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[Mpenncnosue

OTy KHUTY, CKOpee BCEro, BO3bMYT B PYKH T€, KTO yXe UMEEeT MPeICTaBICHUE O MEH-
03€, 0 ero OMOJIOTHYECKOM 3HAYEHUH, O POJIM Mel03a M O TOM, KAKO€ MECTO ATH 3HaAHUSI
3aHUMAIOT B CUCTeMe Omonornueckux Hayk. Ho, mpeaBapsist 3HAKOMCTBO ¢ KHUTOM, HaM
MpEeACTaBISIETCS 1eecO00pa3HbIM HATOMHUTH OCHOBHBIE MOMEHTHI M3 UCTOPUH HayKH U
OMOJIOrHYECKOTO 00Pa30BaHusI.

Muto3 1 Meio03 ObUTM OTKPBITHL BO BTOpol mojoBuHe XIX Beka. B Hawane XX Beka
Ouooram cTao SICHO, YTO 3aKOHOMEPHOCTH MOBEACHUS XPOMOCOM IIPH Mei03e U OII0-
JIOTBOPECHUH OMNPEEIISIOT 3aKOHBI HACIECACTBEHHOCTH. Meiio3 OblI B LIEHTpE BHUMAaHUS
LMTOJIOTOB U TEHETHKOB Ha mpoTskeHnH nepBoIx 40 net XX Beka. Bropas muposas Bo-
l{Ha BBI3BaJIa 3aMeIeHUE B pa3BuTHU Ononoruu. 3ateM B 1950-e roasl BO3HHUKIIA MOJIe-
KyJIsipHast OMOJIOTHsI, U OCHOBHBIM HalPaBICHUEM UCCIICJOBAHHI CTaIM CTPYKTypa reHa,
perymsuus TPaHCKPUIILUK U TpaHCISIUK TeHeTnuyeckord nadopmanuu. B 1970-e roas
MOSIBUIIACH TeHHAsI MH)KCHEPHs, OMOTEXHOJIOT s, 3aTeM — reHoMHuKa. JIrobas Hayka Bcer-
Jla pa3BUBaeTCsl HEpaBHOMEPHO. B pa3Hoe BpeMsi OCHOBHBIMM HAIIPaBIEHUSIMH CTaHOBST-
csl pa3Hble BETBHU (JUCLUUILTMHBI) TOWH MM MHOW HAyKW, M OHH MOJIB3YIOTCS HAaHOOIBIINM
BHUMaHHEM, GUHAHCHPOBAHHEM H ITPUTOKOM MOJIOABIX HccienoBareneii. MccnenoBanus
Melo3a OTOIIIN Ha BTOPOH I1aH Bo BceM mupe B 1960-1990-x rr.

B nepenoBbIX B HAayYHOM OTHOILIEHUH CTpaHaxX B CHITy MOJbI HAa N3yYEHUE LEHTPAb-
HOU JOTMbI MOJIEKYJIIPHOIM Onoioruu (mepenady HaciaeJCTBEHHON HHOPMAIIUH 10 IeTTH
crpykryp AHK-PHK-6enok) ymbl yu€HbIX ObIIH B Macce HalpaBJIeHbl IMEHHO B ATY CTO-
poHy. Meiio3oM HHTEpeCcoBaIiCh CTUHUYHBIC YUCHBIE (C XOPOLIMM 00pa30BaHUEM) H 3a-
HUMaJKCh HeMHOTHe Jaboparopuu. MuocTprupoBarh CyliecTBOBaBILEE MOJ0KEHHE Be-
el MOYKHO TakuM rpumepoM. B u3nanubix B 1989-1991 rr. dyHIamMeHTaNbHBIX yueo-
HUKax JIUIs aMepUKaHCKKUX yHUBepcuTeToB (Suzuki et al., 1989; Singer, Berg, 1991; nepe-
BOJl Ha pycckuii si3bik: Cunrep, bepr, 1998) npencrasienus 00 YH3UMOJIOTHH TeHETHYEC-
CKOH peKOMOMHAIINY U KPOCCHHTOBEpa — SIBJICHUI, JIS)KaIIUX B OCHOBE Mei03a — H3J1a-
raJluch Ha MaTepuase reHeTUIeCKO pekoMOuHatu o6akrepuii Escherichia coli (He ume-
IOIIUX Mel03a). ABTOPBI CChUIAIKMCH HA TO, uTo pexomOuHanus JIHK yHacinenosana sy-
KapuoTaMH OT MPOKAPUOT, XOTS B 3TO BPEeMsl yiKe ObUIM N3BECTHBI 3yKApUOTHYECKHUE TO-
MOJIOTM TEHOB PEKOMOMHAIIUH 1, B YACTHOCTH, T€HbI, KOHTPOJIUPYIOLIHE KPOCCHHTOBEP Y
Ipo30(uItbl, KyKypy3bl. Beutn u3BecTHBI (pepMEHTHI peKOMOMHALINY Y SYKapHOTHYECKO-
ro OpraHu3Ma — MOYKYIOUIMXCS IPOXOKEH, ¢ MX KIACCHUYECKUM MEH030M. DTOT 0OBEKT
OBLT XOPOIIO M3BECTEH MOJIEKYIISIPHBIM OHOJIOraM, HO 3JMTHBIE MeAaroru-npogdeccopa o
KPOCCHHIOBEpE Y HEro HanucaTh He JI0rafajuch. AHAJOTHYHAs CUTYalUsl UMella MeCTO
U C POCCHIICKUMH YIEOHHKAMU, BKITIOUAst Y9eOHUKH Il yHUBEPCUTETOB, U3JIaHHBIC B Ha-
yane XXI Beka, r11e SJH3UMOJIOTUS U TEOPUS] MEHOTUYECKOTO KPOCCUHIOBEPA U3J1aratoTcs
Ha ypoBHE AaHHBIX 1960-X IT.

OnHOBpEMEHHO C TaKuM IOJIoKeHUeM BelieH B cepe yueOHNKOB B 1990-e rosp! oKc-
MepUMEHTaIbHbIE UCCIeI0BaHMsI Mei03a NMepekKniIi HOBOE POXKICHHUE Cpa3y B HECKOIb-
KHX JTaboparopusix Mupa. Pa3BuTre MONEKYISIPHON M KJIETOYHOW OMOJIOTHH, MOSIBICHUE
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HOBBIX METOJIOB MCCIIEJOBaHMsI KJIETOK (0COOCHHO — MMMYHOIIMTOXUMHUH), YCIICITHOE
CEKBEHHPOBAaHHE TEHOMOB MHOT'MIX OPTaHM3MOB CO3/1aJIH SKCIIEPUMEHTAIBHYIO 0a3y JUIs
M3y4eHUs] TeX MOJEKYJIIPHBIX OCHOB M€H03a, O KOTOPBIX TOJIBKO rajaiu (M cO3/laBajiu
YMO3pHUTENbHbIE TUIIOTE3bl) HUTOJOTHH U TeHeTuKH 1920-x u 1930-x ronos. K navamy
XXI Beka uccneoBaHUs MOJIEKYJISIPHBIX OCHOB MEHO03a BBIIUIM Ha 3aMETHOE MECTO B
MOTOKE MUPOBOH JHTEpaTyphbl. MexxayHapoaHble KoHpepeHunn — [opJoHOBCKHE KOH-
¢depennuu B CIIA u xonpepenunu EMBO B EBporie — crasu crieiiiaibHO MOCBSIIATh-
sl LIETTUKOM Borpocam Meito3a. Hauunas ¢ 1994 ., onn uepenyrorces Tak, 4To €KEeroqHO
MIPOXOJUT ojiHa U3 HUX U codupaer 200-300 yuensix uz Amepuxu, EBpornsl, a u3 azuar-
CKHX CTpaH — 0CO0eHHO M3 SnoHuu.

B CCCP ananorn4nass MUPOBOH MOJIe TIOTEPsI HHTEpeca K yIITyOJICHHOMY H3Yy4EHHIO
Meiio3a Bo BTOpOi monoBuHe XX BeKa yCyryOmiach opHIMAIbHBIM 3alPETOM CO CTO-
ponsl ipaButenscTBa CCCP npenonaBares 1 pa3padarsiBaTh XpOMOCOMHYIO TEOPHUIO Ha-
CJIEICTBEHHOCTH. DTO OBUIO czienaHo B 1948 rogy B yromy Tak Ha3bIBAEMOW MHYYpPHH-
ckoii ouosoruu (ormam T.J1. JIbiceHKO) ¥ 00EPHYIOCHh MaCCOBBIMU YBOJIBHEHUSIMHU 00-
Pa30BaHHBIX MPENoaBaTelieii By30B U UccieoBaTesneil. 3anper Obul cHAT B 1965 T., HO
HaHEeCcEHHBIN 00pa30BaHMIO M HayKe YPOH CKa3bIBajics J0NTO. M3 HayKH BBINANO Lenoe
MOKOJICHNE YYEHBIX W TpernojaBarenieil B o0nacTu reHeTuku. OCOOEHHO 3TO CKa3anoch
BAAJIM OT KPYIHBIX HayYHBIX IIEHTPOB. BoccTaHOBIEHNE «IIpaB» XpOMOCOMHOW TeOpUn
HacnencrsennocTy B CCCP npoucxoauio B 1960—1970-¢ rT. ¥ 1UI0 1O JIMHUU HAUOOb-
LIeT0 BHUMaHHMS K pa3paboTKe JieTajell IeHTPaIbHOM JOrMbl U TEOpHH TeHa. MoJeKy-
JSIpHBIE OCHOBBI MEH03a 0CTABAIMCH BHE MOJIS 3PSHUS MTOJABIISIONIET0 OONIBIINHCTBA HC-
cieloBaTelIel ¥ IIe1aroros.

be3syciioBHO, HUKaKas McCIeIoBaTeNbcKast padoTa, HarpruMmep, B 001aCTH TEHETUKH | ce-
JeKIuy pacteHui, He npekpamanack Hu B CCCP, au B HOBoOM Poccun HU B Kakue TObL.
Co3uparenbHasi paboTa MHOTUX CEJICKIIMOHEPOB IILIA C UCTIONh30BAaHUEM 3HAHUN Meio3a 1
yYMEHHUsI HaOII0IaTh 3TOT MPOLIECC MO MUKPOCKOIIOM. DTOMY €CTh MHOTO TIPHMEPOB B Ha-
YUHBIX IMyOJIMKAIMAX COBETCKOTO M MIOCTCOBETCKOTO MeproioB. OHAKO, 10 MHOTUM TpH-
YMHaM, BKIIIOYasi OTCTaBaHWe 00pa3oBaHMsl B OOJIACTU FEHETUKU U TPOOJIEMBI C AOCTYII-
HOCTBIO MHOCTPAaHHOM JINTEpaTypbl U HEAOCTaTOYHOTO YPOBHS (PMHAHCUPOBAHHUS B OOJIb-
LIMHCTBE HAyYHBIX M CEJIEKLIMOHHBIX YUPEXKJAECHUHM HCIOIb30BaHUE 3HAHUI O Meio3e He
BBIXOAMJIO 32 MPEeAeibl HAOMIOACHHsI 0]l MUKPOCKOIIOM OTHOCHTENBHO JIeTKO HalIonae-
MBIX aHOMaJIHi Meiio3a. Jlerde HaOmoaaTh BUANMBIE CTAIUU MeH03a, KOHCTaTUPOBATh aHO-
MaJIiH, TIPUBOJISIIIME K CHIKEHHIO WM TI0Tepe (epTUIILHOCTH, HAlPUMeEp, HACIIeJOBAHUE
(MM TIOTEePI0) XPOMOCOM, Ye€M HMCCIIEN0BaTh OMOXUMHUIO MeH03a. DTO 0COOEHHO OTHOCH-
JIOCh M OTHOCUTCS] K TEHETHUYECKUM M CEJIeKIIMOHHBIM paboTaM ¢ pacTeHusAMU. J{nanazon
IKCTIEPUMEHTAIILHBIX METOJI0B U3Y4YEHHUs] TEeHOMOB, XpPOMOCOM U TPOLIECCOB, JISKAIINX B
OCHOBE Mei03a U pa3MHOKEHHsI PACTEHUH 1 JKUBOTHBIX, B 3apyOEKHBIX CTpaHaX JI0 CHX
mop ocraercs 6osiee OorateiM, yeM B Poccun. Crienmann3npoBaHHbIE UCCIIEIOBAHHS Meii-
o3a B Poccun MeToaMu cOBpeMEHHOM TeHETHKH U KJIETOUHOW OMOJIOTHH BELyTCS JIMIIb B
eIMHUYHBIX TPpyNIax u jadoparopusix B Mockse, [letepOypre, HoBocubupcke. [1pu sTom
HECKOJIBKO XOpOIIHX uccienosarenel n3 Poccun, yBiedeHHBIX pobaeMaMu Melo3a, Bbl-
HYK/IEHHO 3aHUMAJIMCh U 3aHUMAaIoTcst uMH B tadopatopusix CLIA u EBporbl.

Lens Hameit KHUTH — OOHOBUTH Oarak 3HaHWI 0 Meii03e Yy POCCUHCKUX HCCIIen0oBa-
TeJel, mpernojiaBaTesyieil, aclupaHToOB U CTYIEHTOB By30B. He Oymayum mperogaBaress-
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MU BY30B, aBTOPBI KHUTH MPUBJIEKAIOT BHUMaHKUE YUTaTeNel JUIIb K OIHOM, HO KPYITHON
W BaKHOHM mpobieMe melio3a: Meiio3 KOHCepBaTUBEH U M3MEHUYMB OAHOBpeMEHHO. [Ipu
3TOM Ba’KHO MOHSTh, KAK COBMEIIAIOTCSI 3T KPafHOCTH M KaK 3TO CJIOKHUIIOCH B X0J1€ IBO-
monun?

B namiell kKHATE MBI COCPEIOTOYMIIN BHUMaHUE Ha KIIIOUYEBBIX BOIIPOCcax oOuiei mpo-
O1eMbl Meifo3a. DTO y3HaBaHHE M CHHAIICHC TOMOJOTMYHBIX XPOMOCOM, MeHOTHYEeCKas
PEKOMOMHAIMS B 11€JI0M, KPOCCHHIOBEP M XHa3Mbl, B YACTHOCTH, a TaKKe CTPYKTypa U
¢byHKIMs neHTpoMep. IMEHHO 3TH SIBIICHHS U CTPYKTYPBI ONPEACIISIOT CIIeHUPUKY Mek-
03a, €ro OTIMYHE OT MHUTO3a. MBI HE CMOIVIM BKJIIOYUTHh B KHUTY Takue BOIPOCHI, Kak
CTPYKTYpa U (GyHKIHS KJIETOYHBIX LICHTPOB U MOJSIPHBIX TEJl BEpETEeHA, TUHAMUKA sS/ep-
HOU 000JIOYKH ¥ OpraHesul HUTOIUIa3Mbl. DTH BOMIPOCH], HECOMHEHHO, CYILIECTBEHHBI, HO
He SIBJISIOTCS KIJIIOYEBBIMH JUUISl OMUCAHMS CYyTH Meio3a M ero OTIMYMHA OT MUTO3a, JJIs
CpaBHEHHS KOHCEPBAaTUBHBIX M N3MEHYMBBIX IPHU3HAKOB MeH03a U MOMBITOK PEKOHCTPYK-
MU TyTel ero sBostonuu. CTpemiieHHe OXBaTUTh MX MOIVIO Obl PUBECTH K TOMY, UTO
KHHUTa He ObuIa Obl 3aKOHYEHA B Pa3yMHBIC CPOKH MJIM HE 3aKOHYEHA BOOOIIIE.

Hama kHura HamnrcaHa Ha OCHOBE MHUPOBOW juTeparypbl. E€ Hanucanuio npesmie-
CTBOBAJIM 0030PHBIEC CTAaThU, MaTePHAaJIbl KOTOPHIX OBLTH MCIIOJIb30BaHbBI TIPH HAITHCAHUH
kuuru (bormanos, 2003, 2004, 2008, 2016a, 6, 2017; bornanos, ['puniaesa, 2020; [pu-
maesa, bormanos, 2000, 2019). Mcnonp30BaHbI Tak:Ke MaTepHaIbl HcceaoBaHul borma-
HOBA, [ pUIlIaeBOli U COABTOPOB, KOTOPBIE LIUTUPYIOTCSL B COOTBETCTBYOIIUX M1aBax. [na-
Ba 7 «Meli03 1 ero reHeTHYECKU KOHTPOJIb Y ITOKPBITOCEMEHHBIX PACTEHUID HAIIMCAHA
C.A. CumanoBckuM coBMecTHO ¢ HO.®. BormaHoBbIM Ha 0cHOBe 0030pHO# ctaThi (Cu-
MaHoBckuii, bormanos, 2018). ['maBa 8 «Xpononorust Meiio3a» cocrariena FO.d. borma-
HOBBIM U C.A. CUMaHOBCKMM Ha OCHOBe myOmukarmu JIsimyHoBoit u borganosa (1975).

Mpr Onarogapum npodeccopa JI.B. Beiconkyto (HoBOCHOMPCKHIT TOCYHUBEPCHUTET),
mpod. I1.M. Boponuna u k.6.H. A.A. Topramesy (MLul" CO PAH, HoBocubupck), mpod.
E.P. Tarunckyro (CIIOI'Y, IlerepOypr), npod. J.C. Boromo6osa (UHL[ PAH, Ilerep-
oypr), npod. A.B. PomronoBa (b1IH PAH, IlerepOypr), npod. JI.®. Kypuno (Meauko-
FeHETHYECKUI Hay4HbIH 1IeHTp, Mocksa), ipod. O.J1. Kosomuer, 4ieHa-KOppeCOHIeHTa
PAH U.A. 3axapoa-I'e3exyca (MOl'en PAH, Mockga) u 1.6.H. I.H. Tomy6osckyro (Ka-
madopHuiickuii ynusepeutet, bepxiu, CILA) 3a nmpoyreHne OTIEeNbHBIX Pa3iesioB KHUTH
B XOJI€ X ITOATOTOBKH M TTOJIE3HbIE KOMMEHTapHH U peKoMeHaanuu. byem OiaroqapHs 3a
KOHCTPYKTHBHBIE 3aMEUaHUs U MOKeJIaHNUsl CO CTOPOHBI UNTaTelNei.

10.®. Bozoanos
T M. I'puwaesa
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BBEOEHWE B [TPOBJIEMY

Thasa I.
buonornyeckas ponp Meno3sa,
€ro OCHOBHbI€E NMpaBwia U MaTepual
U151 €ro U3y4eHus

buonormnyeckas ponb menosa

ITyTem Mefio3a KIETKH JENATCS OJUH pa3 B KUIHEHHOM IHKJIE JTFOOOTO dyKapruoTHYe-
CKOTO OpTaHM3Ma, CITIOCOOHOTO Pa3MHOXKATHCS TOJIOBEIM MyTEM. Meito3 HeoOXomum Auist
repeavy XpoMOCOM B Py TTOKOJIEHUI OPraHU3MOB OT POAMTENEH MOTOMKAM, U B 3TOM
COCTOHT OMOJOTHYECKas poJib Melo3a. DTa pojb OTIIMYAETCS OT OMOIOTUYECKON POIn
MHUTO3a, KOTOpasi COCTOHUT B Tiepeiaye XpOMOCOM B Uepeie KIIETOUHBIX MIOKOJICHNH B Tpe-
JIeJIax OJTHOTO OPTaHM3Ma.

Pesynbrarer Meiio3a cioxxHee, 4eM pe3ylbTaThl MUTO3a. B Xozie Meiio3a XpoMOCOMBI He
TOJIBKO TIEPEIAl0TCs M3 MATEPUHCKUX KIIETOK B JIOYEPHHE, HO eIlle ¥ YMCIIO X YMEHbIIa-
€TCs BIIBOE, M OHH Pa3ZIeIIAIOTCs TOYHO Ha JIBA TaIUIOMAHBIX Habopa (reHoMa). 3aTeM ra-
IUIOUAHBIE HAOOPHI XPOMOCOM TIOIAAl0T B MOJIOBBIC KJIETKH — TraMmeThl. Ho cHavana B
XO0JIe Meii03a MPOUCXOAUT peKoMOnHaIHs TeHOB. OHa cOCTOUT U3 ABYX siBieHmid. 1. [Ipu
PEAYKIINH YHCIia XPOMOCOM IPOUCXOTUT CITydaifHasi KOMOMHAIINS TUX XPOMOCOM, TIOTIa-
JAIOIINX B TaITOMIHBIC HA0OPHI. JIMITIIONTHBIN OpraHU3M ITOYYHII CBOH XPOMOCOMBI pa-
Hee OT MaTepH H OTIa (Ha30BEM HX «MAaTEPUHCKAMI» U «OTIIOBCKHMI» XPOMOCOMaMH ), &
KOTJIa OH TIPOM3BOJUT CBOM FaMEThI, TO BO BpEMs Mei03a COBEPIIIAETCs IepeTacoBKa Ma-
TEPUHCKHX U OTIIOBCKHX XPOMOCOM, TIOTAIAf0IIUX B ero rameTsl. 2. [1pu pasnenenuu ra-
JIOUJTHBIX HA0OPOB XPOMOCOM IPOUCXOTUT peKoMOnHaIHsI (0OMEH) CEerMEHTOB MaTepHH-
CKHX U OTIIOBCKUX (TOMOJIOTHYHBIX ) XPOMOCOM — T'€HETHUECKHUI 0OMEH (KPOCCHHTOBED)
BHYTPH TPYIII CIETICHHSI TSHOB.

Meiio3 — HeoThemIIeMasi 4acThb IOJIOBOTO Tporiecca y dykapuoT. OG0pOTHOI cTOpO-
HOW Melo03a CIyKHT OIUIOAOTBOPEHHE: JIBE TaIIOMIHBIC KIETKH, TaMeThl (Y OONbIITUH-
CTBa OPraHU3MOB — MYCKasl M )KEHCKasi TaMEeThI) COSIMHSIOTCS MTOITapHO, YTOORI 00pa-
30BaTh 3UTOTY, U3 KOTOPOH Pa3BUBAETCS HOBBIM OPTaHU3M C TUTUIOMIHBIM YHCIOM XPO-
MOCOM.
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Mecro mMeno3a B >KM3HEHHOM LIMKJ1E€ OPraHu3MOB

Cxema Meiio3a OJMHAKOBA y PACTEHUH, TPHOOB M )KUBOTHBIX, HECMOTPSI Ha TO, YTO B
pa3HbIX (PUIOTEHETHUECKUX BETBIX 9YKAPHOT MEH03 3aHMMAET Pa3HOE MECTO B )KU3HEH-
HOM LIMKJIE OPTaHU3MOB. Y JKMBOTHBIX MEHO03 MPOUCXOIUT B KOHIIE AWUIUIOMIHOHN (ha3bl
KU3HECHHOTO IMKJIa. DTO TEPMHHAIBHBIN, WM TaMeTHBIi, Meii03. Y TpuboB OH Tpo-
WCXOIUT B Ha4aje AUTUIOMTHOHN (a3bl, B 3urore. OTO 3UrOTHBIA Meiio3. Haubonpiryro
YacTh )KU3HEHHOTO LIWKJIa TPUOBI IPOBOIAT B TAIUNIOMIHON (ase. Y pacTeHuit Meiio3 3a-
HUMAaET MPOMEKYTOUHOE MOJIOKeHHe MEKIY ATMHHON AUIUIONIHON (a3oi (IumnoduT
WK CIOPOQHUT) U KOPOTKOU TaINTIONHOM cTaanei (Copsl, rarmiodur).

[lepBas 3amaya 3TOM KHUTU — OIMMCAHKE OOLIMX MPUYMH KOHCEPBATUBHOCTH CXEMBbI
Meiio3a. Bropas 3agada KHUTH — WIIIOCTPALUs U3MEHYMBOCTH MEH03a KOHKPETHBIMHU
pUMepaMH U ONMCaHUe IPUYKH 3TOH M3MEHUYMBOCTH (HE HapyIIaroNe o01ero npasu-
Jla KOHCEpBaTUBHOCTH Meio3a). M, HakoHel, 5Ta KHUTa JaéT MPeICTaBICHUE O BaKHOU
HEpeIIeHHOH mpobieMe: Kak MOT BOSHUKHYTh MEH03 U TIOABEPTaJICS JTX OH SBOJIOLNN?

OCHOBHbI€ 3aKOHOMEPHOCTU Melo3a

Ha miepBblii B3IJIs17;, OCHOBHBIE COOBITHSI Me1i03a MOTYT OBbITh OIUCaHbI IPSIMOIMHEIHHO
MaTeMaTHYeCcKH: TUIJIONIHAS KIIeTKa POXOANT uepes oauH uuki perukaym JJHK, a 3a-
TEM JIBa pa3a JEIUTCS. DTH JIeTIeHUS Ha3bIBAIOTCS TIEPBBIM M BTOPHIM JICIEHUSIMU Me03a,
i mMerio3oM | n mefiozom 1. Ho kakuM 00pa3omM MOXKHO pa3ieiuTh AUIIONIHOE YUCIIO
XpOMOCOM TOYHO TIOMNOJIaM M Pa3BECTH 3TH TaIUIOWHbIE HAOOPHI XPOMOCOM B JIBE JI0UEp-
Hue Ki1eTku? M3BecTHO, UTo KHBask MPUPO/IA UCTIONB3YET palMoHanbHble pemenus. [1po-
CTOM c1toco0 pa3/ieIuTh HEKOTOPOE YUCIIO MApHBIX MPEIMETOB Ha JABE PaBHbIC IPYIIITHI —
COEAMHUTD HX MOTIAPHO, BEICTPOUTH MIAPHI B JBE JIMHUH (IIIEPEHTH) U 3aTeM cpa3y pa3BecTH
ST JIMHUU-IIEPEHTU B MPOTUBOIOJIOKHBIE CTOPOHBL. IHBIMU CIIOBaMHU, BBIIIOJIHUTH JEH-
CTBUSl, AHAJIOTMYHbIE apMEUCKMM KOMaHJaM, C ITOMOIIBIO KOTOPBIX COJIAThl CTPOSITCS B
JIBE ILIEPEHTH, A 3aTEM TH LIEPEHTH PACXOJATCS B IPOTUBOIIOJIOKHBIE CTOPOHBI.

B oTHOHIEHHH XPOMOCOM HYKHO, IIPEK/E BCETO, CIAPUTh I'OMOJIOTUYHBIE XPOMOCO-
MBI. J{J151 3TOr0 OHUM JOJDKHBI CHavyasa y3HaTh pYyT Apyra. 3aTeM HYKHO IOCTPOUTH Maphl
XPOMOCOM Ha 3KBAaTOpe KJIETOYHOIO JEJIEHUS U Pa3BECTH NAPTHEPOB K MPOTUBOIIOIOXK-
HBIM mtomocaM. [Ipu 3ToM Hajo He 3a0bITh, YTO KaXaas XpOMOCOMa JIOJIKHA COXPAHATh
00e MPoI0IbHBIE TMOJIOBUHBI — XPOMAaTHABI, MPOAYKTHI perutukaruu JJHK.

MIMeHHO Takue MaHEBpBI IPOUCXOIAT C XPOMOCOMAaMH B IIEPBOM JICJICHUU MeHO03a
(Meiio3 I). XpomocoMbl cHadana pa3ouparoTcs BHYTPH sjipa Mo Tapam (crapuBaHue U
TECHOE COEJIMHEHHE XPOMOCOM OOK O OOK, Ha3pIBaEMOE CHHAIICUCOM HJIH KOHBIOTAIIH-
eil) 1 BBICTpauBaIOTCs MOTIAPHO Ha IKBATOPE BepeTeHa KJIETOUHOTO IeJIeHN. 3aTeM HUTH
3TOTO BepeTeHa (10 «KOMaH/Ie») Pa3BOAAT JIBE «IIEPEHTH» TOMOJOTHYHBIX XPOMOCOM K
MIPOTHBOIIOIOKHBIM ToJIfocaM. A B Meifose Il B jouepHHe KIIETKH pacXonsaTcss XpoMaTH-
ITBI KQKI0M XpoMOocoMBl. OHH UMEHYIOTCSI CECTPUHCKUMHU Xpomaruaamu (puc. 1.1).

Kaxwe ¢r3nieckne yernoBys B KJIETKE HY>KHBI JUTsl STUX MaHEBPOB B Meiio3e | u meiiose 117?
Omnuirem 3TH yCTIOBUS WM TIPaBHia, KOTOPBIE JOHKHBI OBITH BBHIIOIHEHBI IS PaBHOM pe-
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MUTO3

MENO3 |
Al
|
|
|
|
|
MEMO3 Il
- Ml Al
i
|
1
¢ M Il ———s All
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|

Puc. 1.1. CpaBHUTENBHAA CXEMa MUTO3a U Meii03a.

Pawmroii ¢ mugpoit 1 0603HaUCHBI IEHTPOMEPHBIE PAOHBI XPOMOCOM, KaKIBIH U3 KOTOPBIX CO-
JEPKUT JBE EHTPOMEPHI CECTPUHCKUX XpoMatu. Pamkoii ¢ mudpoii 2 obo3HadeHa xuazma. MI,
Al, MII, AIl — metadass! 1 aHada3sl ABYX AEJICHUN Meli03a COOTBETCTBEHHO.
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JTYKIUY YUCIIa XPOMOCOM U IPEBPAILEHUs TUMIONTHBIX KJIETOK B raryIonIHbIe. DTH MIpaBU-
JIa pactpoCTPaHsIOTCS Ha BCE 3yKapHOTHYECKHUE OPraHU3Mbl, UMEIOLIHIE MeH03, HECMOTpPS Ha
pazHooOpazue MOpOIOrHUECKUX KapTHH U BCIIOMOTaTeNIbHBIX MEXaHM3MOB MeH03a.
IIpexxae Bcero, «<MaTepuHCKHE» H «OTHOBCKHE» XPOMOCOMBI THILIOHAHOTO HAGOpa
AOJIKHBI Y3HATH APYT APYyra, YToObI IOCTPONTHCS NMONAapHo B Meiio3e I. O1o npoucxo-
JIUT Ha OCHOBE y3HaBaHUs TOMOJIOTMYHBIX JIOKYCOB 3THX XPOMOCOM, Ha OCHOBE TOMOJIOTHH
JHK. Y GonbpmmHCTBAa OPraHU3MOB 3TO MPSIMOI KOHTAKT roMoorn4Hbix Mosiexyn JJHK.
B atom mpouecce yqacTByrOT OenKH-(hepMEHTHI U OETIKH-MEAHATOPBI (IIOCPEIHUKH), KOTO-
pBI€ CO3/1AI0T YCIOBUS JUI BPEMEHHOTO COeIMHEeHNsI TOMOIOTHYHBIX JIokycoB JIHK. V He-
KOTOPBIX OpraHu3MoB (cM. m1aBbl 10 1 11) KOHTaKT rOMOJIOTMYHBIX XPOMOCOM U TIEpBOHA-
YaJIbHBIA CHHAIICUC IPOMCXOAAT 0€3 B3aMMHOTO y3HAaBaHMUS TOMOJIOTHYHBIX JIOKYCOB MOJIe-
kya JIHK. B aTux ciay4asx oH MpOUCXOIUT C MTOMOILBIO BBIPABHUBAHUS XPOMOCOM U Yepes
CTPYKTYpHBIEC OCIKH-TIOCPETHUKHU, HO OTISTH YK€ y3HAIOIIUE OJJMHAKOBBIC (TOMOJIOTHYHBIE)
nociueoBareabHOCTH HykiIeoTnaoB JJHK B mape roMoiornaHbeIx XpomMocom.
CoenunéHHbIE B TapsbI (Mapbl HA3BIBAIOTCS] OMBAJIEHTAMM) TOMOJIOTHYHBIE XPOMOCO-
MBI I0JIKHBI IIPOYHO YIEeP:KMBAThCS BMecTe (He pa3beIUHATHLCS) TPU MaHeBpax, KOTO-
pble OHM COBEPIIAIOT /ISl MOCTPOEHMSI «B JIBe LIEPEHI» HA IKBATOpe KJIeTOYHOrO [ie-
JeHus B Meiio3e 1. IIpoYHOCTB MONApHOrO COENMHEHNS TOMOJIOTHYHBIX XPOMOCOM B MEHO-
3e Bo BpeMsi MeTadasbl | Meiio3a mepes HaqaaoM MX PacXoXKIICHUs B JI0YEpHHE KIETKH 00e-
CTIeUMBaCTCs XuazMamu — mepexpécramu Momekyn JJHK (xpomaru), BOZHUKIIIUME B pe-
3ynbTare peKOMOMHAIINM 3THUX MOJIEKYNl — KpoccuHroBepa. [IpouHOCTh coerHeHus ¢ 1o-
MOIIBI0 XHa3M He0OX0MMa, YTOObl IPOTUBOCTOATH TAHYIIMM CHJIaM HUTEH BepeTeHa, co-
eJIMHSAIOIINX TOMOJIOTHYHbBIE XPOMOCOMBI C ITPOTUBOMOJIOKHBIMH TMOTIOCAMH KJIETKH, MOKa
HE TIOCTYIUT CUTHAJ K PACXOKICHHUIO TOMOJIOTOB U He HauHETCs anadaza [. Heobxoanmo ox-

naxurexHa meTadpasa | aHacpasa |

Puc. 1.2. Cxembl OHBajeHTa TOMOJIOTHYHBIX XPOMOCOM, COCTOSIIIIETO U3 YETBIPEX XPOMATH]L
(0603HaueHBI pa3HO MITPUXOBKON MM €€ OTCYTCTBHEM), U TIPEBPBILCHHNA, TIPOUCXOISIINX C
OMBAJICHTOM B X0JIc KpOCCHHroBepa u (opMupoBanus xua3Mm. [laxutena (dactb npodassi 1),
metadasa [ u anadaza I — cragun meitosa I. OObsICHEHHS — B TEKCTE.
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HOBpEMEHHOE (CHHXPOHHOE) JIBIDKCHHE PACXOSIIUXCS XpOMOcoM B aHadaze |, nHade mexa-
HU3M pa3ZieleHys] [IMTOILIa3Mbl KJIETOK (KJIeTOuHas MepeTshKKa y AKUBOTHBIX WM KJIETOUHAs
IUIACTUHKA y paCTeHUi) MOTYT OTCEYb M OCTaBUTh OTCTAIOIIIE€ XPOMOCOMBI BHE HOBOTO SIIpa.

HeCI/IHXpOHHOC PACXOKIACHUE XPOMOCOM ITPHU pEAYKITMOHHOM JICJICHUN MHOT/Ia BCTPEYACTCA B IIPU-
POAC KaK B PE3yJIbTare MyTaI_II/Iﬁ T'CHOB KJICTOYHOI'O JCJICHMS, TaK U 110 BJIUAHWUECM BHCHIHUX (baKTO—
POB. Takue ClIydyau MOT'yT INPUBOAUTH K IMOTEPE HEKOTOPLIX XPOMOCOM U, KaK CJICACTBUEC, K IOTCPE
(bepTI/IJ'IBHOCTI/I IIPOAYKTOB Mel03a WIH K AHCYTIJIOUIUU TTOTOMCTBA, €CJIN 3UTOThI 06pa3013an1/1(:1).

B meiioze I cecTpuHCckHe XpoMATHIbI KAKIOH XPOMOCOMBI JOIKHBI OCTABATHCS
«CKJICEHHBIMI» BMecTe H OTXOAUTh K OTHOMY ToJirocy B aHadga3ze I. OHu 107KHBI pacxo-
JIUTBCS B Pa3HbIe KJIETKU TOJIBKO BO BTOPOM JIeJIeHHH Metio3a (Meiio3 II). Dta ckieiika oObIu-
HO COXpaHseTCs TONBKO B KWHETUYECKOM IIEHTPE XPOMOCOM (LIEHTpOMEpPE), K KOTOPOMY Kpe-
IISITCSI HUTH BEPETEHA, PACTACKUBAIOIINAE XPOMOCOMBI K ITOJIFOCAM KJIETOYHOTO JIETIEHUSL.

PacxoxieHre cecTpuHCKUX Xpomaruj rnpoucxonut B meitosze II. [ns aToro He HyX-
HBI JOTIOJHUTENILHBIE YCIOBUS, HE HY)KHA PEIUTMKALUS XPOMOCOM. XPOMOCOMBI OBLITH
PEIUIMIIMPOBAHBbI IIepel MEH030M I, HO, KaK CKa3aHO BBIIIE, XPOMATUIbI HE PA3OLLIUCS.
ITosTOoMy mocne 3aBepiueHus Mekosa I XxpoMocombl cpasy okasbiBaroTcs B (paze G, HOBO-
o KJeToyHoro 1ukia. Crapble aBTOpbl HHOTIA IPUMEHSUIN K IEpBOMY JISJIEHUI0 Meiio3a
CpaBHEHHE C JCJICHUEM, TPOU3OIIEANINM MPEKICBPEMEHHO M MOITOMY HE CIIOCOOHBIM
COXPaHUTH ONHBIA HA00p XpoMocoM. Llenb KHUTH — T0Ka3aTh, YTO 3TO HE TaK, U 00bsIC-
HUTH TOCJIEA0BATEILHOCTh BHYTPHKIICTOUHBIX SIBICHUH, HEN30€KHO MPUBOISIINX K 3a-
KOHOMEPHOW PEAYKIMH YHCIIa XPOMOCOM. DTa MOCIIE0BATEIbHOCTD 00YCIIOBIICHA aKTH-
Balell criequrUIecKoil FreHHOW porpaMMbl Mel03a, KOTopasi MOTEHIHAIbHO 3aJI0KEeHa
B FeHOME BCEX JYKapHOT, «MOIYUT» (CYNpPEeccHpOBaHa) B COMAaTUYECKUX KJIETKax, Jems-
LUXCS [IyTEM MUTO3a, U AKTUBUPYETCSI TOIBKO HA BPEMsI OHOIO LIUKJIA KJIETOUYHOTIO Je-
JeHus1 — Ha BpeMs Meiiosa [. A BTopoe neneHue Meiiosa, Meitos Il — 3To «OTI0KeHHBII
MHUTO3 KJIETOK, BEPHYBUIMXCS K «pPYyTHHHOID IIporpaMme KJIETOYHOTI'O JICIEHUSI.

W3 mpaBuiia CKI€EHHOCTH (KOTe3UH) CECTPUHCKUX XpoMaTHl B Meiiose | ecTh nckito-
YEHUE, TaK Ha3bIBAEMbI MHBEPTUPOBAHHBIM MEH03, B KOTOPOM IEPECTABIEH MECTaMHU
MOPSZIOK COOBITHIL: B Melo3e | pacxoasaTcs cecTpuHCKHE XpoMaTubsl, a B Merose II —ro-
MOJIOTHYHBIE XPOMOCOMBI, HO IIPU 3TOM OcTaeTcst oauH nuki perukanun JJHK Ha o0a
nenenus Meiiosa (cM. 1. 13 «MHBepTHpOBaHHBIN Me03»).

CoOumrofieHue MpaBuI Meiio3a cpelii BCeX U3yUEHHBIX 3yKapuoT oOecrieunBaeTcs Ona-
rofapsi KOHCEPBATHU3MY MOJIEKYJISPHBIX M HAAMOJIEKYJISAPHBIX (KJIeTOYHBIX) MeXa-
HHM3MOB Meiio3a. OHM HAaCTOJIBKO CXO/IHBI, YTO CIPABEAIUBBI Jake IS KaKyIIerocs uc-
KJIFOUEHUS] — UHBEPTUPOBAHHOI'O Meio3a.

Wrak, B OCHOBE M€H03a y BCEX IYKAPUOT JIEXKAT KOHCEPBATUBHBIE MOJIEKYJISIPHBIE CTPYKTY-
PBI M KOHCEPBATUBHBIE MEXaHU3MbI MX B3aUMOJIEHCTBHS, KOTOPHIM HE CTPALLHA OIPE/EIICH-
Hast I3MEHYMBOCTb, HE 3aTparkBarolias uX 0CHOBY. KakoBbI 3TH KOHCEpBATUBHbBIE MEXaHU3MBbI?

KoHcepBsatnBHbie (YHMBEPCA/IbHbIE) MEXAHU3MbI MENO3a
Mexanuzm pedykyuu uucina xpomocom. Orznyueckasi CBsI3b JIByX TOMOJIOTHYHBIX XPO-

MOCOM B COCTaBe OMBAJICHTA y BCEX DYKapHOT BO3HHUKAET B mpodase I Meiio3a ¢ moMoIbo
pexoMOmHAIMH (KpOCCHHTOBEpa) 1 Xua3M. CHadaa BO3HUKAIOT MTPOMEKYTOUHBIC TTPOTYK-
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Thl PEKOMOMHAIIMK MOJIEKYJI — CTPYKTYpbl XOJUIMjes, U B 3TO BpeMs (y MHOTOKJIETOY-
HBIX 3YKapHOT) CBS3b TOMOJIOTHYHBIX XPOMOCOM CTAOMIIM3UPYETCsl C TIOMOLIBIO BCIIOMO-
raTebHBIX OCJIKOBBIX CTPYKTYp — CHHANTOHEMHbIX komruiekcoB (CK) — wumu 6onee npo-
CTBIX CTPYKTYp — TaK Ha3bIBA€MbIX JIMHEHHBIX 2IIEMEHTOB XPOMOCOM (y HEKOTOPBIX I'pH-
00B). CK u JMHEHHbIC IEMEHThI COSIUHSIIOT XPOMOCOMBI JlaTepayibHO (00K 0 OOK), Ha
BpeMsl IPOMEKYTOUHBIX ATAllOB KPOCCHHIOBEpa. A 3aTeM BO3HHUKAIOT (U3MUYECKHe oOMe-
Hbl — KPOCCHHIOBEP HECECTPUHCKUX XPOMATHJI, IPUHAIEKAIUX TOMOJIOTUYHBIM XPO-
MocoMaM. BrsyanbHbIM NPOSIBIICHUEM 3TOH CBSI3H CITYKaT XUa3Mbl — (DU3NUECKHE «IIepe-
KpECThI», KpoccoBepsl (pe3ynbTaThl Mpouecca KPOoCCHHOBEPa) TOMOJIOIMYHBIX XPOMO-
coM. Xua3Mbl BHIHBI TIOJI MUKPOCKOIIOM KaK MOP(OIOrHYeCcKUe MePeKPECcTbl XPOMOCOM,
TOYHEE — IMEPEKPECThl HECECTPHUHCKUX XPOMAaTHA B COCTaBe OMBalieHTa. XUa3Mbl — pe-
3yJIbTaT KPOCCUHIOBEPA, KOTOPBIN COBEPILAETCS HA MOJIEKYJISIPHOM YPOBHE.

[Tocne 3aBeprieHUs] GOPMUPOBAHUST XMA3M CHHAITOHEMHBIE KOMILIEKCHI IIEPECTaIOT
OBITb HY)KHBIMHU M Pa3pyLIAIOTCsl, @ TOMOJIOTUYHBIE XPOMOCOMBI OCTAIOTCS COCTUHCHHbI-
MU TOJIBKO C TIOMOIIBbIO SAMHUYHBIX XHa3M (HE MEHEee OJTHOM, yale — IByX, HO He Ooliee
YeThIpex Ha OMBAJICHT XPOMOCOM). XHa3Mbl TIO3BOJISIIOT BEICTPOUTHLCS OMBAJICHTaM XPO-
MOCOM Ha KBaTope BepeTeHa KJISTOYHOro JefieHns B Metadase [.

Mexanuzm Ons 6bINONHEHUA NPAGUNA KO2E3UU CECHIPUHCKUX Xpomamuod ¢ meitoze 1.
«CKJIeeHHOe» COCTOSIHUE CECTPUHCKUX XPOMaTH 1 — KOT'€3Msl — BO3HHUKAET Cpasy MocJe pe-
TUTMKAIIMA XPOMOCOMBI B S-(paze KIETOYHOTO LHUKJIA, KOrZa B XPOMOCOME TTOSIBIISIFOTCSI JIBE
xpomarupl. CKiIeiika OCyIecTBISIETCs C TOMOIIBI0 OEITKOB-KOTe3WHOB. B x071e MHTO3a KO-
re3usi XpoMary| peKpamiaeTes mpy nepexone oT MeTadasbl K aHadase MmoTomy, 4To Kore-
3UHBI pazpymiatorcsi pepmeHTamu Tuaponazamu. Onnako B Meiiose 1 koresusi cecrpun-
CKHX XPOMATH/I COXpPaHsieTcs B 00JIACTH LeHTPOMep He TOIBKO Ha MPOTSKEeHHH Me-
Tadassl I, Ho u B aHadase I u Tenodase I, mOCKOIBLKY B 3THX paliOHAX KOIe3HHbI OKa-
3bIBAIOTCA 3ALIUIIEHHBIMA OT THAPOJIM3a. JTa 3alluTa OCYILECTBISETCS C ITOMOIIBIO
Melio3-crieuuHbIX 0enKoB IIyromrHOB. LyrommHsl 3aMMImaT «CKIeHKY» (KOTe3HIo)
LIEHTPOMEPHBIX PAIOHOB CECTPUHCKUX XPOMATHUL, IIPUHAVISKALIUX OAHOU XpoMmocome. [Tpu
3TOM 3aLUTHUKU-LTYTOLIMHBI )KUBYT TOJIKO BO BPEMSI OTHOIO KJIETOUYHOI'O LIMKJIA — B MEii-
o3e | — 1 rcue3aroT U3 KIeToK Bo Bpemst Meio3a 11, mo3Bossisi BHy TPUKIIETOUHBIM (hepMeH-
TaM pa3pyIIUTh KOTe3MHBI 1 0CBOOOINTH CECTPUHCKNE XPOMATH/BI OT MX B3aMMHOM CBS3U B
LIEHTPOMEPHBIX paiioHax. VHeIMU ciioBamu, BO Bpemst Melo3a Il curyanust oka3blBaeTcs Ta-
KOH 7K€, KaK B MUTO3€, U CECTPUHCKHE XpOMaTU/Ibl MOT'YT pa30UTUCh. B oTinume ot meliosa,
B MUTO3€ LIYTOIIMHBI YXOJST U3 LICHTPOME TIpH nepexozie oT Meradasbl K aHadase.

3mMeHuMBbIe MEXaHU3Mbl MENO3a

[IpuHINTT KOHCTPYKIIMH CHHAIITOHEMHBIX KOMITJIEKCOB, BPEMEHHO COEAMHSIONIUX TO-
MOJIOTHYHBIE XPOMOCOMBI B COCTaBe OMBAJICHTOB B Tipodase I, oHaKoB y BCeX dyKapH-
oT. Ho y pacTenui, rpu00B 1 )KHBOTHBIX CHHAIITOHEMHBIE KOMILIEKCHI COCTOST U3 Pa3HBIX
6enkoB. [Ipu onnHaKoBOM OOIIEM IUTaHE CTPOCHHUS CHHANITOHEMHBIE KOMIUIEKCHI TaKkKe
MMEIOT Pa3HyI0 YIBTPAaCTPYKTYPY, XapaKTEPHYIO 71 OPraHU3MOB B IIpeJieax TaKCOHa.

Kpome crHanTOHEMHBIX KOMITJIEKCOB, MIMPOKO PACIIPOCTPAHEHHBIX Y PA3HBIX JyKapH-
OT, €CTh ¥ COBCEM «HECTaH/IapTHBIE» CIIOCOOBI BPEMEHHOTO MOTIAPHOTO COSTMHEHUS TOMO-
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JIOTUYHBIX XpoMocoM. Hampumep, y camIIoB ABYKpBUIBIX HacekoMbIx (Diptera) HET pexoM-
OMHALIMKM XPOMOCOM B Mei03e, U OMBaJIEHThI XPOMOCOM BO3HHUKAIOT Ha KOPOTKOE BpEMsI 3a
CUéT B3aUMOJCHCTBHUS MOBTOPSIOLIMXCS MOCIENI0BATENLHOCTEH HYKICOTHIOB (pubOCOM-
Ho#t IHK) u coznanus o61mmx XpoMOCOMHBIX TEPPUTOPHUI Kax 101 Mapsl XpoMocoM. Y ca-
MOK YeUTyeKpbUIbIX HaceKoMbIX (0abouku, Lepidoptera) cribHO MOAM(DHIIMPOBAHHBIE CH-
HarnTOHEMHBIE KOMIUIEKCHI HE Pa3pyLIaroTcsi B o3aHeH npodase | u npensTcTByioT ¢op-
MUpoBaHuIo xuasM. Ho ot ke He pazpymmsimecs: CK BBITOMHSIOT QYHKIHIO TTOaPHOTO
yAepKaHHsI TOMOJIOTMYHBIX XpPOMOCOM Ha 3KBaTOpe BEpPETeHa KJIETOUHOTO JAEJICHUS B MeTa-
¢asze I, 3ameHsist cO00I0 XHa3Mbl, U PEAYKIIHOHHOE JICJICHHE TOMOJIOTHYHBIX XPOMOCOM CO-
Bepiaercs. [1oapoOHOCTH ATUX YHUKATIBHBIX MEXaHH3MOB ONKCAHbI B 1. 11, 12,

VY nensimuxcst gpoxokeit Schizosaccharomyces pombe (Taphrynomycetes), natepaiib-
HO€ CIapyBaHUE T'OMOJIOTHMYHBIX XPOMOCOM COBEpIIAeTCS «ITYHKTHPHO» IO UX JJIMHE
3a C4ET MHOXKECTBEHHBIX COOBITHH peKOMOMHAIMHK, 0€3 CHHANTOHEMHBIX KOMILICKCOB,
HO CO BCIIOMOTaTEeJIbHBIM YYaCTHEM MPOIOIBHBIX (BIOIb XPOMOCOM) OSITKOBBIX BOJIOKOH,
MOJTyYUBIINX Ha3BaHHE JTMHEWHBIX 3JIEMEHTOB.

Bonee moppobHOE onmcaHne KOHCEPBATUBHBIX U M3MEHUUBBIX CTPYKTYp U MEXaHU3-
MOB (COOBITHI) Meii03a MBI IPHUBOJIUM B COOTBETCTBYOIIUX TJIaBaX.

KoncepBarnsm 0CHOBHOW cxeMbl Mel03a Cpei 3yKapHOT OIPEENseTCs] BRICOKOW cTere-
HBIO TOMOJIOTUH T€HOB, YIPABIISIOUIMX 3TUM JIelieHueM. Bo Bpems Melio3a 3KCPECCUPYIOTCS
o0me (U151 MUTO3a M Mei03a) TeHbI KJICTOYHOTO JICJICHUS ¥ TeHBI, CIICIM(pHIHBIC Tl MeHO-
3a. [IepBoe, 4TO TOIKHO IPOU30MTH, YTOOBI B KIIETKE HAYAIICS MEHO03, — 3TO «OTKa3» KICTKU
JIETUTHCSI ITyTeM MHUTO3a. 3aTeM BO3HUKAET 00513aTeIbCTBO JIETIUTHCS MyTEM Mel03a: IPOMCXO-
JIAT HEOOpaTUMOE MPOTrpaMMHpPOBaHIe, OOy eHHe (commitment) K ISTIEHHIO ITyTeM Mero3a.
WHbIMU crioBamMH, TIPOMCXOJIT CYILIECTBEHHBIE M3MEHEHHUsI B aKTHBHOCTH T€HOMA: MHAKTHBH-
PYIOTCSI OJTHU T'€HbI ¥ aKTUpPYIOTCs ApyrHe. [Iponcxomsar u cyiecTBeHHble N3MEHEHUS B CTPYK-
Type XpoMocoM. B XxpoMocomax MosIBIISIFOTCSL HOBBIE, CIIM(HUYHBIC JTsl Meiio3a OIIKH, U OHH
M3MCHSIIOT CBOMCTBA XPOMOCOM, UX MAHEBPHI U MOBEICHUE B Meiio3e. MOXHO 100aBUTh, UTO
TaK Ha3bIBAEMBbII aXpOMAaTHYECKHH armapar KJIETOYHOTO JIETIEHHs B Meiio3e (BepeTeHO KIIeTou-
HOTO JISNICHHS ¥ TIPUHIIMIT €ro paboThI), 38 PEAKUMH MCKIIIOUSHHSIMHU, HE OTIIMYACTCSl OT JTO-
ro armapara B Muto3e. Criermduka pacxoXxIeHHs] XpOMOCOM B MeH03e — PEIyKIMs X YhC-
Jla — ONPEIENAETCs He MOJIEKY/ISIPHOM OpraHu3alMell BepeTeHa JeNieHrs], a TEM, KaKk Kpersr-
CsI K HEMY XPOMOCOMBI, CITeIU(PUKON HX KWHETOXOPOB B MEH03€ M Criel(UYECKIM TTOMapHbIM
COEMHEHNEM XPOMOCOM BHYTpPH KJIETOUHOTO BepeTeHa. bosee moapoOHo 3T sipieHus OymayT
OITHCAHbI B TOM XPOHOJIOTMUYECKOM TTOPSIKE, KaK OHU UITyT B X07Ie MeHo3a.

Buonormyecknin marepuan ajisi Usy4eHus Memosa

Hcropryeckn m3yueHne Meio3a Ha4ainoch ¢ MOPQOIOTHIECKUX KapTHUH, KPACHBO BbI-
DJISISIIIAX T10J] CBETOBBIM MUKPOCKOIIOM U JIETKO JIOCTYITHBIX UCCIIEI0BATENSM, OCOOCHHO
Ha yIOOHBIX 00BEKTax. YIOOCH IJIsl MCCIICAOBAHS 101 MUKPOCKOIIOM MEH03 B CEMEHHHU-
KaX HaCEKOMBIX — MPSIMOKPBUIBIX, )KYKOB M JAPYTUX, — a TaK¥Ke Mel03 B BUTbHUKAX pac-
TEHUH, 0COOCHHO Y KYKYPY3bl, PXKH, JIWIIUH, TPAJICCKAHITUH C UX KPYITHBIMU XPOMOCOMAMH.

[uTonmorust Meiio3a U3ydeHa y THICSY OPTaHU3MOB: OJHOKJIETOUYHBIX U MHOTOKJICTOY-
HBIX PacTEeHUH, rpuOOB M KHUBOTHBIX. OJJHAKO MOJICKYIISIPHAST OpTaHU3aIys, OSIKH XPo-
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MOCOM, OENTKH — Y4aCTHUKU PEKOMOMHAIIMH XPOMOCOM ((epMeHThl MeTabonu3ma, Me-
JTUATOPBI WM MOJYJISTOPBI COOBITUH, MPOUCXOAIIUX B Xoze pekomOunanuu JIHK) uzy-
YEeHBI B TOM MM MHOM CTENICHHM JIMIIb Y OTPAHUYCHHOTO YUCIIa OOBEKTOB.

o xonma 1980-x rogoB XX Beka cpefrl 00bEKTOB-THICPOB IO CTENCHU U3yUYEHHOCTH
HE TOJIBKO LIMTOJIOTHH, HO ¥ TeHETHKH Meio3a ObLIIH 311aK KyKypy3a (Zea mays), 6a3uau-
omutieTsl posia Coprinus n myxa Drosophila melanogaster. Ho B konie 1980-x — Hauase
1990-x To710B MOJIEKYISIpHBIE TEHETUKH B3s5UIH U3yUeHHE Meil03a B CBOM PYKH, U MOJIEb-
HBIE OOBEKTHI I MACCOBOTO MCCIIEIOBAHUS N3MEHHIIHCh.

K MonensHBIM 00BEKTaM MPEABSBISIIOTCS onpezeieHHble TpeOoBanus. OHU JOKHBI
OBITh YIOOHBI TSI TEHETHYECKOTO aHaIM3a K UMETh XOPOILIO U3Y4YEeHHYIO TeHEeTHKY. Jlomk-
HbI OBITH ONMCaHbI (DEHOTHUITBI BCEX BBISBICHHBIX MYyTallUil U, B TIEPBYIO O4Yepeilb, MyTa-
L1 TeHOB MeTaboMn3Ma. A Cpeii HUX — I'eHbl, KOAUPYIOIIUE OPraHU3alliio U IOBE/ICHUE
xpomocom, metadonuam JIHK, PHK u cTpykTypHBIX O€TKOB KIETKH, HAUMHAS C KJICTOYHO-
ro siapa. B monsiTre yno0cTBa Uit reHeTHYEeCKOTo aHann3a 00s3aTeNbHO BXOAUT KOPOTKUH
JKM3HCHHBIA LIUKJI OpraHu3Ma. Y ymOOHBIX Ul TEHETUYECKOTO aHam3a 0ObEKTOB BpEMsI
YKM3HU OJIHOTO TIOKOJICHUSI OPTaHM3MOB H3MEPSIeTCs HOMHOTMMH JTHSIMH, KaK Y IpO30( I,
WM TaKe YacaMu, KaK y APOKKeil. DTO MO3BOJISIET MHOTOKPATHO U OBICTPO TIOBTOPSITH DKC-
nepuMeHThl. C HaCTYIJIEHHEM «IIOCTTEHOMHOM 3PBD) MOSBHIIOCH YCIOBUE, YTO TEHOM MO-
JIeNTHOTO OOBEKTA JIOJKEH ObITh B 3HAYUTENLHOM CTETIEHH MJIH TTOJTHOCTHIO CEKBEHHPOBAH.
3T0 MO3BOJISIET HAXOAUTH U CPABHUBATH TOMOJIOTUYHBIE T€HBI B TCHOMAaX MOJEIBHBIX 00b-
eKTOB, HE 3aHUMAsICh KPOTIOTJIIMBBIM FC€HETUUECKUM aHaIn30M. TexHonornn ononnpopma-
THKH MO3BOJISIFOT HAXOAUTh M CPaBHUBATh OEIIKM — MPOJYThl TeHOB Melio3a. XKenaTenbHo,
HO HE BCEr/a JOCTHKUMO, UMETh Y MOACIBEHOTO 00BEKTa YIOOHBIE ISl MCCIICIOBAHHMS 11~
TOJIOTMUECKHE KapTHHBI Meii03a U 4ETKyI0 Mopdonoruio xpomocoM. B moctrenomMHyr0 3py
3TO, TPAAUIUOHHOE JUISI IMTOJIOTOB, MIPABUIIO OTXOAMT Ha JAATbHUMN I1aH, XOTSI MOXKET BHO-
CHTB HEOIPE/ICIEHHOCTh («IPHOIM3UTENHLHOCTEY) B HHTEPIIPETAIINIO BPEMEHU HACTYTLIE-
HUSI TOTO WJIK UHOTO COOBITHS B X07i¢ Meto3a. OHAKO 3TO ITPEOI0IUMO, N0 cO31aTCs HO-
Basl MIKaJla BPEMEHU COOBITHH, HA KOTOPOM OTMEUAIOTCSl HE BUIUMBIC T10]] MUKPOCKOIIOM
SBJIEHHS Meio3a (ero craaun), a coobiTust Mmerabonmnsma JIHK u GenkoB, comnpsikeHHbIE ¢
LUTOJIOTUUECKUMH CTaAusIMHA. Hepeako Uit yCTaHOBJICHHS STOH CONMPSYKEHHOCTH TIPUMe-
HSIOT aHAJIOTHIO CO CTaIMsIMH Mei03a y IpyTuX 0ObEKTOB.

Cpenu MozeIbHBIX 00BEKTOB ¢ Hanbojee H3y4eHHBIM MEH030M KO BTOPOMY JI€CSITH-
netrro XXI Beka okazanuck Apoxxku Saccharomyces cerevisiae u Schizosaccharomyces
pombe, nemarona Caenorhabditis elegans, 3nak kykypy3a (Zea mays) 1 KpeCTOI[BETHOE
pactenue Arabidopsis thaliana. Becbma n3yueHHON B OTHOILICHUH ME03a MPOOKACT
ObITb Myxa Drosophila melanogaster, HecMOTpsi Ha TO, 4TO MEH03 y He€ oKa3aJicsi He TH-
MUYHBIM 10 CPABHEHUIO C JIPYTMMU OpPraHU3MaMH, KaK MOJCIbHBIMH, TaK U M3Y4YCHHBI-
MU TOJBKO ITUTOJIOTHYECKUMHU MeToiaMu. HakoHel, nccienoBaTeny MOJIEKYISIpHBIX Me-
XaHU3MOB Meio3a 100paiich U 10 MJICKOMUTAIONIINX: 10 HEU3MEHHOH Ui MOJICIHPO-
BaHUsl OpraHu3Ma 4dejioBeka Mol Mus musculus (wiu M. domesticus). K Monensm ¢
MEHBIIEH N3yUYEeHHOCTBIO TCHETHUECKOTO KOHTPOIISI U MOJICKYJISIPHBIX MEXaHU3MOB MeH-
03a OTHOCSITCS cyMYarbie TpuObl pofia Sordaria, Ba BUa 6a3uIuallbHBIX TPUOOB U3 poja
Coprinus, pe1i6a Danio rerio. IHoTIa 11 N3y9EHUSI MOJICKYIIIPHBIX MEXaHU3MOB Meii03a
MIPUBJICKAIOTCS U IPyTUe 00BEKTHI (naxke Homo sapiens), HO O TaKUX TIpUMEpax MbI Oy-
JIeM YIIOMUHATH CIIEIHATBHO.



I hasa 2.
Kparkui ncropmyeckmin o4epk
UCCIIeOBaHMSI MENOo3a

Meiio3 Obu1 oTkphiT Ban benenenom (Van Beneden) B 1884 rony (Bcien 3a MUTO30M,
OTKPBITHIM JIBYMs rofiamMu paHslie). Posb Melio3a B 1osI0BoM Ipoliecce Oblila 0CO3HaHa B
Te e ronsl (cM. [IpokodreBa-benbroseckas, 1975). bruonorn noHsum, 4To yeperoBaHue
JBYX SIBJIECHUI — M€103a U OILUIOJOTBOPEHUS. — B Psly IIOKOJIEHUH OPTaHU3MOB I103BO-
JISIeT TMOJIePKHUBATh MOCTOSIHCTBO YMCIIA XPOMOCOM B IOKOJIEHUAX, XOTS MOHATHE BHJIO-
BOTO KapHOTHIIA OBUIO CHOPMYIHMPOBAHO TOpa3ao Mmoke, muiib B 20-x romax XX Beka.
Hemno B ToM, uTo B KoHIle XIX Beka polib XpOMOCOM B HACIEACTBEHHOCTH HE ObLIa eImié
oOmenpu3HaHHoi. TonbKo mocie MOBTOPHOTO OTKpbITHA B 1900 . MeHIeneBcKHUX 3a-
KOHOB HAacCJIEJICTBEHHOCTH BO3HHMK BOIPOC O MaTepUaIbHBIX HOCUTEISX MpeAcKa3aHHbIX
Mengaenem (aktopoB HacieacTBeHHOCTH. HeoOxoqumo ObLIO peluTh U 10Ka3aTh, Ka-
KHE KJICTOUHBIE CTPYKTYPHI ABJISIFOTCSI HOCUTEISIMU MEHIEIeBCKUX GakTopoB. Ha ocHOBe
CYMMBI 3HaHUH OBIIO MOHSATHO, YTO XPOMOCOMBI JIOJKHBI UTPaTh KJIIOYEBYIO POJIb B Ha-
CJIC/IOBAHUH TPU3HAKOB, HO 3TO HYKHO OBLIO JT0Ka3aTh. Takas 3aja4ya Oblia mocTaBiIieHa
[1aBO# KpymHO# 1uTojorudeckoi mkoisl B CILIA Damynnom Bunsconom. B pesynbra-
Te OBLTN MOJIyYEHBI JJOCTATOUHBIE JOKa3aTeIbCTBA TOTO, YTO OCHOBHBIE 3aKOHOMEPHOCTH
HACJIEZICTBEHHOCTH B PSAy NMOKOJIEHUH OPraHW3MOB OTIPENENSIOTCS TOBEIEHUEM XPOMO-
COM B Meii03e ¥ ITpH OIIOOTBOPEHUH. DT0 ObUTO HamucaHo B 1902 1. u B Gosiee MOTHOM
Buse — B 1903 r. yuenukom Bunbcona Catronom (W. Sutton) u BOIIUTO B UCTOPHUIO HAY-
KM 11071 Ha3BaHueM [IepBoil XpOMOCOMHOI TEOPUM HACIEACTBEHHOCTH WIH XPOMOCOM-
Hoii Teopuu Carrona-bosepu. bosepu (T. Boveri) B konne XIX B. npuien kK BHIBOAY 00
MHAMBHUIyaJbHOM BKJIaJI€ B HACIEICTBEHHOCTh KayKJIOH XpOMOCOMBI, a C3TTOH, U3y4nB
MeH03 y IPSIMOKPBUIBIX HACEKOMBIX, HalMcall, YTO 3aKOHOMEPHOCTH HacJIeI0BaHUs XPO-
MOCOM B Mei{03€e U MPH OIUIOI0TBOPEHUHU B TOYHOCTH COOTBETCTBYIOT 3aKOHOMEPHOCTAM
HacJIeIOBaHUSI «MEHAETICBCKUX (DaKTOPOB HACIECICTBEHHOCTH» (TEPMHUH «T'€H» MpPeasio-
JKeH 1o3ke MloranceHoMm), 1 UMEHHO XpOMOCOMBI C TIOMOIIBIO0 Mei03a U OIJIOA0TBOpE-
HUS IEPEAAl0T IIOTOMCTBY 3TH HACIIEICTBEHHBIC (PaKTOPBI.

OnHOBpPEMEHHO C ATHMH ITyOIuKausMu nosiuiack runore3a MakKianra (McClung,
1901-1902) o Tom, 4TO, KOJIb CKOPO XPOMOCOMBI OTBETCTBEHHBI 32 HACJIEOBaHUE MPH-
3HAKOB, TO X-XpOMOCOMa y HACEKOMBIX, UMEIOIINX OAUHOYHYIO X-XPOMOCOMY Y ITOJIOBH-
HBI 0c00el B TOTOMCTBE, OTBETCTBEHHA 32 MYKCKOM moJ1. [ nmoTe3a Obuta 1oka3aHa mo3-
uee (Boveri, Gulick, 1910).

Uepes 10 et mociie nosiBneHust XxpoMmocoMHoit reopun Catrona u bosepu T. Mopran u
€ro YYeHHUKH JIOTIOJIHUIIM 3TY TEOPHUIO TMPSAMBIMH JI0Ka3aTeIbCTBAMHU JOKAJIU3AI[MH T€HOB
B XpPOMOCOMaX: OTKPBITHEM T'€HOB, «CIETNIEHHBIX C ITOJIOM», IPSIMBIM 3KCIIEPUMEHTab-
HBIM JI0Ka3aTeJIbCTBOM XPOMOCOMHOI'O OIpPEIENIEHUS T0Ja U CYIIECTBOBAHUS «TPYIII
CIIETJIEHUS] TeHOBY», 3aTeM OTKPBITHEM SIBIIEHUS KPOCCHHIOBEpa M JIMHEHHOTO pacroio-
JKeHHs TeHOB B XpPOMOCOMaX M, B pe3ysIbTaTe, CO3JaHueM FeHeTHYEeCKIX KapT XpPOMOCOM.
Ota TeopHs BOILLIA B HAyKy O] UX UMEHEM Kak XpOMOCOMHas TeOpHsl HACJIEACTBEHHO-
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ctu. [lo3nnee Tomac Mopran Obut ynoctoen HobGenesckoii npemun (1933 1.) 3a noka-
3aTesnbeTBO 3ToM Teopuu. B Hawane 1920-x ronos yuenuk Moprana Kansun bpumkec
(C. Bridges) noka3zai, 4To U3BECTHbIC TOTIa OTKJIOHEHHUS OT 3aKOHOMEPHOCTE! Hace 0~
BaHMS 10J1a y Ipo30(uiIbl OOBSICHAIOTCS aHOMANUSIMHU MeH03a, a UIMEHHO, CITy4ailHbIM
HEPaCXOXKACHUEM X-XPOMOCOM.

B 1929 r. nemernkuii (mo3nuee amepuxanckuit) renetuk Kypt Hltepsn (C. Stern), a Tak-
e amepukaHckas ctyneHTka Kpeitron (H. Creighton) u e€ Hayunsiii pykoBoauTens Mak-
Kimuatok (B. McClintock) moka3anu, 4To nmpu KpOCCHHIOBEPE B XOJI€ Meii03a JIeHCTBH-
TEJIbHO MPOUCXOANUT PU3HUYECKUI 0OMEH cerMeHTamMu XpoMocoM. B 1928-1934 rr. Mak-
KiunTtok Oblla mepBBIM HCCIEAOBATENIEM, KTO COSAUHIII T€HETUKY PACTCHHM C IUTOJIO-
ruei Meros3a. B akcriepuMeHTax ¢ pacTeHUSAMU KYKYpY3bl, T€TEPO3UTOTHBIMHU 110 JEJIELH-
sIM, MTHBEPCHSIM M TPAHCJIOKAILUSAM XpPOMOCOM, OHa JI0Ka3ajia, YTo TeCHBII CHHAICUC To-
MOJIOTHYHBIX XpOMOCOM B mpodase I meiio3a y KyKypy3bl 3aBUCUT OT TOYHOCTH COBIIa-
JICHHSI IUTOJIOIMYECKOr0 PUCYHKa XpOMOMEp, HECYIIMX roMOJIornyHbIe TeHsl [Ipu Heco-
BIIa/ICHUH MOP(OJIOTHYECKOT0O aTTepHa XpOMOCOM BO3HHUKaeT acuHarcuc. Kondurypa-
UK CHHATICHCA TTAXUTEHHBIX XPOMOCOM, HaOIIo1aeMble HbIHE B MEi03€ Y BCEX OpraHu3-
MOB, B TOM YHCJIE€ U Yy YelloBeKa, IIPU reTepO3UTOTHBIX MepecTpoiikax XpoMocoM (zere-
LIMOHHBIE U NTHBEPCUOHHBIE METIN U TPAHCIOKAIIMOHHBIE KPECThI) ObITM OMUCAHBI M pac-
mH(POBaHbI €10 B ATHX IKCIIEPUMEHTAX Ha KyKypy3e, OblT TaKke pa3padboTaH METOI «I1a-
XUTEHHOTO aHAJIN3a» XPOMOCOM.

Haubonee nenbHOE M JOTMYHOE OIMCAHWE OCHOBHBIX 3aKOHOMEPHOCTEH Meiio3a
o110 caenano B 1930-x rogax Japnuarronom (Darlington, 1937). OnuckiBast TOT nepu-
0] ICTOPUU UCCIIeI0OBAaHUI Mel03a, JInep MIKOJIbl POCCUHCKUX IIUTOT€HETHKOB CEpeH-
Hbel XX Beka A.A. [IpokodbeBa-benbrosekas (1975) nucana: «Hay4ynoe 3HadeHue uieit
Haprmunartona 6s6u10 orpoMHo. OH onpeaenul HalpaBiIeHue JalbHEHIINX HCCIIeIOBaHUHT
Meio3a y KUBOTHBIX U PAaCTeHMI; MHOT'HE HETIOHATHBIE SIBIIEHUS B Mei03e y MOJUIIIO-
WJIOB U CTPYKTYPHBIX THOPHIOB, MEKBHJIOBBIX U MEKPOIOBBIX THOPHIOB HAIILUIH B CBE-
Te uzaen [lapauarrona npoctoe oObsicHeHue. MccnenoBanust Meiio3a BBIIUIH U3 TyIIHKa,
B KOTOPOM OHH OKa3aJINCh B KOHIIE 20-X rO/I0B, M CTAJIA Pa3BUBATHCS HA HOBOW OCHOBEY.
3TOMy cOCOOCTBOBAIO OTKPBHITHE CHEUU(PUUECKUX TCHOB, YIPABISIIONIMX MEH030M Y
npo3oduiiel (Gowen, Gowen, 1922) u kykypy3sl (Beadle, 1930). Craso sicHo, 4TO Meii-
03, KpoMe OOIIMX ¢ MUTO30M I€HOB KIIETOYHOTO JICJICHUS, YIIPaBIsieTcsi COOCTBEHHOMU CH-
CTeMOI Mei03-crielu(pUIHBIX TEHOB.

1930—1950-¢ rozpl ObUIM TEPUOIOM IPOIYKTHBHBIX MCCIICIOBAHUN IUTOJIOTHH U IIH-
TOTCHETHUYECKUX 3aKOHOMEPHOCTEH Meito3a. OueHb Ba)KHO Clieyroliee: OblII0 yCTaHOB-
JICHO, YTO MPH KaXKJIOM U3 JIBYX JEJCHHUI Mei03a MPOUCXOIUT YMEHbIIEHNE KOITNYECTBa
JHK B snpe B nBa paza, a konudectBo JJHK Ha rammonnHbiii Ha6op XpOMOCOM OCTaéT-
cs mocrosHHbIM (Mirsky, Ris, 1949, 1951; Vandrely, Vandrely, 1948). Tem cambiM ObLIO
noaTeepxaeHo, 4yto JJHK MokeT ObITh XMMHUYECKHUM BEIIECTBOM HACIICICTBCHHOCTH.
Wmeercst B BULY, 4TO HECKOJIBKUMU rofamu paHee Obi1o ycranosneno: JIHK Gakrepwuit
SIBIISICTCSI HOCUTEJIEM UX BHJIOBBIX IPU3HAKOB, KOO TPUBOUT K TEHETHUECKOM TpaHC(op-
MaI¥ THEBMOKOKKOB. MBI M3J1araeM 3Ty MCTOPHIO TI0 MaTepuaiaM KJIAaCCHUECKHUX CBO-
JOK 0 Meiio3e (Swanson, 1960; Rhoades, 1961; John, 1990).

Hogas gy XX Beka TeXHUKa LUTOJOTUM — 3JIEKTPOHHAss MUKPOCKOIHS — I03BO-
JIWJIa OTKPBITH YIBTPACTPYKTYPHBIE MEXaHU3Mbl MEHOTHYECKOTO CIIAPUBAHMS M TECHOTO
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MOMAPHOTO CHHAIICKCAa XPOMOCOM: 00pa3oBaHKe CHHANTOHEMHBIX KoMILiekcoB (Moses,
1956; Fawsett, 1956). 3arem Mozec (puc. 2.1) ynpocTH1 TEXHUKY UCCII€I0BAaHUS CHHAI-
TOHEMHBIX KOMITJIEKCOB M J0KA3aJl, YTO TOTAIbHbBIE MPenapaThl 3TUX KOMIIEKCOB, BbIIE-
JICHHBIE U3 aKKypaTHO Pa3pyLEHHBIX )KUBBIX MEHOTHYECKHUX KJIETOK, MOYKHO HCIIOJIb30-
BaTh JUIsl KAPUOTUIIMPOBAHMS STHX KJIETOK M ISl U3YUEHUS TIEPECTPOCK XPOMOCOM BMe-
CTO TaK Ha3bIBACMBIX «JaBJICHBIX» MpernapaTtoB MeTadasHbix XxpomocoM. OH co3aai Ho-
BOE€ HaIpaBJI€HUE UCCIIE0BAHUI — IIUTOI€HETHKY, OCHOBAaHHYIO Ha HCIIOJIb30BaHUU CH-
HAITOHEMHBIX KOMIUIEKCOB BMECTO XPOMOCOM H B JJOMIOJTHEHHUE K TaK Ha3bIBACMOMY «I1a-
XUTEHHOMY aHaJIN3y» Melo3a u BMecTo Hero (Moses, 1977). BaxHbIM 00CTOSTENECTBOM
JUIsl IOHMMaHMS IPUYUH PACXOXKICHUS (Cerperalny) TOMOJIOTHYHBIX XPOMOCOM B XOJIe
Meiio3a cTano oco3HaHue (akTa, YTO OJHOTO JIUIIb MONAPHOTO COCTUHEHUSI TOMOJIOTOB
B npodaze MepBoro JeJIeHUst Meiio3a HeIOCTaTOYHO Ul MX MOMApHOT0 MOCTPOCHUS Ha
9KBATOpE BEpeTeHa 3TOro AejeHus. [ 9Toro Hy>KHO, 4TOOBI B KaXKJOW Mape Xpomo-
coM (OuBasnieHTe) c(hopMUpOBaAIACh XOTsI Obl OIHA XHa3Ma, a IPUUNHON XUa3Mbl SIBIISCT-
cs1 kpoccunronep. [omynsapusie B 1930-1950-¢ rr. muckyccuu Ha TeMy, YTO BO3HUKAET
paHble, KPOCCHHIOBEP WIIN XHUa3Mbl, ObIITH CXOJIACTHUYECKUMHU JI0 TEX TOp, IOKa ONOXH-
MUKH, CTaBIIME MOJICKYJISIPHBIMH Ouooramu (mociie oTKpeITHs B 1953 romy renernde-
ckoit poru 1HK), He 3ansucs uccnenosanuem posu JJHK B cTpykType xpomocom u Mo-
JICKYJSIPHBIMU OCHOBAaMH KPOCCHHIOBEPA.

HccnenoBanue MOJEKyJIIpHBIX MEXaHM3MOB IMOMApHOTO CHHAICHCAa U KPOCCHHIOBE-
pa TOMOJIOTUYHBIX XpoMocoM B Meiio3e Havanock B CIHA B 1960-e roas! I. CrepHom u
S. Xorra (Stern et al., 1975, Hotta, Stern, 1984). Oxnako 6omee 20 jet ux padboTa 1uia 1o
OMKMOOYHOMY ITyTH, MO0 UCCIIEIOBATEIH [10JIarajiv, YT0 B OCHOBE CHHAIICHCA U KPOCCHH-
roBepa JiexxaT pa3pbiBbl onHOW HykiIeoTuaHo# nenu JJHK. Curtyanus Obuta BeIlipaBieHa
B 1980-¢ ropl, korja Oblia copMyJIMpOBaHa KOHIICTIIINS KPOCCUHTOBEpa Ha OCHOBE pe-
napanuu AByHHTEBBIX pa3pbiBoB JJHK: Double strand break recombination hypothesis
(Szostak et al., 1983).

Tak ke kak B paborax Moprana, godusmierocs ycrexa onarogapsi BeI0opy o0bekTa —
npo3o¢uikl, — ycrex uccnenonareneit 1980-x u 1990-x rogoB mpuiies B pe3yibrare ue-
10JIb30BaHMsI HOBOTO MOZENFHOTO 00BEKTa — IMOUYKYIOIINUXCS APOACKEH S. cerevisiae, y
KOTOPBIX OTKPBLIM MHOXECTBO T'€HOB, KOHTPOJIHMPYIOIIUX CIOPYIISIHIO, KPOCCHHTOBED
1, HAKOHEII, TIpoIiecc COOCTBEHHO Meiio3a. Y 3TOro OJHOKJIETOYHOT0 opranu3ma B 1970—
1990-¢ rr. 6bU10 OTKpBITO OoNiee 300 reHoB, CIEHU(PUUECKU PETYITUPYIOIINUX dJIEMEHTHI
MeTabonn3Ma B X0 KPOCCUHTIOBepa U Melio3a. OJJHOBPEMEHHO U MO3KE TOMOJIOTHYHBIE
WM TeHBl Mei103a OBUIN DKCIIEPUMEHTAIBHO OTKPBITH Y ACTSIIUXCS Ipokke S. pombe,
npo3o¢wiel, Hematonsl C. elegans, KyKypy3bl, apabuoncuca u Apyrux oobexToB. Ymc-
JI0 9KCHEPUMEHTAILHO OTKPBITBIX MEH03-Celn(UIHBIX TCHOB Y MHOTOKJIETOUYHBIX Op-
TaHW3MOB TTOKa U3MEPSIETCsl ECSITKAMU, TIOTOMY 4TO T'€HBI METa00IM3Ma MHOTOKJIETOY-
HBIX OPTaHU3MOB M3y4aTh dKCICPHUMEHTAIBLHBIM MTyTEM Topa3io 0oliee TPYIOEeMKO, YeM
y OJHOKJIETOYHBIX OPraHU3MOB, Y KOTOPBIX JKU3HEHHBIA IHKI U3MEpSETCS YacamH, B
OTIINYME OT JHEH U MECSIEB Y MHOTOKIICTOUHBIX OPraHW3MOB. B MOCTreHOMHYIO 3pY,
B XXI Beke, rOMOJIOTY MEH-T€HOB JIPOAKEH BBISIBISIFOTCS Y MHOTOKJIETOYHBIX OPraHu3-
MOB METOJIaMH OMOMH(OPMATHKH, ¥ UX KOJIMYECTBO TOCTEIIEHHO MPUOINIKACTCS K TOMY,
KOTOpOE BBISBJICHO Y Apoxokel. CTaio SCHO, YTO TeHeTHYeCcKas CUCTeMa, YIIPaBIIAIoias
MeTaboIN3MOM Tpoliecca Meiio3a, aHAJIOTHYHA y BCEX 3YKapHoT.
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Puc. 2.1. Brigaronuecs uccnenaosateny mMeiio3a XX Beka.
Bepxunit psn: Damynn Bunbcon (E.B. Wilson) u bap6apa MaxKumarox (B. McClintock).
Hwxuuit psa: Cupwnn Hapnuarron (C.D. Darlington) u MouTtpo3 Mosec (M.J. Moses).
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[TepenoMHBIM COOBITHEM B M3YYCHHUU MOJICKYJSIPHBIX MEXaHU3MOB Melo03a CTaja Jio-
Kaliu3alusl B MEHOTHUYECKUX KJIETKaX, a 3aTeM U BHYTPU CHHANITOHEMHBIX KOMILJICKCOB
oenxoB RADS1 u DMC1 — nepenocuunkoB ofgHouenodeuno JIHK B caiite pekomOuHa-
uuu (Bishop, 1994). D10 nocTHX)EHUE CTAI0 BO3MOXKHBIM OJiarofiapst pa3paboTke MeTo-
JIOB UMMYHOITUTOXUMHYECKOM JCTEKIIUU OCJIKOB i1 Sity, BKIIOYAIONICH TEXHUKY UMMY-
HO(ITyOpecLeHTHOM MUKPOCKOIIHH.

Ilocne storo Hawasncs OyM B OKCHEpUMEHTAIBHOM HCCIEJOBaHMU Meio3a Ha
MOJIEKYJISIPHO-TEHETHYeCKOM ypoBHE. Uucno paboratommx B 3Toi obnactu j1aboparo-
puil U Yucio MyONUKaKi CTajao CToMb OONbIIMM, uTO ¢ 1995 . Hayanuch peryspHbIe
KOH(epeHIINH, IOCBAIICHHBIE UCKITIOYNTENBHO MpobiemaM Meio3a. OHU TPOAOIKAIOT-
cs1 @KEroJiHO yKe OoJiee ByX JecATHIeTHH, moodepeHo B Amepuke u B EBpone. Mccie-
JoBaHus Meiio3a B X XI Beke BenyTcsl METOAaMU COBPEMEHHOW MOJIEKYJISIPHOM U KJI€TOY-
HOM OMOJIOTHUH, MOJIEKYJISIPHOM T€HETUKHU U IIUTOT€HETUKU U TEHOMUKH BO BCEX BEJIYIIUX
B 3THX HayKax CTpaHax MHUpa.

CoBpeMEeHHOE COCTOSTHHE HCCIICI0OBAHNHN, OTKPBITHI U TUTIOTE3 B 00JaCTH MOJIEKYJISp-
HBIX U TCHETHYECKUX MEXaHM3MOB MeH03a MOJKHO MPOCIECAUTD 110 UTHPOBAHUIO ITyOH-
Kaluii 00 3TUX UCCIeJOBaHUAX BO BCEX IVIaBaX JAHHOW KHHTH.
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KOHCEPBAT3M MEMO3A

Iasa 3.
KaHoHun4eckum Mmenos

B rmaBe omucaHbl npeBpalleHus, NPOUCXOAIINE C XPOMOCOMaMHU B XOJ€ ABYX
JieNleHni Meiio3a, BUUMBIE ¢ IOMOILBIO CBETOBOTO U 3JIEKTPOHHOIO MUKPOCKO-
1oB. OZHOBPEMEHHO COOOMIAETCS O MIABHBIX SBICHUAX Ha MOJIEKYISIPHOM YPOB-
HE, KOTOpBIe TIPoucXomsT ¢ xpomocomuoit JIHK mpu yaactun 6enxoB, cierudd-
HBIX I Meiio3a. OCHOBHOE BHUMaHHE YACICHO JUTUTEIBHON U CIIOKHON Mpoda-
3e | Meiio3a, BO BpeMsi KOTOPOH MPOUCXOAUT KPOCCUTOBEP U (OPMUPYIOTCS XH-
a3Mbl, HEOOXOAMMBIE ISl PEIYKIIMOHHOTO PACXOXKACHUSI TOMOJOIMYHBIX XPOMO-
coM B Meitose I.

[TocnenoBaTeTbHOCTh COOBITHIA, CBSI3aHHBIX C MPE0OPa30BaHUSIMHU XPOMOCOM B MEH-
03€, KOTopasi XapakTepHa JJis OOJIbIIMHCTBA 3YKAapHOT, Mbl Ha3bIBaéM KaHOHMYECKUM
Meiio3oM. Takoil Mel03 XapakTepeH, B HaCTHOCTH, JIJIl MOJIEJIbHBIX OPTaHU3MOB, YIIOMSI-
HYTBIX B TJIaBe 2, APOXKEH S. cerevisiae, pacTeHUN KyKypy3bl Z. mays U pPe3yXOBUIKU
A. thaliana, mpin (u yennoBeka). KaHoHUYECKUE Mei03 HAOIIOACTCSI Y TIOIABIISIOIIETO
OONILIIMHCTBA BUIOB PACTCHHI W KMBOTHBIX, Y KOTOPBIX OH M3Yy4€H MPEUMYIIECCTBEHHO
JIUIIIb METOJaMH IIUTOJIOTHH, HO TIPU 3TOM HEIOCTaTOYHO M3ydeHa (MM COBCEM HE M3Y-
YeHa) FTeHeTHKa 3TUX BUJIOB, a UX KJIETOUHBIE SIpa U XPOMOCOMBI HE UCCIIEI0BaHbl METO-
JTaMH MOJICKYJISIPHOH M KJIETOYHOW OMOJIOTHH.

B npyrue rmaBbl MBI IEPEHOCHM ONMCAHHE apXauyHOTo Melo3a AeNAIuXCs JpOoxK-
xeit S. pombe (t1. 9) u Meiio3a y repmadponutHoit Hemaronsl C. elegans (. 10), ko-
TOPBIN, XOTS M OMU30K K KAHOHUYECKOMY, HO OTIIMYAETCS TMOPSIIKOM COOBITHI B XOJe
CHHAICHCa TOMOJIOTUYHBIX XPOMOCOM U KpoccuHrosepa. OTAebHO OMUCHIBAEM HETH-
MUYHBIA Me#o3 y Apo3oduisl (1. 11) u menkonpsina Bombyx mori (tn. 12), opranus-
MOB, UMEIOIIMX CEPbEe3HbIE PA3IUuus B MOBEIEHUHU XPOMOCOM B Meio3e y ABYX IO-
noB. Kpome Toro, Mbl 00CysKjaeM HHBEPTUPOBAHHBIN MEH03, CYIECTBYIOLINHI Yy 0KUKH
Luzula v yepBenioB u mMUTOBOK (1. 13), U, HAKOHEII, CIIEIIMATIBFHO OCTAHOBUMCS Ha 0CO-
OEHHOCTSX JKEHCKOTO Meli03a — Mel03a B CO3PEBAIOIINX OOLUTaX KUBOTHBIX (TII. 6) U
Meracrnopax pacteHuit (1. 7).
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XpOMOCOMBI B pemernoTnyeckon udrepdase u ipodase I

IIpemeiiornyeckass naTepdasza. [lepen BcTymieHneM B Meli03 XpOMOCOMBI pPEIlIH-
LUPYIOTCS B X0Je NpeMeioTnueckoil nurepdaspl. [IpomgomxuTensHOCT 3TOH HHTEp-
(ha3bl CyIIeCTBEHHO MPEBBIMIACT AJIUTEILHOCTh MHTEP(}A3bl MUTOTHUECKOTO LHUKIA Y
TeX K€ OpraHu3MoB. B "acTHocTH, OHa JuIMHHEe WHTEp(a3bl MUTO30B B CIIEPMATOrO-
HUSIX M OOTOHUSIX Y KMBOTHBIX M B CIIOPOTCHHBIX (MPEMEHOTHUECKHX) KJIETKax pac-
TeHui (1. 8). JnurenbHOCTh MpeMeloTnyeckoi MHTep(dasbl yBeanuueHa 3a CUeT Ie-
pHoAa peIUIMKALUU XPOMOCOM (S-meprona), TO BBI3BAHO TEM, YTO Iepes MeHo30M
(YHKUIMOHHPYET MEHBLICE YMCIO TOYEK MHHLUALUHM PEIIMKAIlHH, pPa3Mep PerIuKo-
HOB YBEJIMYUBACTCSI, U AJISl IOJTHOHN PEIUIMKALMU XPOMOCOM TpedyeTcs Ooblie BpeMe-
uu (Liapunova, 1996).

B unTepdase 11000r0 KIECTOYHOTO JeNICHUs], B TOM YUCIIEe B IPEMEHOTHYECKON HH-
Tepdase, XpOMOCOMBI COXPAHAIOT TaK Ha3bIBaeMyI0 KoHpUrypauuto Pabist — rpynmnu-
POBKY B BUJIE PACKPBITOTO 30HTHKA C IEHTPOMEPaMH, COOpAaHHBIMHU HA «MaKYLIKE) 3TO-
IO «30HTHKa», KOTOpas HallpaBJIeHa Ha TOT MOJIOC KJIETKH, K KOTOPOMY LIEHTPOMEPHI
JBUTAINCH BO BpeMs MUTO3a. B Takoil koHdurypauuu, ¢ HeHTpoMepaMu, Crpyniupo-
BaHHBIMU BOJIM3H BHYTPEHHEH MOBEPXHOCTHU AEPHOI 000JIOUYKH y OJHOTO U3 ITOJIIOCOB,
KJIETKM BCTYNAIOT B MIPEMEHOTHYECKYIO HHTep(hasy. ITO crpaBeaIuBO AJsl CliepMaTo-
TOHUEB M OOTOHUEB JKUBOTHBIX, apXECIIOPUIbHBIX KIETOK PACTEHUH U IPUOOB.

[Mocne permukanuu JIHK B S-nepuone npemeriorndyeckoit nHTepdas3bl Kaxkaas Xpo-
MOCOMa COCTOMT U3 JIByX CECTPUHCKHX XPOMAaTH[, COAEpXkallluX MO OAHON MOJEeKyie
JHK. B unrepdasze 1006010 KJIETOYHOTO ACICHUS, B TOM YHCIIE B IPEMEHOTHYECKON HH-
Tepaze, mapel TOMOJOTUYHBIX XPOMOCOM, COIIACHO HEKOTOPHIM HAOIIOACHHUSM, MOTYT
3aHUMAaTh B 00beMe sizipa o0uryto Teppuroputo (Zickler, Kleckner, 1998). Dto 6naromnpu-
SITHO JJIS1 UX COMIDKEHHMs M TToCTe Ay olIel KoHbloranuu B mpodase | Meiiosa, onHako 31o
HEJIb3s PaccMaTpuBaTh Kak 0e3yClOBHO HEOOXOIUMBIHN (pakTop it COMMKEHNs: TOMOJIO-
THYHBIX XPOMOCOM C JIaJlbHUX paccTOSHUI 1 criapuBaHus B mpogase I metiosa (Zickler,
2006). Henb3st paccMaTpuBaTh caMo JUIJIOUIHOE COCTOSIHUE KJIETOYHOTO sipa Kak (ak-
TOP, COCOOCTBYIOIINI MMOArOTOBKE K Mei03y, MO0 cymiecTBeHHbIe coObITHS auddepen-
LUPOBKH KJIETOK M MOATOTOBKU MX K MEHO03y Y TPHOOB MPOUCXOST B TaINIOUIHBIX KJIET-
Kax JI0 oOpa3zoBanus quruionHo 3uroThl (Zickler, 1973; Zickler, Kleckner, 1998).

Ipoda3za I meiio3a nmoapasznensiercs Ha cyOcTaauu Ha OCHOBE MOP(OIOTHYECKUX
npeoOpazoBaHuii XPOMOCOM, KOTOPble MOXXHO HaOJI0gaTb B CBETOBOM MHKPOCKOIE
(puc. 3.1). IlepBas u3 atux cyOcraguit — Jienmomerna (IeNTOHEMa) — HAYUHACTCS C
MOSIBIICHUS] TOHKUX M JAJTUHHBIX HHIUBUAYAIBHBIX XPOMOCOM. Y HEKOTOPBIX 0OBEKTOB
OHM HECYT MeJlbuaiiIiie XpoMoMepsl (HampuMep, y HAaCEKOMBIX: MPAMOKPBUIBIX U CET-
YaTOKPBUIBIX ). DIEKTPOHHAS] MUKPOCKOMUS TO3BOJIMJIA BBISIBUTH BHYTPH JIEITOTEHHBIX
XpOMOCOM TOHKHE OcH (axial cores), OHH e — OCEBBbIC AJIEMEHTHI XpoMocoM (axial
elements, AEs). OHuU BBISBIAIOTCS MyTEM KOHTPACTUPOBAHUS X TSOKESIBIMUA MeETajlia-
MH (ocMmueM, cepedpoM), Kak 3TO IPUHATO IS SIEKTPOHHONH MUKpocKonuHu. [1pu atom
OHM BBIABJISIIOTCA KaK Ha YJIBTPATOHKUX CpPe3ax, TaK U Ha TOTAJIBHBIX PACIIACTAaHHBIX
npenaparax KJIETOUHBIX sifep. B paHHel nentoTeHe oceBble 3JIEMEHTHI MOTYT OBITH
MPEPBIBUCTHIMU, HO K KOHIy 9TOW CTaJAMHM OHH CTaHOBSTCS HempepbBHBIMU. [lo 00e
CTOpPOHBI OT OCEBOI0 3JEMEHTa XPOMOCOMBI PAcCIOJIaraloTCsl CECTPUHCKUE XPOMaTH-



Iasa 3. Kanonnueckuii Meiios 31

’x 4@ A e

Puc. 3.1. [Ipodasza I meitoza B ciepmaronurax Kysueauka Chorthippus parallelus.

I'me 310 BO3MOXKHO, OMBAJICHTHI TPOHYMEPOBAHEI B IOPSIKE YOBIBAHHS UX JITUHBI. X — YHHUBA-
JICHTHAs TToJIoBast XxpoMocoma (X0 — cucTema orpeesieHus 1moja). a — JISNTOTeHa; 0 — 3UroTe-
HAa, TPYTITAPOBKA TEJIOMEPHBIX PAfOHOB XPOMOCOM Ha SIIEPHOI 000109Ke, Ha4aio (hOpMHpPOBa-
HUSL QUTYPHI «OYKeTa»; B — PaHHsA MaXuTeHa, «OyKeT» XpPOMOCOM; T — TIO3/THISI MaXUTeHA; 1] —
JUTUTOTEHA, BUAHEI XHa3MbI (5 xua3M B OuBaneHnte Ne 1, yetbipe B OuBasenTe Ne 2, Tpu B OuBa-
nente Ne 3, nBe B 6uBaneHte Ne 4, o omHOW KOHIIEBOH xua3me B OuBaneHTax NeNe 5-8); e — mu-
akuHe3. 3 John, 1990, ¢ uameHeHUSAMHU.
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Il — dJIeMeHTapHble GUOPUILIBI XPOMATHHA, UMEIOLINE MONEePEYHOe CEUESHHE OKOJIO
30 HM U yJIO)KEHHBIC B CTPYKTYPBI BBICLIETO MOPSAKA — METIN K XPOMOMEPHI.

Ocu (oceBbIe MIEMEHTbI) MEHOTUYECKUX XPOMOCOM COCTOSIT U3 OEJIKOB, B TOM YHCJIE KO-
I€3MHOB, KOTOPBIE B LIUKJIE MUTO3a COSAMHSUIN MapajUIelIbHO JIeKallie CECTPHHCKUE XpoMa-
Akl Bo Bpems mpemeiiorideckoii naTepdasbl u npodasel I Kk HUM 1oOaBIsIOTCS MeHo3-
crienrduynble Kore3nHsl — RECS u npyrue (cMm. miaBy 16). FiMeHHO BeneZicTBHE HAChIIIe-
HUsl OEJKaMH XPOMOCOMHBIE OCH B XOJI€ JISNITOTEHBI U 3UTOTEHBI MeH03a CTAHOBSTCS BUJIH-
MBIMH C TIOMOIIIBIO ANIEKTPOHHOTO MUKPOCKOTIA Ha YIETPATOHKUX cpe3ax (0030pbl: bornaHos,
1975, 2003; Boctok, Camuep, 1981; Zickler, Kleckner, 1998; Ilenkuna u np., 2002) u naxe B
CBETOBOM ((ITyOpEeCLIEeHTHOM) MUKPOCKOIIE, €CITH TPUMEHSIETCSI MX OKpacka (uTyopecuupyro-
M aatutesnamu. [lo xomy panHeit mpogasel [ k Kore3nHaM 100ABIISIOTCS TTIaBHBIE MEHO3-
crienpduyeckre Oenky OyIyIiero CHHANTOHEMHOIO KOMILIEKCa XPOMOCOM, U3 KOTOPBIX (op-
MUPYIOTCSI JIaTepalIbHbIE AJIEMEHTHI CHHAITTOHEMHBIX KOMILIEKCOB (pHc. 3.2, cM. Takke 1. 14).

B panHeli nentoTeHe, moj JgeHCcTBUEM creluPUUISCKUX sl Melo3a dHIOHYKIIe-
a3 (y 6onxpmuHCcTBa opranu3MoB — SPO11), BO3HUKAIOT MHOKECTBCHHBIC TBYHU-
teBble pa3pbiBbl Mosiekyn JIHK (double-strand breaks, DSBs). OnnoBpemeHHO npo-
HCXOAUT B3aMMHOE y3HABaHUE OTJEIbHBIX JJOKYCOB TOMOJIOTHYHBIX XPOMOCOM U UX
nomnapHoe coeauHenue (pairing). @opmuposanrie DSBs — 3T0 nepBsIil mar MHO-
rO3TaIHOro Mpolecca TeHeTHUYEeCKO peKOMOMHAIIMN, KOTOpasl 3aBEepUIaeTCs JTUIIb
K KOHILY CTaJW¥ aXUTCHBI.

Bo BpeMst JienToTeHBI IOCTETICHHO McYe3acT rPyNNHUPOBKa LHEeHTpoMep BOIM3H BHY-
TPEHHEH CTOPOHBI siAepHON 000s104KH (KoHGUrypaust Padist) 1 BO3HMKaeT HOBOE pacrio-
JIOKeHUe, XxapakrepHoe s podasel [ Melio3a. DTo rpynnupoBKa TeJaoMep XpOMOCOM
Ha BHYTPEHHEH IMOBEPXHOCTH SJACPHOM 000s10uKH. B pesynbrare Bo3HUKaeT Gurypa «oy-
KeTa» JUTMHHBIX, cJ1a00 KOHAEHCHPOBAHHBIX XPOMOCOM, XapaKTepHas JUTsd paHHel mpoda-
3b1 | Metio3a (puc. 3.1 B). Cpoku cyliecTBOBaHUS «OyKeTa» BApbUPYIOT Y Pa3HBIX OPTraHM3-
MOB B IIpeJiesiax CTajuii jentoreHsl ¥ 3urorensl (Mikhailova et al., 2001; Scherthan, 2001).

[IpocTpaHcTBeHHAsT OpraHU3alMs XPOMOCOM B BUZIE «OyKeTa» CIOCOOCTBYET COMHMKe-
HHUIO TOMOJIOTHYHBIX XPOMOCOM C NAJTbHHUX PACCTOSHHUM M0 paccTosHui mopsiaka 300—
400 M. BHyTpH OykeTa roMOJOrHYHBIE XPOMOCOMBI, (PUKCHPOBAHHBIE OOOMMH KOHIIA-
MHU Ha siJIepHOI MeMOpaHe, BRICTPauBalOTCsI apauIeNIbHO M BhIpaBHUBAIOTCA (alignment).
Mexty TOMOJIOTHYHBIMUA XPOMOCOMaMHU BO3HHKAIOT KOHTAKTHI C TIOMOIIbIO HUTEH Xpoma-
trHA. OHU BUHBI O] SJIEKTPOHHBIM MHKPOCKOIIOM KaK MEKXPOMOCOMHBIE BOJIOKHA, UMe-
FOLIME TIPOTSDKEHHOCTH 0K0s10 400 HM (Albini, Jones, 1987; Tesse et al., 2003). Dt MmocTH-
KM, BEPOSITHO, BO3HUKAIOT B TEX CaliTaX XpOMOCOM, TJI€ TIOSIBUINCH IBYHUTEBbIC Pa3pbIBBI
JHK (Franklin et al., 1999; Tarsounas et al., 1999; Hunter, 2003). Manast 4acTh 3THX JieH-
TOTEHHBIX MOCTHKOB ITPEBPAIACTCS B KOHTAKTHI, Ha3BaHHbIE HEKOTOPBIMH HCCIIEI0BaTe-
JISIMH acCOLMaIMsIMu 0ceBbIx AmeMeHToB (AOD) (Rockmill et al., 1995; Kleckner, 2006).

Cybocmaoua 3uzomenst. YoMsHyThele Bbillle AOD mpeBpamaoTcss B TOUKH MHULHU-
aru opmupoBaHus cuHAaNTOHeMHBIX KoMIuiekcoB (CK). Dto mpoucxomut Tak. Oce-
BbIC DJIEMEHTHI TOMOJOTMYHBIX XPOMOCOM, COCIMHHBIINCH MOMAPHO, TPEBPAIIAlOTCs B
nBa satepanbHbix anemenTta CK (puc. 3.2 u 3.3). ImMeHHO B 3TO BpeMs B COCTaB oce-
BBIX AJIEMEHTOB HHKOpTiopupytotcs riiaBHble Oenku CK: 6enxn Hopl u Red1 y apoxokeit
S. cerevisiae, 6enxun SCP2, SCP3 — y mnexonuraromux 1 ASY1 — y BbICIIUX pacTe-
Huii (cM. TiaBy 14).
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Puc. 3.2. MeiioTnueckue XpoMOCOMBI Ha YIBTPATOHKUX CPe3ax MaTEePHHCKUX KJICTOK IbIIbIIbI
i Lilium candidum L.

Cranun nentorensl (A—B) u surorens (I'—XK); K — monepeunstit cpe3. OO — oceBoit aeMeHT
XpoMocombl, JID — narepaiibHblii aneMeHT cuHanToHeMHoro kommiekca (CK), 119 — nenrpans-
Heii 3nemeHT CK, M — sepHas memOpana (1o bormanosy, 1983 ¢ u3mMeHeHMsIMH).

VY OonbiMHCTBA KHUBOTHBIX (opmupoBanre CK MpoHcXOauT OJHOHANPABICHHO B
Ka)KJIOM XpPOMOCOMHOM ITJIe4€e: OT TEJIOMEpPHI K 1ieHTpoMepe. Y pactenuii CK dpopmupy-
€TCSl MOJUJIOKAIBHO BJIOJIb MAPhl TOMOJIOIMYHBIX XPOMOCOM, TIPU 3TOM JIOKYChI WHUIIH-
aruu popmuposanus CK, kak mpaBuiio, 6osiee IIIOTHO CIPYIITUPOBaHbI B CyOTeIOMEp-
HBIX pPailOHax XpOMOCOM.

dopmuposanne CK uger «pyka 00 pyKy» C MPOIECCUHIOM JBYHHTEBBIX pa3pbl-
BoB /IHK, B wacTHOCTH, C popMupOBaHHEM CTPYKTYp Xoiuuaes (puc. 3.4, cM. Takxke
rnaBel 4, 10 u 14). B stom nponecce yyacTByoT RecA-nogoOueie 6enkun — dep-
MeHTBl RADS1 u DMCI1. O1u Geiku J0Kaau3yTCs B CIICIUAIBHBIX KOMITAPTMEHTaX
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CK, Tak Ha3pIBaeMbIX pAaHHUX MEHOTHYECKUX y3enkax. Ecnu ¢ynkums stux pepmen-
TOB HapylleHa (HampumMep, BciaeAcTBUe MyTanun), To anoHranus CK y S. cerevisiae
ocTaHaBiuBaeTcsl. MoJeKyasipHble COOBITHS MEHOTHYECKOW PEeKOMOMHALIMH TPOUC-
XOAAT 1o cxeme, onucanHo# [lloctakom u coaBropamu (Szostack et al., 1983). Dty
CXEeMy HMEHYIOT «MOJeibl0 penapanuu aBoiHbIX paszpeiBoB JJTHK» (DSBR-model,
cM. 1. 4). OnHako mo3jHee B cxemy Obut BHeceHbI nonpasku (Page, Hawley, 2004;
Kleckner, 2006, u ap.). B wacTHOCTH, yCTaHOBIEHO BakHOE 00CTOSITENBLCTBO: (hep-
MEHTaTUBHBIE TMYTH KPOCCHHIOBEpAa M HEKPOCCOBEPHOIO pa3beAMHCHHS JIOKYCOB
XPOMOCOM, TZie 00pa30BalNCh JABOWHBIC COCAMHEHHS XOJIUACS, PACXOASATCS cpasy
nocie Havana npoueccunra DSBs na cy6ctaauu 3urorens (puc. 3.4), a He IpU OCBO-
00XJICHUH XPOMOCOM OT JIBOHHBIX CTPYKTYp XOJUTHAEs B XOJI€ TaXUTEHBI, KAK CYUTA-
nock 10 2002 1. (cM. Takke riaBy 4).

Ha puc. 3.4 cxemarnyecku CONOCTaBIEHBI BO BPEMEHHU COOBITHSA, IPOUCXOJISIINE C
pexomOuHupytomuMu Mosekyinamu JJHK, u nutonoruueckue sSBIeHUs, IPOUCXOISIINE
C XpOMOCOMaMH: WX COJImkKeHUe, uHuimanus cunarcuca u nocrpoeHue CK. CoOwbi-
THSI, IPOUCXOASAIINE C XPOMOCOMaMH, TOCTYITHBI HAOMIOIEHUIO C TOMOIIIBIO CBETOBBIX
(B TOM umcIe (QIyopeceHTHBIX) U AJIEKTPOHHOTO MUKPOCKOTIOB HA TOTAJIBHBIX Ipera-
parax KJIETOYHBIX siiep. B ciydae cBeTOBONH MUKPOCKOMHH JIsl BBISIBICHUS OCIKOB pe-
KOMOMHAIIMY M MX MECTa B XPOMOCOMaX IIPUMEHSIOT aHTUTEIa, MEYeHHBIE (IIyopOoXpo-
Mamu. C uX MOMOIIBI0 OBUIO YCTAHOBJICHO, YTO paHHHUE OCIKH PEKOMOMHALINY JIOKAIIU-
3YIOTCS B pAHHUX PEKOMOMHAIMOHHBIX y3enkax. O0 3ToM noapodHee — B II. 4.

B panHeii u cpe/iHeli 3UroTeHe Y HECKOJIBKUX 00BEKTOB, & BIIEPBBIC — B CIICPMATOIH-
tax 4enoeka (Holm, Rasmussen, 1978), Obuia 0OHapykeHa 0COOCHHOCTD, 3aCITyKUBa-
folias BHUMaHus. TpexMepHasi peKOHCTPYKIHS CEPUHHBIX YIABTPATOHKUX CPE30B SACP
CIIEPMaTOIIMTOB TIO3BOJIMIIA JI0KA3aTh, YTO MPOUCXOAST B3aUMHBIC 3aXBaThl OJMHOYHBIX
OCEBBIX 2JIEMEHTOB XpoMocoM min enbix CK coceJHIM CHHANTOHEMHBIM KOMILIEKCOM.
3TO sIBJIEHUE TIOJyYUIIO Ha3BaHUE «UHTEPIOKUHT» OT aHmmiickoro interlocking — B3a-
WMHBII 3axBaT. DTO He 3auensbl (entangling), a UMEHHO B3aUMHBIC 3aXBaThl (CM. pHLC.

Pexomb. yaenok !

Xpomaruaa 1
Xpomamwga 2
\ NaTEPanHLIA ANEMEHT ]
Xpomaruaa 3 W CK Moawdurauma oceseix
’\/\M i 3NeMeHTOos
J’ } XPOMaTHHA  poesoi ANEMEHT
Xpoumaruna 4 | 1 XPOMOGOMSI-
wHTEpdasa nenToTeHa 3MroTeHa AWNNOTEHA AMakMHes

. BpemA

Puc. 3.3. Cxema 5TanoB GpopMHUpOBaHUS U Paciajia CHHAITOHEMHOTO KOMILIEKCA.
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Puc. 3.4. Conocrasnenue sranoB pekomOuHamu Moiuekyn IHK c stanmamu dopmupoBanus u
(YHKIIMOHNPOBAHMSI CHHAIITOHEMHBIX KOMILJIEKCOB

VYkazaHbl OeJIKH-IPOMOTOPEI U (hepMEHTHI peKoMOMHANNH, cTa i 1podassl [ Meito3a 1 yciioBHbIe
3apUCOBKH XPOMOCOM U CHHATOHEMHOI'O KOMILIEKCA. 3HAKOM «1» yKa3aH LEHTPaIbHBIN 2IEMEHT
CHHANTOHEMHOT0 KoMIutekca. SIM — sinepHast MemOpana (1o: bornanos, 2003).

12.1). Xpomocombl U 1eiibie npoda3Hble OMBAJICHTHI OCBOOMKIAIOTCS OT 3THUX 3aXBa-
TOB ITyTE€M Pa3pbIBOB U MOCIEAYIOMNX 00PaTHBIX COSANHEHNH JIaTepaibHBIX JIEMEHTOB
CK. Takue HHTEPIOKHHTH C MOCIEAYIOIIMMHU Pa3pblBaMH B OOpaTHBIMHU COEIMHEHUSMH
(3aJIeYMBaHUSMUI ) TIPOUCXOMAT C YACTOTON OJTHO MJIM MaJIO€ YHMCIIO COOBITHIA Ha KJIETOY-
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Hoe 71po. MoneKyNsipHbI MeXaHH3M Pa3pbhIBOB U 3aJIEUNBAHUS OCTAETCS HEU3BECTHBIM
BILIOTH J10 BToporo necsatwietus: XXI Beka (Zickler, Kleckner, 2015). K nauyany cyocra-
JTUM TTaXUTEHbI BCE MHTEPIIOKUHTH NCYE3at0T.

CyOcTaausi naxumens! HAYUHAETCS C TOTO MOMEHTA, KaK CHHAICHC XPOMOCOM
chopMupoBalICs MO BCEH IITMHE XPOMOCOM, a YHCIO XPOMOCOMHBIX OMBAJIEHTOB CO-
BIIaJIO C TarjOWJHBIM YUCIOM XPOMOCOM, HOO BCE XPOMOCOMBI OOBEIMHEHBI B MaphI.
Ha s1oit cTaguu moa 97AeKTPOHHBIM MUKPOCKOIIOM BUIHO, 4TO0 CK mocTpoeHs! o Bce
JUTMHE BCeX OMBAJICHTOB. DTOT MPU3HAK CIYKHUT XOPOUIMM KPUTEPHEM Hauajla CTaguH
naxuTeHsl. Kak n3BecTHO, MaXUTEHAa — 3TO CTAUS «TOJCTBIX HUTEI» (OT rpedecKoro
TéYOVG — TOJICTHIH), KOT/Ia TOMOJIOTMYHBIE XPOMOCOMBI JOCTUIJIM CTEIIEHN KOH/IEHCA-
LMY, MAKCUMAaJIbHOM 1151 panHel npodassl [. B xoH1e npodassl I, Ha ctanum nuakuxe-
3a, OHM OKa3bIBAIOTCS elé Ooiee KOHICHCUPOBAHHBIME, HO 3TO YKe MO3Hss podasa.

buBajeHT Ha cTauy MaXUTEHbl COCTOMUT U3 JIBYX Map CECTPUHCKUX XpoMaru (To, 4To
Ha3bIBAJIOCh TETPAJON XPOMATHJ y cTapblx aBTopoB Hadaja XX B.). CecTpUHCKUE XpO-
MaTuabl (XpOMaTHIbl OAHOM XPOMOCOMBI) COEIMHEHBI MOMAapHO O BCeH MX JUIMHE C T10-
MOIIBIO OEJIKOB-KOTE3MHOB U OCEBBIX JIEMEHTOB (O KOTOPHIX MbI YIIOMUHAJIH IIPU OITHCa-
HUU CTAJIUU JICTITOTEHBI). DTU OCEBBIC AJIEMEHTHI, BKIIOUMBIIHCH B cocTaB CK, HaumHa-
0T Ha3bIBaThCs JarepanbHbIMu AnemenTamu CK. JIBa narepaibHbIX AJIeMEeHTa COSANHSIOT-
cs1 B «koHCTpyKumio» CK ¢ oMompio monepeyHpix GriaMeHTOB — OENKOBBIX MOCTHUKOB
(puc. 3.3 u 14.1). ¥V GonpIMHCTBa OPraHU3MOB B MPOCTPAHCTBE MEXKY JIaTepaibHBIMU
aJieMeHTaMHu (3TO HeHTpaibHoe TpocTpancTBO CK) mos aeKTPOHHBIM MUKPOCKOIIOM BH-
JICH MPOJOIBHBIN IEHTPABHBIN A5eMeHT (puc. 3.5). OH mapaiieneH JaTepaibHbIM dJie-
MEHTaM, M M03TOMY INepBOHa4aiIbHO Bes cTpykTypa CK cpaBHMBasIach ¢ TPEXIOIOCHOM
(Tpexunennoit) nentoit (cm. Moses, 1968; 1969; bormanos, 1975).

Bo Bpemst cTaguu maxuTeHbl TPOUCXOIIAT 3aKITIOUUTENIbHBIC COOBITHSI CHHAIICHCA — pea-
J3aIus peKOMOMHAIOHHBIX COOBITHI B BUJIE KPOCCHHTOBEPA MM HEKPOCCOBEPHOTO COE-
JMHEHHSI TOMOJIOTHYHBIX XPOMOCOM. DTH COOBITHSI KOHTPOIMPYIOTCS CIICIHAIBHOM TPYTIION
reHoB (cM. m1aBbl 4 1 7). TIpomyKThl 3THX TEHOB 00Pa3yIOT KOMILIEKC OSITKOB, KaTaTU3HpPYIO-
LIMX 3aKITIOYUTENbHBIE 3Tallbl PEKOMOMHAIMN. DTOT KOMILIEKC OCJKOB JIOKAIU3YETCsl B TaK
Ha3bIBAEMBIX MO3JHUX PEKOMOMHAIMOHHBIX y3€JKaX, KOTOPbIe BUAHBI B LIEHTPAILHOM IPO-
ctpancTBe CK Kak OKpyIIble WM 3JUTUIICOBUIHBIE CTPYKTYPHI (CM. HHKE U B TVIaBe 4).

B xone npodassl I Meiio3a B KpOCCHHTOBEP BCTYMAIOT HECECTPHHCKUE XPOMATHABL JTO
OTHOCHTCS K JIFOOOMY HMHMBHUIIyaJIbHOMY JIOKYCY XpOMOCOMBI. B jipyrom jokyce Toi xe
apbl XpOMOCOM MOTYT B3aUMOJIEHICTBOBATD JIBE JPYTHE HECECTPUHCKUE XPOMATHIbI.

Ha cy6craguu ounnomenst CK nostamuo paszpyraercs (cM. puc 3.4). Mcaezaer KOHTaKT
TOMOJIOTHYHBIX XPOMOCOM BO BCEX JIOKYCaX, KPOME TeX JIOKYCOB, IJIe IIPOMU3OIIIEN KPOCCHHIO-
Bep U CHOPMHUPOBATICH XHA3Mbl — (PU3HMUIECKUE TEPEKPECTHI HECECTPUHCKHX XPOMATHJL U 00-
MEHBI CeIMEHTaMH 3THUX ToMOJIoruuHbIx Mojiekyl (Fedotova et al., 1989). Xua3mbl cTaHOBSIT-
CsI XOPOIIIO BUANMBIMU B MUKPOCKOIT, KOI7Ia BO BCEX OCTAJILHBIX JIOKYCAX I10 JUTMHE XPOMOCOM,
KpOMeE JIOKYyCOB XHa3M, TOMOJIOTHYHbIE XPOMOCOMBI B3aUMHO OTTAIKUBAIOTCS (CM. pHc. 3.1).

IToaroroBka K MoCTPOESHUIO OMBAJIEHTOB XPOMOCOM Ha 3KBaTOpE BEpeTeHa KJIETOYHOTO Jie-
JICHUsI HOCUT Ha3BaHHe CyOcTa/lnn ouakune3a. Bo BpeMs TraknHe3a XpoOMOCOMBI ITpeTepIie-
BAaIOT MaKCUMaJIbHYIO KOH/IEHCAIUIO, OCTABasICh COEANHEHHBIMH TIOMAPHO MOCPEICTBOM XH-
a3M B cocTaBe OuBasieHToB. Korna HaunHaeTcst mprucoeIMHeHNe XPOMOCOMHBIX HUTEH Bepe-
TeHa K KHHETOXOPaM XpPOMOCOM, a XpOMOCOMBI HAYHHAIOT JBHKEHHE IS TOCTPOEHHS Ha IK-



Ihaesa 3. Kanonnueckuii Meio3 37

A

Puc. 3.5. CuHanToHEMHbIE KOMIUIEKCHI Y ’KMBOTHBIX M PACTEHHI.

[IpocseunBaromas snexrponHas Mukpockonusa. A — CK B naxuteHe y ackapuasl Ascaris suum;
yasrparonkuii cpes (x 50 000). dororpadus FO.d. bormanosa. b — monnasiii Habop CK

B MaXUTEHE Y pXku Secale cereale. Cupen 1ienoro sigpa. YepHOE OKPYIIIOE TENbIE — SAPBIIIKO
(x 1000). ®otorpadus H0.C. denororoii.

Barope BepeTeHa (3Ty CyOCTaauio MHOTIA Ha3hIBAIOT NMpomeTadasoii I), XxpoMocoMbl OKa-
3bIBAIOTCS HECKOJIBKO MEHEE KOHACHCUPOBAHHBIMU, YEM BO BPEMSL COOCTBEHHO JAVaKUHE3a.

Pe3toMupyst 3T0 KpaTkoe ONMHMCaHue OCHOBHBIX MPEBPAIICHUA XpoMocoM B mipodaze |
Melio3a, He0OX0IUMO TOAUYECPKHYTH JIBA MPUHITUTTHATHHBIX 00CTOSTEIHCTBA.

1. Manmmanmst cuHaricrca roMosioro (moctpoerne CK) v HagambHBIC ATanbl peKOMOMHA-
MY TECHO CBSI3aHBI B IPOCTPAHCTBE U BO BPEMEHH; OCTaHOBKA OJTHOTO M3 3TUX IPOLIECCOB MPH-
BOJIUT K OCTAHOBKE JIPYTOr0 M HA0O0POT. ITO — 00IIIee IPaBUII0, OMHAKO Y HETO €CTh OrPaHu-
genust. Y Hemaronpl C. elegans CK Ha9MHAET CTPOUTHCS 10 MHUITHAITIHA PEKOMOWHAITIH, 1 Ha-
PYIICHHIE HHUIHAIAH PEKOMOMHAIH He oTMeHsieT cTpouTtenscta CK (cm. miasy 10).

2. XWa3Mbl SIBJISIFOTCSI CIIEJICTBHEM KPOCCHHTOBEpA U TIPENCTABISIOT COOOH Te JIOKY-
CBI XpOMOCOM, TJIe TIPOM30IIeNl KPOCCOBEPHBII 00MeH. DTOT 00MeH 00s3aTeNbHO CTa0u-
nusupyeTcs oenkamu-kore3nHaMu. O6 3Tux O6enmkax OymeT cka3aHo B CICTYIONIEM pase-
meu B 14 u 16.
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OCHOBHBIE SIBJICHUS B TOBEJCHUN XPOMOCOM U SIBIICHUSI, IPOUCXOMASAIINE HA MOJIEKY-
JISIPHOM YPOBHE, CHCTEMAaTH3UPOBaHbl B BHJE TaOauLbl (Tadm. 3.1).
Tabnuya 3.1.

OcHoBHzble coObiTus B ipodase [ meiiosa (o Zickler, Kleckner, 2015).

Craauu Meiio3a JlenToTeHa 3urorena IMaxutena Junnorena
IIponecc Ionubrii
CoOpbITus ¢ BripaBuuBanue u pott o
CHHAIICHCA B (coBeprmBIIMiics)) | Bunumble xua3mbl
XpOMOCOMaMH crapuBaHue
pa3BUTHI CHHAIICHC
WnBasus
1. dopmupoBaHue
H Opa3oBaHHbIC OJTHOHUTEBOI'O OUHOHHTEBOIO
0BOOOP KOHIIA ¥ IBOMHEIE Kpoccunrosep
JIBYHUTEBBIC konua JIHK nyst
DSB €ro MUHBa3uu COCHMHCHH
BIBBI . :
pasp ( s) Xommpaes (dHj)
MornexynsipHble n
SIBTICHHS I
BOCCcTaHOBIIeHHE | beckpoccoBepHoe 3anednBaHue Opern
2. MOCTHRH MEXTY JIBYCIIMPaJIbHOI B ABoiHOM cniupamu JTHK.
monekyiaamu JJHK B AHK nyrem o
caiitax DSBs MaTpUYHOTO TCYTCTBHE KPOCCHHTOBepa
CUHTE3a
Mertadasza | n aHadaza l.

Nx otimume ot metadasbl M aHadasbl MUTO3a

Kak u3BecTHO, B MHTO3€ Ha SKBaTope BEpeTeHa KJIETOYHOTO JICIEHHs BBICTPAaUBAIOTCS
XPOMOCOMBI, COCTOSIIIINE U3 ABYX cecTpuHCKUX Xpomatu (CX). MIX yaep:kuBaroT Ha JKBa-
TOpE BepeTeHa JBe CHJIbI: CHJIa HATSDKEHHUSI XpPOMOCOMHBIX HUTEH BepeTeHa, TAHymmx CX
K TIoJfocam, U creruienne (koresust) CX B o0nmacty ieHTpoMepsl. KHeToxop Bo Bpems Me-
Tadaszbl MUTO3a YK€ YBOCH, HO KOT€3WHBI MPOJOJIKAIOT «CKJICUBATH» JIBA CECTPHHCKHX
LEHTPOMepHbIX paiioHa. Korma Genok-kore3un rupponusyercs, cuemieHrne CX ncuesaer,
Y MHKpPOTPYOOYKH BEpPETEeHA JISaloT CBOIO padoty, pa3Boas CX k mosmtocam (cM. puc. 1.1).

B metada3se I-ro nenenust meiio3a (meiio3 1) xorezus CX Toxe CylIeCTBYET U Jaxe
YCHJIMBACTCsI 3a CUET MEHO3-CIeIM(PUUHBIX KOre3uHOB (cM. miaBy 16). Ho ects eme aBa
(hbakropa, KOTOpBIE 00yCIaBIMBAIOT crielUPuKy Metadassl | Merio3a. D10 (1) Xxua3msl, Ko-
TOPBIE COETUHSIOT TOMOJIOTMYHBIE XPOMOCOMEI MOTIAPHO B BHJIE OMBAJICHTOB, U (2) yHU-
MOJISIPHOCTh KWHETOXOPOB, 00YCIIOBIEHHASI TE€M, 4YTO B Melo3e | He MpOUCXOIUT ruapo-
JIN3a KOT€3WHOB, COEAMHSIONINX IIEHTPOMEPHbIE palfOHBI CECTPUHCKHUX XpoMaTu 1. B mie-
Yax XpOMOCOM KOT€3HsI XpOMaTH Hcue3aeT K Hadarmy Metadasbl [, HO B IEHTPOMEPHBIX
paiioHax XpOMOCOM KOT€3MHBI 3alllUIIEHbI OT THAPOIN3a Onarogapsi acCOUaluy uxX co
cennpuuecKuM it Meio3a | 6ekoM myrommHoM Ha rpoTsbkeHun Metadassl | n ana-
¢asel [, u CX ocraroTcst COeMHEHHBIMH B [ICHTPOMEPHBIX paifoHax (cM. miaBy 16).

Takum 00pa3zom, Bo BpeMst MeTadasbl | roMOIOrHYHBIE XPOMOCOMBI, COCTMHEHHBIE XU~
a3MaMH, OPUEHTUPYIOTCS 110 OTHOILICHUIO K 000MM TI0I0caM (KOOPUEHTUPYIOTCS) Ha IK-
BaToOpe BEpETeHa KJIETOUYHOTO JeTIeHNs, U B aHadase | pa3oiTuck K momocam MOTYT TOJIb-
KO FOMOJIOTMYHBIE XPOMOCOMBI, cocTosiue kaxaas u3 1syx CX (cm. puc. 1.1, masa 1).
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ITo onHO# Xpomaruae U3 Kaxa0id XpOMOCOMBI IIPETEPIIEBAIOT B PE3YILTATE KPOCCUH-
roBepa 0OMeH CerMeHTaMH. DTH CerMEHTHI (UepHbIid u Oeinblii Ha puc. 1.1) BeneacTeue
KPOCCHHIOBEpa OKa3bIBAIOTCA JIMHEHHO CBA3aHHBIMU YK€ HE CO CBOMMH, & C HECECTPHUH-
CKUMH LIEHTPOMEpaMH (1 KHHETOXOPaMH), HO OCTAIOTCS «CKIECHHBIMU» OOK 0 OOK (J1a-
TepaabHO) C MOMOIIBI0 KOTe3UHOB c0 cBonMu CX. Xua3zmoii SBIsIeTCS UMEHHO dTa «KOH-
CTPYKLIUS», COCTOSIIIAS U3 ABYX KPOCCOBEPHBIX HECECTPUHCKUX XPOMAaTHJ, Kaxjaas U3
KOTOPBIX OCTACTCs COSTUHEHHOMN OOK 0 OOK C CECTPUHCKOHN XpoMaTu 10t (00BEICHO pam-
koii 2 Ha puc 1.1). OcoOeHHOCTH 3TOM KOHCTPYKIMU OOBSICHSFOTCS B IV1. 4 1 Ha puc. 4.9.
B meragasze | xnazmbl IPOTHBOCTOSIT TSAHYLIMM CHJIaM BepeTeHa M BBIHYKIAIOT OMBajIeH-
ThI OCTABAThCsl HA HKBATOPE BepeTeHa 710 TEX MOp, TOKa HE MCUE3HET MEeH03-Crieln(PUIHBIH
KOT€3MH, CKPEIUISIOIUI XpOMaTUAbl B palloHe Xua3Mbl. [ eHHBIM KOHTPOJIb ATOTO SIBJIE-
HUS B XOJIe Meii03a JIeTallbHO UCCIICAOBaH Ha mpuMepe apoxkxeit S. cerevisiae (Uhlmann
et al., 1999; Buonomo et al., 2000) u 1pyrux opraHiu3MoB.

Honapﬂoe IMOCTPOCHUEC T'OMOJIOTUYHBIX XPOMOCOM Ha 3KBATOPE BEPETCHA U BCé, YTO CKa3aHO
BBILIC O XHa3Max W IIyromurHax, 6J'IOKI/IpyIOIIII/IX pa3aciiCHUEC ICHTPOMEPHBIX paﬁOHOB CCCTPUH-
CKUX XpOMaTua, IpuBOAUT K TOMY, YTO B aHa(i)a3e I meiio3a MOryT pa30171TPICI: TOJIBKO 'OMOJIOTMYHBIC
XpOMOCOMBI U HE MOT'YT pa30ﬁTHCL CECTPUHCKUE XpOMATUIbI.

Amnada3za [ u tenodasza [ — 6picTpo npoxosiiue ctaaud. [103ToMy OHU PEIKO BCTPEUAIOTCS Ha
MuUKpodoTorpadusx Meio3a y >kuBoTHbIX. DoTorpaduu 3TUX cTaguil y pacTeHUI KyKypy3bl IpH-
BeZICHHI B TiaBe 7 (puc. 7.2).

T'enemuueckan pecynayua nepacujenienus cecmpunckux xpomamuod. Ha reHHoM
YPOBHE «CKJIEEHHOE» COCTOsIHUE (HepacIllelyIeHne) CeCTPUHCKUX LIEeHTPOMEPHBIX paii-
OHOB B Meiio3e | y S. cerevisiae o0ycnoBieno teM, uto reH CDC3 1, npoayKT KOTOpO-
ro HY’K€H JUId TUposIn3a KOTe3MHOB B MUTO3€, B Meiio3e | oka3biBaeTcs BpeMEHHO pe-
MPECCUPOBaH MPOLYKTOM JAPYroro crneuupuieckoro rena meiosa — rena SGOI. Bo
BTOPOM JiesieHuu Meio3a reH SGO1 He QyHKUMOHUPYET, U ero OeIKOBBII MPOILYyKT —
0eJIOK IIYTOIIMH — OKa3bIBaeTCsl M3pacxonoBaHHbIM. [loaTOMY «3ampeT» Ha neicTBUe
reda CDC3] cHUMaeTcs, U CeCTPUHCKNE XPOMAaTH bl ITOJy4atoT BO3MOXKHOCTh Pa3oii-
THCH K TMOJIt0caM, kak B Mmuto3e (Murray, Szostack, 1985, u np.). Y D. melanogaster B
MeTadasze Meiio3a | Takyto ke pernpeccupyoNyo PoJib 0 OTHOIICHHUIO K IEHTpOMepam
BeInoNHseT reH mei-S332 (Kerrebrock et al., 1992; Page, Hawley, 2003, 2004), a ¢pyHk-
U0 crienuuyeckoi sl Meio3a KOre3ud CECTPUHCKUX XPOMATH/L BBITTOIHSACT OeIKo-
BbIi mpoaykT rena ord (Bickel et al., 1997). 'ern SGOI npoxkeld He UMeET CTPYKTYp-
HOUM rOMOJIOTHH C TeHOM mei-S332 npo3oduiasl U BOOOIE HU ¢ OJJHUM M3 TCHOB JIPO-
30¢uibl. Takum 00pazoM, Mbl BCTpEUaeMcsi C MOJTHOW aHAJIOTHEH (eHOTHIIA («TOMOJIO-
ruei penorunay nmo H.M. Basunosy (Basuinos, 1987)) cneunduyecknx reHoB Meio3a
(SGOI v mei-S332) y upe3BblYaiiHO JANEKUX TPYII OPraHU3MOB — CyMYaThIX TPHOOB
(IpoXkIKM) U HACEKOMBIX (JIpo3o¢uiia). DTo ype3BbIYAHO BaKHBIN IPUMEP KOHBEPTEH-
uuu QyHIaMEHTalbHOW KJIETOUYHOW (YHKIIMU Ha OCHOBE OCJIKOB, Pa3HBIX MO MEPBHY-
HOW CTPYKType, HO UMEIOIINX OJIMHAKOBYIO BHYTpHUKIeTOuHYyI0 (pyHkiuio (boraanos,
2004; Bogdanov et al., 2007).

Cy1ecTBeHHBIM 00CTOSITEIHLCTBOM /ISl IOHMMAHHSI PEIYKIIHOHHOTO XapaKTepa
Meiio3a I cJIy:KUT TO, YTO Y OPraHU3MOB, I0JI KOTOPBIX ONpeaeseTcss XpOMOCOMaMU
X u Y, pacxo:kaeHHe 3THX XPOMOCOM coBepiiaercs B aHadaze 1. ITo cayKuT Baxk-
HBIM /10KA3aTeJIbCTBOM PeAyKIIHOHHOIO XapaKkTepa Meiio3a 1.
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Cerperauusi rerTepoMOpPdHbIX MOJIOBbIX XPOMOCOM B Meio3se |

OTO BaKHBIN pa3lesl HUTOTeHETHKH Mero3a. IMeHHO cerperauusi rerepoMopQHBIX
xpoMocoM B Meiioze I, Hanpumep, X 1Y y muekonurarommx, W u Z B Melio3e y 6abouek,
JIOKa3bIBACT PEAYKLUUOHHBIN XapaKkTep MEepBOTo JAEICHUs Meio3a. Y MHOTUX BHJIOB K-
BOTHBIX IeTepOMOP(HBIE MOJIOBBIE XPOMOCOMBI 00pa3yloT OIHY XuasMmy, kotopas (op-
MHUPYETCsl B TaK Ha3bIBACMOM IICEBA0ayTOCOMHOM pailoHe Y-XpOMOCOMBI. DTOMY Tpel-
miecTByeT (POPMUPOBAHKE KOPOTKOTO CHHANITOHEMHOTO KOMIUIEKCAa MEXIy X U Y B TOM
xe paiione. Takast cuTyanust IMEET MECTO B MY>KCKOM MeH03€ Y YelloOBeKa U B CIiepMa-
TOLUTAaX MHOTHX BUAOB MJeKonuTaromux. Ho ecTb mpuMeps! yHHKaIbHBIX reTepoMop Q-
HBIX TOJIOBBIX XPOMOCOM y reTeporaMmeTHoro nomna. Hampumep, y oqHOTO U3 BUIOB Clie-
IyHIOHOK pona Ellobius caMiibl IMEIOT OJIOBBIE XPOMOCOMBI X M X, Pa3IMYMMBbIE TOJIb-
KO IO MHHOPHBIM YJBTPACTPYKTYPHBIM MIPH3HAKAaM IPH MAJIbIX YBEJINUYCHUIX MPOCBEYH-
BaroIIero 3ekTpoHHoro mukpockomna (Kolomiets et al., 1991). Y HEeKOTOpBIX cymMUaThIX
MJICKOITUTAIOIIMX MEKIY reTepoMOp(HBIMHU MOJOBBIMH XpPOMOCOMaMH (popMHUpyeTCst He
CHUHAaNTOHEMHBIN KOMIUIEKC, a CIIOUCTasl TUIACTHHKA, COACpIKalllasl OAWH U3 IIaBHBIX Oel-
KOB CHHAIITOHEMHBIX KOMILJICKCOB MiekonuTarmux — oemok SYCP3. Do, ckopee Bce-
0, PEIUKTOBBIN Ciydail Meito3a (tut. no: bormanos, Komomuerr, 2007) .

B Tex ciyuasx, Korma camibl )KHBOTHBIX UMEIOT (hopMyiy moJjoBeIX xpomocoMm X0,
OIMHOYHAsI X-XpOMOCOMa CIIy4aifHBIM 00pa3oM MomajgacT B OAMH UX JABYX CIIEPMaTOLH-
TOB BTOPOTo Hopsizka nocie anadassl | u Tenodaszel I. Meiio3 Takoro Tuma xapakrepeH
JUTSE MHOTUX BHJIOB HACEKOMBIX (pHC. 3.6).

Cy1IecTBYIOT CiIy4ad MHOKECTBEHHBIX MOJIOBBIX XpoMOcoM. CIIocOObI cerperamnuu ux
B Melio3e He Bceraa U U3y4eHbl, U MOHATHBL. HpOpMaIys 0 TakuX ciydasix ecTh, Halpu-
Mep, B KanuTaibHOM KHUre «Meiosis» bepnapaa /[xona (John, 1990). He umest Bo3mox-
HOCTHU JaTh OoJjiee MOJHYI0 KapTUHY 0COOCHHOCTEH MOBEACHHUS U CyAbObI rerepoMopd-
HBIX XpPOMOCOM BO BpeMsi Mel03a, Mbl OTChIJIaeM YnTaTesIel K COBpeMEHHBIM BechMa 00-
CTOSITEJIbHBIM CBOAKaM (0030paM) Ha 3Ty Temy, focTynHbIM B MHTepHeTe (Guichaoua et
al., 2009; Daish, Griitzner, 2019).

Menos 1

Pa3zoenenue anneneii, npemepnesuiux Kpoccunzosep. Eciii B XpOMOCOMHOM ILJIeue
MIPOM3OIIET TOJIBKO OIMH KPOCCHHIOBEP, TO CETMEHTHI CECTPUHCKUX XPOMAaTHJI, PacIio-
JIO)KEHHBIC JUCTATbHEE TOYKH KPOCCOBEPHOTO 0OMEHA (albIlie OT IIEHTPOMEPHI), COIep-
JKaT pasHbIe aJIe PeKOMOMHUPOBABIINX T€HOB. DTO CIIY)KHUT IMOBOIOM JIJIsl HEKOTOPBIX
TeHETHUKOB yTBEPKJIaTh, UTO Cerperanus (peryKIus) XpOMOCOM COBEPILAETCS BO BTOPOM
JesieHu Meiio3za. OIHaKo 3TO CIPABEUIMBO TOJIBKO JUJISl CAMTOB, YAANEHHBIX OT HEHTPO-
MepBI U NIPETEPIEBIINX HEUETHOE YMCIO KPOCCOBEPHBIX OOMEHOB.

Muxpodotorpaduu meiiosa Il y pacrenwmii, Bkirodas anadasy I u tenodasy I, moka-
3aHbl Ha puc. 7.2.

Ocob6ennoctu I u Il genennii Meiio3a B Xojie 0OOreHe3a y *KHUBOTHBIX U METacliOporeHe-
3a y PaCTCHHI OMUCAHBI B IM1. 6 U 7 COOTBETCTBEHHO.
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Puc. 3.6. Muxpocdororpadun nmpodassr I m metadassl [ y camiioB qomoBoro cBepuka Achaeta
domesticus, IMEIOIUX TOIOBBIE XpoMocoMbl X0. OxnHOoYHAs X-XpOMOCOMa BO BCEX KIIET-

Kax BUJIHA KaK IJIOTHO KOH/IEHCHPOBAHHOE OKPYIJIOE TeJbIle. 3T — 3UroTeHa, [Ix — maxuTeHa,
pAn — pannsas gumiotena, Jn — aumnorena, J{k — nuakuae3, MI — metadaza [. Opurunai.
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3akoyeHve

Pe3romupoBatre pa3znuuus NOBEJEHUSI XPOMOCOM B MEHO03€ U MUTO3€ MOXKHO CIEIYIO-
mmM o0pazoM. B Melio3e IponcXoasT HOBBIE IO CPABHEHHUIO C MUTO30M SIBJICHHSI, KOTO-
pble YIpaBisIIOTCs crenn(puuecKuMi reHaMu meiiosa. (1) I'oMonoruyHbie XpoMoCOMBI
Ha [POJOJKUTENIBHOE BPEMS COCIUHSAIOTCS IIOMAPHO C MIOMOILBI CUHAIITOHEMHBIX KOM-
IUIEKCOB, U MEy HUMH MPOUCXOAUT KpoccuHrosep. Kpoccunrosep npuBoaut k ¢op-
MHUPOBAHHUIO JIOKAJIBHBIX (PU3MYECKHX CBSI3€d XPOMOCOM — XHa3M, CBSI3BIBAIOIINX HeE-
CECTPUHCKHE XPOMATHIbl U3 TOMOJOIMYHBIX XpoMocoM. (2) braronaps xuazmam, Xpo-
MOCOMBI BBICTPAMBAIOTCSl Ha KBATOpPE BepeTeHa Mmeio3a | B Buae map — OHMBaJCHTOB.
(3) CectpuHckHe XpoMaTUAbl KaKJOH XPOMOCOMBI OCTAIOTCS CKPEIUICHHBIMU B 0OIna-
CTH LIEHTPOMEPHI, U UX KMHETOXOPHI MPHOOPETAIOT YHUIIOISPHOCTD (CBSI3b C OAHUM IIO-
JIFOCOM BepeTeHa JefieHns1) Bo BpeMst Metadassl 1. (4) B pesynbrare siBieHU, yKa3aHHBIX
BhIlIe, B aHadase | kK moiarocaM KIIETOUHOTO ACTICHUS PAcXOSITCs HE CECTPUHCKUE XPO-
MaTtuabl (KaKk B MUTO3€), @ TOMOJIOTHYHBIE XPOMOCOMBI, KaKJasi U3 KOTOPBIX COACPIKUT
JIBE CECTpUHCKHE XpoMmaruabl. [IponcxoauT penykuus uncia xpomocoM. ['erepomopd-
HBIE XPOMOCOMBI OJHOU Iaphl, HarpuMmep, X- U Y-XpOMOCOMBI WJIX I1apa XPOMOCOM, Ie-
TEPO3UTOTHAS 110 UHBEPCUH HJIM TPAHCIOKALMH (TIe OJJHA U3 TOMOJIOTUYHBIX XPOMOCOM
MOTIJIa U3MEHUTh MOP(OJIOTHIO), B KAHOHHYECKOM MEH03€e pacxXosaTcs B XO/€ €ro MepBo-
ro nenenust. Ecte HekaHoHn4eckue uckimoueHus. O noux — B miase 13 (MuBepTupoBan-
HBIHA MEH03).

[TockonbKy xpomatu sl B mpogase [ Meiio3a nperepneBaioT KpOCCHHTOBED, TO BECbMa
o01ee yTBEpXKIEHHE O ABYX CECTPUHCKHUX XPOMAaTHAAX, OTXOSIIUX K OHOMY IIOJIOCY,
HaJ0 yTouHHUTh. Kaxkaast u3 AByX rOMOJIOTHYHBIX XPOMOCOM, UAYIIAsd K MOJNIOCY B aHa-
¢asze I, obs3aTeIbHO HECET HEHTPOMEPHBIE PaiOHbI JBYX CECTPUHCKHUX XpOMaTua U 00s-
3aTeNbHO COACPIKUT XOTA ObI MO0 OAHOMY «IIPOAYKTY» KPOCCOBEPHOTO OOMEHa, TO €CTh
CErMEHTY HECECTPUHCKOM XpoMaruibl (dyepHble U Oenble cermMeHTHl Ha puc 4.9a). Ca-
MO€ TOYHOE YTBEPK/JACHHE 0 TOM, KAKHE XPOMATH/Ibl OTXOAAT BMeECTEe K OJJHOMY I10-
Jgrcy B meiiose I, MoxkHO chopmyinpoBarh Tak: B Meiiose I k oqHOMY 1oJIr0Cy 0TXO0-
AAT XPOMATH/IbI ¢ CECTPMHCKUMH LieHTpoMepaMu. I1aBHoOe yc/10BHe NPaBHIbHOM
PeAYKLIMH YUCJIA XPOMOCOM COCTOMT B TOM, 4YTO BO BpeMs MeTadassbl I romosrorny-
HbI€ XPOMOCOMBI JOJIKHbI COeTMHATHLCSA X0Ts 0bI 0AHOM xna3moii. Eciin mapa romo-
JIOTOB HEe UMEET HHU OIHOI XMa3Mbl, TO TAKHE TOMOJIOTHYHbIE¢ XPOMOCOMBI PACXOAAT-
cs B aHagase I ciayqaitHeiM o0pasoM. BesencTeue 31010, Kak nmokasbiBaeT MPaKkTH-
Ka, Hen30e:KHO HepaBHOEe PACX0KIeHHe TOMOJIOIOB: Monajganne 000uX roMoJI0roB B
O/IHY /I0YEPHIOI0 KJIETKY WJIHN NOTeps XpomocoM. Takoe pacxoskaeHne BeleT K aHey-
TVIOWANH TMIOTOMCTBA 110 JAHHOH nape xpomMocoM. CJieAcTBHEM SIBJISIIOTCS BPOXK/IEH-
HbIe Je(eKThI IOTOMCTBA, 4 Y MJICKOIUTAIOIINUX U YEJIOBEKA IIPU AaHEYIUIOUIUH 10 ay-
TOCOMaM — IuOesb MOTOMKa (32 MCKIIIOYEHHEM MajibIX ayTOCOM, HallpuMep, XpOMOCo-
MBI 22 YeloBeKa).



Inhasa 4.
Meitomyeckas pekomMouHaLmsl,
KPOCCUHIOBEP, XMa3Mbl

ComnpsoxEéHHBIC SBIIEHUS penapanuu u pekomounau JIHK cimyxunm MonekynsipHoit
OCHOBO#1, Ha KOTOPOM B XOJI€ ABOJIOLUH ITOJIOBOTO MPOIIECCca 3yKapruoT chopMUpo-
BaJICsl YHUBEPCAJIbHBIA MEXaHN3M Melo3a. B miaBe M31I0)KeHbI pe3ysIbTaThl HCCIe0-
BaHUs MyTei MeTabomn3ma xpomocoMmHoi JIHK, Bemymux ot mepBoHavanbHbIX SIBIIC-
HUI Ha MOJIEKYJIIPHOM YPOBHE K KPOCCHHTOBEpY U 00pa3oBaHuI0 xua3M. Kpartko n3-
JIOKEHA MCTOPHS CO3MAaHMSI TEOPHH TOMOJIOTHIHON PEKOMOWHAIINY Ha OCHOBE pera-
panuu AByHUTEBBIX pa3pbiBoB JIHK 1 skcrieprMeHTaIbHOTO OTKPBITHS «CTEPKHEBO-
ro» ZMM-koMmIuiekca OeIKOB, OTBETCTBEHHBIX 32 MCHOTHYCCKYO PCKOMOUHAIIUIO Y
GonbLIMHCTBA SyKaproT. OOpalaeTcss BHUMaHUE Ha M3BECTHBIC UCKITIOUCHUS M3 3THX
3aKOHOMEPHOCTEH M BO3MOYKHBIE CIIOCOOBI X 00BsICHEHUsL. M31araeTcst Teopust IByX
TUTIOB KPOCCHHTOBEpPa — TIONIBEP)KEHHOTO W HE TOABEPKEHHOTO MHTEP(PEPCHIINH.
[IpuBeneHs! TeKyIme pe3ybTaThl SKCIIEPUMEHTABHBIX UCCICIOBAHUI PO MEH03-
crierpIHbIX OEJIKOB PEKOMOMHALIMK Ha BCEeX dTarax Meiosa. PaccmarpuBarorest ru-
TI0TE3bl TOMEoCcTa3a KpOCCHHIOBEpa M MexaHu3Ma ero nHrepgepenimu. PacckaspiBa-
ercsi 00 OTKPBITUHM PEKOMOMHAIIMOHHBIX Y3€JIKOB M X CBSI3M C caiitamu xuazm. Onu-
CaH IPUHLUI YITPacTPyKTypPHOI OpraHu3aIiy Xuas3m.

Cnocobnocts Monekyn JJHK pekomOuHMpOBaTh in vivo yHacjeAoBaHa DYKapHOTAMH
OT MPOKapHOT U B XOJI€ HBOJIIOLMH MTOJOBOTO Mpolecca cTaja OCHOBOU 1yisi (hopMupoBa-
HUs Metio3a. MoJieKyIsipHasi TeHeTUKa U OMOXUMHS MEHOTHYESCKOM PEKOMOMHAIMH pa3pa-
0OTaHbI B pe3yJIbTaTe MCCIICAOBAHUN MEH03a Y MOJICIIbHBIX OPraHU3MOB, MEPEUUCIICHHBIX
B 1. 2. OOHapykeH BechbMa BBICOKUI KOHCEPBATHU3M KITFOUEBBIX TEHOB M OCJIKOB, OTBET-
CTBEHHBIX 3a peKoMOuHaIuo xpomocoM B Meriose (Keeney, 2001; Marcon, Moens, 2005;
Loidl, 2016). buounpopmaTrika 0O3BOJISIET PACIPOCTPAHATH OOHAPYKESHHBIC 3aKOHOMEP-
HocTH Ha Apyrue opranu3mel (bormanos u np., 20026; Bogdanov et al., 2003, 2007).

VY Bcex 9yKapHoOT CyLIECTBYIOT MeH03-crieln()UUHBIC TeHbI M OSIKH MEHOTHYECKOH pe-
komOuHarmu (I'punraesa, bornanos, 2000, 2018; Borganos, 2003, 2017; Youds, Bolton,
2011; Cumanosckuii, borganos, 2018). OHu cynpeccupoBaHbI B BET€TaTUBHBIX M cOMa-
TUYECKUX KIIETKAX, MEJSIINXCS MyTéM MUTO3a, U aKTUBHBI BO BpeMsl Meiio3a. [lepexon
JTUTUTOUTHBIX KJIETOK OT JACJICHHUS C MTOMOIIBI0 MUTO3a K JICTICHHUIO ITyTeM Mei03a MpOowuc-
XOIUT B PE3yabTaTe aKTOB HETaTUBHOM PETYJSIIUK: T€HBI, HHUIIUUPYIOIINE MEH03, BbI-
KJIFOYAIOT TeHETHUECKYI0 MPOrpaMMy MHTO3a, M TOTJa BKJIIOUAETCS MOJYABINAs paHEe
reneTnyeckas nporpamma meiosa (Keeney, 2001; Turner, 2007; Harigaya, Yamamoto,
2007; Matson et al., 2010). 'eHbl MEHOTHYECKON PEKOMOMHAIIUN COCTABIISIOT KOJIAYE-
CTBEHHO HAaWOOJIBIIYIO YacTh Melo3-crenuduunbix reHoB ([pumaesa, bormanos, 2000,
2018; bormanos, 2003, 2017; CumanoBckuii, borganos, 2018).

MeiioTudeckas peKOMOMHAIIUS Yy BCEX U3YUCHHBIX YKApUOT HAUNHACTCSI C TeHETUYC-
CKH 3aIpOorpaMMHPOBaHHBIX MHOT'OUMCIICHHBIX JIByHUTEBbIX pa3pbiBoB JIHK criennpuy-
HBIMH JUI Me03a SHIOHKYJIea3aMH, KOTOPbIC KOJIUPYIOTCS MEH03-CrelIu(UIHBIMY Te-
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Hamu (Schwacha, Kleckner, 1994, 1995; Keeney, 2001). Bosblnasi 4acTh ABYHUTEBBIX
Pa3phIBOB pEmapupyeTcss ¢ COXpPaHEHUEM HMCXOAHOW MOCIEAOBATEIHLHOCTH HYKJIEOTH-
JIOB, MEHBIIIasi KX YaCTh MIPEBPAIACTCsS B OOMEHbBI MKy CECTPUHCKUMU XpOMaTHIaMH
(CXO) wm Mex 1y HECECTPUHCKUMU (TOMOJIOTHYHBIME) Xpomaruaamu. [Iporecc oome-
Ha ¢ HECECTPHHCKOW XPOMAaTHUJI0W UMEHYETCsI KDOCCHHIOBEPOM, a BO3HHUKIIAS «OOMEH-
Has) CTPYKTypa (pe3yabraT KpOCCHHIOBEpa) — KpoccoBepoM. OOMEHbI MEXKTy JTFOOBIMH
XpOMAaTHIaMU UJIYyT Ha OCHOBE 'OMOJIOTHYHOW PEKOMOWHAIIMH, MTPH KOTOPOH CECTPUH-
cKasi Wi HececTpuHckas monekyna JIHK mcnosb3yercss B kauecTBe MaTpPHUILbI JJIsl JIMK-
Bugaumu paspeia (Youds, Boulton, 2011; Gray, Cohen, 2016).

Br160p Mex1y KPOCCOBEPHBIM U HEKPOCCOBEPHBIM BapUAHTAMU PEMapaliiu OCyIIeCT-
BJISICTCSI Cpa3y Ke B XOJ€ JIMKBUJAIUU MPEIBAPUTEIBHO PACIIUPEHHOTO JIByHUTEBOTO
paspsiBa (Allers, Lichten, 2001; Gray, Cohen, 2016). DTO NPOUCXOJUT C TTOMOIIbIO MH-
rpaluu OMHOHUTEBOTO KOoHIIa pa3pe3anHoit JIHK B romonorudnyio MoneKyiy, qeHaTypa-
LMY IBOMHON CIIMpajId B TOMOJIOTMYHOM caiiTe perunuenTHoi Mosnekynsl JJHK u HazbI-
BaeTcs oOpazoBaHueM cMmelnatomieiics nertu (D-netnu, displacement loop).

B pesynbrare kpoccuHroBepa 00pa3yrorcss 0OMEHbI MKy HECECTPHHCKUMU XpOoMa-
TUJAAMU — XHa3Mbl, KOTOPbIC YIACPKHBAKOT TOMOJIOTUYHBIC XPOMOCOMBI B BHJIc OWBa-
JeHTOB. XHWa3Mbl coxpaHstoresi B Metadase I meiio3a. 1o mo3BosnsieT OuBaneHTam (a He
WHJMBHUIyaJIbHBIM XPOMOCOMAaM) BBICTPOUTHLCS HA IKBATOPE BEPETECHA MEPBOTO JICTCHHUS
Meiio3a. [1oPToMy KpOCCHHTOBEp U XMa3Mbl CO3JIAIOT BOSMOKHOCTD JIJISI CETPETaIUU To-
MOJIOTHYHBIX XPOMOCOM B IIEPBOM JICJICHUH Mei03a U rariouan3aIiui KIETOK.

Bernku, KoTopble yuacTByIOT B MelioTHYECKOW penapanun U pekomOouHaumn JJHK, — sto
(hbepMEHTBI, METMATOPBI U 31aNTEPhI, PAOOTAIOIINE 10 KOHTPOJIEM MEH03-ClICHU(PHIHBIX Te-
HoB (Keeney, 2001; Marcon, Moens, 2005; Youds, Boulton, 2011; Zickler, Kleckner, 2015;
Gray, Cohen, 2016; boranos, 2017; I'puiiacsa, bornanos, 2018; CumanoBckuii, bornaHos,
2018). JlaHHas 171aBa TOCBSIIICHA POJIH KITFOYEBBIX OCJIKOB PEKOMOWHAITUH B TOM ITPOIIECCE.

KpoccoBepHbiii 1 HEKPOCCOBEPHDIN MyTU PEKOMOVHALIMA
B Meno3e. ictopusi uccnenosaHmm

B meiio3e, ToMHUMO MEHOTHYECKOTO ITyTH PEKOMOMHALIMN, COXPAHSETCS U TOT, 4TO OBLI
B COMAaTHYECKUX KIICTKAX, JEJISIINXCS IMyTeM MUTO3a. MUTOTHYECKUH TyTh PEKOMOHMHA-
uu OoJiee IPEBHUM M MPEACTaBIIET COOOH «PEKOMOMHAILIMOHHYI0» Perapaluio AByHU-
TeBbIX pa3pbiBoB JJHK. KaBeruky BBeeHBI TOTOMY, YTO IIPH 3TOM HE BO3HUKAET PEKOM-
OuMHaIMM ajulesell TeHOB B ITaHHOH XpOMOCOME: OOMEH MPOMCXOJUT MEXKITY TeHETHIECKH
UACHTHYHBIMH CECTPUHCKUMH Xpomaruaamu. [Ipu TakoM oOMeHe B MUTO3€ HET MHTEp-
(epeHmn (TTOXABICHUS IPYTUX OOMEHOB PSIIOM C YK€ IIPOU3OMIECIIINM), U CECTPUHCKHE
xpoMmaruanbie ooMeHbl (CXO) MoryT pacrosaratscsi OJM3K0 OJUH OT APYroro Ha XpoMo-
come. B meitoze Takne CXO Toke IPOUCXOAAT U HAOIIOMAIOTCS B TIEPBOM JIEIICHUN MEH-
03a (Hapsily C KpoccoBepaMu), eclid BBecTd MeueHbIi TuMuauH (Taylor et al., 1957) nnu
opomaeszokcuypuaud B IHK B S-haze murornueckoro mukia mepen HOCiIeIHUM Ipe-
MeiioTnueckum MuTo3oM (Jones, 1984). Korga CXO Obuu Biepsbie 00HapyxeHs! (Taylor
etal., 1957), npumensiiacy Metka *H-tumunnnaa. B nanpHeiimemM B kauecTBe Mapkepa HO-
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BOCHHTE3UpOBaHHOU nonuHykieotuHol nenu JJHK cranu npumensts OpoMae30KkcHy-
punuH, BrdU (Zakharov, Egolina, 1972; Perry, Wolff, 1974).

Haunnas ¢ 80-x romoB XX Beka, 00HapyKeHbl MHOTOUUCIICHHBIE OCJIKH, Y4aCTBYIOIINE
B MEHOTHYECKOH peKOMOMHALIMY Y Pa3HbIX Oprann3mMoB. OJJHOBPEMEHHO 3TH UCCIIEI0Ba-
HUS BBISIBIJIU OOIIYIO CXeMy («CIICHapUii») MEHOTHUECKON PEKOMOMHAIIUK Y DYKAPHUOT.

B 1964 r. Xommuneii (Holliday, 1964) npenioxun Mojielis [yist 00bsICHEHHS TOTO, KaK pe-
KOMOWHAIHSA MOXKET NMPUBOJUTH K KPOCCOBEPHBIM M HEKPOCCOBEPHBIM SIBICHUSAM IIPU pe-
naparuu pa3peisoB JIHK. On npeanonaran, 4To HakaHyHe CHHAIICHCA TOMOJIOTMYHBIX XPO-
MOCOM TIPOUCXOASIT Pa3phIBBI OMHOM U3 nmonuHykieoTuaHbx Hutelt JIHK («Hukwny). ['mas-
HBIM 3BEHOM B 3TOI MOjieny Oblia MPOMEXKYTOUHAs! MOJIEKYJISIpHAst CTPYKTypa, B KOTOPOH
OJTHOHUTEBBIC KOHIIBI pazpesanHoi [JHK mponukator B neyHuteByto JJHK romonornunoi
XPOMOCOMBI, 1 00pa3yeTcs YeThIPEXHUTEBOM POMEXKYTOUHBIIN NPOAYKT. Teneps ero Ha3bl-
BaIOT CTPYKTYpoil Xosmuest uiu coenunenreM Xomummaes (Holliday junction, Hj).

Xomnuzaen mpeanonarai, 4To TaKHE COSTUHEHUS pacuIeIuIaioTesl GepMeHTaMu perna-
pamnu JIHK — Ttenepp mXx Ha3bIBaIOT pe3ojiBa3zaMu, — B pe3ysibTare 4yero 4-HuTeBas
CTPYKTypa pa3fensieTcs Ha ABE IBYHUTEBbIE. B 32aBUCMMOCTH OT TOT0, Ha KAKOW U3 HUTEH
HMMeJ MECTO pa3pbIB, ATOT Mpollecc (Ha3bIBaeMbIi B aHIIOA3BIYHOM JIUTEpaType CIOBOM
«resolution») MpUBOAKT K KpoccoBepy (MEPEKPECcTy) WM OCBOOOKICHHUIO OT CBSI3U 0e3
nepekpécra. MccnenoBanus Ha rpubax mokasaliu, 4T0 KpOCCOBEPHBIE M HEKPOCCOBEPHBIE
MPOAYKTHI PEKOMOMHAINH (PEKOMOWHAIIMOHHOW perapaliy) MOsBISIFOTCS B PABHBIX KO-
nryuecTBax . Mojenb XoIuuesi COOTBETCTBOBAIA TUM (DaKTaMm.

Xomnmuaen mpeanonarai, YTo peKoMOUHAIUS JODKHA MHUIIMUPOBATHCS CUMMETPHY-
HBIMHU pa3pbiBaMu (nicks) oAHOM MOTMHYKICOTUAHONW LENMH HAa TOMOJIOTUYHBIX XPOMO-
coMax, HO 3TO He CcoBMayio ¢ HaOmoneHusmu (0030p Stahl, 1994). Jlns Toro, 4ToObI CO-
[J1acOBaTh MOJIENb C DKCIIEPUMEHTaIbHBIMU TaHHbIMH, LIlocTak u ero coaBTops! (Szostak
et al., 1983) npearnonokuim, 4To MeHOTUYEeCKasi PeKOMOMHAIINMS HAUNHACTCS C JIBOMHBIX
pa3pbIiBOB Ha oHO# xpomatuie (Monekyine JIHK). B HoBol Momenn pekoMOuHAIMK Ha
OCHOBE penapaiuu ABorHbIX pa3pbiBoB JIHK (Double-strand break repair model, DSBR-
MO/IEJIb) aBTOPBI MOJIEIH MOCTYJIMPOBAJIH, YTO MPOMEKYTOUHBIN MPOTYKT PeKOMOUHA-
LU COJIEPIKUT JIBA XOJUTUACEBCKUX COENMHEHHS. DTO MPEAIONI0kKEHNE OCHOBBIBAIOCH HA
oOHapyKEHUM pernapaiu JBOUHbIX pa3pbiBoB JIHK B MUTOTHYECKH AEISAIIUXCS KIICT-
kax. Cornmacuo monenu lllocTaka u coOaBTOPOB, KaKJ0€ U3 ABYX XOJITHIEEBCKUX COEIH-
HEHUI B MPOMEKYTOYHOM NPOAYKTE PEKOMOMHALIMHU (IIPEIKPOCCOBEPHOM MHTEpPMEIHA-
T€) JOJDKHO peasln30BaThCsl HE3aBHCUMO, HO PE3YJbTaT JOJDKEH ObITh TAKHM JKe, KaK B
Mojiesi XOJUTH/Es: KPOCCOBEPHBIE M HEKPOCCOBEPHBIE MPOMYKTHI JTOJIKHBI TOSBISATHCA
B PaBHBIX KOJMYECTBaX. DTa MOJEIb MOIYyYniIa CUIbHYIO TOIIEPKKY B pesyibrare (u-
3MYECKHX ONBITOB HA MPOMEXYTOYHBIX M OKOHYATEIbHBIX MPOAYKTaX MEHOTHYECKOH pe-
KOMOWHAIINU Y APOXKIKeH S. cerevisiae. B 3THX nccienoBaHusaX ObUTH OOHAPYKEHBI MPO-
MEXKYTOYHBIE MMPOMYKTHI PEKOMOMHAIIMK — COCAMHEHHBIE MOJIeKyJbl (joint molecules)
MEXKy TOMOJOTHYHBIMU Xpomocomamu (Schwacha, Kleckner, 1994). Ot coenuneHHbIe
MOJIEKYJIbl UMENT MHOTO TPU3HAKOB, MPECKa3aHHBIX JJIs ABOMHBIX coelnHeHui Xoi-
JHJies] — KIJIIOYEBBIX TIPOMEKYTOYHBIX MPOAYKTOB HOBOM Monenu (Schwacha, Kleckner,
1995). Pe3ynbraThl THUX UCCICTOBAHIN MOTYYIIIN IIUPOKOE MPU3HAHKUE KaK JJOKA3aTeIIb-
CTBa CyUIECTBOBaHUS JIBOMHBIX coeIMHEHUN Xosuuaes. TepMUH «COEIUHEHHbIE MOJIe-
KyJib» (joint molecules) mcnonb3yercst aist 0003Ha4YeHUsT (PUBNIECKUX CTPYKTYp, 00-
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Puc. 4.1. T'unoretnyeckas cxema MyTeil MEHOTHYECKOM perapaui U PeKOMOMHAIIH MOJICKYJT
JTHK M3o6paxens! ape mojekyisl JIHK, npunamiekaiiue HeCECTPHHCKUM XPOMATHIaM

Y YYaCTBYIOIIIUE B KPOCCUHTOBEpE (IO pe3yabTaTaM UCCIIeIOBaHUs PEKOMOUHAIINY Y
MOYKYIOIIMXCs Apoxokeit S. cerevisiae. T1o: Youds, Boulton, 2011.
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Hapy>XCHHBIX B HKCIIEPUMEHTE, a «JBOiHbIe coeanHenus Xommuaes» (double Holliday
junctions, dHj) — ans 0003HaUEHMsI TPOMEKYTOYHBIX MTPOLYKTOB, MPEJICKa3aHHBIX MO-
nenblo./lanpHeiilme nccienoBanus CTaal MPOBEPKOW MOJETH peKOMOMHALIMY Ha OCHO-
Be penapanun — DSBR-monenu. Beino oonapyxeno (Allers, Lichten, 2001), uro He-
KpOCCOBEpHI BO3ZHUKAIOT OJTHOBPEMEHHO C CO€AMHEHHBIMU MOJIEKYJIaMH U paHblle, YeM
TIOSIBJISIFOTCSL KPOCCOBEPHL. DTO ObuT0 HecoBMecTuMO ¢ DSBR-Monensio pexkomOunanuu
ocraka u coaBropoB (Szostak et al., 1983). [l7st Toro, 4ToObI OOBSICHUTH CBOIO HaXOI-
Ky, Amutepe u Jluxten (Allers, Lichten, 2001) npeamnonoxuin, 4To HEKPOCCOBEPhI BO3HHU-
KaloT He U3 ABOMHBIX cOeMHEeHUI Xomuaes, a U3 paHHUX TPOMEKYTOUHBIX MPOJYKTOB,
KOTOpBIE TIOSIBIISIIOTCSI HA TOM ke (DepMEHTaTHBHOM ITyTH, & UMEHHO, IPH CMELICHUH pac-
TanyToil D-netnu. D-netns nosiBisiercs:, korna ogqHonuteBoi kouen JJHK mponukaet B
TOMOJIOTMYHYIO JIBOMHYIO CIIUpPalib, pacruiasiss eé (puc. 4.1). DTo mpoUCXOAUT MTOTOMY,
yto Oenku RADS1 u DMCI, nokpsiBatoniue ogaonureByto JIHK, obnagaror cBoiicTBa-
MU JIeHaTypHupoBaTh JBycnupansuyo JJHK.

Amnnepc u JIMXTeH NpennoyokKMIN, UYTO «HEKPOCOBEpHas pPe30iIBa3a» paclIupser
D-netmio, u unet cunre3 JJHK Ha onHOHUTEBOM 3’-KOHIIE «JIOHOPHOI» MOJIEKYIbD», BHE-
JIPEHHOM B IIETII0. 3aTeM O/{Ha U3 BHOBb CHHTE3MPOBAaHHBIX HUTEH D-meTiu 3axBarbiBaeT
HaJICTPOCHHBIN ITyTEM CHHTE3a OJ[HOHUTEBOM KOHEI[ ABOoMHOTO pa3psiBa JJHK u o6pasyer
C HUM JIByCHIMpaibHyI0 Mojiekyity (orxkur JIHK). [maBHbIM yTeM 00pa30BaHUs KPOCCO-
BEpOB, 1o Anmepcy u JInXTeHy, ocTaeTcs myTh BBIXOA U3 TBOMHBIX COSTUHEHUN XOUTH-
Jiesi ¢ TOMOIIIBIO «IIPOKPOCCOBEPHOI» pe30JiBa3bl, @ HEKPOCCOBEPHBIH MyTh — 3TO MYyTh,
Ha KOTOPOM aHTHKPOCCOBEpHas TejliKa3a IepexBaTbIBaeT Ipoliece Ha 6osee paHHei cTa-
IH, Tociie 4ero oopasyrotcst HekpoccoBepsl (Allers, Lichten, 2001; Kohl, Sekelsky,
2013). Bonee neranbHO MOCIENOBATENFHOCTh ATHX COOBITHI, MOKa3aHHBIX Ha puc. 4.1,
onucana B 0030pax XXI Beka (Youds, Boulton, 2011; Gray, Cohen, 2016).

JBa pepMeHTATMBHBIX MyTU KPOCCUHIOBEpa

Hpyroii B3nIIn Ha mpolieMy BBIOOpa MEXKTY KPOCCHHTOBEPOM M OECKPOCCOBEPHOMH
penaparieil mosiBUIICS B pe3yisrare n3ydeHuss ZMM-komiuiekca OeKoB y S. cerevisiae.
Otn 6enku (Zipl-Zip4, Msh4-MshS, Mer3) nocnenoBarenbHO (HYHKIIMOHUPYIOT B Me-
cTax Oyaymux XuasM. YMepeHHO KoHcepBaruBHBIC Oenku Msh4 u Msh5 oOpazyrot cren-
nUIHBIN 171 Meiio3a pekoMOnHaoHHBIH KomIuteke (Pochart et al., 1997). Iloteps ux
y S. cerevisiae TIpUBOTUT K CHIDKEHHIO YacTOTBl KpoccuHrosepa Ha 50-70% (Ross-
Macdonald, Roeder, 1994; Hollingsworth et al., 1995). Omnako y memaronsl C. elegans
3TOT KoMITIeKe oTBeTcTBeHeH 3a 100% kpoccuHroBepos (Zalevsky et al., 1999; Kelly et al.,
2000). [y Toro, 9TOOBI OOBSICHUTH ATO PA3ININE B PETYISIIUN PEKOMOWHAITUH Y IBYX Op-
TaHW3MOB, 3aleBCKUil U coaBTOpHI (Zalevsky et al., 1999; Kohl et al., 2012) npemmoxwmm
THIIOTE3Y O ABYX ITyTAX (POPMHUPOBAHUS MEHOTHUECKOTO KPOCCHHTOBepa (Taod. 4.1).

I'mnoTes3a nByX (epMEHTAaTHBHBIX ITyTel MMOMOIIa OOBACHUTH HECOTNIACYIOIINECs JTaH-
HBIE 0 KPOCCHHTOBEPE Y IPYTUX OPTAaHU3MOB. Y IpOXoKelt S. pombe HET OPTOIOTOB OEITKOB
Msh4-Msh5 (Villeneuve, Hillers, 2001). Bmecto 3TOr0 ¥ HUX OOJBIIas 9acTh KPOCCOBE-
OB 3aBHUCHUT OT pe3osiBazbl Mus81-Mms4 (y S. pombe i MHOTHX APYTHUX OPTaHU3MOB OPTO-
sor Mms4 o6o3HavaeTcst ciMBosioM Emel, omHako A1 TIPOCTOTHI MBI UCTIONB3YeM 000-
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3HAYCHUE, 3aMMCTBOBAaHHOE U3 UCCICNOBaHMi Ha S. cerevisiae, T.e. Mms4). Takumu ympo-
IICHHBIMU 0003HAYCHUSIMU TIOJIL3YIOTCS pasHbie aBTophl (Boddy et al., 2001; Smith et al.,
2003). V S. cerevisiae or Mms4 3aBucsit 20% kpoccoBepoB (Argueso et al., 2004). U3 aTux
(axToB cremyert, 4YTo (DepPMEHTATHBHBIN ITyTh, HCHOJB3YIOMNEI KomIieke Mus81-Mms4,
SIBJISIETCSI OCHOBHBIM (pepMEHTATHBHBIM ITyTeM (hopMUpOBaHHS KpOCCUHTOBEpa Y S. pombe
1 TOJIBKO MaJIOi 4acTh KPOCCOBEPOB Y S. cerevisiae. Bo3HMKaeT BOPOC: 9TH JIBa ITyTH SIB-
JISIFOTCSI BapUaHTaMK 001Iero pepMEeHTaTUBHOTO ITyTH WJIM COBEPIICHHO Pa3HBIMH IMyTs-
Mu? M3BeCTHO, 4TO IBOMHBIC MYyTaIIMH 110 TeHaM 000MX OETKOBBIX KOMILIEKCOB ITOJABIISIOT
KPOCCHHTOBEp TOPa3o CUIIbHEE, YeM KaXKJas U3 MyTalli B OT/ICTILHOCTH, U U3 3TOTO ObLT
ClIeJIaH BBIBOJI, YTO JIBA IyTH SIBJISIIOTCSI ICHCTBUTENFHO pasHbiME Ty Tsimu (de los Santos et
al., 2003; Berchowitz et al., 2007). Dtu BapuanTbl 0003HaueHbI B TaO. 1 kak kiaccel [ u II.

Tabnuya 4.1.
[TpoteHT KPOCCHHTOBEPA, IPUMMCHIBACMBbINA KaKIOMY U3 IBYX (DepMEHTATHBHBIX My TEH
9TOTO MPOIECCa, COMIaCHO panHel runorese (cM. [Ipumeuanue).

I1
Kacc Tun kpoccuHrosepa Onpegensmiongie POUCHT KpOCCHHTOBCPa
OeKHn
Sc Sp Ce At Dm
1 C untepdepenmyeit Msh4-Msh5 50-70 0 100 75-85 0!
11 Bes nntepdepenunn Mus81-Mms4 20 100 0 9-12 <10

Ooo3nauenusi: Sc — S. cerevisiae; Sp — S. pombe; Ce — C. elegans; At — A. thaliana; Dm —
D. melanogaster. lo: Zalevsky et al., 1999.

IIpumeuanue. Bosee mo3iHue HecneaoBaHus okasai, 4to 90% kpoccuHrosepa y Drosophila melanogaster
TpeOyIoT GyHKIHOHUPOBaHMS KoMILIekca OeskoB mei-MCM, KOTOpbIi, Cyst 10 BceMy, BBITOIHSET (yHK-
muto 6enxoB Msh4-MshS (Kohl et al., 2012).

Oru daxrel, no maennto Ko u Cekenbckoro (Kohl, Sekelsky, 2013), moka3biBatot, 4To
KPOCCHHIOBEp Y S. pombe, noapoOHO u3yueHHsiii Mroniiem (Munz, 1994), ne unrepde-
pHUpYET MOTOMY, YTO OH 3aBHCHUT OT ()epMEHTATUBHOrO NMyTH OeikoB Mus81-Mms4, a y
C. elegans noaBepkeH CHILHON UHTEP(EPEHIIUH TIOTOMY, YTO OH HCITONb3YeT )epMeHTa-
TUBHBIN TIyTh 0ekoB MSH4-MSHS (ZMM-KoMITIEKC).

ITapagurma ABYX MyTEH KPOCCHHTOBEPA ITOMOTAET OOBSICHUTH MPUYUHY SIBICHUH,
yKa3aHHBIX BBIIIE, HO, Ka3aJ0Ch Obl, HE 00BsACHsET Ba Apyrux (akra. 1. [Touemy y
MYTaHTOB S. cerevisiae, y KOTOPBIX MOTEPsSIHBI 00a kiacca 6enkoB — Mus81-Mms4
n Msh4-Msh5, — Bcé-Taku coxpaHsercss OCTaTOYHbIH KpoccuHrosep? 2. [Touemy y
D. melanogaster pacd4&€Tbl CBUACTEILCTBYIOT O IPHCYTCTBUU UHTEP(PEPEHIINN, XOTS
y aToro opranusma Het 6eixoB MSH4-MSHS (Sekelsky et al., 2000). Bo3nukaeTt Bo-
MPOC: HET JIU Y APp030(UIIbl TPEThEro MyTH pekoMOuHaIuu? OTBEThI Ha 3TH BOIPOCHI
takoBbl (Kohl, Sekelsky, 2013). 1. Myrauuu (eciiu OHU He JIeJCIMK) MOTYT HE TOJI-
HOCTHIO HHAKTUBHUPOBATH OCJIKM PEKOMOWHAIINY, U «yTE€UKa» He J0 KOHIla HHAKTUBH-
POBaHHBIX OCIKOB 00ECIICYUBACT «CIICOBYIO» peKoMOuHaImio. 2. Eciu, Kak yrnomsi-
HYTO B MpUMeuYaHuu K tadnuue 4.1, komrmieke 6enkoB mei-MCM y n1po30¢ bl BbI-
nonusier pynknuio 6enkoB MSH4-MSHS, To Bonpoc o ToMm, modemy y Jpo30QHIIbI



Iasa 4. Meiiotnueckast peKOMOUHAIHSL, KPOCCUHIOBEP, XHa3Mbl 49

€CTh MHTEPPEPEHIIUS KPOCCUHTOBEPa, OTHa aeT, 00 mHTepdepeHus odecneurnBa-
eTcs KOMILIEKcOM OeskoB mei-MCM.

MHnupauyisi pekomouHauym

WanunupyommM coObITHEM MEHOTHYECKOH PEKOMOMHALMHM CIIYKUT IOSIBICHHUE
Meio3-crienuuuHoi 1BYHUTEBOH sHn0oHYKIea3bl SPO11, ee mocaaka Ha JIHK u paspe-
3anue nBoitHo# cnimpann JJHK (Keeney et al., 1997; Romanienko, Camerini-Otero, 2000;
Grelon et al., 2001). SPO11 — GenxoBbIi qUMeEp, KOTOPBIK paspesaeT moiekyty JHK,
KaK HO)KHHIIBI, HO HE TOYHO 110 TPOTUBOJICIKAIINM MTO3ULIMAM KOMIUIEMEHTAPHBIX HYKJIe-
OTHUJIOB, a CO CABUIOM Ha JBa Hykieotuaa (Keeney et al., 1997). Hykneaza SPO11 natine-
Ha y OOJIBIIOTO YKCIIa pa3HbIX OPraHu3MoB (Tali. 4.2) 1 ABIAETCS yHUBEPCATbHBIM HHU-
LIMaTOPOM KPOCCHHTOBEpa, MO0 MyTaHTHI, JIUILICHHbIC 3TOT0 (hepPMEHTa, Y HEMaToll, MyX,
MBILICH ¥ PACTCHUI TEPSIIOT CIIOCOOHOCTD K KPOCCHHIOBEPY.

Tabnuya 4.2.
Uwucno neyanteBsiX pa3pbBoB JJHK (DSB), 00pa3oBaHHBIX MeH03-CIICIIUPHUIHON SHOHYKIIea-
30it SPO11, B simpe MeHOTHYECKOH KISTKH y pa3HbIX oprannsMoB (u3 Kauppi et al., 2013).

Pasmep | Ymucino OuBaneHTOB Onenka mcna
buonornyeckuit Bun reHoma ABTOpEI
(Mb) Xpomocom (n) JIBYHUTEBBIX Pa3pbIBOB
Ha 1 sapo
Tpud Saccharomyces 12 16 140-170 Chen et al., 2008
cerevisiae
Pacrenue ;
135 5 ~230 ;/(ggr;ard etal.,
Arabidopsis thaliana
Mbluib 19 + XY Cole et al., 2012
2500 200-300
Mus musculus CIEePMaTOIHT Plug et al., 1996
Yenosek 22 + XY
3000 ~150 Barlow et al., 1997
Homo sapiens CIEePMATOLHT
Iz Terasawa et al
90000 12 2000 1995 ”
Lilium longiflorum

SPO11 sBusiercs Tomonzomepasoit I 1 roMonornyHa OTHON U3 ABYX CyObEAMHUI] TOIIOH30Me-
passr VI apxebakrepuii (apxeii). DepMeHT UMeeT OMUHAKOBYIO a00peBHATypy y BCEX MOICITBHBIX
OpPTraHM3MOB (CYyOBEIUHHIIBI 0003HAYAIOTCA O U [3), KpoMe Ipo30(HiIsl, Y KOTOPOil OH oKa3aics
MIPOTYKTOM paHee OTKPHITOTO reHa mei-W68. Y cyosenunnisl B A. thaliana v My MOSBAIHACH
ob6o3nagennss VIOPVIB u TOPVIBL cootserctBenHO (Gray, Cohen, 2016).

AMWHOKHCIIOTHBII OCTaTOK THPO3WHA B KaramuTiudeckoM meHTpe SPO11 KoBalieHTHO CBS3BIBACT-
cs1 pocommduproii cs3pio ¢ IHK. Ho, B ommume ot Tomomsomepass 11 (n3BecTHOTO hepmeHTa,
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pazpesatoriiero ooe nonmuykiteorunuble renu JJHK), SPO11 He ciry>KUT IpOCTHIM KaTaJIi3aToOpOM XH-
MHYECKON peaKkInK U JUIsl aKTHBAIIMK HYXXAeTCs B IPUCYTCTBUHU JIPYTUX (BCIIOMOTaTesIbHbIX, CaTel-
JIUTHBIX) OEIIKOB, MPUYEM Ha3BaHUs TAKUX OENKOB y MOJENIBHBIX OpraHu3MoB pasnuuatorcs (Gray,
Cohen, 2016). Y S. cerevisiae n3BecTHO JEBATH TakuX OeNkoB (ykazaHbl Ha puc. 4.1). 13 nessitu ca-
TEJUTUTOB MOYKYIOLIMXCs ApooKei Tosbko Meid nmeet Takyro sxe (yHkuto, kak PRD2 y A. thaliana.
VY S. pombe — 1iecTb BCrioMOraTellbHbIX 0elTkoB. HEKOTOPBIX M3 HUX HET CPeld YIOMSHYTHIX JIeBs-
TH OEJIKOB IPOsKel S. cerevisiae. Ha3BaHMs caTeIUTMTHBIX OEJIKOB 0COOEHHO OTINYAIOTCS Y APOo30du-
JpL: Harpumep, mei-P22, Trem u Vilya (Liu et al., 2002.; Lake et al., 2015). D1o cnencTBue Tpaauim-
OHHOM CaMOJIOCTATOYHOCTH U 000COOIEHHOCTH HUCCIIeIOBaTeNeH, N3yJatouX TeHETUKY APO30(HIIbL.

[To coobuieHusM ncclieoBareseil U3 pa3HbIX J1a00paTOPHUA, U3yYaBIIUX MEHOTHYECKYIO pe-
KOMOMHAIIMIO Y Pa3HBIX OPraHu3MoOB, KoiauuecTBO DSBs 3aBUCHT OT pa3HBIX (haKTOPOB: OT MO-
OU(GHUKAUY THCTOHOB, OT (PaKTOPOB TPAHCKPHUIIIIMH U PEMOJICIIMPOBAHNSI XpOMATHHA U JIPYyTUX
(dakropoB. Y apoxokeit S. cerevisiae, y KOTOPBIX BOOOIIE HET TE€TEPOXPOMATHHA, MCHOTHYCCKUE
caiitel DSBs 001aaroT 4yBCTBUTEILHOCTBEO K MUKPOKOKKOBOM Hykieaze (MNase) u k JIHKaze
1. DTO CBOICTBO XapaKTEPHO JUI KOTKPBITOI0» XPOMAaTHHA, HE 3aIIUIIEHHOTO JOITOJHUTEIbHBI-
mu Oenkamu (Phadnis et al., 2011). [I[ByHuTeBble pa3pbiBbl (POPMUPYIOTCS B pallOHAX ¢ HU3KOM
IUIOTHOCTBIO HYKJIEOCOM B TPEXMEPHOM HPOCTpaHCTBE (UOPHIUT XpOMaTHHA, UMEIOIINX TOJI-
uHy 30 M (Mézard et al., 2015). Metunuposanue rucrona H3 (H3K8me2) u JIHK ¢ Huskum
coxepkanueM I'l[-map okasbiBaeT penpeccupyroluiee aeiicTBrue Ha (OpMUPOBAHUE TBYHUTEBBIX
Pa3pbIBOB M KPOCCOBEPOB B MPHUIIEHTPOMEPHOM TeTepoxpomMaruHe y pactenuid (Underwood et
al., 2018). ns Tetrahymena u C. elegans TakuM penpeccHpyIomuM (GakTopoM SIBISETCS TPH-
MeTHIpoBanue au3uHa-23 B rucrone H3 (Papazyan et al., 2014). Mertunuposanue JJHK u nu-
3uHa-9 rucrona H3 mocraTouHo s 3ampenieHns: MeHoTHYeCKOW peKOMOWHAIINN Y pacTeHHH,
rpuboB u miekonuraoomux (cM. Lambing et al., 2019). Haob6opor, mis ¢popmupoBanust DSBs
HE00X0IMMBI KOMITOHEHTBI XpoMocoMHBIX oceid (Hopl y S. cerevisiae n koHIeHCHHBI Y HEMATO-
ne1) (Kumar, de Massy, 2010).

VYceranosneno Taxke, uyto nocanka Ha JJHK korezmna Rec8 perynmupyer dhopmuposanre DSBs
y S. cerevisiae. PA1OM ¢ 3TUM KOT€3UHOM pPEJIKO 00pa3yIoTcs IBYHHTEBE pa3pbiBbl. BIHSIOT Takoke
oestok Mer2 u dakropsl komruiekca COMPASS (Székvdlgyi et al., 2015). YV apozoduisl, y koTo-
poit popMupoBaHUE CHHANITOHEMHOTI'O KOMITIEKCA SIBIISIETCSI HEOOXOMMBIM (HO HE €IMHCTBEHHBIM)
yciioBreM 00pa3oBaHus BYHUTEBBIX pa3pbiBoB, oTcyTcTBHE OenkoB C(3)G n C(2)M 3HauuTENHHO
camkaet konmdectBo DSBs (Mehrotra, McKim, 2006). Y Hemaroabl B IPHUIIEHTPOMEPHOM T'€TePOX-
pomarune n3obiTok REC-8 cynpeccupyer meiiorinaeckue DSBs (Tak xe y S. cerevisiae u S. pombe,
He MMEIOIUX TeTepoXpoMaTrHHa), XoTs sHIoHyKieaza SPO11-1 oOHapyKuBaeTcsi Ha XpOMOCOMax
(Lambing et al., 2019). ITpu sTomM HOpMabHEIH ypoBeHb REC-8 urpaer xiitoueByro posib B OpraHu-
3aI[MU apXUTEKTYPbl MEHOTHYECKON XPOMOCOMBI U B 00€CTIeYeHHH IIPABUIILHOTO 0OMEHa MEK/Ty TO-
Mosoramu. Takum 00pa3zom, U3 COBOKYITHOCTH ATUX U JAPYTUX UCCIIEIOBAHUH HEBO3MOXKHO BBISIBUTD
00110 3aKOHOMEPHOCTB, OOIIMI MITH KITIOUEBOH (pakTop Jokamu3anuu Bcex DSBs.

Cynp0a nBynuteBbIX paspbiBoB JJHK (OymyT 1m oM penapupoBaHbl 6€3 MOCIeICTBUMA
JUIs TEHOMa WJIM TIPEBPATSTCS B CAlThl KPOCCHHIOBEpPA) PElIaeTcsi BCKOpEe TMOCie pacilu-
pennus 6pemu B obmacti DSB B HanpasieHun oT 3'-KOHIA K 5'-KOHITY OMHHOYHOW HUTH
JHK (Hunter, Kleckner, 2001; Allers, Lichten, 2001). 910 HoBocTh XXI Beka 1151 T€X, KTO
HMHTEpecyeTcss MeXaHH3MaMH MEHOTHUYECKON peKOMOMHALIMY Y SYKapHOT, U JOJKHO CTaTh
W3MEHEHHEM B Y4eOHOM MarepHarie 1Mo Kypcy FeHeTHKH ¥ IIMTOreHEeTHKU. Bo Bcex yueOHH-
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Kax, BBINYLIEHHbIX B XX B., HAIUCAHO,
YTO KJIFOUYEBBIM COOBITHEM, KOTOPOE TIpe-
BpalllaeT CoeMHeHne XoJnaest B Kpoc-
COBEpHBIII OOMEH WM B HEKPOCCOBEp-
HBI BapuHaHT — penapanuio Wik KOH-
BEpPCHI0, — SBIISIETCS CIIOCO0 «pa3pesa-
HUSD» WIM KOH(OPMAIMOHHOTO «OCBO-
ooxaenus» (resolution) nurerr JJHK ot
coeanHeHns Xomauaes. DTO MPOUCXO-
JIUT SIKOOBI B CAMOM KOHIIE Yepe/ibl MO-
JIEKYJISIPHBIX MPOIIECCOB, MPUBOASIIINX K
KpoccuHrosepy. OJJHaKko pe3ysbTaThl Uc-
CJIC/IOBAHUH, OITyOJIMKOBAHHBIC B TIEPBbIe  Puc. 4.2. DIEKTPOHHO-MUKPOCKOIUYECKHE
rozel XXI B., T0Ka3bIBAIOT, YTO «BBIOOP»  (poTorpadgun dunamentos onnonuresoit JTHK,
B I10J163Y KPOCCUHIOBEPA WU €r0 OTCYT- 3aKJIFOYCHHOU B 9€XO0JI U3 TOJIUMEPU30BAHHBIX
CTBUS M perapaiyy JABYHUTEBON Opern ReCA'H0ﬂ06HHXV6eHK°B
B JIHK cOBepLIaeTcst B XO€ MPOLIECCHH- JI71st 9NeKTpOHHONW MUKPOCKOIIUY TpenapaTsl
ra DSBs u 10 opMHUpOBaHHS JBOMHBIX 1Al PUICHBI MCTAILIOM. .

o . a — Oenok RadA Arheglobus fulgidus,
coenunennii Xommunest (Allers, Lichten,

© — Oemnok RecA 6akrepun Escherichia coli,
2001; Hunter, Kleckner, 2001; Fowler et B — Oenmok RADS1 wenoseka. @ortorpadun

al., 201})- MonekynapHblii MEXaHM3M, A Craceska (A. Stasiak, Yiusepcuter
KOTOPBIi1 Ie/aeT 3TOT BBIOOP, IPONOIKA-  Jlosaumusy, LlIBeiinapus) u3 crathi West, 2003 ¢
eT 00CY)XIaThCsi HA MOMEHT HAIMCAHUS  p3MEHEHHsIMH.

9TOW CTaThbd, HO (PaKkT paHHEro «BHIOO-
pa» cunTaercs ycraHosJeHHbIM (Borner
et al., 2004; Kleckner, 2006; Gray, Cohen, 2016; Youds, Boulton, 2011).

PazpeiBer  aBoiiHo# crupanu JIHK, Bb3BaHHbIe 3HAOHYKJIea3oil Spoll, mpepa-
maroTesl B Opeln pa3MepoM B COTHH Map HYKJICOTHIOB. DTH Opemn (GOpMHUPYIOTCS
y S. cerevisiae noj NeHCTBUEM 3K30HYKJIea3bl. 3aTeM OJIHOIICTIOUCUHBIN 3’ -KOHel Ope-
1M HapamuBaeTcst ¢ noMolnbto pepmenra RPA (replication protein A) u ojeBaercs 4yex-
JIoM 13 nuMepoB RecA-1ofgo0HbIX OSNIKOB. Y 3yKapuoT eCTh JiBa THIa RecA-1oqo0HbIxX
OenkoB: comarnueckuit RADS1 u meiio3-cnienuduunbiii DMCI1. YcraHOBiI€HO, 4YTO OHU
(dhopMupyoT JiBa THIIA roMoArMepoB. CoriacHO MOJIeNH, IpeiokeHHou B 2004 1., tume-
pst RADS1-RADS1 1 DMCI1-DMCI caasarcst Ha pa3uble koH1bl JJHK B paiione Opern
(Shinohara, Shinohara, 2004). IIpomoropamu B3aumozeiicTBust RECA-niono0HbIx Gein-
koB ¢ JIHK ciyxar Genku, QyHKIMOHUPYIOIIME B BUAE KOMIUIEKCA (PU3NYECKU CBS3aH-
HBIX MEXIY c00010 (¢ TOMOIIBI0 THAPOGOOHBIX B3aUMOJICHCTBHIIT) OSIKOBBIX MOJEKYII.
9to komiutieke 6enkoB RADS1-RADS5-RADS7 (aniuctarnyeckas rpynna RADS2).

[Tocanka numepoB RADS1-RADSI1 na onmuonenoveunsrii konen JJHK mpoucxomut
KOOIIepaTuBHO (MHOTO MOJIEKYJ cpa3y). Omnorenoueunas anth JJHK moxpeiBaetcs cot-
Hsamu auMepoB RADS1-RADS1 (West, 2003) Ha pacCTOSHHM B HECKOJIBKO COTEH HYKJIe-
otunoB (puc. 4.2). Humepsr DMC1-DMCI1, no-BuguMomy, caasarcsi Ha MPOTHBOIIOIOXK-
Heid koHer) Opemm JIHK (puc. 4.3). YeraHosieHo, 4to kKomiuieke Mojekyn DMC1 —
3TO OKTaMep, KOTOPBIM OXBaThiBaeT KOJbIIOM opHOHHMTEBOH Kouell /IHK (Shinohara,
Shinohara, 2004).
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NuBaszus ogHoHutesom JIHK u D-netna

JIHK-OeskoBast KOHCTPYKIIUSI, COCTOSIIIAs M3 OTpe3aHHoro Hykieaszoi SPO11 koHia omHO-
nenodeynoit monekyitsl JIHK 1 mokpeiBaromero e€ nonmimepa u3 Monekyia RADS1 wmi DMCIH,
BHEZIPsIETCS] B TOMOJIOTMYHBIN callT MHTakTHON Mosekyibl JIHK npyroit xpomaruael. [omimve-
pu30BaHHBIE MOJEKyYIbI Oenka RADS 1, kak uexon, onesatot ogHoHuTeBY0 JIHK. Taxoit Hykiie-
OnpoTen 1 ObUT BU3YaJIM3UPOBaH € MOMOILIBIO 3JIEKTPOHHOM MUKpockormu (West, 2003).

Buenpenne nykneonporeuanoro ¢punamenra JJHK-RADS1 (mmu AHK-DMC1) mo-
KET IIPOUCXOAUTH KaK B CECTPUHCKYIO XpOMaTHy (B TOM k€ XpOMOCOME), TaK U B HECe-
CTPUHCKYIO XpOMaTHIY (B TOMOJIOTHYHYIO XpoMocomy). [Ipu aTom peunnuenTHas Mose-
kyna JAHK nokansHo pacruiasisiercs (aeHatypupyeT). OTO SBJICHUE MMOTYUYHIIO Ha3BaHUE
VMHBa3WU (BHEPEHUs1) KOHIIA OMUHOYHOHM HUTH (single end invasion, SEI).

RPA ;

Dmc1
SEl (nHBa3unA) Tid1/Rdh54
D-netna * Hop2-Mnd1 D-netna
— . / I/IJ1I/I \ I/ /’ —
"H .'\ " ® ¢ 4‘ "

Puc. 4.3. Yyactue 6enkoB peKOMOMHAITNH B IBYX BapHaHTAaX HHBA3WUHU OHOIICIIOYEYHOTO KOHIIA
JIHK B TOMOJIOTHYHYIO MOJIEKYITY.

Eciin nHBa3Ms POUCXOIUT B CECTPUHCKYIO XPOMATHU/LY, TO 3TO Ha4ajIo 00pa30BaHuUs
CECTPUHCKOTO XPOMATHIHOTO 0OMEHA, €CJIM B HECECTPHHCKYIO — HAYaJI0 PCKOMOUHAIINH.
VYka3zaHbl O€JKH, y9acTBYIONINE B HapanuBaHuu oxHouernodednoro konna JJHK (RPA) —
Rad51, Dmcl u gpyrue (13 Shinohara, Shinohara, 2004 ¢ m3MeHeHUSIMH).
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B «peuumnuentHoi» xpomaruae odpasyercss D-nems (oT anmmiickoro displacement
loop — memis cMmereHus Wik cMmernaromasics newist) (puc. 4.3). Eciu uHBaszus npowuc-
XOJHT B CECTPUHCKYIO XpOMATHY, TO 9TO BEET K CECTPHHCKOMY XPOMaTHAHOMY OOMe-
Hy (CXO), ecau B HECECTPUHCKYIO, TO OTO MPUBOAUT K PEKOMOMHAIIMYA — KPOCCHUHIOBE-
py nim kouBepeuu (Fowler et al., 2013). [Tocie nHBa3MM OAMHOYHOM HUTH HA 00OOMX KOH-
nax opemu B monekyie JIHK nokansHO Bo3HuKaroT jiBa rerepoayiuiekca JJHK — nBoii-
Hoe coenuHenue Xoiunaes (double Holliday junction, dHj) (Schwacha, Kleckner, 1995;
Hunter, Kleckner, 2001). 9tu kondurypamnuu nokasansl Ha puc. 4.1.

Crpyktypbl Xommaes

VY npoxokeil S. cerevisiae IByHUTEBbIE pa3pbIBbl BOSHUKAIOT U CYIIECTBYIOT Ha CTaAuU
JICTITOTEHBI, 10 COCIMHEHNUS OCEBBIX 3JIEMEHTOB XPOMOCOM U (POPMHUPOBAHUS U3 HUX CH-
HanToHeMHbIX KommiiekcoB (CK). Bueapusimecs: omHouenoueyHble KOHIBI CyIIECTBY-
10T BO BPEMsI CTAAMU 3UTOTEHBI, U CYMTAETCS, YTO nHUIMaLus popmupoBanus CK y aTux
JIPOXOKEH BBI3BaHA MMEHHO B3aMMHBIM MPUTSDKCHHEM XPOMATHII C MOMOILBI0 MHBA3UU
onHoHuTeBbIX KOHIOB JIHK B romonoruunyio xpomocomy. JIBoitHbIe CTPYKTYpbl XOJIH-
nest (MHTepMeauaThl PeKOMOMHAIIMN) CYILECTBYIOT 3HAYNTEILHOE BPEeMs: C MO3THEH 31-
TOTEHBI ¥ JJO KOHIIa BECbMa IPOJOIKUTEIbHON CTa U NaXUTEHBI.

EcTb aprymMeHTsI B 10JIb3Y TOTO, YTO MPEBpAILCHUE HHTEPMEANATOB PEKOMOMHALIUH B
KpPOCCOBEPHI MPOUCXOIUT MapajIeIbHO ¢ U3MEHEHUSIMHU, IPOUCXOSIINMH B JIaTepalib-
Heix anemenTax CK (Zickler, Kleckner, 2015). He uckiroueHo, 4To BOSHUKHOBEHHUE JIBY-
HUTEBBIX Pa3pbIBOB U MX IpeBpalieHue Bo BHexpuslmecs koHusl (SEI) u B nBoiinble
cTpykTypsl Xommuzes (dHjs) conmpoBokaaroTcs B3aMMHBIM 3aXBaTOM pa30opBaHHBIX Oell-
KOBBIX OCEBBIX 3JIEMEHTOB XPOMOCOM H 3aTE€M — COCAMHEHUEM ITHX NEPEKPECTUBILNXCS
KOHIIOB 1 00pa30BaHMEM NepeKpecToB XpoMocoMHbIX ocell (Blat et al., 2002; Kleckner,
2006; Zickler, Kleckner, 2015). ITo kpaiineit Mepe, Ha CTaJUX JISITOTSHBI ITOJT JIEKTPOH-
HBIM MUKPOCKOIIOM MOKHO Ha0JIIOaTh Pa3phIBbl OCEBBIX 3JIEMEHTOB XpoMocoM (Zickler,
Kleckner, 1998). Takue pa3pbIBbl HA0IOAATUCH MHOTHUMH, KTO uccienoBan CK moxm amek-
TPOHHBIM MHKPOCKOIIOM, & XPOMOCOMHBIE MEPECTPOHKH — TPAHCIOKAlMM M MHBEP-
CHM — BCET/a COMPOBOXKAAIOTCS peKoMOMHanuel garepanbHbiX snemMenToB CK B Toukax
paspsbiBa u nepectpoiiku (Moses, 1977; bornanos, Konomuerr, 2007).

B xone mpodassl [ Melioza y S. cerevisiae HeKpOCCOBEpHBIE T€TEPOAYIUIEKCHI CyIlle-
CTBYIOT OTHOBPEMEHHO C COCAMHEHUAMU XOJIuaes (B KOTOPBIX KPOCCHHIOBEP AOJKEH
npoucxoauts nosxe) (Allers, Lichten, 2001). DtoT daxT coBnan ¢ npeanonoKeHueM
uccieaoBaTeNeil 0 TOM, YTO KPOCCOBEPHI U HEKPOCCOBEPHI (HOPMUPYIOTCS Ha 001IeM
MeTaboIMYEeCKOM MyTH. AHAJIU3 MyTaHTOB 110 TeHaM KoMIuiekca ZMM npuBen K yoex-
JCHUIO, YTO «PELICHHE» B MOJIb3y HEKPOCCOBEPHOTO MIM KPOCCOBEPHOTO Pa3BUTHS CO-
OBITUH TIPOUCXOUT PAHO, & UMEHHO, B TO BpeMsi, KorJa omHoHuTeBOo# koHel JJHK BHe-
npsietcst B romosiornunyto mojekyny JHK u Bei3biBaeT oOpa3zoBanue B Heil D-netiu
(Hunter, Kleckner, 2001; Bishop, Zickler, 2004). OTu npeacraBieHus WILTFOCTPUPYIOT-
cs cxeMoii Ha puc. 4.1. IMeHHO 3TO U MOCITYXHJIO T0Ka3aTeIbLCTBOM TOTO, YTO pelle-
HUE B I0JIb3y HEKPOCCOBEPHOH HMIIM KPOCCOBEPHOW penapanuu Mero3-cneruGuuHbIX
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paspsiBoB Mosiekyiabl JIHK mporcxoqut Ha paHHeM sTane 3Tod pemnapanuu (BO BpeMs
paHHEel MaxXuTeHBbl), a He B KOHIE ¢€ (He B TUILUIOTCHE).

Kommnekc 6enkos ZMM u kpoccuHrosep [ tuna

Hrak, B nepBom necsatuietun XXI Beka yTBEpAWIOCh MHEHUE, UTO perapaius JByHU-
TeBbIX pa3pbiBoB JJHK MoskeT uatu cpasy ke U aabTepHaTUBHO Kak M0 MyTH KPOCCUHTO-
Bepa, Tak M 10 IMyTH WX 3aJICYNBAHUS — 10 HEKPOCCOBEPHOMY ITyTH. Ba)xHbIi aprymenT
B IOJIB3Y CYIIIECTBOBAHMS aJIbTEPHATHBEI COCTOUT B TOM, YTO y 9YKapHOT €CTh I'€HbI, MY-
TaIUN KOTOPBIX HApyIIAIOT MPOIECC KPOCCHHTOBEPa, HO HE 3aTParhMBaroT MPOLEcC He-
kpoccoBepHoi pemaparun DSBs (0630psr Lynn et al., 2007; Youds, Boulton, 2011). Otr
TeHbI U3BECTHBI JJaBHO, HO B X X] Beke MMEHHO 3TOT KOMILIEKC MOIy4Yni HazBaHue ZMM-
KOMITIEKca y IpOxKkeil. OpToIoTH 3TUX OETKOB €CTh Y APYTUX MOJEIBHBIX OPTaHU3MOB,
XOTSI HHOTJ]a UMEIOT ApyTue 006o3HaueHms. B coctaB ZMM-KoMIUTeKca BXOIST OCIIOK T10-
niepeunbix gmramentoB CK Zipl, 6enxu Zip2, Zip3 u Zip4 u3 cemeiictsa auraz SUMO
nmu E3 (Agarwal, Roeder, 2000; Shinohara, Shinohara, 2004; Tsubouchi et al., 2006),
renmkaza Mer3, pacmmpstomas D-nietmro (Hollingsworth et al., 1995), a Takxke 6emkn
Msh4 u MshS5, crabunmusupyromue dHJ (de los Santos et al., 2003).

YV GonbIIMHCTBAa M3yYEHHBIX OPraHMU3MOB B Tporecc (HopMUpOBaHHS KpOCcoBepoB |
THIIA [TOCJIENOBATEILHO BOBICKAIOTCS OCIKH, TOMOJOrMYHbIe Oeaxkam MutS u MutL Oaxk-
Tepuit. Y aykapuot 6enkam MutS romonorndasl 6emkn Msh4 u MshS, kotopeie GpyHK-
IHOHUPYIOT B BHE TeTeponnMepoB Msh4-MshS (puc. 4.4). lnorna Takoit rerepoaumep
ob6o3nagaroT kak MutSy (Gray, Cohen, 2016). B sapax criepmaroruToB MeIimeir MutSy
cBs3piBaeTcst co 100—150 DSBs u3 nmpumepro 250-300 DSBs, Bo3HHKaONuX B sApe
BO BpeMsl JICTITOTEHBI-3UTOTEHBL. BajkHO, YTO NP MyTaIUsaX, MHAKTUBUPYIOMIAX OIHH
3 OenkoB rerepoamMepa Msh4-MshS, Mefio3 y caMIioB MBITIICH OJIOKHPYETCS 0 Hava-
Jla CTaJuU MaxuTeHbl. MutSy, mo-BHINMOMY, CTaOMIIN3UPYET BCE ABOWHBIC COSTUHEHUS
Xommnest (dHJ), a He TONBKO Te, KOTOpBIC MO3THEE MPUBOIAT K KpoccoBepam I kiac-
ca (Gray, Cohen, 2016). O6HapyxeHo, uTo reTreponumep Msh4-Msh5 otaions HE y4a-
CTBYET B KOPPEKIIMU HEMPaBUIbHO cniapeHHbIX ocHoBanui JIHK, kak 310 aenarot apy-
rue OakTepuanbHble O6emku rpynmsl MutS, a aumb crabunusupyer dHJs, He maBas M
MTOIBEPTHYTHCS ACHCTBUIO hepMeHTOB, paspymaromux JJHK (Hollingsworth et al., 1995;
Paquis-Flucklinger et al., 1997; Bocker et al., 1999; Santucci-Darmanin et al., 2000). I'e-
tepomumep Msh4-MshS5, mokanm3yrommiics Ha XpOMOCOMHOM OCH BO BPEMS 3UTOTEHBI,
pekpyTHpYyeT B XpoMocoMbl reTeponuMepsl Mlh1-Mlh3 (romosorn 6akrepruaabHBIX OeI-
KOB ceMmeticTBa MutL).

benkn MLH1 koHCepBaTWBHBI B pa3HOW CTETICHH IPH CPAaBHEHWH PACTCHUA, TPHOOB
n xuBOoTHBIX ([‘pummaeBa, bornanos, 2017; Grishaeva, Bogdanov, 2018). J{nuaa momu-
nenTuaHOM nenu opronoroB MLH1 y S. cerevisiae, A. thaliana, C. elegans, Danio rerio
(pp102), MBIIIN U YeJIOBEKa COCTaBISAET OT 723 mo 770 aMHHOKHCIOTHBIX OCTaTKOB (a.K.),
y S. pombe n D. melanogaster — 664—684 a.x. [lonmapHoe cpaBHEHHE B3BEIICHHBIX IT0-
Kazareyel CX0ICTBa aMHHOKHUCIIOTHBIX TIOCIIEIOBATEIHHOCTEH ATHX OEITKOB pa3HBIMH Me-
TOJaMH (TTOJTHBIX OETOBBIX MOJIEKYII HITH UX (DYHKIIMOHAJILHBIX JOMEHOB), BEIPAXKCHHOE B
% OT cxXomCTBa «caM ¢ coOO0», MOKa3aJI0, 9TO Y PHIOBI, MBITITH U YeoBeka 6eaoxk MLH1
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cxoneH Ha 70-87%, a ero ¢yHkuuoHanpHbIH qoMeH MutL Trans MLHI1 (ot 113 mo
128 a.x.) — naxe Ha 85-97%. B 10 e Bpemsi y D. melanogaster nonHbIi OSIOK CXOJCH
C €ro OpPTOJIOraMH M3 IPyrux opranu3moB juiib Ha 30-49%, MLH-1 C. elegans cxonen
C OpTOJIOTaMU JIpyTUX OpraHu3MoB He Oosee yeM Ha 27%, a Mlhl ppoxoxeii S. pombe u
S. cerevisiae (OTHOCSIIMXCS K pa3HBIM TAKCOHOMHYEKHM KJIACCaM) CXOAHBI MKy COO0H
sk B npenenax 20-23% (I'pumraesa, bormanos, 2017; Grishaeva, Bogdanov, 2018).
Takum 06pa3oM, cpenn OJHOKIETOYHBIX I'PUOOB U HEMATO — COBPEMEHHBIX IMpeicTa-
BUTEJNICH MPEeBHUX (PUIOTCHETHUECKUX JIMHUM dyKaproT — HaOonaeTcs Ooblias u3-
MEHUYUBOCTB OCJIKOBOH CTPYKTYpBI BXKHOTO (hepMEHTa peKOMOMHANNHU. Y Tpe/icTaBUTe-
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Puc. 4.4. Yuactue GenkoB B BeIOOpe myTH MeloTrueckor penapauun JJHK mexy
KPOCCHHTOBEPOM M OTCYTCTBUEM KPOCCHHIOBEpA.

| — cMmemnieHne HUTH; 2 — paciuupenne Opemn; 3 — JIMKBUIAINS eI, 4 — paclpeHue
TeTepoayTIIeKca; 5 — pa3pe3aHue HUTeH; 6 — peann3arus KpOCCHHToBepa; 7 — ocTaéTes
HesicHbIM. Haznuen «1mpo-pekoMOnHaINsD) U «IIPOKPOCCOBEP) O3HAYAIOT, YTO PE3YIbTAThI
JieiicTBHS (PepPMEHTOB OKa3bIBAIOTCS B TIOJIb3Y (HO HE OKOHYATEIbHO) PEKOMOMHAIINY U
KpOCcHUHTOBepa, cooTBeTcTBeHHO. [10: Youds, Boulton, 2011 ¢ u3smMeHeHUsIMH.
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Jel (PUIIOreHeTUYECKOM JIMHUY T03BOHOYHBIX CIIOKUIIACH 00Jiee KOHCEPBATUBHAS CTPYK-
Typa 6enka MLH1, uTo MOXXHO paccMaTpuBaTh Kak pe3ylbTaT «IBHKYLIET0» 0TOOpa Ha
MOJIEKYJIIDHOM YPOBHE.

B ombitax in vitro ¢ rereponumepamu Msh4-Msh5 4ertoBeka ycTaHOBIICHO, YTO OHHM 0OBOJIA-
kuBaroT «cyocrpar JJHK, conepxxamuit [muorue] dHI», odpasyror Bokpyr monekyn JJHK cio-
ucTbiil Kiyook (sliding clump) u nepemematores Boiab Monekyiasl JJHK ¢ nomomipio Moneky-
JISIPHOTO MexaHu3Mma, ucnoibsyomero AT®. [Ipu 3ToM nepemMenieHnn OHU 0CBOOOXKIAIOT Me-
CTO /Ui HOBBIX auMepoB Msh4-Msh5 (Snowden et al., 2004; Gray, Cohen, 2016). B apyrom
WCCIIE/IOBAaHUN OBLIM MOJYYEHB! PE3yJIbTaThl B M0JIb3Y TOTO, YTO HAMJIYYIIUM CyOCTpaTroM Jyis
¢ynkumonuposanuss Msh4-MshS5 (MutSy) siBisiroTcst ”HBa3UpYIOIIHE OJHOLECITIOUEUHbIE KOHIIbI
JHK (SEI) 1 uyto QyHKIME! 3TOr0 AUMepa sIBJISIeTCsl BOBJICYSHHE B JIBOITHOE coelnHeHne X0JI-
nuzest BToporo koHna ogxouenodeunoit JJHK u3 Opeinu, Bo3uukiieit mocie oopasosanus DSB
(Manhart, Alani, 2016; Gray, Cohen, 2016). DT aBa pe3yabrara, XOTS W Pa3IHYalOTCs OTHO-
CHUTEJIBHO MecTa IpWIOoKeHus rerepoanmepa Msh4-MshS, Ho coBmazaloT B ToM, 4TO 3TH Oei-
KM (QYyHKIMOHMPYIOT B Ha4aJIbHOM cTaauu npoiuecca Moaudukanuun DSB u B Hauane coObITHIA,
MIPUBOJAIINX (aJITEPHATHBHO) K perapaiyy Uik KPOCCHHIOBEPY, @ HE Ha 3aKJIIOYUTEIILHBIX €T0
stanax (ocoboxaenus ot dHJ).

Perynsiupsi KpOCCMHrosepa

CornacHo mupoko pacmpoctpanenHomy MHeHuto (Youds, Boulton, 2011; CumaHoB-
ckuii, bormanos, 2018 u 1p.), CYIIECTBYIOT TPU YPOBHS PETYISIITUN YACTOTHI U pacIpeie-
JieHust KpoccoBepoB: (1) cTpaxoBka KpoccuHTOBEpa, (2) mHTEpdEpeHITNsT KPOCCHHTOBE-
pa u (3) kpoccoBepHBIH ToMeocTa3. CTpaxoBKa KPOCCHHTOBEpa 00CCIIEUNBACT KaXKIYIO
apy XpoMoCoOM XOTsI ObI omHUM KpoccoBepoM (Jones, 1984). MaTepdepenmus obecte-
YUBAeT HeCIy4aliHOE paclpeielieHrne KPOCCOBEPOB BIOIb XPOMOCOMBI M X PACIIONIOKe-
HUe Ha Oosiee MajaéKoM pacCTOSHUM OIMH OT APYToro, YeM 3TO OXKHIASTCS MPU Cydaii-
HOM pacTpenesiecHuH, €ClIi KPOCCOBEPOB OOJBINE OMHOTO Ha mapy romojoros (Muller,
1916). KpoccoBepHBIif TOMEOCTa3 — 3TO CIIOCOOHOCTh MEHOTHUECKHX KJIETOK COXpa-
HATH IPUCYIIUI TaHHOMY OMOJIOTHYECKOMY BUAY (M TeHETUYECKOM JIMHUH WU IITaMMy
OpPraHW3MOB) YPOBEHb YHCIIa KPOCCOBEPOB HA XPOMOCOMY, 1axe eciu gyucyio DSBs cHu-
JKaeTcs Ha MopAIoK BenndrH. [loka He sICHO, BEPHO JIM 3TO MPABHIIO ISl BCEX OPTaHM3-
MOB (CM. HIDKE).

CrpaxoBKa KPOCCHHIOBEpa 00eCTIEINBAETCS CYIIECTBOBAHNEM KOHTPOIBHOTO ITyHKTA
(checkpoint), He garorero BCTymaTrh B MeTadasy | kiieTkaM, y KOTOPBIX ObLT CYIIeCTBECH-
HO HE 3aBepIIeH CHHAICHC XPOMOCOM. Takue KJIeTKH TOABEPraroTCs «apecTy» Ha CTa-
nmuu axuteHs! (Forejt, 1984; bormanos, Komomuer, 2007) . Ho ecnu yHUBaJICHTHI MIPO-
xomaT B MeTadasy | 1 06pa3yroTcst aHeyIUIOWAHbIE MTOJIOBBIE KIETKH, TO OHH HE JAI0T I10-
TOMCTBA B pe3yibTare oTOopa Ha cTaawu 3uUTOThL. CTpaxoBKa KPOCCHHTOBEPA OCOOCH-
HO Ba)KHA IIJIT MEKPOXPOMOCOM, Hampumep, y rnruil (Poxronos u ap., 1992; Pomnonos,
1996), nHa4e 3TH XPOMOCOMBI, HECYIITHE YHUKAITbHBIE T€HBI, MOTIIA ObI HHOT/IA TePSTHCS.

WnaTepdepennms KpoccHHTOBepa 03HaYaeT, 9To (OPMHPOBAHNE KPOCCOBEPA B OTHOM
JIOKyCe TIoAaBIsieT Bropoit BOmu3n ceds. [lockonbky y C. elegans u D. melanogaster na-
OmromaeTcsl BCETO 10 OTHOMY KPOCCOBEpPY Ha XpOMOCOMY (OHA XHa3Ma Ha Imapy roMo-
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JIOTHYHBIX XPOMOCOM), TO 3TO SIBJISIETCSI IPUMEPOM CHIIbHOM MHTepdepeHunu. Y apy-
I'MX OpPraHU3MOB OOHAPYKEHO J[Ba THUIA KPOCCOBEPOB (CM HUXKe). Y S. cerevisiae Kpoc-
CHHIOBEp MMOJBEPIKEH MHTEPPEPEHLINH, ¥ OH yIpaBIsieTcs OEIKOBBIM KoMIiekcoM ZMM
(Borner et al., 2004; Chen et al., 2008).

Henpepriubiii CK B1osIb XpOMOCOMBI He SBJISIETCS HEOOXOAUMBIM YCIOBHEM JJISl MH-
TepdepeHn KpoccuHroBepa y Mbitei u apoxskeii (de Boer, Heyting, 2006; Shinohara et
al., 2008). OHako uHTEpdEpPEHIIMHE KPOCCUHTOBEpA HET HU Y S. pombe, uu y A. nidulans.
Wutepdepennust KpoccuHroBepa (HO HE caM KPOCCHHTOBEp) McUe3aeT y MyTaHTOB zip [
S. cerevisiae, y xotopbix HapyiieHo GopmupoBanue CK (Tung, Roeder, 1998). Uutep-
(epeHIrsT KPOCCHHIOBEPa W XHMa3M y MBIIIN M KYKYpY3bl CHW)KAeTCsl M JJaKke TpeBpa-
IIAeTCS B «OTPULATENIbHYIO0 HHTEPPEPEHLINIO» (TO €CTh, pACCTOSHIE MEXY COCCAHUMHU
caiiTaMi KPOCCHHTOBEpa COKpallaeTcsl) B OTpaHHMYCHHOW oOnacTu OuBasieHTa, BOIHM3H
TOYKHU pa3pbiBa OHOTO M3 TOMOJIOTOB, MIPETEPIIEBIIET0 HHBEPCHUIO WIIM TPAHCIOKAIHIO.
310 HaOMIOMaeTCst IMEHHO TaM, TJie TIPOUCXOANT BhI3BaHHAS MIEPECTPOHKON CMeHa map-
THEPOB CIIApUBaHMS U CMeHa JlarepaibHbiX dneMeHToB CK (Borodin et al., 1991; Auger,
Sheridan, 2001; Torgasheva et al., 2013). Bo3smoxxHO, BIUsIHIE HA UHTEPPEPEHITUIO OKa-
3bIBACT IMEHHO CMEHa MapTHEPOB CIIapUBaHUs, BbI3BaHHAs TPaHCIOKaIMEH.

TomeocTa3 KpoccHHroBepa MoIACPKUBACT YUCIO KPOCCOBEPOB HA OMBAJICHT XPOMO-
COM Ha ypOBHE Ha JiBa TIOps/iKa BEJIMYUH HUXe 4ucia BoHHbBIX paspbeiBoB JIHK. Oco-
OCHHO MHTEPECHO M BasKHO, YTO MTPU CHUKEHUH (110 Pa3HbIM MPUYHMHAM) YUCIIa JBOWHBIX
paspeiBoB [JJHK urnciio kpoccoBepoB Ha OUBAICHT COXpaHACTCS HEM3MEHHBIM, OUEBUTHO,
3a CYET YMEHBIIICHUS YNClla HEKPOCCOBEPOB, T.€. PEapUpOBaHHbBIX JBOMHBIX Pa3phIBOB
JHK. He uckitoueno, 4to 3T0 HE BceoOIIast 3aKOHOMEPHOCTh, IOTOMY YTO OHA JI0Ka3aHa
MOKa TOJBHKO Ha MOYKYIOMIUXCS APOXoKaxX. B 3THX sKcriepuMeHTax ObLIM MCIONIb30BaHbI
THIIOMOpP(HBIE aJJIeNH SHI0HYKIea3sl Spoll, mpuBoasIIMe K pa3HOM CTEIICHH CHUKECHUSI
yycia 1BoitHbIX pa3pbiBoB JJHK Ha kieTky. Uncino Ha4ambHBIX COOBITHI KPOCCHHIOBEPA
Yy MYTaHTOB spo /] CHIKaIoCh, HO, HECMOTPS Ha 3TO, YPOBEHb YHCJIa KPOCCOBEPOB OCTa-
BaJICsl HOPMaJIbHBIM ¥ Her3MeHHbIM (Martini et al., 2006).

[EHHDbI KOHTPOJIb CONPSPKEHHBIX MPOLIECCOB PEKOMOMHALIMN
M cMHarcuca (MoCTPOEHUs CMHANTOHEMHOIO KOMITIEKCA)

MHorue reHbl, aHHOTUPOBAaHHbIE KaK TeHbl MEHOTHYECKOW PEeKOMOMHALINY, OKa3bIBa-
10T 3HAYUTEIbHOE BIMSHMAE Ha KOHTAKT TOMOJIOTMYHBIX XPOMOCOM B Meiio3e, Ha (op-
MHUPOBAHUE OCEBBIX AJIEMEHTOB XPOMOCOM M CHHAIITOHEMHBIX KOMIUIEKcOB. Y Coprinus
cinereus, Kak 'y Apoxoker S. cerevisiae, 6enok Spoll karaau3upyer IBYHUTEBbIC pa3-
peiBel JIHK m mHHIIMUpYET mporiecc MeHoTHYeCKoH peKOMOMHANIMU. Y HYJIb-MyTaHTOB
spoll Gaszunnomuniera Coprinus cinereus BBISIBICHBI HapyLICHUs] (POPMUPOBAHUS OCe-
BbIX 31eMeHTOB XpomocoM 1 CK. Hopmansubsie CK oOHapyskeHs! Toibko B 1% melonu-
TOB MyTaHTOB. Bimstnue stoit MmyTtamuu Ha ¢popmupoBanue CK MoxeT ObITh 00ycoBiIe-
HO Te€M, YTO MeHOTHYeCcKue TeHbl ZIP2 u ZIP3, KOHTpOIHPYIOIIUE HAadalo COOPKH IeH-
TpanbHoro snementa CK u3 Oenka Zipl, sistrorest Spol1-3aBucumbivu reHamu (Celerin
et al., 2000; Henderson, Keeney, 2004; Bhuijan, Schmekel, 2004).
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Mognens bépuepa ¢ coaBropamu (Borner et al., 2004), npeayioxkeHHass HA OCHOBE BbI-
BOJIOB M3 SKCIIEPHUMEHTOB MHOTUX aBTOPOB, MOCTYJIHPYeT, 4T0 ZMM-KoMIieke crnoco0-
cTByeT npespamenuto DSB B kpoccoBep. Knetku apoxokeid, eUIUTHBIEC TIO OTHOMY H3
OenxoB — Zipl, Zip2, Zip3 unu MshS, — He crocoOHBI K KDOCCHHIOBEPY B YCIOBHUSX
MTOBBILIEHHOM TeMIepaTyphl.

COBOKYMHOCTh COOBITHI, OOBIYHO BEAYIIMX K KPOCCHHTOBEPY, IPOMCXOAMUT Ha 3Ta-
ne naBasun oxHouenoueunoi [IHK B HececTpuHckyto xpomaruay. [Ipu aTom myTaruu
zipl, zip2, zip3 u msh5 He cOCOOHBI MHTUOMPOBATH MPEBPAIICHUE MPOJYKTOB pera-
pamu DSBs B HekpoccoBepHbIe MOCIIEA0BAaTEIbHOCTH, U IPOUCXOAUT KOHBEPCHS TeHa
(Borner et al., 2004). Takas nuddepeHunanms MoKeT IPOUCXOANUTH BO BpeMsi BO3HUKHO-
BeHUsI mporpammupyeMbix DSBs, 10 nayana ¢popmupoBanus CK. Takum obpaszom, caii-
TbI, B KOTOpbIX ZMM-KOMIUIEKC CBSI3aH C CaiTaMu WHMUIIMALMKA CUHAIICUCa, MOTYT Map-
KHPOBaTh T€ MO3UIINU HA XpoMocoMme, rie DSBs «co3peBaroT» B KpOCCOBEPHI.

Mopnens pynknuonuposanust ZMM-kommuiekca (Borner et al., 2004) o0bsicHseT B3a-
MMOOTHOIIIEHHE MEXIy Tpems siBieHusMu: 1) mpespamienue DSB B kpoccoBep unu
KOHBEPCHOHHOE SIBJIEHUE, 2) COeIMHEHHUE ellle He CIIapEHHBIX 0CEBBIX 3JIEMEHTOB XPO-
MocoM U 3) 00pa3oBaHUEe «(POKYCOB», B KOTOPBIX OCIKOBBIN KoMILiekc ZMM accoruu-
pOBaH ¢ caliTaMM MHUIMAIMN cuHarcuca. VIMEHHO Takas MocJIeJoBaTeIbHOCTh COObI-
TUH TIPEAIIEeCTBYET «CO3PEBAHMIO» CAHTOB KPOCCHMHTOBEpa M MHHUIIMALIUU JIOKAJIbHO-
ro dopmupoBanust CK y npoxkeit S. cerevisiae. Jlanee Mbl onbITaeMcs OMUCATh 1O~
CJIEZIOBAaTENILHOCTh COOBITUH, KOTOpAsi YaCTHYHO JI0Ka3aHa, a YACTHYHO MOCTYIHPYeT-
Cs1 3TOH MOJEIBIO.

Cornacno monenu ZMM-koMIliekca, BO BpeMs paHHEW M CpefHel JeNTOTEeHBI Mpo-
ucxoaut B3aumoseiicteue DSBs ¢ caiitamu y3HaBaHusi (matching sequences) Ha ToMo-
JIOTMYHBIX XPOMOCOMaX, U 3TO, BO3MOKHO, TIPUBOUT K 00Pa30BaHUIO0 MOCTHKOB MEKITY
OCEBBIMH 3JIeMeHTaMu xpoMocoM (Albini, Jones, 1987; Tessé et al., 2003). DT0, BO3MOXK-
HO, CITOCOOCTBYET MHBa3uM KoHIa ofHouenodeyHor JIHK B romonornynyro xpomoco-
My (Franklin et al., 1999; Tarsounas et al., 1999). MocTukH, KOTOpbIe COSTHHSIOT CONH-
3HUBILKECS OCH XPOMOCOM, MO-BHANMOMY, ACHCTBUTEILHO HECYT Ha ce0Oe (M BKIIOYa-
10T B ce0s1) ogHomenoueynsie koHIbI JIHK, yke BHeApUBIINECS B XpPOMAaTUAY TOMOJIO-
ruaHoi xpomocomsl (Hunter, Kleckner, 2001). B&éprep ¢ coaBTOpaMu MpeAroioKuI, 4To
HEU3BECTHBIN MOKa MEXaHU3M BBIHY)KJAeT YacTh 3THUX MOCTHUKOB IpeBpalaThcs B UC-
TUHHBIE KPOCCOBEPHI C TAKOW YAaCTOTOM M pacIpelesieHueM, Kakue MOAYHHIIOTCS 3aKO0-
Hy uaTepdepennnu kpoccunrosepa (Hunter, Kleckner, 2001). O1u, yxe npenHa3zHadeH-
HbIe OBITH KpoccoBepHbIMH, KOHIBI JIHK B3anmoneiicTBytoT ¢ ZMM-KOMILIEKCOM, B CO-
CTaB KOTOporo BxonuT Zipl — 6enok nonepeunsix punamentos CK. B pesynsrare Bcero
3TOTO MPOUCXOAMT SIBIIEHUE, KOTOpOe Ha3bIBalOT Hykieanueit CK: nosiBnenue (B Kcre-
PUMEHTAIILHBIX YCIOBHUSIX) MEPBBIX «(HOKYCOBY» (DIIyopecupyommx aHTHTEN K OenKaM
CK, 1o ectb, 3apoxaaromuxcs ¢pparmentoB CK. Utaxk, nykneamms CK y S. cerevisiae,
MO-BUIMMOMY, COBIAJIAET C MHBA3Wel HykieonpoTrenanbix koMiuiekcoB JTHK-Rad51 u
JIHK-Dmc1 u3 onHOI XpoMOCOMBI B APYTYI0, roMojioruunyto. Ilpu atom nccienosare-
1 00CYKIIAI0T OYCHb TOHKHE JICTAIN M3MEHEHHS XPOMOCOMHBIX OCEH: MX «IPUCTErH-
BaHHE» B MECTaX KPOCCOBEPHBIX MOCTHKOB U OTCYTCTBHME TAaKHX «3aCTEXKEK» TaMm, Ine
He OyJieT KpOCCHHIOBepa, a MPOU30MIET HEKPOCCOBEpHAsI PEKOMOHHAIMS — KOHBEPCHUS
(Page, Hawley, 2004; Kleckner, 2006).
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Mopnens bépHepa u coaBTopoB BechbMa 000CHOBaHa coueTaHneM (pakToB U MepeKpecT-
HBIMU [TPOBEPKAMH HA MaTepUalie Pa3HbIX MyTAaHTOB IPOXKKEH, HO OHA MPUMEHHUMA TOJIb-
KO K TIOUKYIOLIUMCSI Apoxokam S. cerevisiae (Borner et al., 2004; Page, Hawley, 2004).
TakoBO MHEHHE UCCIIeAOBATENICH, XOpOIIo 3HatoImx aetaiu Gopmuposanus CK y npy-
rux opranu3MoB. OHa He MPUMEHUMA K SBJICHUAM uHUIManuu Gpopmuposanus CK y ca-
Mok Drosophila n'y C. elegans, y xotopbix s Hadana GopmupoBanus CK He HYKHBI
DSBs (y 3TuX OpraHu3MOB OHU MOSIBIISIFOTCS TOJIbKO Tocie hopmuposanus CK). Moneinb
¢yHkMoHMpoBanus ZMM-koMIUIeKca He puMeHUMa U K Meitosy y C. elegans.

[Moapo6HOCTH «BbIBOPA» KPOCCOBEPHOTO Wi
HEKPOCCOBEPHOIrO NMyTM MENOTUYECKOW PEKOMOMHALIMN

Kak yxe yka3bIBaJIoCh, TOCTaTOYHO OJHOTO KPOCCOBEpa Ha OMBAJICHT AJISl TOTO, YTO-
Ob1 00ecrieunTh B Meio3e | mpaBuiIbHYO cerperaunio JaHHOH nmapel XpomocoM. M30bI-
TOK KPOCCOBEPOB (M XHa3M) HE MOXKET 1aTh MEHOTHUECKOH KIIETKE IPEUMYILIECTBO B IIPO-
XOX/ICHHH Yepe3 KOHTPOJIbHBIN MyHKT, IpomycKatomuil e€ B meradasy I. Bepositho, no-
3TOMY y OOJIBLIMHCTBA OPraHU3MOB HaONIONACTCS OrPaHMYEHHOE YMCIIO XMa3M B OMBa-
neHTe. MexaHu3M MHTEepPEPEHLUH CIYKUT «IIOCTABLIMKOM MaTepuaiay Juis TaKoro OT-
6opa. D10 o3Havaer, uTo OT 65 10 90% nByHUTEBHIX paszpeiBoB JAHK penapupyrores 6e3
KPOCCHUHIOBEPA, UCTIOJB3Ys B KAYECTBE MaTPULIBI TOMOJIOTHUHYIO HITH CECTPHHCKYIO XPO-
maruay (Lorenz, Whitby, 2012). MonekynspHas MozeiIb PeKOMOWHAIINH, TPUBOSILEH K
OeckpoccosepHoii penapanuu (Holliday, 1964), noctynupoBana, 4to A paciuieTaHUs
modnekyasl JJHK neoOxonuma ¢epmeHTaTiBHAs aKTUBHOCTH I'eIMKa3bl. B kineTkax, nens-
IIUXCS TyTeM MUTO03a, ObLTo HaineHo Heckonbko JIHK-remmkas. OgHako nonroe BpeMs
0CTaBaJIOCh HESICHBIM, KaKas M3 HUX HAMpaBJsieT perapanuio o HEeKpOCCOBEPHOMY ITyTH
BO BpeMsl Melo3a. MccnenoBaHust MOKa3blBalId, YTO ATy (PYHKIMIO MOTYT BBIIIOJHATH HE
Bce renukasbl. boiee Toro, BBIICHUIIOCH, YTO T€ TEJIMKA3bl, KOTOPBIE B XOJE IBOMIOLUHI
ObuTH M30paHBl AT HEKPOCCOBEPHOTO 3aBEPLICHUS perapalny, OKa3aluch Pa3HbIMU Yy
pas3HbIX opranu3MoB. OTHOCHTENIBHO APOXIKEH S. cerevisiae NONroe BpeMs CUUTAIIOCH,
YTO HEKPOCCOBEPHYIO pekomOuHanmio odecneunBaer JJHK-renmnkaza Sgsl, xotst nokasa-
TesnbeTBa OblTN HeOeccriopHBIMU. B KOHIIE KOHIIOB, OBLIIO YCTaHOBIICHO, YTO 3Ta I'eIMKa3a
HE TOJIBKO 00ecreYrBaeT HEKPOCCOBEPHBIH My Th penapaiuu, HO U ABJSIETCS OCHOBHBIM
PerynaTopom Bcei MEHOTHYECKOH pekoMOMHALNU, HEOOXOIMMOH AJISl IPEIOTBPAIeHNUs
MHO)KECTBEHHOW MHBa3UH OfHOHUTEBbIX KOHIOB /IHK B caifTax IBYHUTEBBIX Pa3pbIBOB
JHK (Lorenz, Whitby, 2012). I'enukaza Sgsl crnocobcTByeT (hOpMHUpPOBaHHIO KPOCCO-
BepoB ¢ nomombio ZMM-komiutekca pepmentoB (Zakharyevich et al., 2012; De Muyt
et al., 2012). V C. elegans B peryasiiuio KpOCCOBEPHOI0 IIyTH PEKOMOMHALIMH BOBJICYE-
Ha renuka3a RTEL-1. Ho, mo-BunnMoMy, oHa JieaeT 3To MyTeM NMpeI0TBpalleHNs] HHBaA-
3un ogHoHMTeBOro KoHua JIHK B romonornunyio xpomocomy, nepeHanpasiisisi €ro B ce-
cTpuHcKyto xpomaruay (Youds et al., 2010; Rosu et al., 2011). Mrade roBops, neno He
JOXOIMT 10 (POPMHUPOBAHMS HEKPOCCOBEPHOI0 MPOAyKTa. UTO KacaeTcst BEIOOpa Kpocco-
BEPHOTO MJIM HEKPOCCOBEPHOTO MyTH B Melo3e y S. pombe u A. thaliana, To y 3THX Op-
raHu3MoB ObUTH UAEeHTH(UIPOBaHbI opTojoru reiankassl FANCM, xotopas caepxuBa-
eT (opMHUPOBaHHE KPOCCOBEPOB.
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A. thaliana OTHOCHTCS K YMCITy MHOTHX OPTaHM3MOB, Y KOTOPBIX €CTh JBa IIyTH MEHi-
OTUYECKON PEKOMOMHAIINY, MPUBOMSIICH K KPOCCHHTOBEPY: 1) MyTh KPOCCHHTOBEPA,
MOJIBEpraronierocss nHTepGepeHIuy 1 3aBucsinero or ZMM-koMiuiekca (epMEHTOB, U
2) myTh KPOCCHHTOBEPA, HE TOJIBEPKEHHOTO HHTEP(EPEHIINH, KOTOPBIH, B OCHOBHOM, 3a-
Bucut ot JIHK-s3unonykieasst MUS81-EME1/MMS4. Eciu kakue-mu6o ¢pakTopsl (Ha-
MIpUMep, MyTalLlMN) MOBPEXKJIAIOT UM BBIBOAST U3 CTPOS MEPBBIN MyTh, TO YUCIIO KPOC-
COBEpOB CHH)KAETCS, HO T€, KOTOPbIE COXPAHMJIMCh, OKAa3bIBAIOTCS PACIpeesIeHHBIMU
CIly4aifHO W HE TOJBEPKEHHBIMH MHTEPPEPEHLIUN. DTO MPUBOIUT K TOMY, YTO HEKOTO-
pBIe Mapbl TOMOJOTHYHBIX XPOMOCOM OCTAaIOTCs 0€3 KPOCCOBEPHBIX OOMEHOB U 0e3 XH-
a3M. Meilo3 B TakMX KJIETKaX MPUHOCHUT aHEYIJIOUTHbIE MUKPOCIIOPHI. DTO yKa3bIBaeT Ha
T0, 4T0 FANCM HamnpaBisieT Te HHTepMeIUuaThl peKOMOMHAIINH, KOTOPBIE MTOTEHIIHATIBHO
MOTJIU CTaTh KpoccoBepamu, 3aBUCUMBIMUA 0T MUSS1, Ha HEeKpOCCOBEPHBIH MyTh WK Ha
IIyTh peraparyy ¢ TOMOIIBI0 CECTPUHCKUX XPOMaTUI.

Rad5T  Swi5-Sfr1
\ /

Mus81-Eme Fml1
paspesaeT pacnnetaet
D-netnio i \‘ D-netnio

\

Kpoccosep HekpoccoBep

Puc. 4.5. Mozenb ansTepHATHBHOTO MEXaHHU3Ma Mpoiieccudra D-nietiu B meitose S. pombe.
[pucyrcreue Swis-Sfrl crporo Hanpasinser npoeccuHr D-neTu mo my Ty pa3pe3aHust SToH
et pepmentoM Mus81-Emel (u3 Lorenz, Whitby, 2012 ¢ usMeHeHUAME).

BbL10 HEesICHBIM, KaKasi U3 IejIiKa3 yIpasiseT 00pa3oBaHueM HeKpoccoBepoB. Ho mos-
BUJIaCh MH(OPMAIIMs, YTO Pa3HbIe OPraHU3MbI UCTIONB3YIOT IS 3TOH LIeNU pa3Hbie dep-
menThI (Lorenz, Whitby, 2012).

[IpencraBieHre O oM Pa3IMUYHBIX TelIMKa3 M HyKJea3, YYaCTBYIOUIUX B MPOLIECCE
BBIOOpA MEXKIY KPOCCOBEPHBIM MM OSCKPOCCOBEPHBIM MyTSMH PEHapaliu, TaeT PHcC.
4.5. Ho cnenyer moa4epKHyTh, YTO KOHKPETHAsI POJIb 3TUX OCJIKOB OCTACTCsl HAUMEHEE
paspaboranHoii obnacteio metadbonusma JIHK, cBsa3anHoro ¢ pekomOuHanmeit y sykapu-
OT, U HEKOTOPBIE OLIEHKHU HOCAT NPEABAPUTEIIbHBIN XapaKTep.
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[opstume u xonoaHbie TOUYKU ABYHUTEBbIX pa3pbisoB JHK

UYucno DSBs u30bITOuHO 110 cpaBHEHHMIO ¢ yncioM KpoccoBepoB (Kauppi et al., 2013).
Hanpumep, y denoseka npumepHo 150 DSBs peanusytorcst B Bune He Oosnee yem 50
KpPOCCOBEPOB Ha 23 mapsl XpoMocoM (oTHOIIEHHE ~ 4:1). Y MBIIIN 3TO COOTHOLIEHHE CO-
craBisieT mpumepHo (200-300):25, To ecth ~ 10:1, HO y apadujoricuca 3aperucTpupoBa-
Ho npumepHo 230 DSBs Ha 5 map xpomocom (1 He 6oinee yem 10 KpoccoBepoB), TO €CTh
MOXeT ObITh OT ~ 23:1 o 45:1 (Kauppi et al., 2013). Ctonp Oonblme pa3audus B Ipo-
MOPLMAX [TOKA HE UMEIOT OOBSICHEHHUS M O3HAYAIOT HETOJIHOTY U3Y4EHHOCTH TOTO SIBJIC-
Hus. Pa3nnuuns MOoryT ObITh 00YCIIOBICHBI KAK METOANYECKUMH TPUIMHAMH, TaK U CyIlIe-
CTBOBaHHEM MOJU(HKATOPOB MPOLECCOB Y Pa3HBIX oprann3mMoB. OqHako o0mias npuiu-
Ha M30BITOYHOCTH CTAHOBUTCSI MMOHATHOH MOCIIE TOTO, YTO MBI Y3HAJIH O CYLIECTBOBAHUH
HEKpPOCCOBEPHOTO IyTH penapannun DSBs.

JBynuteBsle pa3psiBbl [IHK pacnpenenens! mo xpomocomam HepaBHOMepHO. Cytie-
CTBYIOT CaliThl, Ha3bIBa€Mble TOPSIYMMHU CaWTaMH Pa3pbIBOB, Il UX 4acTOTA MOBBILIEHA,
U ajbTepHATUBHBIC UM XonoaHble caiitel DSBs. [Ipobnema dakTopoB, qeTepMUHHPYIO-
LIUX PACIIONOKEHUE TOPAYMX M XOJIOJHBIX CATOB (TOUEK), UCCIIEAYETCSI B OCHOBHOM Ha
TaKUX MOJENBHBIX OBICTPO Pa3MHOMKAIOIIUXCS OPraHU3MaX, KaK APOXOKH U Mbln. O-
HaKo YHHBEpCaJIbHOro (hakTtopa He HaiineHo. /1y pa3HbIX OpraHu3MOB ONKCAHBI pa3HbIE
«MHIIEHW» NPEUMYIIECTBEHHOIO «IonagaHus» Hykieassl SPO11.

VYcTaHOBIEHO, YTO CYIIECTBYIOT JIBa IIyTH BO3HMKHOBeHUs ropsumx touek (I'T) pe-
KOMOMHAIMU — 3aBUCUMBII OoT (aktopa PRDM9 u He3zaBUCHMBIA. Y MHOTOKJIETOU-
HbeIX oprann3MoB PRDMO skcnpeccupyeTcst TOIbKO B KIETKaX 3apOAbIIIEBOrO IyTH,
a'y Opoxokell — B ¢aze «KOMIETEHTHOCTW» Ul BCTYIUIEHHUsS B Meiio3 (Baudat et al.,
2010; Grey et al., 2018). ®epment PRDM9 obnagaer MeTunTpancdepasHoil akTHBHO-
ctbio. Kpome Toro, oH umeeT AOMEH CBS3bIBAHUS C IPYTUMH OelKaMH, a Takke MHO-
TOUNCIIEHHBIE IOMEHbI-I[UHKOBBIE MaJbIbl», KoTopble cBa3biBatoTcs ¢ JJHK. PRDM9
canuTcst Ha onpenenéHuple nocuenoBarensHoctd JJHK (mpuuém BeneacTBue criibHOM
W3MEHYMBOCTH LUHKOBBIX MaJbIEB 3TH MOCICAOBATEILHOCTH MOTYT OBITh Pa3HBIMHU) U
OCYIIECTBISICT TPUMETUINPOBAHUE TM3UHA B TosoxkeHusix 4 u 36 B ructone H3 (H3K4 u
H3K36). 9ToT mpoiiecc NpoUCXOAUT B HYKJIEOCOMAaX, TECHO COCECTBYIOIIUX C MECTOM
nocagku PRDMY. O6pasyercs ropsuas Touka pekomouHauuu (I'T). BozmoxkHo, B 1eH-
tpe I'T xpomarus nmmaercs HykieocoM. Kpome Toro, AJisi ropssYux TOUYEK peKoMOUHa-
UM XapaKTepHO MPUCYTCTBHE aueTuanpoanHoro rucrona H3 (H3K9%ac y npoxokeit S.
pombe nu H3K5ac y nemaronst C. elegans) (Lambing et al., 2019), a Taxxke nmo4ru mos-
HOe oTcyTcTBHE ABYX Moanukamii ructona H3 — H3K27me3 u H3K9me3. Haobopor,
y S. cerevisiae He0OXOIMM KOMIIOHEHT XpOMOCOMHBIX oceld Hopl, a y HemaTonsl — KoH-
nercunbl (Kumar, de Massy, 2010). Ot Mogudukanun XpoMaTnHa MM KaKHe-TO Mo-
CJIEAYIOIME CUTHAJBI MOTYT MPHUBJIEKATh SHAOHYKIIeasy. Y denoBeka U Mbiin PRDM9
KOHTpoJMpyeT obpazoBanue Oonpiieit yactu ['T, Ho He Becex. AktuBHOCTE PRDM9 00-
Hapy>XeHa TaKKe y APYTuX MIICKOMUTAIOMINX U HEKOTOPBIX pbId u pentunuii (Baudat et
al., 2010; Grey et al., 2018). KonmuuectBo cBs3annbix ¢ JIHK monexkyn PRDM9 moxer B
HECKOJIBKO pa3 MpeBBILATh KoIn4ecTBO oOpasytoumxcs DSBs. BonbmnHcTBO MOIeKyn
PRDM9 nokanuzyeTcs B IETIAX XpOMaTHHA, & OCHOBHBIE KOMITOHEHTBI KOMITIeKca (ep-
MeHToB, opmupytomero DSBs (MEI4, REC114 u IHO1), Haxoaarcst Ha XpOMOCOMHBIX
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YactoTa Bo3HUKHOBeHUst DSB

MocToAHCcTBO KpoccuHrosepa (0,16M/kb)

NG AA

lopsaune Toukn DSB  XonopaHble o6nactmuDSB
e eoeeeo ® @ @ @

D
Rec25-Rec27-Mug20 Rec10

YacTble Penkne
DSBs DSBs

> L 4

A

TeHpeHums” TeHpeHuwA
penapupoBatb penapupoBaTth

C «CecTpom» ‘ C rOMOJIOrom

MouTn Bcerpa 6e3 [MocTtosAHCTBO
PeKOMOMHaLMN FEHOB  KPOCCUMHIroBepa
BOMPEKU ropaunm
ncToyHmkam DSB

Puc. 4.6. Cxemarndeckoe U300pakeHNE Pa3IniUil YaCTOTHI BCTPEYAEMOCTH JIBYHUTEBBIX
paspeioB JIHK (DSBs) B ropsiaux u XOIOIHBIX caliTaX, SKCIEPUMEHTAIBHO OOHAPYKEHHBIX Y
TIpoxoKelt S. pombe, M TOCTOSTHCTBO YaCTOTHI KPOCCHHTOBEPA (TOMEOCTa3 KpPOCCHHTOBEPA).
VYka3aHo MPUCYTCTBUE OEJIKOB JIMHEHHBIX dJIeMEHTOB XpomocoM Rec25, Rec27, Mug20 u Rec10
1 y4acTHe CECTPUHCKHUX U HECECTPHHCKUX XPOMATH/ B IIPOLECCe perapaluy/peKOMONHALIUH.
(amanrrupoBano u3: Fowler et al., 2013).

ocsx. [IpenmonaraeTcs, 9To pparMeHT JaTepaaIbHON TN GUOPUILTH XpOMaTHHA C caii-
ToM mocanku PRDMY cOmmxkaeTcst ¢ 0ChbI0 XpOMOCOMEI, TIOCIIE YeTO 3TOT PEPMEHT yXO-
muT u obpazyercs DSB (Baudat et al., 2010; Grey et al., 2018).

VYV S. pombe nBynuteBnie pa3peiBbl JJHK B ropsaux caiitax pemapupyrorcs B pe3yiib-
TaTe B3aMMOJIEHCTBHS MPEUMYIIECTBEHHO CECTPHHCKIX XPOMATH/I, B TO BPeMsI KaK B XO-
JIOJHBIX 00IACTSIX TaKUe Pa3phIBBI PEMAPUPYIOTCS B MEPBYIO OUEPEh WITH UCKITIOUUTEIh-
HO yTéM B3ammMozeicTBus ¢ romonoramu (Cromie et al., 2007; Fowler et al., 2013). 3to
YIAIOCh YCTAaHOBUTH TIOTOMY, YTO B XOJIOAHBIX caiiTax mpumepHo B 80% ciydaeB perma-
paIrnoHHBIC COOBITHS POAYITUPYIOT KPOCCOBEPHI (pHC. 4.6).

ABTOpBI 3TUX HCCIEAOBAHUI CUUTAIOT, YTO BBHIOOP MapTHEpPA JUIsI pEKOMOWHAIINHN Y
S. pombe MOXeT OBITH CIIEICTBHEM IIPHUCYTCTBUS B IMHEHHBIX JIIEMEHTAaX XPOMOCOM y
ATOTO BUAA Mpoxkeit 6emkoB Rec25, Rec27 m Mug20. OTi 6eIKH IMTOYTH HCKITFOUATEITb-
HO JIOKQJIM3YIOTCS B MeCTaX ABYHUTEBEIX pa3pbiBoB JIHK B ropsumx caittax. D10 ompe-
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nensiet obnactu quddepeHunanbHON penapamnn, IOTOMY YTO He HalZIeHO JPYTUX CBSI-
3aHHBIX C XpOMaTHHOM OEJIKOB, KOTOpbIE OTIHYaIN Obl OOJIBIIMHCTBO FOPSIYUX CAUTOB
OT XOJIOJHBIX caiiToB (puc. 4.6). B monb3y 3Tol rUnoTe3sl €cTh Pe3yibTaThl IKCIEPH-
MEHTOB C MyTaHTaMH 110 reHaMm Rec25, Rec27 v Mug2(0 (Zalevsky et al., 1999) npox-
xei S. pombe, HO HccaeIOBaHUS POJOIKAIOTCS Ha IPYTHX OMOIOTMYECKUX 00bEKTaXx.
Takum o0pa3om, CKJIaabIBaeTCs MPEACTABICHHUE, YTO PEIIAIONIYI0 pOJib B Ompeselie-
HUM TOYKH, TJI€ TPOU30IAET KPOCCUHTOBEP, UTPAET HE MPOCTO MecTo nmocaaku SPO11
Ha JIHK, a to, 6ymet nu caift nocagku SPO11 B3aumMoneiicTBoBaTh ¢ O€IKaMu, COEIU-
HSIOUIMMH CECTPHUHCKHUE XPOMAaTHIBI, TO €CTh C XPOMOCOMHOM OChI0. DTH MpecTaBlie-
HUsI COBIIQJIAIOT C KOHIIETIIUEH, 00BsICHSIOMIEH poiib akropa PRDMY. Mbl yka3siBasiu
BBIIIIE HA MTPENOJI0KEHUE, UTO (parMeHT et ¢ caiitom nocagku PRDM9 conmxkaer-
Cs1 C OCBIO XPOMOCOMBI, TIOCIIE Yero 3TOT epMEHT yXoauT u odpasyercs DSB, Ho xpo-
MOCOMHasi OCh CONMKaeT HIMEHHO CECTPUHCKUE XpoMaTuabl, a commkenue DSB c ce-
CTPUHCKOW XpOMAaTHIOH BElET K CECTPUHCKOMY XpoMaTuaHoMy ooMeHy. [loaTomy ro-
psune Toukn DSBs He nMeroT mpeuMyIecTBa cTaTh TOpsiYMMH palioHaMU KPOCCHHTO-
Bepa, 1 HebonbIoe abcomoTHoe yrciao DSBs B ux X010aHBIX 001acTsIX MapagoKcalb-
HBIM 00pa3oM MOXET MPEBPALIAThCs B OTHOCUTEIBHO BBICOKYIO YaCTOTY peain30BaH-
HOTO KPOCCHHTOBEpA, KaK 3TO MOKa3aHO Ha puc. 4.6.

B cBs13u ¢ aTUM A ganbHeWmux ucciaenoBanuit JlamamessiM ¢ coaBropamu ([ana-
meB u ap., 2005) npeanoxkena moaens yuactus nosropos JJHK-nykieornos B Tonosno-
TMYECKOHM OpraHu3alyy mpolecca peKOMOMHAIIMK. JTa MOJIeNb OCTPOEHa Ha TOM, YTO
B IJIJABHOM KOMILIEKCE TMCTOCOBMECTHMOCTH YeJIOBEKa OOHapy>KeHa BBICOKasl M BBICO-
KO JOCTOBEpHAsi MHOJKECTBEHHasi Koppessinus (¢ koaddumpmentom xoppemnsiuun 1=0,92
nipu p<0,001) Mexay TOMONOTMYECKH CBA3aHHBIMU SBJICHUSIMU: PACIOIOKEHUEM TIPO-
ctbix moBropos Tuna (I'T/IJA) 6nm3ko OT caiiToB pekoMOMHAUMM (M MapKHPYOIIUX
9TH CAMThI), JIOKAaJU3alKell TaKuX MOBTOPOB B JIaT€PajbHBIX METIISAX XpOMarhHa Maxu-
TEHHBIX XPOMOCOM M JIOKa3u3puueil moBTopoB tumna AluJb denoseka (M poACTBEHHBIX
UM B1-OBTOPOB IPBHI3yHOB) B OCHOBAHMH IETEIb XPOMaTHHA Ha JIaTepajbHbIX dJIeMEH-
Tax CHHANTOHEMHBIX KOMIUIEKCOB. Moieb mpenonaraet, 4To NeTin XpoMaTnHa Hece-
CTPUHCKHX XpOMaTH/I, HECYIIHe MOTeHHAIbHbBIE CAThl PEKOMOWHAIINN, MHBATHHAPYIOT
B IIGHTPaJIbHOE IPOCTPAHCTBO CHHANTOHEMHBIX KOMIUIEKCOB M COSAMHSIOTCS C PEKOMOU-
HAI[MOHHBIMHU y3€JIKaMHU, HECYIIIMMU Oeku pekoMmOuHanuu ([Jamames u ap., 2005).

Xoporras Tabnuia, copepkaiias epedyeHb FeHOB PEKOMOMHAIMN U UX (DYHKIIWH Y TISATH
BUJIOB MOJICTIBHBIX OPTaHU3MOB — I'PHOOB, pacTeHUH, OECIIO3BOHOYHBIX KMBOTHBIX — B
CPaBHEHHMHU C TOMOJIOTMYHBIMHM T'€HaMHU TIO3BOHOYHBIX KMBOTHBIX, COCTaBIICHA aBTOPAMH
oaHOTrO U3 0030poB (Youds, Boulton, 2011) u npuBoauTCcst Hamu 31ech (Tabmuia 4.3).

NHrepdepeHLms KpOCCMHroBepa

SIBnenune wHTep(EpPEeHIMH KPOCCHHIOBEpa OTHOCHTCS K HamOoyiee 3araJiouyHbIM U
TPYIHBIM JUTS U3yUCHHUS SIBIICHUSM, HaOMomaeMbIiM B Melio3e. CyIecTByIOT MEXaHUCTH-
YeCcKHe THIOTE3bI crioco0a BO3HUKHOBEHHsI MHTEepdepeHnnu. «[ umoreza noinumMepusa-
mum» (King, Mortimer, 1990) moctynupyeT, 4To MEepBEI KPOCCHHTOBEP, BO3HUKIIUN B
MPOU3BOJILHOM MECTE, HHAYIHPYET MOSBICHUE BEIIeCTBA, MHTHOUPYIOIIET0 KPOCCHHTO-



64

10.®. Bozoanos, T.M. I pumaesa KoHcepBaTn3Mm, N3MEHYNBOCTh U DBOJIIOIHS MeH03a

Tabnuya 4.3.

OCHOBHbBIE TeHbl MEHOTHYECKOI PEKOMOMHAIMH Y TISITH BUJIOB MOJICIILHBIX OPraHU3MOB
B CPaBHEHHMH C TOMOJIOTHYHBIMH I'€HaMH IT03BOHOYHBIX )KHUBOTHBIX (110 Youds, Boulton, 2011).

l'lp(;:zgzﬂne S. pombe S. cerevisiae C. elegans Drosophila | Arabidopsis | Vertebrata
Atmrell
rad32, rads0 mrell, rad50 | mre-11, rad- mrell, rads0 | Atrads0, MRE]I1, RAD50,
[Ipo- bs] xrs2 50 b Atnbs] NBS1
KPOCCOBEpHAs nbsl (oxnexc) (KoMILTEKC) - s nbs (KOMITITEKC)
P ctlP CG58727¢ Atgrl/
AKTHBHOCTb. sae2 com-1 CtlP*
rqhl . DmBIm Atcoml
Pecekuust ] sgsl him-6 tos Atrecada BLM
xoHnoB DSB 2;2 P exol exol 9 ?q EXO1
dna?2 dna? ' B DNA2
rads1 spnB/rad51 Atrad51 RADS1
}Z;p 5]1 dmel ngafié or | OTCyTCTBYET Atdmel DMCI
me rads? YICTBY brea2 Atbrea? BRCA2
OGpazoBanue rad22 brc-2
DOMEKYTOUHEIX - mer3 Atmer3/rck
R s rads4 o5 rads4 Atrad54 RADS4
PYKTYp msh4, msh5 ) OtcytcTByeT Atmsh4, MSH4, MSH5
KPOCCHHTOBEpa OtcyteTByeT msh-4/him-14, Atmshs
o mihl i mihl Atmih] MLHI
mih3 - Atmlh3 MLH3
hopl hopl - - - -
Knofi?}ﬁzie . rad3 mecl atl-1 mei-41 Atatr ATR
MI;)K P rad3 tell atm-1 atm/tefu" Atatm ATM
FOM(;IJ['[):)FaMI/I ek ek h ) - -
rad50 rad50 rad-50 rad50 Atrad50 RADS0
mus81, emel | mus81, mms4 mus-81, mus81, mms4 MUSS81, EME]
eme-1 At mus81
[Iponeccunr (komnuexc) (komnuexc) (komnnexc) (komnaexc)
f (komnnexc) . - "
MPOMEKYTOUHBIX radl6 radl . mei-9 5 XPF
him-9 Atradl
CTPYKTYp OrcytcTByeT yenl en-1b genl” 9 GENI“
KPOCCUHTOBEpa sixl, slx4 sixl, slx4 gen! six-1, mus312 ) SLX1, SLX4
(komnaekc) (komnexc) sh-1, him18 (komnaexc) ? (komnexc)
(komnexc)
Antn-
KPOCCOBEpPHASI
AKTHBHOCTb! rghl sgsl hin-6 dmBlm Atrecqda BLM*“
pazbeHeHne OrcytcerByer | OtcyTcTByeT rtel-1 CG4078?¢ ? RTELI®
dHJ, mukBua-
s D-netin

“[OMOIIOT, KOTOPBIN CYIIECTBYET, HO ero (GyHKIHs B IIpe/iesiaX yKa3aHHOW aKTHBHOCTH ellé He YTOYHEeHa.
® AHHOTHPOBAHHBIIT TOMOJIOT, OJIHAKO, HE (PYHKIIMOHUPYIOLIKi B MeH03e.

[Nosicuenne ab0peBnaryp Ha3BaHMII TEHOB (M3 OPUTUHATBHBIX yONMuKaIwid): Atgrl — y A. thaliana ren otBera
Ha y-paauanuio; fos — Drosophila toscana; spnB — romonor rad51; tefi — ciausiHue Tenomep; mms4 — qyB-
CTBHUTEIBHOCTh K METHIIMETAHCYIIb(OHATY.
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Bep psaoM ¢ HUM. MTHrubuTop pacnpoctpansieTcs BIOIb XPOMOCOMBI U TOJTUMEPH3YETCSI.
Pacnipoctpanenue monmumepa Ha Onmkaiilline cailThl, B KOTOPBIX TOXKE MPOU3OILIH pa3-
peiBbl JIHK 1 kOTOpBIC SIBIISIOTCS TIOTCHIIMAIBHBIMU CAiTaAMU KPOCCUHTOBEPA, OJIOKUPY-
eT KPOCCHHTOBED B 3TUX caiTax, U B HUX IPOUCXOANUT HeKpoccoBepHas penapauus JHK.

mnoTesa nonnmepumsaunmn MnoTesa cTpecca HH
l HH HH
__nc nc HH  nc 1 nc HH
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X wy
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CHATWE HaNpPAKeRWA NPenATCTBYeT BTOPOMY
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Penapauus

Puc. 4.7. [losicHeHust K rUnoTe3aM HHTEpHEPEHNN KPOCCHHTIOBEPA.

JleBasi yacTh pucyHka — rumnoresa nonuMepusanuu. [1C — noreHnuanbHblie CaiTel
kpoccuHrosepa. KO — nepBblil 10 BpeMeHU BO3HUKHOBEHUSI KpoccoBep. 1 — BO3HUKHOBeHUE
1 HayaJIo NOJIMMEPH3ALUH THIOTETHYECKOT0 HHIMOUTOPa KPOCCHHIOBEpa BOJIM3H IEPBOTO
kpoccosepa. [T — nonnmepusanust ”HrHONTOpa BBIHYK/IAeT BTOPOH MOTCHIMAIBHBIA CalT
penapupoBaThCs 10 HEKPOCCOBEPHOMY ITyTH.

IIpaBas yacTh prCyHKa — I'HIIOTE3a MEXaHUUECKOTO HanpsbkeHus (ctpecca). [Ipu
KOHJICHCAL[UN XPOMOCOMBI B OZIHOM U3 CalTOB BO3HUKAET KOMIIPECCUOHHOE HaIPsLKEHHE
(HH). Kommpeccust BeI3BIBacT «B30yXaHUE» B coceqHeM noTeHnnansHoM caiire (I1C)
KpoccuHroBepa, 1 kpoccunrosep peanusyercs (KPOC). [Toce aToro Hactymnaer penakcarys B
JIMHEHHOU CTPYKType XPOMOCOMBI, HCUE3AET HANPSKEHUE B COCETHUX MOTEHIUAIBHBIX caliTax
KpPOCCHHTOBEpA, U OHU PEIAPUPYIOTCS IO HEKpoccoBepHOoMy IyTH. [1o: Youds, Boulton, 2011,
aJaTHPOBAHO.
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l'unoTesa ocranack HEJTOKa3aHHOM, XOTs PE3yNIbTaThl HEKOTOPBIX SKCIIEPUMEHTOB U Ha-
OJIIOZICHUIT MOYKHO TPAKTOBATh B €€ TOJIB3Y.

3aTeM MOSBUJIACH THIIOTE3a «HAMPSHKCHHUSD WIH «MEXaHHUECKOTO CTpeccay, MpersiT-
CTBYIOIIEr0 BTOPOMY KpOCCHHIoBepy BOuM3M caiita nepsoro (Kleckner et al., 2004; Borner
et al., 2004). I1pu nepexoze OT 3UTOTEHBI K IXUTEHE MPOUCXOAUT COKPAIIEHHE UTMHBI Oce-
BBIX 3JIEMEHTOB XpoMmocoM. OHU NpeBpalaroTcs B 6osiee MIOTHbIE (4eM 0CEBOH AIIEMEHT)
narepanbHble anemMenTsl CK. MHbIMH crioBamMH, 3TO MPoJ10IbHOE ckaTtne oceid. OHO MpHUBO-
JAT K BHYTPEHHEMY HAINPSDKSHUIO B OCSX (IO MPEATIOI0KEHUIO aBTOPOB THITOTE3BI), H OCH
«3aCTErMBarOTCS» B 00JIACTH OJJHOTO M3 TIOTEHIMAIBHBIX CAHTOB peKOMOMHAIMHN. 3aCTert-
BaHME M3MEHSET KOHPUTYPaIMI0 B MHTEpMEANaTe PEKOMOMHALINY, W OH TIpeBpallaeTcs B
KpoccoBep. DTO MPUBOAUT K CHSATHIO HAMTPSHKEHHS B OCSIX U IPETISITCTBYET HOBTOPCHUIO CH-
Tyalu# B COCEAHUX 00JIACTIX XPOMOCOMBI M K HEBOBMO)KHOCTH HCIIOJIb30BaTh BHYTPEHHEE
HarpspKEHHE B OCSX B COCEJJHUX 00MNACTSIX, CIIEIOBATENILHO, K 3alPeTy BTOPOTO KPOCCHHTO-
Bepa B 9THX obnactsix. [oaToMy B coceJHUX MOTCHIMATBHBIX CaiiTaX PEeKOMOMHAIIMY HH-
tepmenunarsl JJHK penapupyrorest 6e3 kpoccunrosepa (puc. 4.7).

Bbuia npejyiokeHa v Tak HazbiBaeMast «CUETHasD» Mojielib uaTepdepeniuu (Berchowitz,
Copenhaver, 2010), cortacHO KOTOPOH COCEHUE KPOCCOBEPHBIC COOBITHUS Pa3/ICICHbI (K-
CHPOBAHHBIM KOJIMYECTBOM (71) HEKPOCCOBEPHBIX COOBITHH. YNCIO m pa3nmuyaercs y pas-
HBIX BUJIOB OPTaHU3MOB H Y Pa3HBIX MIOJIOB OJHOTO BH/A M BapBHPYET JaKe BHYTPHU OIHO-
ro opranm3Ma (MexIy XpoOMOCOMaMH). DTa MOJIeNTb XOPOLIO 00bICHsIIA (DaKThI, OITyYeH-
HBIE Ha Jpo3oduiie U HeHpocIope, HO COBEPILIEHHO HE COIIacoBANIACh C JaHHBIMU IO pe-
KOMOMHAIMHU y Ipoxokeid S. cerevisiae. T1ozxe ObLT BBEAEH €IIE OMH MapaMeTp, a UMEH-
HO — OnpeeNéHHOe KOJTMYECTBO HE MOIBEPKEHHBIX HHTEP(EPEHIINN KPOCCOBEPHBIX CO-
obrtuii (Berchowitz, Copenhaver, 2010). B Takom MoaudUIIMpOBaHHOM BHJIE «CUETHAS
MOJIENb TIOJIXOAMIIA JUTsl O0BSICHEHUS] HHTep(epeHInH y TpoXoKel, apabuaorncuca u 4emno-
Beka. HegocrarkoMm €€ siBNsieTCs OTCYTCTBUE KakK JOKAa3aTeNIbCTB i1 Vivo, TaK U BHATHOTO
00BSICHEHHST MOJICKYJIIPHOTO MEXaHW3Ma OCYIICCTBICHUSI TaKoW HHTEep(epeHIINH.

CyIIecTBYIOT MOMBITKH JI0Ka3aTh CBS3b HHTEp(EpEHIIMN KPOCCHHTOBEpa ¢ Mopdore-
HE30M XPOMOCOMHBIX Oocel. Y moukytonmxcs apoxokeit ATdDa3HbIi KOHTPOIBbHBIN MYHKT
Pch2, nelicTByromuii Ha cTauy MAXUTEHBI, IPOBEPSIET YPOBEHB «3arpy3km» oeixa Hopl
B XpOMOCOMHBIe ocH (J1arepanbHble aneMeHTsl CK), n 310 obecriednBaeT mocTpoeHne
HENPEePBIBHBIX OCEHl M3 MpeAlecTBYOMMX UM (parMeHToB. brnaromapst aTomy o6pasy-
etcs cBs3b Oenka Hopl ¢ Genkom Zip3 B cocraBe CK (Joshi et al., 2009; Herruzo et al.,
2016). ABTOpBI MyOIMKALIUK ATUX (HAKTOB MBITAIOTCS MPHUBSI3ATh X K «MOJIENN HaTIpsiKe-
HIsDy. OHY IPEAJIaraloT CUUTaTh, YTO XPOMOCOMHBIE OCH HECYT Ha cebe HECKOJIbKO «MO-
IyJieii» MOTEeHIMAaIbHOTO KPOCCHHTOBEPA, M peaji3alus KpOCCHHTOBEpa B OTHOM U3 MO-
IyJieil 3aKpbIBaeT BO3MOKHOCTh Peain3alliy B APYTUX MOJIYISX, €CIIH MOIYIHU (hu3nye-
CKH M JIMHEIHO CBSI3aHBI MEXKIY COOO0I HENPEPhIBHON XPOMOCOMHOM OChI0. DTO, aKkTu-
YEeCKH, TIepeCcKa3 «TUIMOTEe3bl HAMPSDKEHUSD) B APYTHX (pru3ndeckux odpaszax.

‘YcTaHOBIEHO, YTO CaiiThl JOKaMM3aliK KpoccoBepHOi pe3onBa3bl MLH1 Ha maXxureHHBIX
XPOMOCOMAaX COBIAJIAIOT C JIOKYCAMH XHa3M Y MBI, MapKUPYIOT XHa3Mbl U HHTEPHEPUPYIOT
TaK e, kak kpoccunroeep (de Boer, Heyting, 2006). Ha ocHOBe 3T0#t 3aKOHOMEPHOCTH (IO
TBEPIKJICHHOM B Pa3HbIX J17ab0paropusix) ObUIO YCTAHOBIIEHO, YTO XPOMOCOMHEBIE TTepeCcTpOi-
KU, HAPYIIAIOIINE UCXOIHYIO HEMIPEPHIBHOCTh XPOMOCOMHBIX OCEH, MPUBOJISIT K TOMY, YTO, Ha-
MpHMEp, BMECTO OJTHOTO KPOCCcoBepa B KaKJIOH Mape XpOMOCOM (B TMKOM THIIE) ITOCIIE TPaHC-
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JIOKALIMY BO3HUKAET BTOPOIi KPOCCOBEP U, COOTBETCTBEHHO, IOMOHUTENBHBIN (OKYC (uryopec-
LEHTHBIX aHTuTel K 0enky MLH1. U3 storo ciemyert, 4To HapyleHHe UCXOTHOM IIEI0OCTHOCTH
OCJIKOBOI OCH MEHOTHYECKOW XPOMOCOMbI JICHCTBUTEIIBHO IPUBOMIHT K MOTEpPe MHTEphEpeH-
1mn. Ha KauecTBEHHOM YPOBHE 3TO MOYKHO TPAKTOBATh KaK B IT0JIb3y TEOPHUH MOJMMEPHU3ALIUH,
TaK U B TI0JIb3y TEOPUHU HaNpsDKeHMs1. SICHO 0/1HO: MHTepdepeHIs KpOCCUHIOBepa 00yCIoBIIe-
Ha HETIPEPBIBHOCTHIO (DH3UYECKOH CTPYKTYPbI XPOMOCOM, U, TT0-BHIMMOMY, BXKHO YCIIOBHE —
Hapyliaiach WK HET HeMIPEPbIBHOCTH 3TOH cTpyKTypbl (Borodin et al., 1991; Goldman, Hulten,
1993; Auger, Sheridan, 2001; Torgasheva et al., 2013).

PekoMOVHALIMIOHHBIE Y3€JIKM HA CUHANTTOHEMHbIX KOMIUIEKCaX
M X POJIb B KPOCCUHIOBEPE

B 1970-e romp! npu 351eKTpOHHO-MHUKpOCcKondecKux nccienoBanusix CK y paszHbix 00b-
eKTOB Pa3HBIMH HCCIICIOBATE/ISIMU ObUTH OOHAPY>KEHBI ClIeHU(UUECKHE IUIOTHBIC TebLa Ha
neHTpanbHbIX dneMerTax CK. Takwe Tenplia ObU Ha3BaHbI y3enkamu (nodules) B omiame
OT y3I0B eemepoxpomamuna (nodes nim knobs) Ha MaXUTEHHBIX XPOMOCOMaX Y KYKYpy3bl U
JPYTUX PaCTCHUH, UMEBILHMX TeHETUUECKUE KAPThl XPOMOCOM. Y KYKYpy3bl, TOMaTOB, {p030-

S

i

Metnu
1 +~ 3yXpomaTtiHa

Yaen
reTepo-\\ ;

xpomaTuHa {1
(knob)

Puc. 4.8. [To3nane pexombuHanmonnsie y3enku (PY) na cunantonemusix komriekcax (CK) y
KyKYpy3bl I10J] 3IEKTPOHHBIM MHKPOCKOIIOM (OKpacka ypaHHUJIaleTaToM U IUTPaTOM CBUHIIA)

a — CTpeJsIkoH yKa3aHsl PY BOJNU3M TeOMEPHI, HIKE BUAHBI YTONIIEHHS Ha JaTepaTIbHBIX Jlle-
menTax CK; 6 — PV (cTpenka), pacionOKeHHBIH 04eHb OJM3KO K KHHETOXOPY (TOJIOBKA CTpeI-
K1); B — 3apucoBka PV, pacnonoxeHHOro 0113K0 K TeTepOXpOMAaTHHOBOMY YTOJICHUIO UIIH
y31y (knob), THIMYHOMY AJIS MAXUTEHHBIX XPOMOCOM KyKypy3bl. Ha 3aprcoBKe TOHKUMU JTHHH-
sIMH 0003HauCHbI HEOOJIBIINE eTaTepabHbIC NETIIN 3yXPOMATHHA, & TeTEPOXPOMATHUCCKHN y3e-
JIOK TIPECTABISAET COOOW OAMHOYHBIE (MIIM HEMHOTOYHCIICHHBIC) TUranTckue metan — J{HII-
¢ubpmmtel rerepoxpomaruta (o Anderson et al., 2003). C pa3pemienns peaaKkiuy KypHaia
Genetics.
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(uIBI M APYTHX, YIOOHBIX M HE OYEHB YIOOHBIX JIS IMTOJIOTHYECKOTO HCCIIEI0BAaHNUS, 00BbEK-
TOB OBLIM HaliJIeHbI JiBa THIA y3eiakoB Ha CK B Melio3e: «paHHNE» — BO BPEMsl 3UTOTCHBI —
U «IIO3JIHUE» — B «3pesioi» naxutere (puc. 4.8). OHU HECKOJIbKO pa3iinyarorcsi Mophorio-
rudeck (1o Gopme u pamepy), IPUIEM TO-Pa3HOMY Y Pa3HbIX OpraHu3MoB. UKCII0 paHHUX
Y3EJIKOB Ha OTHO MEHOTHUECKOE SIPO (HA AUIIIOMIHBIA HAOOP XPOMOCOM) Y BCEX OpTraHm3-
MOB Bceryia (Bo BCeX M3yUEHHBIX KJIETKaX ) MPEBBIIIAET YHUCIIO MO3THUX Y3eJIKoB. OueHs Tina-
TeNbHAS U YMHasl HCClieioBarelibHuIa Antenanaa Kapnientep nepBoii oOparuia BHUMaHUE
(Carpenter, 1975b) Ha T0, uTO Y IPO30PUIBI D. melanogaster Ha KaxJIoM IUICYE MTaXUTSHHBIX
OMBaJICHTOB OBIBACT, KAK IPABUIIO, TI0 OJJHOMY MO3HEeMY y3elKy (Oosee Touno — 1.1 y3enok
B CpelHeM Ha OOITBIIOH BEIOOPKE CITydaeB), TaK JKe, KaK TOJIBKO 0 OIHOM XHa3Me U IO OHO-
My KpoccoBepy Ha 1iedo (cM. miaBy 11). Kaprientep Beicka3asna yBepeHHOE Ipe/IooKeHne,
YTO MO3AHHUE Y3€IKA — ITO CKOIUICHHE ITO3AHUX» (DEPMEHTOB PEKOMOWHAIINH, a UMEHHO
TeX, YTO YYacTBYIOT B peanu3anun kpoccunrosepa (Carpenter, 1975b). Craructiuyecku zo-
CTOBEPHOE COBITAICHHIE YHCIIa TIO3JHUX Y3€JIKOB B MAXUTEHE ¥ XMa3M B JUILIOTEHE OBbLITO 00-
Hapy’KEHO B CIIEPMATOIIMTAaX YeJIOBEKa, 8 TAKKE B MATEPUHCKHX KIIETKAX MbUTBIIBI IIICHUIIBI
(Holm, Rasmussen, 1978; Rasmussen, Holm, 1984; Wettstein, 1984).

I'mnore3a o GQyHKIIUU pEeKOMOMHAIIMOHHBIX Y3€JIKOB B IIEHTPAJIbHOM MPOCTPAHCTBE
CK B kauecTBe SICPHOTO «KOMIIAPTMEHTa» JIJIsl MOJIEKYISIPHBIX MIPOIIECCOB PEKOMOU-
Hanuu ObUIa JIoka3aHa, korna bumon (Bishop, 1994) ycranoBui, 4yTo paHHUE Meiio-
THYECKHE Y3€JIKH y S. cerevisiae comepkar OeJIKH paHHETo dTana peKoMOMHAIUN —
Rad51 u Dmcl, a B mo3nHuX y3eikax ObLT 00HApYKEeH PepMEHT 3aBEpIIAIOIIEro 3Ta-
na kpoccunrosepa — MIlhl (Andersoh et al., 1999). Te u apyrue nokazareiabcTBa
OBLTH TOJIYYCHBI C MOMOLIBIO (UIyOpPECUUPYIONUX aHTUTEN K JaHHBIM Oelkam. 3a
y3enkamMu, Kotopsle BUHBI Ha CK BO BpeMs 3UTOTEHbI U paHHEH MaxUTEeHbI, 3aKpe-
MUJIKNCh Ha3BaHUS paHHUX MEHOTHUYECKHUX MU paHHUX pCKOM6I/IHaHI/IOHHI>IX Y3CJIKOB
(early nodules, EN), 3a no3guumu y3enkamu (LN), koTopble BUIHBI B MO3IHEH Maxu-
TEHE W JIUIIJIOTEHE, — MPOCTO PEKOMOMHAIIMOHHBIX y3eJKOB (recombination nodules,
RN), a B pycckoit abbpeBuarype — PV. bonee moapobnast nnpopmanus o 6enkax, Ko-
topbie BxoasT B coctaB EN u LN (RN), 1 006 ux ¢pyHKuMH, CBI3aHHON ¢ KPOCCUHTOBE-
pPOM, IPUBOAMTCS HaMH B III. 11, mocBAmMEHHON Meiio3y y npo3oduibl. JleTanu Mop-
¢donorun Bcex TunoB PY y pa3HbIX BUAOB OPraHU3MOB ONHKCaHbl B 0030pax (Zickler,
Kleckner, 1998, 1999, 2015; Page, Hawley, 2004). Ham ciieqyeT auiib yOMsSHYTb,
4TO pasmepbl PY y pa3HbIX OpraHu3MoB BapbuUpyIOT. JIuHa (eciau y3eaKu 3JUIHICOo-
HJIHBIE) MOXKET COCTaBiATh 0T 50 10 200 HM, a monepeuHuK (quaMerp chepudecKux
y3enkoB) oT 30 o 100 um. Kak mpaBuio, 3T y3elIKH BIHUCHIBAIOTCSA B IEHTPATLHOE
npoctpanctBo CK. MHOT]@a OHM MOTYT NMPUMBIKATh K OJHOMY U3 JIaT€pajbHBIX dJie-
MeHnToB CK, HO HENb3sl rapaHTHPOBATh, YTO 3TO HE apTe(daKT, BOSHUKIINN 0 WU B
XoJie mpouenyp GuKcauy KIeToK JJIs JIEKTPOHHOW MUKPOCKOTIHH.

Cmpykmypa Xuazmbl — 3TO HE TOJIBKO (pHU3ruecKkuii 0OOMEH CErMEHTOB JIBYX MOJICKYJI
JIHK. B nokyce xua3mbl coxpansiercs ¢pparmert CK (puc. 4.9), kotopsliii obecrieunBa-
€T MCXaHUYCCKYIO IMPOYHOCTh COCAMHCHHNSA T'OMOJIOTMYHBIX XPOMOCOM BO BpEMA HUX OT-
TaJIKUBAaHUA HA CTaAWU OUIIJIOTCHBI, BO BPEMsS UX CXKaTUA (KOHI[eHCElHI/II/I XpomMaTtrnHa "
«KOHT'PECCHH XpPOMOCOM») Ha CTa/IMU JIMaKWHE3a U 1axke Bo BpeMs Meradassr | (Zickler,
Kleckner, 1999; Stack, Anderson, 2001). Xua3Mbl 0JJTHaXK/TbI BO3HUKJIA B XOJI€ SBOJFOIHH
1 3aKpPCIUJINCh B MCXaHU3ME Meno3a BO BCeX 9BOJIIOIMMOHHBIX JIMHUAX PA3BUTUA DyKapu-
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oT. B maBax 1 u 2 MbI yka3pIBaJIi, YTO UMEHHO XHa3Mbl CTAJIU BaXKHEUITUM «MHCTPYMEH-
TOM» B MEXaHHM3Me, KOTOPBIH 00ecrieunBaeT NOCTPOSHHE TIap TOMOJIOTHYHBIX XPOMOCOM
Ha DKBaTOpe BepeTeHa PeAyKUHUOHHOr0 JefieHns Melio3a. B mi. 17 Mbl cnenmanbHo 00Cy-
JUM 3BOJIIOLIUIO MeH03a Ha OCHOBE KPOCCUHIOBEPA U XUA3M.

CxeMa ynbTpacTpyKTypHOI OpraHu3alui XHa3mMbl 1 AIEKTPOHHO-MUKPOCKOIIMYECKas
¢dororpadust ocratounoro pparmenta CK B obacTi Xxua3Mbl IpUBeIeHbI HA puc. 4.9.

Xua3Mbl Hallle BCEro JIOKAIU3YIOTCS B CyOTEIOMEPHBIX palloHaX XpOMOCOM U PEKE B
OKOJIOLICHTPOMEPHBIX palioHax. Takas jke TeHICHUUS HaOII0qaeTCsl B OTHOLICHUH 031~
HUX PEKOMOMHAIIMOHHBIX y3€JIKOB. DTa CTaTHCTUYECKAs 3aKOHOMEPHOCThH ObLIa BBISBIIC-
Ha B Meiioze y MmHorux opranu3moB (Zickler, Klekner, 1999).

Harnsgnas kapruna pacnpenenenus PY nmonyuena npu uccienoannu CK nHOpeqHoi
muann KYS kykypyssl Zea mays (Anderson et al., 2003). Bouin n3yueHbI 3IEKTPOHHO-
Mukpockonmueckue gortorpadun CK 2080 maxuTeHHBIX XpOMOCOM, M Ha HUX KapTH-

Puc. 4.9. Cxema CTpPyKTYpHOH oOpraHuM3alliil Xua3mbl (CJIeBa) M OCTaTOYHBIN (parMeHT
CHHAIITOHEMHOT'0 KOMITJIeKca (CrpaBa) ¢ peKOMOWHAIIMOHHBIM Y3€JIKOM B JUIUIOTCHE Y aCKapPHIbI
(yneTparoHKHii cpe3, aeKTpoHHas mukpockonus). [To: Kundu, Bogdanov, 1979, ¢ usmeneHusiMu.
Ha cxeme cecrpunckue xpomaruasl (CX) ofHONW M3 JBYX 'OMOJOTMYHBIX XPOMOCOM CBETJIBIE,
Jpyroit xpomocombl — TémHBIE. [{udpel 1 0003HaYaIOT cecTpUHCKHE KHHETOXOPHI. CTpeKkaMu
2 yKa3aHbl OCTaTOYHBbIE (PParMEHTHI CHHANTOHEMHOTO KOMILIEKCA, COXPAHSIONIMECS BO BpEMs
JIMIJIOTEHBI U TUaKWHE3a U (PU3UYECKH MPETOXPAHSIONINE XUa3My MTPU MaHEBPAX XPOMOCOM BO
BpeMsi moAroToBku K Metadasze 1. Ha cxeme st dparmentsi CK HMCKYyCCTBEHHO pa3IBHHYTEHI,
YTOOBI HE MACKHUPOBATh H300pakeHUe 00IacTH 00MEHa XpOMATH U PEKOMOWHAIIMOHHBIH y3eIIOK.
Crpenku 3 — Kore3uHsl, ckperuisiontie CX, 4 — mo3aHuil peKOMOUHAIIMOHHBIN Y3€JI0K B caiiTe
KPOCCHHTOBEpa (OpUTHHAI).

Ha ¢ororpaduun Oemast cTpeiika — SIUIMIICOUIHBIN PEKOMOMHAIIMOHHBIN Y3€JI0K, YCpHBIC
CTpPENIKA — JIaTepalibHbIe JJIEMEHTHI CHHANTOHEMHOTO KOMIUIeKca, SIM — naBoiiHas siiepHast
MeMOpaHa, COXPaHSIOIAsICS BO BPEMsI TUILIOTCHEI.
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] CK-1

Yucno PY
Yucno PY

25 30 35 40 45 50

KX Whtepsan 0.2 MKM KX WHTepsan 0.2 MKM

Puc. 4.10. Pactipenienenue mo3nHUX peKOMOMHAITMOHHBIX y3enkoB (PY) B1oIs cHHAITOHEMHBIX
xomruiekcos (CK) Ha cTaguy maxuTeHbl B MATEPUHCKHUX KJIETKAX MBUIBLBI KYKYPY3bl Zea mays
(maOpennas muausa KYS).

TopmsonTansHas ocs — qmuHa CK, pasnenennas Ha mHTepBaisl ¢ marom 0,2 mxm. Ha BepTh-
KaJIbHOHM OcH yKkazaHo yncio PY, oGHapykeHHBIX B KaxaoM uHTepBaie mmHel CK mpu nccneno-
Baxun 208 MIIK; a — CK camoii [muHHON B KapHOTHUIIE XPOMOCOMBI 1, 6 — caMoii KOPOTKO#
xpomocomsl 10. KX — mo3uiust KuHeToxopa, TOpU30HTaIbHAas IPsAMast JIMHUS — CPEIHEE YNCIIO
PV na uaTepnan 0,2 MKM UTMHBI JAHHOW XPOMOCOMBI, CIIOIIHAS KPHUBas — cpeaHee anucio PY
B KaxxoM uHTepBaie 11 208 nccnenoBanHbIX KineTok. 1o Anderson et al., 2003.
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Puc. 4.11. Koppenmsamust dYucia TO3IHAX pPEKOMOWHANMOHHBIX y3enkoB (PY) m  mimmHBI
CHHANTOHEMHBIX KOMIUIEKCOB (JUTMHBI ITAXUTEHHBIX XPOMOCOM) Y KYKYPY3Bl.
A — xoppemsus gucna PY u abcomrornoir amuael CK B MKkM. B — koppemsnus cpemHero

grcna PY B XpoMoCOMHOM 1iede u cpeqHel JumHBI Tuieda B MKM. [lo: Anderson et al., 2003,
aJanTHPOBAHO C M3MCHCHUSIM.

poBaHo 4267 no3aHux PY. Meliornueckue kieTku Kykypy3sl HecyT 10 CK-OuBaneHToB
(2n=20). CoOTBETCTBEHHO, AJISl KAPTUPOBAHUS KKIAOr0 OMBAJCHTA MAaXUTEHON KIETKH
nzyueno Oosee 200 kierok mo 10 OMBaNIEHTOB B KaXKI0H, M HA KaKAbI HOMEp OMBajeH-
Ta MpUUUIOCh (B cpeaHeM) He MeHee 2 PY. OnmyOnuKoBaHbI THCTOTPaMMBbI pacrpeerne-
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Hust PY Ha Bcex 10 mapax (OuBaneHTax) XpoMocoM Kykypy3bl (Anderson et al., 2003).
Ha puc. 4.10 MbI IpuBOAUM U3 HUX JIMIIb TUCTOTPAMMBI JUIsI CAMOM IJIMHHOM U camMoiu
KOpOTKOW map xpomocoM, 1-if u 10-i, coorBeTcTBeHHO. KapTuns! pacnpenenenus PY
B OCTaJIbHBIX IMTaXHUTCHHBIX 61/IBaH€HTaX IMOJIHOCTBIO YKJIAJIbIBAIOTCA B 3aKOHOMEPHOCTD,
KoTopas BuaHa Ha puc. 4.10, a uMeHHo: no3aHue PY penko BCTpeyaroTcs B IIEHTPOMED-
HBIX pailOHaxX XpOMOCOM.

Cpennee uucno PY na unrepan anunoi 0,2 MxM 110001 13 10 map naxuTeHHbIX Xpo-
MOCOM HaXOJWJIOCh B mpefenax ot 2 a0 (peako) 3,5 PY. OgHako B TeIOMEpPHBIX CETMEH-
Tax xpomocomsl 1 cpennee uncno PY gocturano cemu, a B xpomocome 10 — nesatu PV.

B ToM ke uccienoBaHuy Ha MHOPETHOM JIMHUU KYKYPY3bl TOJTBEPMIIACH IJIaBHAS 3a-
KOHOMEPHOCTB ITPOSIBICHHSI KPOCCHHTOBEPA: €r0 YacToTa NPsSMO MPOMOPIMOHAIbHA TN~
He (MaXUTEeHHOW) XpPOMOCOMBI. DTO JToKa3bIBaeTcsl pucyHKoM 4.11, Ha KOTOpOM MoOKa3aHa
Koppessius uncia PY co cpenHeit ninHOM mied cyOMeTaleHTPHYECKUX XPOMOCOM KY-
Kypy3bl. Takas e Koppensiius oOHapykeHa JJis cpeAHel JuinHbI Beex 10 map xpoMocom
0e3 OTAETBHOTO yUeTa JIMHBI IU1eY (31eCh He PE/ICTABIICHO).

A b

Puc. 4.12. JIokychl Xna3m B CIIepMaTOIUTaX )KHBOTHBIX HA CTA/INH MTaXUTEHBI, BEISBICHHBIC C
TTOMOIIBIO (QITyOPECHUPYIOMNX MBIIIHHBIX aHTHUTEN K YeroBedeckomy 6enky MLH1 — ykazans
4EPTOUKAMHE; YEPHO-0EITbIe MHBEPTHPOBAHHBIC KOTIMH LIBETHBIX (MIyOpPECIIEHTHBIX H300paskeHNUI.
CHHanNTOHEMHBIC KOMIUICKCH IMMYHOOKpAIIIEHB! aHTUTeNaMu K 0enky SY CP3.

A — cnepmarouut situeputtsl Darevskia portschinskii, 2N=38 (18 AA+ZZ), Bce XpOMOCOMBI
AKPOLICHTPUUYECKHUE, IIEHTPOMEPHI YKa3aHbI TOJIOBKAMH CTPEJIOK (MMMYHOOKPACKa KHHETOXOPOB
anTu-ceBopotkoii CREST). b — cnepmaronut cenytmonku Ellobius talpinus, 2n=>54
(26AA+XX1); II0JIOBOM OMBaJIEHT XX, IM€€T JIBe XHa3MBl, a JIBa ayTOCOMHBIX OnBaseHra

B JIaHHOH KJIETKE HE UMEIOT POKycoB cBeueHNs aHTH-MLH 1 (BO3MOXXHO, 11O TEXHUIECKUM
npuarHam). @okycel ceedeHnss MLH 1 BBRITTISAAAT Kak )KApHBIE TOYKH. MuKpodoTorpadum
mo6e3Ho npenocrasnensl B.E. Cranren6eprom (A) u C.H. MarseeBckuMm (MOT'er PAH, Mockga).
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Puc. 4.13. Xua3mpl B JUIUIOTEHE Y NPSIMOKPBIIIOTO HACEKOMOTO.

Ha pucynke mokazaHbl XpOMOCOMBI B THaKMHE3€ Y MPSIMOKpBLTOro Hacekomoro (Orthoptera),
OKpalIeHHBIE allETOKAPMUHOM, M UX CXEMAaTHUECKHE 3apPUCOBKH, Ha KOTOPBIX 0003HAYECHBI XHa3-
Mbl. Ha MukpodoTorpadusx neHTpoMepsl He OKpaIieHbl, Ha 3apUCOBKaX 0003HaYEHBI YEPHBIMU
Toukamu. V3 apxuBa nmaboparopuu nuroreHeTHkd MOl eH.

Xuasmbl

XopomuM U TOCTYIHBIM OHMOJIOTHYSCKUM MaTEPUAIOM JUIsl U3yYEHUS JIOKATU3aluu
XWa3M U OMOJIOTMYECKOTO 3HAUCHUS ATUX MPU3HAKOB CITYKAT MPSIMOKPBUIBIE HACEKO-
MBbIE C KpYIHbIMU XpomMocoMamu (Jones, 1987). B MHoroneTHe# cepun ucciiej0OBaHUA
ATOTO aBTOpPa OMHUCAHBI IPUMEPHI BIUSHUS aHOManui B cTpykrype CK Ha hopmupona-
HUe xua3M. Hampumep, HaclieICTBEHHO 3aKPEIVIEHHOE YTOJILIEHUE TUCTAIBHON YacTh
ofHOTO U3 JarepaibHbIX AnemeHToB CK y ky3Heuuka Stethophyma grossum CITyUT
MPUYMHON OTCYTCTBUS XHUa3M B 3TOI 00acTu OuBaneHTa. PaBHbIM 00pa3oM JI0KallbHAS
3a/iepkKa win HeperyispHoe ¢popmuposanne CK y npencraBureseii HECKOIBKUX BH-
JIOB CapaHYOBBIX, BEUIOBJICHHBIX B IPUPOIHBIX yciioBusx (Beicoukast u np., 1995), Be-
POSATHO, CITyKaT NPUUMHAMU HECIIYYallHOTO OTCYTCTBUS XMa3M B 3TUX pailoHaX XpOMO-
COM. DTHU aBTOPHI CIPABEIJIMBO IMOJATal0T, YTO CUCTEMAaTUUYECKasl JTOKaJbHas CyIlpec-
cusl XMa3Moo0pa3oBaHus, OOHAPYKCHHAs UMHU Yy HEKOTOPBIX BUOB CapaHUYOBBIX, IO-
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Puc. 4.14. Xua3mbl B JUaKWHE3€ y Y€IOBEKA.

Ha pucynke xua3msl yka3zausl crpesikamu. [log GuBaneHTaMu yka3aHbel HoMepa xpomocoMm. ITpu
3TOM CITOCOOE OKPACKU XPOMOCOM (OKpacKa arleTOOpCEHHOM) OHU UICHTH(DUIIUPYOTCS TOIBKO
€ TOYHOCTBIO 10 rpynmnsl (A—G). pX — KopoTKoe miedo X-XpoOMOCOMBI, X — JUIMHHOE TIJIeHO.
KonbreoOpasHbie OMBaJIEHTH MAJICHBKHX XPOMOCOM UMEIOT JIBE KOHIIEBBIX XHAa3Mbl, OJIOKEHHE
KOTOPBIX Ha TaKUX TIperaparax yCTaHOBUTh TPYAHO. XY — TOJIOBOH (T1aI0uKOBH/THBIH) OnBa-
JICHT, KOTOPbIH HECET TOJNBKO OJIHY KOHIIEBYIO XHa3My. Mukpodororpadus XpoMocoM 4eoBeKa
n3 apxuBa A.A. IIpokodneBoii-benbrosckoii. ABTop MukpodoTorpaduu HeM3BeCTeH.

BBIIIACT BEPOATHOCTDL IMMPOYHOI'0 CHCIJICHUSA T'CHOB B 3TUX paﬁOHaX XpOMOCOM, YTO MO-
JKCT CIIYKUTb (I)aKTOpOM KOHCCPBUPOBAHUA TAKUX OJIOKOB I'CHOB B MHKPO3BOJOIMOH-
HOM Iponecce.
L[CJ'ICCOO6P33HO MEPCUYUCIIUTD ITIABHBIC XapAKTCPUCTUKH XUA3M.
1. Xua3mbl BOSHUKAIOT MCKY HCCCCTPUHCKUMU XpOMATUAaMH KaK pPE3yJibTaT KPOCCUHIOBC-
pa. Bnaroxnapﬂ XHWa3MaM CTaHOBHUTCA BUIUMbIM (1)I/IBI/II'ICCKI/II‘/'I 00MEH cerMeHTaMu XpomMaruna.
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2. B kaxoii Touke (Mo3uLUK) OMBaJIEHTa XMa3Mbl BO3ZHHKAIOT TOJIBLKO MEXKIY JIBYMsI He-
cectpuHckuMu XxpoMatuaamu (Mosiekyinamu JIHK) OuBanenTa. Jlrobast U3 3Tux IBYX
XpOMaTua MOKET 00pa3oBaTh XHa3My ¢ JIF000# Ipyroi U3 JByX HECECTPUHCKHUX XPO-
MaTHJ B JPYroi MO3ULMH, YIAJIEHHOM OT IEPBOM XHUa3Mbl Ha PACCTOSIHUE, JOITyCKae-
MO€ TIPaBUJIOM MHTEP(EPEHIH XHa3M.

3. Xra3Mbl CTAaHOBSITCS BUAUMBIMHU 110/T OOBIYHBIM MUKPOCKOIIOM TOJIBKO Ha CTaJNU JH-
TUTOTEHBI, KOT/la pa3pyliaeTcs HeMpPepbIBHBIM CHHANTOHEMHBIN KOMITJIEKC MEXIy ro-
MOJIOTHYHBIMM XPOMOCOMaMH M TOMOJIOTHYHBIE XPOMOCOMBI OTJIENSIOTCS (XOopoliee
cTapoe ONMCaHhe — OTTAJIKHUBAIOTCS) OAHA OT JApyroil. OTTaNKUBAIOTCS — MOTOMY
YTO MEXIY XMa3MaM{ MOJY4aroTcCsl TOMOJIOIMYECKH 3aMKHYThIE CYNEpCKpyuYeHHbIE
MOJICKYJIbI. YCIOBUE OTTAIKUBAHHS — 00sI3aTeIIbHOE TS BU3yAIM3alliy ¥ UACHTH -
KaIlK X1ua3M, U0 CeCTPUHCKHE U HECECTPUHCKHE XPOMATH bl HE PA3TMUMMbI Ha CTa-
JINU TTAXUTEHBI (KOTa e1lé HEeT OTTAIKUBAHUSA).

4. Hanbonee TouHas uaeHTH(UKAIMS U TIOACYET YUCIIa XUa3M (B XpOMOCOME U B 1IETIOM
Ha HabOp XPOMOCOM) BO3MOKHBI JIMIIIb HA CTAJMH AUIUIOTEHBI. B HEKOTOPBIX CiTydasx
UCCIIeIOBaTeIsIM MTPUXOAUTCS WACHTH(GUIUPOBATh W MOACYUTHIBATh XMa3Mbl Ha CTa-
IUSIX TUakuHe3a 1 MeTadassl [, Ho 3T HaOMIOAeHNsT MeHee JJOCTOBEPHBI, M TIOACUETHI,
Kak MPaBUJIO, 3aHUKEHBI.

Konbroruposanusie ¢ (uyopoxpoMamu (mpomie — (QIyopecuupyromnue) aHTHTe-
na x 6enky MLH1 — Becbma HajéxHble UMMYHOIUTOXUMHUYECKHE MApKEPHI XHMa3M
(Anderson et al., 1999). OgHako M0 TEXHUYECKUM MPUYUHAM HEKOTOpBIE POKYyCHI (iyo-
PECIIEHIIMH MOTYT TEPSIThCS HA OTACIBbHBIX OuBajieHTax (puc. 4.12). Torna mpuxogurcs
pelaTh BOMPOC: SIBISETCS JI 3TO METOANYECKUM HETOCTAaTKOM MM UCTUHHOM (cirydaii-
HOM MJIM HECIy4YaiHOH ) axra3MaThuel TaHHOTO OMBAJICHTa B JIAHHOM KIICTKE.

BusyanbHas uaeHTUGUKALNS XHa3M — HMCKYCCTBO, OCHOBAHHOC Ha KBAJU(HKALINU
MUKPOCKOIIMCTOB, XOPOIIO 3HAIOIINX MEHOTHYECKHE XPOMOCOMBI TOrO 00BEKTa, KOTO-
phIii oHM u3yyaroT. Pucynku 4.13 u 4.14 neMOHCTpUPYIOT TPYAHOCTH BU3yaJIbHON HIEH-
TUPHUKALUHT XHa3M (0COOCHHO, KaK HU CTPaHHO) B JJIMHHBIX XPOMOCOMAX, TJI€ YUCIIO XU-
a3M MOXET ObITh 0OJIbIlle TPEX HA OMBAJICHT. DJIEKTPOHHO-MUKPOCKOIIMYECKOE BhISIBIIC-
Hue PV, KOHTpacTHPOBaHHBIX TSHKEIBIMH METalulaMH, — Haubolee HaI&KHBINA CIIOCO0
BBISIBJIEHUS XMa3M Ha CTaIMu MaxuTeHbl. OHAKO OH TOCTYIEH TOJIBKO IPY HAJIMYUU HpO-
ceenusaroujeco HEKTPOHHOIO MUKPOCKOIIA.

3akmoyeHme

Teopernyeckoid OCHOBOM JJIsl MCCIEOBAaHUS MOJIEKYJISIPHBIX MEXaHU3MOB PEKOM-
OMHAIMU U KPOCCUHTOBEpa B KoHITe XX BeKa U Hayaie X X1 Beka CIIyKuja U CIyKUT
MOJIeTTh peKOMOWHAIINY Ha OCHOBE perapariui IByHUTEBBIX pa3psiBoB JJHK (Szostak
et al., 1983). Ona mpoBepsach, YTOUHsJIACh W, B IEJIOM, onpaBmanack. « MHCTpY-
MEHTaMW» JIJIsl MCCIETOBAHMS MOJIEKYISIPHBIX MPOIECCOB, U3 KOTOPHIX CKIIA/JIbIBACT-
cs KPOCCHHTOBEp, CIIyXaT, MPEeke BCET0, MyTallMu CHeu(UIecKnx TeHOB Meilo-
3a, HalJIeHHbIEe WJIM MHAYLIUPOBAHHbBIE Y MOJEIbHBIX Oprann3MoB. Hanbomb1ree gnc-
JI0 MyTallu{, BIUSIONIUX HA PEKOMOWHAINIO, 0OHAPYKEHO Y OAHOKJIETOYHBIX IMTOYKY-
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IOIUXCS APOXOIKEH S. cerevisiae u nensuuxcs npoxkei S. pombe, HO 4nciio oOHa-
PYKEHHBIX MYTallUi TOMOJOTHYHBIX UM T€HOB Y MHOTOKJIETOUHBIX OPraHU3MOB I10-
CTeNeHHO npulImKaeTcs K 3tomy yposHio (['pumaesa, bornanos, 2000, 2018; Bor-
naHoB, 2017; CumanoBckuit, bornanos, 2018). Upe3BbIuaiiHO BaXKHBIMM MHCTPYMEH-
TaMH JJIsl KCCIIeIOBAaHUsI Me03a Y MyTaHTOB U HOPMaJbHBIX OPraHU3MOB CTal Me-
TOJIbI UMMYHHOQITyopeciieHTHOW nuToxumuu (Anderson et al., 1999; Lisachov et al.,
2015; Spangenberg et al., 2017), KoTOpbIe MO3BOJISIFOT JIOKAJIU30BaTh B KJICTOYHBIX
aIpax U XpOMOCOMax OCJIKH, Y4acTBYIOIIUE B SBJICHUSAX, TPOUCXOISANINX HA OMpelie-
JICHHBIX CTaJUsIX MeHo3a.

OcHoBHBIE pellleHHbIe BONMPOCHI. B 001mx yeprax perieHa npobiema «BbiOopa» Me-
TabOJIMYECKOTO TYTH MEXIy KPOCCHHTOBEPOM M OECKPOCCOBEPHON pernapanieil JByHH-
TeBbIX pa3priBoB JJHK B Mmelio3e u co3nana HamiagHas Mojenb. JlokazaHo, 4TO «pelie-
HUE», HITH «BBIOOP», MEXKILy KPOCCHHTOBEPOM HJIHM perapanueil 6e3 KpoCcCHHroBepa st
KaXXJ10T0 JIOKyca (M pacXoXKJAeHHE 3TUX IyTel) MPOUCXOIUT HE B MO3HEH, a B paHHEH
npodasze I meiio3a, BO Bpemst HHBa3uu KoHIa ogHoHuTeBoi JIHK B romonornunyro mose-
kyny JJHK — B HececTpHHCKYIO MM CECTPUHCKYIO XpOMaTuay, cOoTBeTcTBeHHO (I'pH-
maea, bormanos, 2000; Borner et al., 2004).

VYCTaHOBJICHO CYIECTBOBAHNE IBOJIIOIIMOHHO KOHCEPBATUBHOTO «CTEPIKHEBOT0Y» KOM-
TieKkca OeJKoB PeKOMOHMHAIMH Y OOJBIIMHCTBA MOJICIBHBIX opranu3zmoB (Bomer et al.,
2004; Loidl, 2016). Kak Hu cTpaHHO, HAUMEHBIIIEE YUCIIO TEHOB, BXOJSAIIUX B 3TOT KOM-
IJIeKC, O0Hapy»)eHo y npo3oduibl D. melanogaster. Ho mocreneHHO KCCeI0BaTed Ha-
XOJISIT, YTO Y AP030(HIIbl QYHKIUIO TEHOB U OEJIKOB «CTEPIKHEBOTO KOMILIEKCA BBIMOJI-
HSIIOT JIpyrue, (PyHKIMOHAIBHO aHAJIOTHYHBIC TeHBbl U OEJNKH, HE TOMOJIOTUYHBIE TaKO-
BBIM Y APYTHX MOJEIbHBIX OPraHU3MOB. YCTAHOBJICHO, YTO CHHANTOHEMHBIE KOMIIIEK-
CBI CITY)KaT YIBTPACTPYKTYPHBIMH KOMIIAPTMEHTAMH, B KOTOPBIX (QYHKIIMOHHPYIOT OCIKH
«CTEPIKHEBOTO KOMIUIEKCa»  apyrue Oenku pexomoOunaiuu (West et al., 2019).

Jloka3zaHO OHOBPEMEHHOE CYIICCTBOBAHUE KPOCCHHTOBEPA JBYX THIIOB — IIOJBEP-
YKEHHOTO U HE MOABEPIKEHHOTO HHTEP(EpPEeHIINN — ¥ CYIIeCTBOBaHUE TOMEOCTa3a Kpoc-
CHHTOBEpa, KOTOPBIA 00ecreunBaeT KaxkIylo Mapy TOMOJOTHYHBIX XPOMOCOM XOTSI ObI
onHoi xuasmoii (Gray, Cohen, 2016). /lokazaHa BakHast pOJib KOT€3UU CECTPUHCKHUX XPO-
MaTuJ B caiiTe XUa3mbl [ COXPaHEHHsI XHa3Mbl 10 Hadana anadassl | Meiio3a.

Umcio KOHKPETHBIX PEHICHHBIX BOTIPOCOB BEJIMKO, M HX MOYKHO HAWTH B IUTHPYEMBbIX
HaM# 0030PHBIX CTAThSIX JPYTUX aBTOPOB.

MOXHO TPOTHO3UPOBATH, YTO B ONMKaWIIME ro/lbl BHUMAHHUE HCCIIeIoBaTelneii Oynet
COCPEJIOTOUCHO Ha pEIIeHUH MPOOIeMbl MOJCKYISPHOTO, BEPOITHO, SIMTUTCHETHIECKOTO
MeXaHH3Ma HHTepPEPEHIINU KPOCCUHTOBepa. ECTh rUMOTE3bl, HO HET Ha/IC)KHBIX JIOKa3a-
TEJLCTB MPHUPOABI U MEXaHNU3MAa ATOTO OYCHB CYIIECTBEHHOTO SIBIICHHS.

MpbI He KacalHuch BaXXHOW MPOOJIEMbI KOHBEPCHUH, OTHOCSIICHCS K 00Iel npodieme
MeioTryeckoi pekomOuHalmu. OHa TpeOyeT CrenruantbHOTO aHAIN3A.



Ihasa ).
Opranmszauyss MEMOTUHYECKMX XPOMOCOM,
MX TPAHCKPUILIMOHHAs1 aKTMBHOCTb U Npobriema
B3aMIMHOT'O Y3HaBaHMsI TOMOJIOTVYHBIX JIOKYCOB

B rmaBe mpuBeneHO CpaBHEHHWE IWala3oHa M3MEHEHHMH JUIMHBI XPOMOCOM B XOI€
cTanuil Meiio3a, KOTOpbIil OKa3bIBaeTcs Oojee MIMPOKUM, YeM AMANa30H TaKuX H3-
MEHEHH B Xoze MuTo3a. Onuncana gu3ndeckasi CTpyKTypa XpoMocoM B npodasze
1 meiio3a. XpomMocomMa OpraHM30BaHbl B BHJIE ITOCIIEOBATEILHOCTH JIaTePAIbHBIX
TeTeTh XpoMaTHHa (00pa30oBaHHBIX HempepbIBHOM Monekynoit JIHK), mpukperieH-
HBIX BIIOJIb OSITKOBOM OCH XpPOMOCOMBI, CYIIECTBYIOIICH TOIBKO B Mpodase meio3a.
BBoauTcs moHsITHE MOAY/ICH OpraHu3aiui XxpoMocoM B mpodase 1 meiiosa. [Ipuse-
JICHBI IPUMEPHI yBeanueHus cternenu komnakrusaimu JJTHK B xomne npodassr I (o1-
Hourenust JimHerHo# muel JIHK k jimMHe XpoMocom Ha cTajuu MaxuTeHbl) 10
Mepe yBeINYeHHs pa3MepoB T'eHOMa B (DUIIOTEHETHYECKOM DSy OPraHU3MOB. JTO
CBUJIETENILCTBYET O MOSIBIICHUU HOBBIX ypoBHEN ynakosku JIHK, ynoxeHHOH B Buze
JaTepaabHbIX IETENb.

Coobimaercst 00 HI3MEHEHUH TPAHCKPUIIITHOHHON aKTHBHOCTH XPOMOCOM B Tipodase
MeHo03a Mpu Mepexo/ie OT 3UrOTEHBI K maxuTeHe. B Mmyxkckom meiioze X Y-OuBaneHT
roiBepraeTcsi NIyOOKOl Cynpeccuu TPAHCKPHIILMK M BBICEISIETCS. Ha Tieprdepuio
KJIeTOYHOTO sinpa. [IpuBozsitess naHHbIe 0 Oenkax Meio3a, KOTOphle YYacTBYIOT B
9TOM TIOJIaBJICHNH TPAHCKPHUITIUHK (CallJIeHCHHIe) XpOMOCOM B Meio3e. PaccMarpu-
BaeTcs MpobiaeMa B3aMMHOTO Y3HABAHUS U IIPUTSDKCHUS] TOMOJIOTHYHBIX JIOKYCOB,
a TaKk)Ke B3aMOOTHOIICHUS BO BPEMEHU U IIPUYUHHOM CBSI3U MPUTSKEHUS (CHHAI-
crca) XpOMOCOM M peKOMOMHAIINY (KPOCCHHTOBEpa). BBIsSICHIETCSI pOIIb B 3THX HPO-
Heccax siIepHol MeMOpaHbl M CHHAITOHEMHBIX KOMIICKCOB.

CpaBHeHMe PpusMHECKMX NApPaMETPOB XPOMOCOM
B MUTO3€E U MENO3e

dusnyeckast ¥ MPOCTPAHCTBEHHASI CTPYKTYPa MEHOTUYECKUX XPOMOCOM OTJIMYACTCS
OT OpraHU3alyy XPOMOCOM B IIMKJIC MUTO3a HACTOJBKO, HACKOIBKO 3TO HYXKHO JJIsl 00e-
CIICYECHHUS] BpEMEHHOU accolualuy (CHHAIICUCca U KPOCCHHTOBEPa) TOMOJIOTOB U HX Ce-
rperaiu — pazbeIUHEHUS] U PACXOXKICHUS B AOUEpHUE KICTKH B Meiiose 1. M3mene-
nuit B JIHK XxpomocoM He mponcxoanT, HO XpOMOCOMBI TPUOOPETAIOT HEKOTOPBIE HOBBIE
CTPYKTYpHBIE OCTIKH: MOTU(PHUINPOBAHHBIC TUCTOHBI, ClIENN(UIECKUN «THCTOH MEH03a»
(Sheridan, Stern, 1967; Strokov et al., 1973; Meistrich, 1982) u meiio3-cnernuduueckue
kore3unbl (['pumiaesa u np., 2007). B xone mMelio3a XpoMOCOMBI y BCEX OPraHU3MOB pe-
MOZIYJIUPYIOTCS. TPWXKIBL: TIPU BCTyIUleHHH B nipodasy | (1 nanee B xome 3Toil cragun),
pu nepexoze ot npogassl I k meradase I, a 3areMm — BO BTOPOM JieJIeHIH MeH03a — BO3-
BpaIaloTCsl K CTPYKTYpPE, XapaKTepPHOU JUIst MHTO3a (C €€ IUKINYECKON KOHAEHCAnen\
JeKoHaeHcanuei: npodasa — meradaza — anadaza — uarepdasa).
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Bpocarorcs B m1a3a pa3nuyus JIMHEHHBIX pa3MEpOB U CTETIEHH KOHJCHCAIUN XPOMOCOM
B MHUTO3€ U Meio3e. MakcuManbHas IIMHA MEHOTUYECKUX XPOMOCOM (B JIEITOTEHE) «3a-
JIAeTCs» JJIMHON OCEBBIX DJIEMEHTOB XpPOMOCOM (KOTOPBIX HET B mpodasze Muto3a). OceBbie
3NIEMEHTHI HE AAI0T XPOMOCOME YKOPOTUTHCS. BO3MOXKHO, IMEHHO NIOATOMY JIEITOTCHHbBIE
XPOMOCOMBI JUTMHHEE, YeM XPOMOCOMBI B paHHel npogaze MuTo3a. B meradaze I meiioza
XPOMOCOMBI, HalIPOTHB, TOPa30 Kopoue, yeM B MeTadase MuTo3a. Tak, Harpumep, corac-
Ho nanHbIM Caxkca u Cakc (Sax, Sax, 1935), cpeansis aavHa XpomocoM B nipogase [ meiio-
3ay Vicia faba cocraBnser 98 MKkM, a B ipodasze MUTO3a — TOJIbKO 48 MKM. Bo Bpemst me-
Tadas3bl IMEET MECTO MHOE COOTHOILIEHnEe — B MeTadase | Melio3a cpeansis JUIMHa XpoMo-
COM cocTaBisieT 9 MkM, a B MeTadaze muto3a — 13 mMxM. Takum oOpa3om, cokpaiieHue
JUTMHBI XPOMOCOM OT paHHe# rpodassr [ 10 Meradass [ B Meiio3e nmpoucxomut moutu B 11
pa3 (YKopodeHHe XpOMOCOM OT 98 10 9 MKM), U ATOT IMaa30H MPUMEPHO B 3 paza mmpe,
4yeM B MHUTO3€ (T7ie YKOpoueHHe poucxoauT oT 48 1o 13 Mkm, T.e. Bcero B 3,5 pa3a). AHa-
JIOTHYHOE COOTHOIIICHUE B MEH03€ M MUTO3¢ O0OHAPYKEHO U y IPYTUX pacteHwuii (taom. 5.1).

Tabnuya 5.1.
CpenHsisi JuIMHA XpOMOCOM (B MKM) B MUTO3€ U Meiio3e y pacrenuii (o Sax, Sax, 1935).

Mepucrema KOpEmKoB. MarepuHckue KJI€TKU IbUIbLIbI.
By pactermii Muro3 Meiio3
Ipodasza Meradaza IMpocasza I Meradasa I
Vicia faba 48 13 98 9
Tradescantia sp. 56 21 81 9
Lilium regale 35 22 83 12
Secale cereale 37 14 61 8

Heobxoammo oHATS, moueMy 3TO TIporcxXonuT. [IpocToe 00bsICHEHNE YIUTMHEHUIO XPO-
MOCOM B paHHel npodaze [ Meiio3a coCTOUT B TOM, YTO YaCTh JIOKYCOB XPOMOCOM (HAUMHAs
CO CTa/IN| JIENITOTEHBI) IPUKPEIUIeHa K OSTKOBOMY OCEBOMY 3JIEMEHTY (OCTaJbHbIE OCTa-
IOTCA B BUAC JIaTCPAJIbHBIX NETCIIb XpOMaTI/IHa), M OCEBOM DJIEMEHT PacTAruBacT IMpUKpe-
TUICHHBIC K HEMY JIOKYCBhI i caMy XpOMOCOMY Ha OIpPEIEIICHHOE PACcCTOsIHUE — JIAIbIIIE,
YeM OHH PACIIONIAraroTcsi B TOM e XpoMocoMe B rpodasze MuTo3a. Takas meTelibHO-0ceBast
OpraHu3aIrs XpOMOCOM B mpodase | MoKeT CyIecTBOBaATh TOJIHKO B TOM Clly4ae, €CIH Jia-
TepajbHble METIN SABJISAIOTCA YacTAMU HenpepbiBHOM Monekynbl JJHK, uabiMu cioBamuy,
COCTUHSIOTCS OTPe3KaMHu (CErMEHTaMHu ) HepephIBHOM qBoiHOM crimpanu JJHK, mpoxoms-
et BHyTpu CK ot newm k netie. CrienoBaTeTbHO, CHHANTOHEMHBIE KOMIUIEKCHI TOJKHBI
cofiepKaTh B CBOEM cocTaBe HebobIoe komuaectBo JIHK, ouens Maroe mo Macce o cpas-
HeHuIo ¢ octanbHON Maccoit JIHK remoma u mmo cpaBHeHmto ¢ Maccoii 6enkoB CK. DOta 3a-
KOHOMEPHOCTH ObLiTa I0Ka3aHa IKCIIEPUMEHTAIBHO. M3ydas MOJIeKysIpHBIN COCTaB N30JTH-
POBaHHBIX CHHANITOHEMHBIX KOMITJIEKCOB, HCCIIEIOBATENTN OOHAPYKUIIM, UTO B HUX COXpa-
usercs ot 0,1 g0 0,2% renomuoii JIHK (Kapmosa u mp. 1989). Ota nycnupanshas JJHK
n obo3nadeHa apropamu kak CK-JIHK (CKAP JIHK, SC-associated DNA). Ona mpezacras-
nseT coboit pparmentsl gmuHON oT 50 mo 3000 map HyKICOTHIOB ¢ MOMATBHOM THHOMN
oxkotto 200 . OHu coxpanstiorcs B coctaBe CK mocie 06pabotku dpakimu 3tux CK (BbI-
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JICTICHHBIX U3 MTaXUTCHHBIX SIIEP MBI, KPBICHI U 30J0THCTOr0 XoMsauka) JJHKazoii-1 mim
JHKazoi-1I. Ot pparmentsr JJHK 3amumienst 6enkamu CK ot rugponusza JIHKazamu
(Kapnosa u nip., 1989, 1995; Pearlman et al., 1992). YcraHoBlieH HYKJICOTHIHBIN COCTaB
atux ¢parmeHToB. OHu odoramens! ['T/LIA-napamu HyKJI€OTHIOB — TaK Ha3bIBACMBIMH
npocteivu nopropamu (GT/CA) uma (AC/TG) — B 25 pa3 u paxe B 38 pas 1o cpas-
nernnto ¢ JHK (Pearlman et al., 1992; Kapnosa u np., 1995) u nosropamu tumna LINE,
B1 (y mbimm) u AluJb (y uenoseka) (Kaprosa u nip., 1995; I'putiaesa u ip., 2005; Jlanamies
u ap., 2005). 3Tu moBTOPHI 3BOMIOIMOHHO KoHcepBaTtuBHEI (Ilenkuna u mp., 2008). Ilo-
BUIUMOMY, 9T0 Te ¢parmenTsl JJHK, koTopbie HaXomsTCs B «HeApax» JaTepaibHbIX dje-
MEHTOB WJIH B lIeHTpaiibHOM npoctpancTBe CK. B myOnukanusax Knexnep (Kleckner, 2006)
YTBEPIKIAETCsl, 4TO MOAY/IH JlarepaibHbIx nerens JJHK (xpomarnna) accolmupoBaHsl ¢ Bo-
JIOKHHCTBIMU CTPYKTYpaMHu J1arepanbHbiX aneMenToB CK ¢ momomsio TpekoB A/T-nap Hy-
kieotu1oB. TakuMm oOpazoM, coodmenus 00 odoramenHoctn Gppaxkuuu CK-JIHK, konrak-
tupytomeii ¢ 6enkamu CK, 3a cuér npocteix nosropos (ALYTT) (Kapnosa u ap., 1995),
terpanykieotuoB tana TAAA/ATTT (Ilenkuna u ap., 1999), ¢ onHO¥# cTOpOHBI, U acco-
nmarmu 6enkoB CK (koresuHoB) ¢ Tpekamu A/T-nap nykiieorunos (Kleckner, 2006), co-
BIAA0T. B 9THX ke McciieoBaHusX €CTh CCBUIKHM Ha TO, YTO MPOCThIE MOoBTOpHI THMa (AC/
TG), BBEICHHBIC B TCHOM JPOXOKEH, HOBBIIAIOT YACTOTY pexoMOuHau. TakuMu e 1o-
BTOpaMHU 00OTaIleHbl TeHbl MIMMYHOIIIOOYIMHOB YelloBeKa, TOIBEPKEHHBIE BBHICOKOW pe-
KOMOMHAIMN B COMaTHYECKUX KIETKAX.

C nacrymiennem XXI Beka KieTOYHbIe OWOJIOTM OOpaTWIM BHHUMaHUE Ha KOHICH-
CHHBI — OEJIKH, OTBETCTBEHHBIC 3a YMAKOBKY 3JIE€MEHTAPHBIX XPOMOCOMHBIX HUTEH B
«T€JI0» KOMITAKTHOW XPOMOCOMBI MPH KJIETOYHOM JIeJIEHUH. YK€ YCTaHOBJIEHO, YTO B
X0JIe Meii03a MOSBIIAIOTCS TKaHecTenpUIHbIC KOHISHCHHBI — TMPOAYKTHI crienuuye-
CKHUX reHOB Meiio3a (0030pel Baarends, Grootegoed, 2003; Page, Hawley, 2004).

Bonee mupoxuii, 4em B MUTO3€, JUANa30H KOHJIEHCAMU MEMOTUYECKUX XPOMOCOM U
Jana3oH U3MEHEHHUsS] OT MaKCUMaJIbHOW UTHHBI B Tpodase | 10 MUHMMaNbHOI B MeTa-
¢aze | onmcan a7t HECKOIBKHUX BUIOB pacTeHuid n xuBoTHBIX (Zickler, Kleckner, 1998,
1999), 1 5TO MOXET CUMTATHCS YHMBEpCAIbHBIM MpaBuiioM. KoianuecTBEeHHBIM KpuTe-
pYieM KOMMAaKTU3alUA XPOMOCOM MOXKET CITY>KUTh CpaBHEHUE WX JAIuHbI ¢ anuHoi JJHK
B reHoMe. Pe3ynbsrarhl Takoro CpaBHEHHS MPHUBEACHBI B Tabmuie 5.2. YKa3aHbl JJIMHA
renomHoi JIHK (nenporennnsuposannoii JJHK B pactBope) u dakTop KOMIIaKTH3aLUU
JIHK B maxureHHbIX OMBajieHTaX (M3MepeHHbIX Ha ocHoBe JMHbl CK). OTH nokazare-
JIM CpaBHHMBAIOTCS ¢ JUIMHOM U (pakropom kommaktuzanuu JJHK B Meradazubix xpomo-
COMax COMaTHYECKUX KIIETOK. BuiHO, 4TO maxuTeHHbIe OMBaJeHTHI B 1.5 pa3a aiuHHEe
xpomocoM B Metadaze muto3a. CpaBHEHUE, IPUBEIACHHOE B TaOIHIIE 5.2, TaeT U APYTYIO
uHdopmarmio. OKa3plBacTCs, YTO MPH YBEJIWYCHUH pazMepa TeHoMa (IJTUHBI MOJICKYIT
JTHK) npumepro B 100 pa3 (ot 2,8 x 10° Mmxm y apoxokeit 10 1,7 x 10° MKM y 1mienkonpsi-
na) crenens komnakTuzanun JJHK B maxuTeHHBIX XpoMOcoMax yBeJIM4nBaeTcs B 8 pas, a
NIPH IaJIbHEHIIIEM YBeIMueHNH JUTHHBI TeHoMa eé B 10 pa3 (no 1,9 x 10° MM y capaHun)
MIPOUCXOIUT CKadyKooOpa3Hoe yBenuueHue crernenu komnakrusanuu JIHK emé B 7-8 pas.
Hanpuetinnee yBenuuenne mmabl JTHK B renome 10 1,6 x 107 MKM He BBI3BIBACT M3Me-
HeHus crenienn komnakruzanuu JJHK B maxureHHbix OuBanenrax. Hecmorps Ha orpanu-
YEeHHOE YMCIIO JaHHBIX B TAOIHIE 5.2, MOXKHO MPEoiaraTh, 4To MpH JJIMHE TeHOMa T0-
psinka 10° MKM MOSIBIISIeTCS] HOBBIN ypoBeHb opranu3anuu (komnakrusanun) JTHK B xpo-
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Mocomax. [Tocne cocraBneHus TaOIUIbI TOSBUINCH JIOTIOJIHUTEIILHBIC JaHHBIE, COOpaH-
HbIC B aHAJIOTUYHOM, HO Oonee ciokHol Tadbmuie (Kleckner, 2006, Appendix). OTu nan-
HbIC HE U3MEHSIFOT KAPTUHY U JIMIIh HACKIIIAIOT €€ HOBBIMU (haKTaMHU.

Tabnuya 5.2.

CpaBHECHHE CYMMapHO#! JUIMHBI XPOMOCOM B MeTaa3e COMaTUYECKIX KIIETOK,
a TaK)Ke CyMMAapHOM JUTMHBI TAXUTEHHBIX XPOMOCOM, U3MEPEHHOI
0 JIJIMHE CHHANITOHEMHBIX KOMIUIEKCOB, ¢ cymMmMapHoi myrHoi mosekyn JJHK B renome
(rartonnHble HaOopbl) (13 bornanos, 1983).

OOBeKT

CymmapHast
JUTHHA
MOJICKYJI
JTHK B
reHoMe,
MKM (A)

Jmna
XpOMO-
coM,
MKM

B)

Jmaa

xpomo- | Cremnenb
coM, B KOMIIaK-
% ot TH3ALUH

JUTAHBL (A/B)
JIHK

ABTOpPHI PabOT, B KOTOPBIX
n3Mepens! uinHa JJHK (1)
U JITTNHA XpoMOocoM (2),
LUTHPYIOTCS B IMyOIMKAIMN:
Bbornanos (1983).

Metadaza murtosa

1. Huberman, Rigs, 1966

Lilium longiflorum

Homo sapiens 09x10° 128 0.014 8000 2. Bak, Zeuthen, 1977
Xowmsaok LIx10° |90 0.009 | 12000 1,2. Huberman, Rigs, 1966
Cricetulus griseus
[MaxuTtena mMeiio3a
Aposioin . 28x10° 28 M1 100 1,2. Byers, Goetsch, 1975
Saccharomyces cerevisiae
ﬁe”p““‘)pa 1,6x 10" 50 0.3 330 1,2. Gillies, 1972
eurospora crassa
) 1. Laird, 1973
Drosophila melanogaster 54x 10 100 0,2 540 2. Carpenter, 1975
Ackapuna o 1. Moritz, Roth, 1976
Ascaris suum ?)9x10° 137 0.15 660 2. Goldstein, Moens, 1976
Wlemxonpsn 1,7x10° 212 | 012 800 1,2. Rasmussen, 1976
Bombyx mori
gy“ypy% 26X 10° 353 | 013 740 1,2. Gillies, 1973
ea mays
Capanua . 1. Buss, Henderson, 1971
Locusta migratoria 19x10 314 0017 6000 2. Moens, 1973
XoMsUOK " 1. Huberman, Rigs, 1966
Cricetulus griseus LIx10 130 0,013 7700 2. Moses et al., 1977
. 1. Heller, Clermon, 1963
Homo sapiens 09x 10° 198 0,022 4500 2. Moses et al., 1977
@
JInnmns 1.6x 107 3700 0,023 4300 ; Taylor, McMaster, 1954

. Holm, 1977

® — nmuna CK nimiun ykasaHa st CTaiuy 3UurOTEeHBI.
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Auencras
6enkoBas
ocb

- «Oyepeppb»

n3 AT nap

' Mogaynb
HYKN1eoTUAHON NeTnm

b

[ByxneTenbHblii MOAYNb

Puc. 5.1. MonynbHast opraHu3aiiysi XpoOMOCOMBI B paHHel npodase | Meiioza (0T JenToTeHs! 10
naxuteHsl) no npeacrasienusam Knexuep (Kleckner, 2006) ¢ ynporeHuem.
A — Mojienb ofHOM XpoMaTH/Ibel, b — MoJens XpoMOCOMBI, COCTOAIIEH U3 ABYX XPOMATHUN.

Mp&1 3HaeM, 9TO JUTHHA cHHANToHeMHoro komrutiekca (CK) 3amaeTcst IIMHON ero jare-
PaNbHBIX AIeMEHTOB. 3ukiep 1 KilekHep aHaIM3upoBaM AaHHBIE O UTMHE XPOMOCOM-
HBIX ocell (JratepanpHbIX 1eMeHToB CK) m pa3smepe nmaTepalbHBIX METETh XpOMaTHHA
Ha TIpernapartax pacilacTaHHBIX MaXWUTEHHBIX SAep M CPaBHIIN MX C pa3MepaMy T€HO-
MOB y pasHbIX opranusMoB (Zickler, Kleckner, 1999; Kleckner, 2006). Oru npumnuim K
BBIBOJY, YTO TNTOTHOCTH PACIIONIOKESHHS JIATEPATIHHBIX TIETEh BIOJIb XPOMOCOMHBIX OCEH
MIPUMEPHO OIMHAKOBA Y Pa3HBIX OPTaHU3MOB M BapbHpyeT BONMM3M 3Ha4deHus 20 meTenb
Ha 1 mukpon mmHb ocu. Kitekuaep (Kleckner, 2006) mpesmonaraet cyIiecTBOBaHIE HEKOES-
r0o 0a3MCHOTO MO B CTPYKTYpE XPOMOCOMBI M Ha3bIBaeT MoaysieM Tpek AT-map Hykie-
OoTHIOB W mpriexkammii k Hemy cermeHT JIHK, ne macemmenusiii AT-mapamu. CortacHo
monemn Kiexaep, AT-0orarbie TpeKu HyKJICOCOMHOW HATH XPOMaTHHA KPETISITCS K OeKaM
KOT€3MHOBOTO KOMILTEKCa (CTEPIKHSI XPOMOCOMHBIX OCeif), a IPOTsHKEHHBIE PaliOHbI MOJIe-
kynel JIHK Mexmy sTiMu TpekaMu 00pas3yroT J1aTepasibHbIe et (puc. S5.1).

HezaBucuMo OT TOTO, CYIIECTBYIOT 3TH MOIYJIH WJIM HET, pa3Mephl MeTelb XpOMaTH-
Ha ¥ TUIOTHOCTH MIX PACIIONIOKEHHS B XPOMOCOME (M OCOOCHHO B TTAXUTEHHBIX XPOMOCO-
Max, mpukperI¢HHeIX kK CK) 3BoMONMOHHO KOHCEepBaTHBHEL. CIIEICTBHE ITOH 3aKOHO-
MEPHOCTH MOYKHO OOHApy>KUTh B TOM, UTO y OPTaHW3MOB C Pa3HBIMH pa3MepaMH T'€HO-
MOB HaONIOArOTCS ONMHAKOBBIE MEXaHW3MBI Meio3a. B gacTHOCTH, OKa3bIBaeTCs OJIH-
HaKOBOH CXeMa CHHAIICHCa TOMOJIIOTUYHBIX XPOMOCOM H «KOHCTpykimsp» CK. OTo mpu-
CIOCOOJICHNE CTPYKTYPHOH OpPTaHU3aIllii XPOMOCOM K KOHCTPYKITUH, ONTHMAIbHON A
Meio03a, TOCTUTAeTCs IMTyTeM U3MEHEHHS pa3Mepa TeTelb, a IPUHIUI OpTraHu3aIiH XPo-
MOCOM OCTaeTCsl HEM3MEHHBIM H, BEPOSITHO, UMEHHO MOYJIBHBIM. DTOT TPUHITHII TTOCTO-
STHEeH: TIETJIM XpPOMaTHHA IIPUKPETIEHBI K XPOMOCOMHOH OCH H PacIOJIOKEHbI BIOIb ATOI
OCH C MOCTOSIHHOM MJIOTHOCTBIO.

JlmHa maTepaabHBIX TETENb MOJKET OBITh BecbMa OombIol. Hanpumep, B maxuTeH-
HBIX XpOMOCOMaxX YeJIOBeKa UIMHA JIaTepPabHBIX TeTelh XpOMaTHHA MOXKET JIOCTHTaTh
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1 mxm (I'pumaesa u ap., 2013). MHTEpecHO OTMETUTH, YTO JJIMHA XPOMOCOMHBIX OCel
(mmuaa CK) MOXKET CyIIeCTBEHHO MEHSIThCS B MIPEJIesiaX OJHOTO OMOJIOTMYECKOTO BUA,
HEeCMOTps Ha To, uto KoinudectBo JJHK B renome nocrossHHo. B wacTHOCTH, €CTh pa3nu-
yus B yinHe CK MexIy MyKCKUM U JKEHCKHM TI0JIoM Y uenoBeka (0030p: Kleckner et
al., 2003). Eciu mioTHOCTE pacioyiokeHus mereib xpomaruHa Biojib CK Bcerna nocro-
siHHA, TO pa3nnyus B juinHe CK M0IKHBI COMTPOBOKIATHCS U3MEHEHHEM JUIMHBI TIETEb.
Oto npesnckazanue onpasabiBaeTcs. Y sxkeHuH CK B 1Ba pa3a JyMHHEe, YeM y MY>KUHH,
a JUTMHa TIeTeNb XpoMaTrHa — B JiBa pasa kopoue (Tease, Hulten, 2004). C npenckazanu-
€M COBIAAACT U APYroi aKT: y MyTaHTHBIX MBILICH, TUIICHHBIX OelTKa OCEBBIX AIIEMEH-
toB SMCIp, mmuua CK B 1Ba paza MeHblIIe, a pa3Mep MeTellb B iBa paza OoJiblie, YeM Y
MbIei nukoro Tuna (Revenkova et al., 2004).

O61ye 3aKOHOMEPHOCTU OPraHM3aLn
MENOTUYECKMX XPOMOCOM

Cy1mecTByIOT B TOH MM MHOW CTEIIEHH 000CHOBAHHbIE MOJICITH OPraHU3aUH XPOMOCOM B MH-
To3¢ U Meiioze (Stack, Anderson, 2001; Kleckner, 2006). DTi Moxen# KOHCTaTHPYIOT, YTO TIPH MU-
TO3€ M MeHo3€e ecTh 00N MPUHINI apaHKUPOBKK (PUOPHILIBI XPOMATHHA B «TEJIE» XPOMOCO-
MBI. DTOT IPUHIIMI — TETeNbHAst opranu3aus. Becbma BeposiTHO, 4To B nkiie Muto3a (Llesans,
[onsxos, 2006) u meiioza (Zickler, Kleckner, 1999; Kleckner, 2006) metnn xpomMaTHHa KpemsT-
Cs1 K KOJIIIaM KOT'€3MHOBBIX OEJIKOB, KOTOPBIE ITYHKTHPHO MPOXOAT BAOIb BCEH XpoMOCOMEL. [Ipn
3TOM TIETJIN, IPUHAJICIKAINE CECTPHHCKIM XPOMAaTH/IaM, PacIloioKeHbl CyIpOTHBHO. B mpoda-
3e | Meii03a KOre3MHOBBIE OCH XPOMOCOM CTaHOBSITCS O0JIee MACCHBHBIMH M MOP(OJIOTHYECKH BbI-
Pa’KeHHBIMH BCJIC/ICTBHE IIPHUCOCTMHEHNS K KOTe3nHaM crenuduiecknx 6ei1xoB Meitosa, hopmu-
PYIOIIMX OCH JICITOTEHHON M 3UTOTEHHON XpOMOCOMBI U JarepaibHble anemenTsl CK. Otu Oen-
KM OIMcaHbl B T1aBax 14—16. Ha ocHOBe TTOKa HEMHOTHX TOHKHUX HAONIONCHHH YIBETPACTPYKTY-
PBI 1 UMMYHHOIIUTOXUMHUUYECKON oprann3amuy arepanbubix sneMmentoB CK Kieknep (Kleckner,
2006) mporHO3MpoBasa, YTO OENKM JIaTepalIbHBIX JIEMEHTOB OPTaHM30BAHBI B BHUJIE CETUATHIX
CJIOEB, OJICBAIOIINX TOHKYIO KOTE3MHOBYIO OCh. [IpH 3TOM B CTPYyKType Kak CaMHX JIaTepallbHBIX
3JIEMEHTOB, TaK M B IPOCTPAHCTBE MEX/ly HUMH (B HeHTpaitbHOM npocTtpancTse CK) pacmonara-
torcst cerMeHTsl JJHK 10BOBbHO G0JIBIION MPOTSHIKEHHOCTH. DTO COOTBETCTBYET JAHHBIM, IMOIY-
YEeHHBIM B Hamlei nmaboparopun, a umeHHo: konndectBo JJHK B cocraBe npemapaTtnBHO H301MpO-
BaHHBIX CK MBI u 30motuctoro xomsaka qocturaet 0,5% ot kommuectsa reromuoit JJTHK (Kap-
moBa u 1ip., 1989, 1995). Ilpu srom mmmHa dparmentos JHK, comepxamuxcs Bo ¢ppakunuu u3o-
mupoBaHHEIX CK, nexwur B mpenenax 50-3000 map HykimeoTumoB. Takue CETMEHTHI HENPEPHIB-
Ho#t mosekynsl JJHK, nmpozxeToii mogo6HO HUTKE CIUIONIHOTO HIBA BOJIb JAaTEPabHBIX HIEMEHTOB,
JIOJDKHBI ITPUAaBaTh OCITKOBBIM JIATEPAIbHBIM AJIEMEHTAM OIPE/CICHHYIO 3IaCTHYHOCTD B CHITY
ANIACTHYECKUX CBOMCTB ABOIHOM crimpanu JJHK. 3T Gaxtel u cooOpakeHUs OOBSICHSIOT ITPOUC-
XOXKJICHHE PEaJIbHO CYIIECTBYIOUIEH 3IaCTUYHOCTH HECIIAPEHHBIX JICNITOTEHHBIX W 3UTOTCHHBIX
oceil XpoMocoM (MX KIyOKH B JIENTOTEHE M IETIH «OyKeTa» B 3UTOTECHE) M JIaKe SIACTUIYHOCTH
narepanbHbIX d1eMenToB CK B maxutene. B wactnoctn, CK (y pa3sHbIX OpraHn3MoOB HO-pa3sHOMY
1 Ha Pa3HBIX CyOCTaIMAX TTAXUTEHBI) 00Pa3yIOT «TBUCTHI» — MOBOPOTHI BOKPYT IPOIOIBHON OCH.
DTO TOXKE CIEICTBUE AMACTUIHOCTH JaTepaIbHBIX aeMeHToB CK.
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M3BecTHO, UTO AJMHA OCEBBIX AJIEMEHTOB CHJIBHO YMEHBIIAETCS 3a BPeMs, KOTOPOE OHHU CyIlie-
CTBYIOT OT HauaJla JIEITOTEHBI JI0 3aBepIIeHus 3Uurotensl, 1 qiuHa CK Takxke MeHseTcs Ha Ipo-
TsokeHnu naxutensl (Zickler, Kleckner, 1998). B pesynbrare Takux M3MeHEHUH OCHOBAaHUS Iie-
TeNlb XpPOMAaTHHA, KPETSIIIUXCS K OCEBBIM dJIEMEHTaM, COMMKAIOTCS, U 3TO CIIOCOOCTBYET YBEIH-
YCHHIO TUIOTHOCTU XpomaThHa 1o O0okam ot JieHThl CK. Momenb MomyabHOH opraHu3aIiui oce-
BBIX 2JIEMEHTOB XPOMOCOM B Melo03¢e IpeacTaBieHa Ha puc. 5.1. CMbIca Takoil opraHu3aiuu co-
CTOHUT B TOM, YTO OHa MaKCHMAaJIbHO BBITOAHA AJIS IBYX IporieccoB. [IepBblit U3 HUX — MomapHoe
y3HaBaHNE TOMOJIOTUYHBIX JIOKYCOB (TI0Ka TPYAHO CKa3aTh, 3@ CUET y3HaBaHUs JIOKYCOB, PacIoJIo-
JKEHHBIX B JIaT€PAJIbHBIX METISAX XPOMOCOM, HWIIN JIOKYCOB, HHBAarMHUPOBAHHBIX B CHHANITUYECKOE
MIPOCTPAHCTBO MEXTy TOMOJIOTMYHBIMHU XpOMOCOMaMu). BTopoii nmporiecc — nocTpoeHue Criom-
HOW OeJTKOBOI ocH, TpeBpararoineiics B atepanbhbiid memeHT CK. BaxHo, uto 00e 311 hyHK-
LUK HEeOOXOIUMBI JJIsl CO3JIaHUsI Ha OIIpe/IeIeHHOe BpeMsl (Ha BpeMsl CTaJu1 TaXUTEeHbI) CTa0MITb-
HOW «paMbl», BHyTPU KOTOPOH MOJKET COBEPILAThCS PaBHBIN KPOCCUHIOBEP. DTa jK€ pama CIIyKUT
KapKacoM, HECYIINM KOMIUIEKCHI OEIKOB — ()epMEHTOB PEKOMOMHAIIMHU. DTO TaK Ha3bIBaeMbIE pe-
KOMOWHAILIMOHHBIE Y3eJIKH, KOTopble KpersiTes K anemenTaM CK; yarie Bcero — K mornepeyHbIM
¢unamentam CK, HO Hepenko — K JarepanbHbiM dieMerTaM CK (M. miasel 3 u 4).

TpaHckpurLys XpOMOCOM B MeNo3e

TpaHCKpHITITNS XPOMOCOM IMPOAOIDKAETCS Ha MPOTSHKEHWH BCETO OHTOT€HE3a MHOTO-
KJIETOYHOTO opranm3Ma. OHAKO pa3HbIe TeHBI U TIeJTbIe CErMEHTHI XPOMOCOM TPaHCKPH-
OHMpyroTCA B pa3HOE BPEMS B 3aBHCHMOCTH OT TIEpPHOa OHTOTEHE3a U OT CTIeN(UKH TKa-
Heilt. [Ipu 5ToM B mpemMeoTHYeCKHUX KIIeTKaX MpeKpamaeTcs: TPAHCKPHUTIIIS MHOTHX TKa-
Hecrnenu(pUIHbIX TEHOB TOHA]T, YK€ BBITIOJHHUBIINX CBOIO POJIb B MOpP(OTreHe3e TOHAI U B
MOATOTOBKE K 3aIlyCKy Meilio3a. XpOMOCOMbI MEHOTHUECKUX KJIIETOK TOTOBSTCS K PEKOM-
OmHay 1 cOOCTBEHHBIM MaHEBpPaAM B XO/€ KMHETHUSCKUX CTaIuil Meio3a. Ha mpots-
JkeHuH mpodassl | Mefio3a, KoTopass y MHOTHX OPTaHW3MOB JUTHTCS YacaMi (CM. TJI. 8),
HaOIIoaeTCs TpeKpalieHne MacCOBOW TPAHCKPHUIIINH, HECOBMECTHMON C IOTapHBIM
CHHAIICHCOM TOMOJIOTHYHBIX XPOMOCOM M pekoMOmHanuei xpomocoM. HakanyHe U BO
BpeMs UTHTEIHHOH Tpodassl | Melio3a mporCcXoaIuT TPAHCKPHUIIITUS TEHOB, KOAUPYIOITUX
Oenku, HeoOXOMMMBIE Il caMoro Meiio3a. Kpome Toro, B CriepMaTonUTax TPaHCKPUOH-
PYIOTCS TeHBI OSJIKOB JIJIsl CTIEpPMHOTEHe3a (MHOTOATAITHOTO Pa3BUTHS criepMaTua u Gop-
MHUPOBaHUS CIEPMHUERB), a B OOLUTaX — TEHBI, KOJUPYIOIIe MeiHo3-crienupuinble Oei-
ku u ponro xuBymue MPHK, a Taksxe MHOrounciieHHble TUIbl MajbIx siaepHbix PHK s
Oymy1eii 3uroTsl (cM. 1. 6). MccnenoBanne TpaHCKPUIIIIMOHHOM akTuBHOCTH 790 paz-
JIMYHBIX TEHOB MBIIIN Ha Pa3HBIX CTAIUAX Meio3a MoKa3aio, 4YTo Ha CTaJAuH Mepexona
OT TMO3HEM 3UTOTEHBI K pAaHHEH MaxUTeHe MPOUCXOJIUT CMEHA TPAHCKPUIIIIMOHHOM IPo-
rpammel (Ben-Asher et al., 2010). Pe3ynbraTsl, moydeHHbIE STUMU UCCIIEIOBATEISIMHI,
MTO3BOJISIIOT TPEATIONOKUTh, YTO KyJIbMHUHAIIMOHHOE COOBITHE (PH3UIEeCKOro oOMeHa re-
HETHYECKUM MaTepHaIOM MEXK]Ty TOMOJIOTHYHBIMHA XPOMOCOMAaMH, KOTOPOE ITPOUCXOIHT
B paHHEW maxurTeHe, TpeOyeT OYeHbh TOYHOTO M YHUKAIBHOTO TpaHCKpurToMa. Kietkn
TOTOBSITCSI K 9TOMY COOBITHIO, aKTUBU3UPYS KOHKPETHBIE TeHBI, 1 BDEMEHHO CYTIPECCUPY-
0T JIFOOBIE TeHBI, KOTOPBIE MOTYT IIOMEIIaTh (HanpuMep, TeHbl, CBI3aHHBIE C allONTO30M,
CyIIpeccupyroTcs B Tieproji oOpasoBanusi qBoiHBIX pa3peiBoB JIHK). Cramuio panneit
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MaXUTEHBI aBTOPHI HAa3bIBAIOT KIIIOUEBOW U OypHOH C TOUKU 3pEHMSI TPAHCKPHITLHOHHOMN
aktuBHocTU (Ben-Asher et al., 2010). DT BbIBO/IbI COBIIAAIOT C PE3y/IbTaTaMH PAHHUX
uccienoBanuii cuntesa toranbHol PHK B mpodase [ meitosza y MHOTHX 00BEKTOB (0030D:
JlanynoBa, bormanos, 1975). B Tex uccnenoBanusix ObUIO MOKA3aHO, YTO MUK WHKOPIIO-
pauuu B KJIETOYHBIE SiIpa CIIEPMATOLMTOB MEUEHOTO YPUAMHA, CIIEHU(PHYECKH BKIIOYa-
touterocst B cocraB PHK. HaGirogaeTcst UIMEHHO BO BpeMsI TaXUTCHBI.

Monuanue (caiinencunz) zenog ¢ xooe npoghazvr I. CaillieHCUHT TEHOB, WU CallJIeH-
CHHT' XpOMaTHHa (OT aHIIMICKOTo silence — THIIMHA), — 3TO MOAABICHUE SKCIPECCHH
reHOB (MOJIYaHHE) Ha TeX CTAIUSAX PAa3BUTHS KJIETKU WM B TeX CIIydasx, KOTrJa TpaHc-
KPHUILIMOHHASI aKTUBHOCTh MOXKET HAPYIIUThH IVIaBHBIC MPOMCXOMSIINE B KIETKE COOBI-
THUSI: CHHATICKC XPOMOCOM, PEKOMOWHAIINIO. DTO SMTUTeHETHUECKUH Mpoliece, He Hapylia-
romuid ctpykrypy JHK. Paznudaror caifieHCHHT TPaHCKPUIIIIMOHHBINA (0 HEM HUXKE) U
noctrpaHcKkpunionnbiid. [locnennuii mpoucxoaut ¢ nomouipio PHK-unTepdepennumy,
¥ MBI 0 HEM J1ajiee He YIIOMUHAEM.

TpaHCKPHUITIIMOHHBIN CalJICHCHHI HECHAapeHHBIX B Xole Mpodas3bl Meiio3a y4acTKOB
xpomatua (MSUC — meeiotic silencing of unsynapsed chromatin) IpoUCXoIuT ¢ TO-
MOIIbIO MOIM(HUKAIINU THCTOHOB. B pe3ynbrare 3TOro COOTBETCTBYIOIINE YYaCTKH XPO-
MaTuHa cTaHOBATCS HenocTynHbiMu Uit PHK-nommmepassr u ¢akrtopoB TpaHcKpwIl-
UU. DTOT MPoIecC MPOUCXOIUT B MEi03¢e KaK y caMoK, Tak u y camioB (Turner et al.,
2005). Y 06oux nonoB HaOMI0AaeTCst MOTYaHUE OTACTBHBIX YUYaCTKOB ayTOCOM, €CITH OHH
[0 KaKUM-TO MPUYKMHAM OCTAIOTCSI BO BpeMsl aXUTEHbl HE CHHANITUPOBAaHHBIMU. Takoi
CAMJICHCUHT MOXXET UMETh HEraTHBHBIC MOCIEACTBHS, TaK KaK MOTYT OBITh BBIKIJIIOYC-
HBI T€HBI, HEOOXOUMBIC AJIs1 HOpMallbHOTO NpoTekanus meio3a (Cloutier, Turner, 2010).
[Ipu TakoM caiiyieHCHHTe, €CJI OH 3aTparuBaeT JIOKYChl XPOMOCOM, TPAHCKPUIIIUS KOTO-
PBIX HEOOXOMMa JUISl TPOXOXKACHUSI MEH03a, MOJKET HACTYIIUTh «ITaXUTEHHBIH apecTy:
OCTaHOBKa Meii03a Ha CTa/IY MaXUTEHBI U 1ajiee — aronTo3 KJIETOK, MOIBEPTHYBIINXCS
stomy apecty (Komomuer u ap., 2001; Kypuo, 2012). IIporiecc MSUC, BeposiTHO, 3a-
KpEenuJICs B XOZI€ IBOJIIOIUH KaK CEJIEKTUBHBIA MEXaHU3M JUIsl HCKITIOUEHHUS U3 Ipoliecca
Meii03a KJIETOK ¢ Ie()eKTaMu CHHAIICUCA.

OpnnHa U3 pa3sHOBUIHOCTEH TPAHCKPHUIIIIMOHHOTO CAaWJICHCHMHTa — OOJUTaTHBINA caii-
JICHCHHT 110J10BBIX XpoMocoMm (MSCI — meeiotic sex chromosome inactivation) (Turner,
2007). Ilpu 3TOM ayTOCOMBI OCTAIOTCSI TpaHCKpUMUMOHHO akTuBHbIMH (Daish et al.,
2015), B TOM 4YHMCIIe T Yy4acTKH, IJie pacroiokeHbl Meio3-cnennpuanbie reHsl. MSCI
MIPOMCXOJUT B MEHO03€ y BUAOB MIICKOMUTAIOMINX C reTepOMOP(HBIMU MOJOBBIMU XPO-
MocoMami (XY). DT XpOMOCOMBI CHHAITHPYIOT TOJIBKO HAa HEOOJIBIIIOM y4acTKe, Ha3bl-
BaeMoOM TiceB/10ayTocOMHBIM paiioHoM (PAR). bosbmas yacte X- u Y-xpomMocom ocTta-
ércs HecapeHHoi (Burgoyne, 1982). UtoObl Meiio3 MOr MITH Aajblile, KJIeTKe HeoO-
XOJIIMO TIPOWTH COOTBETCTBYIONIMH KOHTPONbHBIHN MyHKT (checkpoint), koTopslit oTcie-
JKUBAeT CTENEeHb CHapuBaHUS XpoMocoM. [lyig mpeomoseHust 3Toro KOHTPOJIBHOTO ITyH-
KTa W MPOUCXOIUT CalJICHCUHT HECMHANTHPOBAHHBIX YacTell 00CHX TOJOBBIX XPOMO-
coM. C OMOIIIBI0 3aMaTuMBaHUS UCKIIIOYAETCS TaKKe KPOCCHHIOBEP M, CIIE€0BATENBHO,
00OMEH TeHEeTHYECKHM MaTepHaloM MEXIy IeTepOJOTMYHBIMU IOCIIEA0BATEIbHOCTAMU
X- u Y-xpomocom (Daish et al., 2015).

Mopdonoruueckum MposiBIICHHEM CaijIeHCUHra (WHAKTUBAIMK) MTOJIOBOTO OHMBaJICH-
Ta XY sBIseTCS KOHACHCAIMS XpPOMAaTHHA 10 MEepe MpEeBpalleHHs 3TOro OWBajeHTa B
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TaK Ha3bIBAEMOE TIOJIOBOE TENbIIE (CTAPBIA TEPMUH — TMOJIOBOU My3BIPEK) (puc. 5.2, 5.3).
B TeueHue nmo3nHel maxuTeHbl OCEBBIC AEMEHThI X- U Y-XPOMOCOM 00pa3yrT KIyOOK
neperieTéHHbIX HuTeH. [10CTeneHHO 1MoIoBOM OMBAJICHT BBICEISCTCS Ha MEPUPEPHUI0
sapa u odopasyet nosiooe Tenblie (bornanos, Konomuern, 2007; Cloutier, Turner, 2010).
WHakTrBanys mMogoBbIX XPOMOCOM COXPaHSETCsl y MICKOMUTAIOIINX M MOCIe Meiio3a, B
criepMaTHax BILIOTh 10 00pa30BaHUS CIIEPMHUEB.

BapuaHThl caiiieHCHHTa MOJOBBIX XPOMOCOM MPUCYTCTBYIOT y Pa3HBIX BUJIOB, TIpE-
CTaBJISIIOIIUX Pa3HbIC JIMHUH Pa3BUTHUS DYKapUOT: Y TPHOOB, HEMATO], HACEKOMBIX, IITHII
1 MieKonuTarmux. HecMoTpss Ha oOLIyl0 HampaBlIEHHOCTb, €CTh (pyHIaMEHTabHBIC
pasnuums B criocode caiiiiencunra. Hampumep, y MISKOMHUTAIOMINX U HEMATOAbI perpec-
CHsI HECTIaPEHHBIX JIOKYCOB XPOMOCOM OCYILECTBIISICTCS MPSIMON STMHUICHETHYECKON MO-
mudukaimeit, a Heripocropa (Neurospora crassa) UCTONb3yeT MOCTTPAHCIISIIUOHHOES 3a-
Mal4yuBaHue. Y 3TOro rpuda JIOKyC Ir'eHa, He CIIapeHHBbIl ¢ roMmosioroM B nipodase | meii-
03a, TEHEpUPYET CHUT'HAJ, KOTOPHIA BBI3BIBACT MONYaHHE BCEX MOCIECIOBATEIBHOCTEH,
TOMOJIOTHYHBIX 3TOMY T'€HY, Ja)Ke TeX, KOTOpbIe CIIapeHbl. DTOT IMPOIECC Ha3bIBACTCS
MSUD (meiotic silencing by unpaired DNA) (Shiu et al., 2001). B nmuteparype o0cyx-
naercst Hammuue MSCI y npozodunsl u kypuus! (Mikhaylova. Nurminsky, 2011; Guioli
etal., 2012).

st y3HaBaHUs HeCTIapEHHON X-XpOMOCOMBI HEOOXOMMbI KOMITOHEHTHI CHHAIITOHEM-
HOTO KOMILIEKCa, B 4acTHOCTH, Oesiok SYCP3, a Takke KOMIIOHEHThI KOMILIEKCA PACIIo-
3naBanus nospexaenuit JIHK u penapaunonnoii mammunsl (Cloutier, Turner, 2010).

MonekynsapabiMu Mapkepamu tporieccoB MSUC u MSCI citysxut Oonbliasi rpyt-
nma OeJNKOB, y4acTBYIOIIUX B mporeccax penapanuu nospexacHHon HTHK, un dakro-
POB peMonenupoBanus xpomaruHa (Schimenti, 2005; Zamudio et al., 2008). B wacTHO-

[Ba peneHnaA
Meino3a
—_—

PaHHWUN MaxuTeHHbIN Cnepmatuga
cnepmarouut crnepmatounT

Puc. 5.2. Cxema sBneHuil npu MeHOTHUECKON NHAKTUBAIIMU MIOJIOBBIX XPOMOCOM

B paHHUX criepMaToOlUTaX YaCTHYHO CHHANITHPOBAHHBIC ayTOCOMEI (A) U TIOJIOBBIE XPOMOCOMEBI
(X 1Y) TpaHCKpUNIIMOHHO aKTUBHBL. B MaxuTeHe ayToCOMEBI MOJHOCTHIO CHHAITHPOBAHBI U
TPAHCKPUMIIMOHHO aKTUBHBI, TOT/A KaK MOJOBBIE XPOMOCOMBI MOJIBEPKEHBI MEHOTHYECKOI
nHakTuBauu (MSCI) u B cocTaBe OIOBOTO TeMbIa (TI0JIOBOTO ITy3bIPhKa) BBICEICHBI HA
nepudepuro sapa. B cniepmarugax TpaHCKpUMIKS B X-XpOMOCOME PEIPECCHPOBaHA JIUIIb
gactuaHO. [1I1 — «1monoBoii my3eipéky» ¢ Oenkamu caiiencunra. 13 Cloutier, Turner, 2010,

C UBMCHCHUSIMU.
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cty, 310 BRCA1, ATR, SUMO-1, XMR
(Manterola et al., 2009; MarBeeBckuii u
ap., 2013). OqHUM U3 OCHOBHBIX Map-
KEpOB TPAHCKPUILMOHHOIO CalJeH-
CUHra XpomaruHa siBisercs Qochopu-
nmupoBaHHbIi ructon H2AX (YH2AX),
KOTOpBII BBISABISIETCS HAa aCHHAITHUPO-
BaHHBIX YYaCTKaxX XpOMOCOM, HauuHasi
CO CTaJMH JIENTOTEHBI BIUIOTH JI0 TO3/-
HEW JUILJIOTEHbI, €CJIM CUHAIICUC XPOMO-
com He 3aBepiiéH (Turner et al., 2006;
Manterola et al., 2009).

benku caiinencunza. ®epmentr BRCA1
(E3 ubiquitin-protein ligase) obnamaeT mu-
POKHUM CHIEKTpoM JeicTBus. B ciywae
MSCI sroT depMeHT IpPHUBIEKAET B XpoMa-
THH TIOJIOBBIX XpoMocoM kuHa3zy ATR, ko-
topast pocopummpyer rucron H2AX u 3a-
myckaeT mpouecc caitnencunra (Turner et
al., 2004; GeneCards). ATR — 3to cepuH-
TpeoHuHOBas mnporenHkuHaza. ATR akTu-
BUPYET KOHTPOJIbHBIE ITYHKTBI B SIJIpE IO-
CJie TCHOTOKCUYECKHX CTPECcCoB, pochopu-
JUpyeT aMUHOKHUCIIOTY cepuH-139 B cnenu-
¢uueckoM menornyeckoM rucrone H2AX/
H2AFX B caiitax nospexnaenuit JITHK, pe-
TYIUpYsl OTBET KJIETKHM Ha MOBPEXKICHHE
JIHK. Perynupyer Taxoke TyniauKalnuio HeH-
TpocoMm. Oprosoru 3Toro Oejka He Haiije-
HBl Y HEKOTOPBIX HACEKOMBIX, TPHOOB, pac-
tenudd, y cBuHbM (GeneCards). Komro-
HEHTOM TOJIOBOTO TeJjblia, 0Opa30BaHHOTO
XY-xpomocomamu, SIBISIETCSI Takxke OelIoK
XMR (on xe SYCP3-like X-linked, SLX)
(GeneCards).

MapképoM IOJIOBOTO TeJbld CIYXKHUT
takke ructon YH2AX (3o docdopummpo-
BaHHBIN BapuaHT rucrona H2AX). I'en ru-
crona H2AX npucyrcrBoBain emg y obuie-

Puc. 5.3. [Inockuii npenapar 1es10ro KIeTo4yHOro
sIIpa criepMaTonuTa Melu Mus musculus

(2n = 40, Bce XpOMOCOMBI —
AKPOLIEHTPHUYECKHE) Ha CTaJUH ITAXUTCHBI B
110J1€ 3peHus (IIyOpeCEeHTHOTO MUKPOCKOTIA.
Bunnbl 20 cuiHanTOHEMHBIX KOMILIEKCOB,

MMYHHOOKPAIIEHHBIX CBETSIIMMUCS aHTUTEIaMHU
k 6enxy SYCP3. LleHTpomMeps! OKparieHb
¢yopecuentpbivu anturenamu ACA. Kaxprid
CK BuzeH Kak ofiHa JIUHUS 0€3 HeHTPaIbHOTO
MIPOCTPAHCTBA MEXLy JIaTepaIbHBIMU
9JIEMEHTaMH M3-3a HEOCTATOYHOH
pasperaronei CrrocoOHOCTH YABTPAHOICTOBOH
OIITHKH JJIs1 OOHAPY>KEHNST «CHHANTHYECKOH
menm» Mexxay JIO, kpome Tex MecT, re ecTbh
JIOKaJbHbIN acuHancuc u JID pasgeneHst
npoctpancTBoM Oomee 0,12 Mxm. CBeTsmiics
¢don mexay CK — XpomaTrH, OKpaleHHbINH
kpacurenem DAPI na JIHK. ®urypHoii ckoOkoit
OXBaueH JISXKAIINH Ha epud)epuH sSpa MOJIOBOH
my3sIpék ¢ XY-OnBaneHTOM (U3 apXuBa
Jlaboparopun nutorenetukn Ol'en PAH).

ro Ipejika BCeX 2yKapuoT. TeM He MeHee, COOTBETCTBYIOLIEro Oelka HeT y apoxakeil S. pombe n
S. cerevisiae, y Npo30QuIIbl, M4eibl, CBUHbU, MHOrHX pacteHuil (GeneCards). I'mcton H2AX 3a-
MeHsieT ructod H2A B psne HykieocoMm, B pe3yibTaTe 4ero XpoMaTWH KOMIIAKTHU3YeTCs, U J10-
cryn k JIHK B aTux ydactkax mpekpamaercsa. [ MCTOH UrpaeT LEHTPaJbHYI0 POJib B PEryssaiuu
TpaHCKpUNIuH, B penapannu 1 perunkannu JJHK. docdopunnpoBanHblii BapuaHT 3TOro rucTo-
Ha (YH2AX) siBisiercs nepBbiM MapképoM paszpbiBoB JIHK u HeoOxoamum au1st IpUBIEYEHUS IpY-
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rux OenkoB, yyacTytomux B pernapanun JJHK. Xpomarun, Brirodatomuii pocdoprimpoBaHHbIi
THCTOH, pacipocTpansieTcs Baosib Mojiekyisl JJHK Ha MuuinoH nap ocHoBaHHI B 00€ CTOPOHBI
oT MecTa ABoitHoro paspsiBa. JJHK cranoBuTcst MeHee KoHeHCHpoBaHHOM. [locie aToro k Gernky
YH2AX npucoenunsercs MHOXKECTBO Apyrux, B ToM uucie BRCAI, RADS1 u ATM.

Jlpyrue 0ejku Tak)Ke y4acTBYIOT B KOHICHCALIMH XPOMAaTHHA M CO3JIAI0T MEXaHWYECKUil KapKac
TUIOTHOH CTPYKTYpPbI OCEBBIX AJIEMEHTOB X- U Y-xpomocoM. K Takum GeixaM oTHOCSTCSI GEIoK
XY77 (Kralewsky, Benavente, 1997, uurt. mo: bornanos, Komomuerr, 2007), M31 (Motzkus et al.,
1999, uut. no: bormanos, Konomuerr, 2007), kore3unsl u 0enku CK — SYCP3 u SYCP2 (Page et
al, 2006, tut. o: bornanos, Konomuerr, 2007; Cloutier, Turner, 2010). beok SYCP3 BrisiBIIsieT-
csl 10 Bcell moBepxXHOCTH nostoBoro ouBaneHTa. benok OCNE mosiBisieTcst TOJIBKO B KOHIIE TTaXH-
TEHBI, KOT/J]a CTPYKTYpa MOJIOBOT0 TeJblia CYIIeCTBEHHO yiutoTHseTcs (Bauer et al., 1998, nur. mo:
Bornanos, Konmomuer, 2007). OcoOyto posb npunuckiBatoT 0enky ASY, KOTOpBI BBISBISIETCS BHE
niceBaoayTocoMHbIX paiioHoB (PAR) X- u Y-xpomocom. [Ipeanonaraercs, 4ro 3ToT Oestok odecme-
YHBAET ACHHAIICHC HETOMOJIOTHYHBIX PalOHOB MONOBBIX XpomocoM (Turner et al., 2000, rut. mo:
bornanos, Komomuer, 2007).

[Tpobnema B3aMMHOIO y3HaBaHMs1
rOMOJIOTUYHbIX JIOKYCOB XPOMOCOM

Ora npobiieMa He CBOJUTCS K TIOMIAPHOMY CHHAIICUCY TOMOJIOTUYHBIX XPOMOCOM C TI0-
MOIIbIO CUHAITOHEMHBIX KOMIUIEKCOB. CUHANITOHEMHbIE KOMILJICKCHI COSAUHSIIOT XPOMO-
COMBI, KOTZla TOMOJIOTH IPEIBApUTEIILHO BHIPOBHEHBI, HAUMHASA C TEIOMEp. A TelloMe-
PBI TOMOJIOTOB TIPUKPEIUISIOTCS PSJIOM K BHYTPEHHEH MOBEPXHOCTH SITICPHOM MEeMOpaHBHI.
[IpuunHy 1 MEXaHU3M ATOTO SBICHHS MBI OOCYIUM HECKOJBKO Mmo3aHee. I oMomoru Mo-
T'YT IPaBUIHHO CHHANITUPOBATH TIOTOMY, YTO MMATTEPH KPEIUICHUS TOMOJIOTUYHBIX CaHTOB
JIHK Ha XpOMOCOMHBIX OCSX OJMTHAKOB. ECITN ATOT marTepH (PUCYHOK) Y ABYX TOMOJIOTOB
pasnuyaeTcs, HampuMep, U3-3a KPYITHOW TeTepO3UTrOTHON MHBEPCUH, TO (KaK W3BECTHO
13 Kypca TeHETHKH) MPU CHHAIICUCE BOSHHUKAIOT JTMOO JIOKATBHBIN aCHHAIICHUC, TH00 WH-
BEPCUOHHASI METJISI TOMOJIOTMYHBIX XpoMOCcOoM. Ilocie OTKpBITUS CHHANTOHEMHBIX KOM-
IJICKCOB OOHAPYKWIIH, U4TO U JarepasibHbie dneMeHThl CK Toxke 00pa3yroT WHBEPCHOH-
Hble nieTu. Ho npu mHBepcuu HeOONbIIOro pa3mepa arepaibHbie dnemMeHTsl CK nHo-
IJ1a KUTHOPUPYIOT» TOMOJIOTHIO U COSTUHSIOT HHBEPTUPOBAHHBIE YUACTKU XPOMOCOM 0e3
30HBI acuHaricuca (denorosa u ap., 1991; bornanos, Konomuerr, 2007). [TomoOHbIe city-
Yau Ha3bIBAIOTCS CHHANITUYECKOH «IpuroHkoi» (adjustment) «lIpuronke» moasepraroT-
Csl ¥ TETEPO3UTOTHBIC MHBEepPCHH Y *KHUBOTHBIX (Borodin et al., 1990): cnauana (B panHei
MaxuTeHe) o0pa3yeTcsi aCHMMETPUYHAS JIaTepalIbHAs NI TYTUTMIUPOBAHHOTO yUacT-
Ka XpOMOCOMBI, a 3aTe€M 3Ta METJISl BTATHBACTCS, U JUTMHA Ty TUTUIIHPOBAHHON XPOMOCOMBI
IPUTOHSIETCS» K JUIMHE HOpManbHOTO romonora (bopomaus u nmp. 1990). He moasepra-
FOTCSI IPUTOHKE KPYITHBIC TeTePO3UTOTHBIC TpaHciokalwu (bormanos u ap., 1996; borna-
Hos, Konmomuer, 2007). Takum o6pazom, popmupoBanne CK — 310 He npuuuHa, a cren-
CTBUC Y3HaBaHUSI TOMOJIOTMYHBIX JIOKYCOB, & HHOIJ]A — CJIEICTBUE UTHOPUPOBAHUS TO-
MOJIOTHH U3-3a B3aUMHOW MPUTOHKUA WHAU(PPEPEHTHBIX K TOMOJIOTHH JIATePAIIbHBIX 3JIe-
MeHTOB CK, MPUKPEIIEHHBIX K FeTePO3UTOTHON MHBEPCUM WU TYTUIUKALIMU. DTO OJUH
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u3 yacTHbIX ciydyaeB camocOopku CK. [Ipumeps camocbopku 6enkoB CK, He 3aBucsimeit
OT TOMOJIOTHUH XpoMocoM, u BooOie OenkoB CK, He cBsa3aHHbIX ¢ xpomocomHoun JIHK,
MPUBEJICHBI B INI. 16, 1 TaM JaHO 00bsiICHeHUE 3TOro (peHomeHa. Takum 00pa3oM, siBJICHHE
B3aMMHOTI'0 y3HaBaHUA U NPUTSHKEHUS TOMOJIOTMYHBIX JIOKYCOB CYIIIECTBOBAJIO U MPOJ0J-
’KaeT CyLIeCTBOBaTh HE3aBHCHMO OT OTKPBITHSI CHHAIITOHEMHBIX KOMITJIEKCOB. MalOKOH-
JIEHCUPOBAaHHBIE TOMOJIOTMYHBIE XPOMOCOMBI MEHOTHUECKHX KJIETOK Ha CTaJllu Mepexo-
J1a OT JIETITOTEHBI K 3UTOTEHE KaK-TO «y3HAIOT» OfHA APYTYI0, U UX TOMOJIOTMUHBIE JIOKY-
Chbl KOHBIOTHPYIOT (COEANHSAIOTCS).

[Ipupona MOJEKYISIPHBIX MEXaHU3MOB B3aWMHOTO Y3HAaBaHUS T'OMOJIOTMYHBIX JIOKY-
COB XpPOMOCOM, CTPOTO TOBOPsI, HE M3BECTHA, U ATa MpolIeMa UCTOPUIECKU CUUTACTCS
LHeHTpasbHON npobiemoit Meio3a (Darlington, 1937; IlpokodseBa-bensrosckas, 1975).
Kcrarn, ona siBnsiercst mpo01eMoii He TONbKO Meio3a, MO0 B3aUMHOE y3HaBaHHE U MPU-
TSKEHHE TOMOJIOTHYHBIX JIOKYCOB XPOMOCOM HMEET MECTO U B OJIUTEHHBIX XPOMOCOMaxX
(ITpoxodweBa-benproseckas, 1986). 3aragka KOHBIOTAIIMA TOMOJOTHYHBIX XPOMOCOM —
KpyIHas npoOiieMa MOJISKYIISIPHOH TeHeTuku. VcTopus uccnenoBaHuil 3Toi mpooaeMsbl
yxoauT B 30-e roasl XX Beka, €ClIi HE paHblile, U B CBOE BPEMs MHOTOKPATHO OMHCaHa
pasubiMu aBTopamu (I'pysaes, 1975; [IpokodweBa-benbrosckas, 1975; Jissmynosa, bor-
naHoB. 1975; bormanos, 1971, 1989).

Ha navano XXI Beka cyniecTByeT ABa NPENOI0KEHUS O IPUPOJIE B3aUMHOI0 Y3HABAHUS
TOMOJIOTHYHBIX JIOKYCOB XpoMocoM. OIHO U3 HUX OCHOBAHO Ha pacrpesieieH|H 10 Xpo-
MOCOMaM TPaHCKPUOMPYEMBIX CAHTOB MM TPaHCKPUMIMOHHBIX (pakropoB (Cook, 1997).
Jlpyroe 0CHOBaHO Ha pacrpeeieHu HOBOOOPa30BaHHOM, HO He TporieccupoBanHoi PHK
(Velasquez-Nin et al., 2003; turt. mo: Meiosis, 2009, Eds. Benavente R., Volff J.-N.).

[lepBast runoresa UCXOJUT U3 TOTO, YTO KaX/1as XpOMOCOMa UMEET B/IOJIb CBOEH JJTH-
HBl YHUKAJILHOE TIOJIE TPAaHCKpUOUpYeMbIX equHul. [TosTomMy QuOpHisl XpomMaTiHa ¢
pacronoKeHHBIMH (CHISIIMMHI) HA HUX TIONIMMEpa3aMH M TPAHCKPHUITIIUOHHBIME (aKkTo-
pamMu yJI0KEHbI B BUJIE JaTepaIbHBIX METeJb, U TOJIHKO TOMOJIOTHYHBIE XPOMOCOMBI HMe-
0T COBIAJAIOMINN PUCYHOK PaCIIOIOKEHHS 3TUX TeTelib. [loaToMy 3TH netTiu MoryT 3a-
CTErMBaThCs OHA C APYroM MO MPUHIUIY 3aCTEKKU-«MOIHUW». IToxkanyii, 3T0 10BOJIb-
HO NPUMHTHBHAS runore3a. OHa MPOCTO MOBTOPSIET CTAPYIO0 «MOPQOIOTUIECKYIO» TH-
nore3y 30-X rooB 0 TOM, YTO TOMOJIOTMYHBIE XPOMOMEPHI KAKUMH-TO CUJIAMH B3aUMHO
nputsruBarorcs (Darlington, 1937).

Bropas rumoresa Takxe MCIONB3yeT JaHHbIE O TPAHCKPUIILIUU JUISl TIPEIITOI0KEHUS
0 MEXaHM3Max MPUTSHKEHUS] TOMOJIOTOB. B pesynbrare nccieqoBannii TPaHCKPUIIIMK Ha
HOCJIEI0BATENbHBIX CTaqusAX: B S-(ase, G, (IIpenenToreHe), JENTOTEHE U 3UTOTEHE —
oOHapy)keHa TPaHCKPHUIIIHS, HO MPH STOM OYeHb Bsutoe mpoueccupoBanue npe-MPHK.
B Takux ycnosusax MPHK He MoxeT skcriopTupoBarbes B IUTOILIA3MY. DTO YCTaHOBIEHO
METOJIOM KOJIMYEeCTBEHHOM aBTopaauorpaduu. bnarogapst 5ToMy HOBOCHHTE3UPOBaHHAS
MPHK Moxer u nomkHa QyHKUMOHUPOBATh BHYTPH sipa. [TaBHBIN mpoliece, KOTOPBIH
MIPOMCXOAMT B KJIIETOYHOM sIJIpe Ha 3TUX CTaJUsAX, — ITO B3aMMHOE Y3HaBaHHUE U CIapH-
BaHUE TOMOJIOTHYHBIX JIOKYCOB. MUKPOCKONHS XpOMOCOM TOKa3asa, YTO Ha 3TUX CTafH-
SIX MeH03a XpPOMOCOMBI CAMIIOB MJIEKOMTUTAIOIINX OPraHU30BaHbl IO TOMY K€ IPUHIIUITY,
YTO U XPOMOCOMBI THIIA «JIAMITOBBIX IIETOK» (CM. IN1. 6), HO C JaTepaJbHBIMU MUKPOIIET-
JAMU. DTH METIU TOMOJIOTHYHBIX XPOMOCOM KOHTaKTHPYIOT MEXay cOOOM, HampumMep,
Ha npenenrtoreHHor cranun (Velasquez-Nin et al., 2003, uut. mo: Meiosis, 2009, Eds.
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R. Benavente, J.-N. Volff). Ho noka HeT npsiMBIX 10Ka3aTeIbCTB CBS3M 3THX IMOJEH MHU-
KpOIIeTeNb C TOMOJIOTUYHBIM y3HaBaHHEM. MOKHO JIMIIb BCIIOMHUTD CTapble JJaHHBIE M-
OHEPCKHX HCCIIeIOBAaHUI MOJEKYIApHOW Onoioruu Meitoza 1960—70-x rogoB B nabopa-
topuu [epbepra Crepua B CILIA. Torza Ha MaTepUHCKUX KJIETKAX IMbLUIbIBI JIMIMH, CUH-
XPOHHO ITPOXOJISANIMX JUTUTEIILHYIO (HECKOJIBKO CYyTOK, cM. I1. 8) mpoda3sy I mMeiiosa, Obuio
YCTaHOBJICHO, YTO B XOJ/I€ 3UTOTEHBI HAOMIONAeTCs CUHTE3 HeOombIoro konmuyectsa JJHK,
OTHOCAIIEHCS K Kiaccy nopropsitorneiics, caremutHol JJHK. Otor cunrte3 CrepH u co-
ABTOPBHI CUUTAIN 3aJCpPKaHHOW peIUIMKalMeil pa3OpOCaHHBIX MO XPOMOCOMaM JIOKYCOB
carenmutHoi JIHK u mpeanonaranu, yro «Hepoperumuposanusie» cermenTs! JJHK ot-
BETCTBEHHBI 32 B3aMHOE y3HaBaHHE XPOMOCOM M MPUTSHKEHHE TOMOJIOTMYHBIX JIOKYCOB
(cm. bormanos, 1971; Jlsmynosa, bornanos, 1975). Ho aTa xoHIenus He MOTy4HiIa KC-
MEPUMEHTAIBHOTO MMOATBEP)KICHUSI HA IPYTUX 00BEKTaX U B HACTOSIIIEE BpeMsl HE Pa3BHU-
BaeTcs. CTepH cuuTall, YTO BO BpeMs 3UTOTEHbI M TAXUTEHBI TPOUCXOISAT MACCOBbIE pa3phl-
BBl OJTHOM U3 IBYX nonuHyKineotuanblx HuTen JIHK, u pazopBaHHbIe 0JHOHUTEBBIE CANTHI
JHK romonoros o6pasyror rudpunasie gymiekcsl JJHK tak, kak ato npearnonaran Xomim-
neit (cm. 1. 4). [penmnonaranock, 4To ¢ TOMOIIIBIO TETEPOIYIIICKCOB, 00Pa3yIOIIHUXCS B 3U-
rOTeHe, MPOUCXOANT CHHAIICUC COCETHIX C HUMHU JIOKYCOB, a 3a CUeT MaXUTEHHBIX reTepo-
JYTUIEKCOB — KpoccuHroBep. Ho yepes HeCKobKo JIeT ObUIO YCTaHOBIICHO, YTO MEHOTHYC-
ckasi SHjI0HyK1ea3a peeT 00e Hutu JJHK (cM. . 4), u konnenius CrepHa Obl1a OnpoBep-
rayTa. Mms P. Xommuaes, BeiBuHyBIIero B 1964 r. runore3y pekoMOWHAIIMY ITyTeM 00pa-
3oBaHus rereponymiekcoB JIHK, coxpannnocs B Hayke, a ums I. CrepHa 3a0sbITo.

Crnenyet pa3zensTh, C OMHOM CTOPOHBI, MPEANOIOKEHUS O BO3MOKHBIX MeXaHH3Max
y3HaBaHM TOMOJIOTHYHBIX JIOKYCOB B IFOMOJOTMYHBIX XpPOMOCOMax M OTHOCSIIHECS K
HUM (DaKThl, a ¢ APYroi CTOPOHBI — MPOIECC TECHOTO CHHAIICKCA TOMOJIOTHYHBIX XPO-
MOCOM C NOMOIIbIO CHHANTOHEMHBIX KOMIUIEKCOB. B mepBoM citydae peub UaeT o B3a-
MMHOM y3HaBaHHUHM JIOKYCOB JIEKOHJICHCUPOBAHHBIX XPOMOCOM Ha JaJbHUX PACCTOSHUSIX
(manpumep, Ha pacctosiHUAX Oonee 300400 HM) U UX B3aUMHOM TPUTSHKCHUU C JAllb-
HUX PacCTOSHUIA. A BO BTOPOM CiIy4ae — O MPHUHYAUTEILHOM COJMKCHUH TOMOJIOTHY-
HBIX JIOKYCOB B MOMEHT 3JIOHTAllMU CUHAIITOHEMHBIX KOMIUIEKCOB, KOTOPask IPOUCXOIUT
[I0CJIe TOTO, KaK TeJIOMEPbl XPOMOCOM YK€ BCTPETUIINCH Ha BHYTPEHHEH sJIEPHOI MeM-
Opane (y JKUBOTHBIX MPU OJHOHAIIPABICHHOM CHHAIICHCE OT TEJIOMEp K IIEHTpOMepe),
WM KOTJIAa TIPOU30IIIO BHIPABHUBAHUE MHTEPCTUIHAIBHBIX CETMEHTOB XPOMOCOM (IIpH
«KHOITOYHOM» CHHAIICHCE U MHOTOJIOKYCHOM (popmupoBanuu CK y pactenuii, cMm. ri. 3).
Korna CK yxe Hauan cTpOUThCS MyTeM COMMKEHHSI OCEBBIX JIEMEHTOB XPOMOCOM, JIH-
HEHHO pacioI0KeHHbIE TOMOJIOTHYHBIE JIOKYChI BYX XPOMOCOM MPUHYAUTEIHHO BHIPAB-
HUBAIOTCS M COJIMKAIOTCSL.

AHanu3 HaJe)KHOCTH (DAKTOB — TPY[HAsS 3aj]a4a, CBI3aHHAsI C aHATM30M HaJeKHOCTH
HCIIONIb30BAHHBIX METOJIOB U CYOBEKTUBHOM OIICHKOH pe3yJIbTaToB, HEPEIKO 3aBUCSIICH OT
TOCIIOJICTBYIOIINX KOHIIENIWH (apanurm). Hanpumep, mpuBeeHHbIH BbIIE (aKT Mpekpa-
LICHUS Mpoliecca cuHarcuca xpomocoM (mporpeccuu popmuposanus CK) npu mompasie-
nun cunresa JIHK ne murtupyercs B myonukanusax X XI Beka. 310, BO3MOKHO, OOBSICHSACT-
cs1 OOIIMM HEraTHBHBIM OTHOIIEHHEM K uccienoBanusaM [. CrepHa He CTONBKO U3-3a €ro
omMOKY B BBIOOPE TMITOTE3bI OMHOHUTEBBIX pa3pbiBoB JIHK, kak cTapToBBIX COOBITHIA CH-
HAarcuca XpoMOCOM, CKOJIBKO TeM, YTO Ha 3TOH OCHOBE UM ObLIa MOCTPOEHA MHOTOYPOB-
HeBasi TMII0Te3a Y3HaBaHUs C MMOMOIIBIO «3uroteHHoro cuare3a JJHK». B Tex paborax mo-
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CTYJIMPOBAJIOCH, YTO Y JIJIMU MTPOUCXONUT cuHTEe3 0co0o0it ¢ppakiuu JJHK B obnmactu onHo-
HuteBbIx pa3pbiBoB JIHK, u sta «3urorennasn» JJHK urpaer kiodeByro poib B CHHAIICH-
ce TOMOJIOTHYHBIX XPOMOCOM M KpoccuHroBepa xpomocoM (Stern et al., 1975; Hotta, Stern,
1984). M3noxenue Tex uccie0BaHUM €CTh U B CTapoil pyccKos3bIuHOM nuTeparype (bor-
naHoB, 1971, 1989; Jlamynosa, bormanos, 1975; bocrok, Camuep. 1981).

Konnenuusi, oduienpuHsTas Ha MeKAyHapOAHBIX KoHepeHuusx B Hayane XXI Beka,
COCTOUT B TOM, YTO y XPOMOCOM OOJIbIIMHCTBA M3yYEHHBIX OPraHU3MOB TPHITEPOM CH-
Harcuca TOMOJIOTUYHBIX JIOKYCOB ciyxar ByHHUTeBble pa3peiBbl JJHK (DSBs). Cunan-
CHC HaUMHAETCsl C TIOMOIIbI0 MHBAa3HH OJJHOHUTEBBIX KOHIIOB pasopBanHoil [IHK B romo-
JIOTHYHBIE JIOKYCHI, B KOTOPBIX «permnuentHas» JTHK nokansao pacnnasmsercs (oOpa-
3yeTcs HeOonblIas cMellarolascs NeTis, Tak Ha3biBaemasd D-metis), mocie yero KoH-
TaKT FOMOJIOTHYHBIX JIOKYCOB poncXoauT nmyTeM ux BpemenHoi JJHK-/THK ruGpuansa-
1y (cM. 1. 4, puc. 4.1). [Tocne Takoro akra B janHoM mecte popmupyetcst CK: ero sa-
TepajbHbIC 3JIEMEHTHI COSANHSIOTCS C TOMOUIBIO TIONEPEUHBIX (PHIAMEHTOB U IIEHTPAIIb-
HOTO 31eMeHTa. Bee 310 onmcano B 1i1. 3 1 4, HO €CTh «UCKITIOYUTEIbHBIE)» OPraHU3MBI:
Hemarona C. elegans (tin. 10) u apo3oduia (. 11), y KOoTopsix cHadanga (GopMUpyeTcs
CK, a motoM B (pMKCHPOBAHHOM JIaTEPaTbHBIMU dJIEMEHTAMU MECTE MTPOUCXOJST CHHAII-
CHC JIOKYCOB M KpOCCHHTOBEp. He MCKIIIoueHO, 4TO y 9THX OPTaHMU3MOB COXpaHuics 00-
Jiee IpeBHUN MeXaHU3M CHHAIICHCa WM OJMH M3 TYNHUKOBBIX (HO A1 HUX y0OHBIX!) Ba-
PHAHTOB 3TOTO MEXaHU3Ma.

OOIenpHUHSATO, YTO KJIACTEPHU3AIINsI TEIOMEP Ha MeMOpaHe criocoOCTBYeT CONMKEHHIO
W CHHAIICKCY TOMOJIOTMYHBIX XpoMocoM B mipodase | meiiosa (Zickler, Kleckner, 1998).
Ha npotsyxennn Tpex yerBepreil XX Beka BO BceX YUEOHBIX PyKOBOJCTBAX MHCAJH, UTO
B Meli03e y PacTCHUH, B OTIIMYKE OT XMBOTHBIX U IPUOOB, HET QUTYPHI «OyKeTay Xpo-
MOCOM B Meio3e (Tak ke, KaK HeT IICHTPUOJICH WM MOJSIPHBIX Ted BepereHa). Cunra-
JI0Ch, YTO B mpodaze 1 meiio3a y pacTeHUi CONMKEHNE XPOMOCOM C JaJbHUX PaccTosI-
HUI 00ecrieueHo HEeKUM MEXaHU3MOM CHHE3HCa — CKATHSI XPOMOCOM B KITyOOK HITH y3€Tl
(synizetic knot, Rhoades, 1961), u 5Ta koHUTYpanyst cuuTanach albTepHATHBON «OyKe-
Ty» y *®uBOTHBIX (John, 1990). OnHako, koraa npodasHeie siipa MEHOTHUECKUX KIIETOK
pacTeHui CTajIM UCCIIeI0BaTh C IOMOIIBIO AIEKTPOHHOTO MUKPOCKOIA U TPEXMEPHOI pe-
KOHCTPYKIIMU CEPUHHBIX YIBTPATOHKUX CPE30B, TO 0KA3aJI0Ch, YTO BO BpeMs paHHEH 3H-
TOTEHBI TPOUCXOIUT KJIACTEPH3aLIUs TEIOMEp Ha BHYTPEHHEH CTOPOHE siZIepHO MeMOpa-
Hbl. BriepBbie 00 3TOM COOOIINIT TATCKUI [IUTOJIOT XO0JIbM, UCCIICIOBABIINNA STUM METO-
noMm nipodasy I meiioza y simuu (Holm, 1977). Bekope 310 siBiieHue ObLI0 00HAPYKEHO
n y apyrux BujaoB pactenuit (Gillies, 1984). B nanGonee mpoctom Buje oHO Halmona-
eTCsl KaK My4YOK TeJIOMEPHBIX PalfOHOB CHHANITOHEMHBIX KOMIIJIEKCOB Ha Mpernaparax 3u-
TOTEHHBIX S7Iep, Pa3pyLUICHHBIX TUIIOTOHUYECKUM IIIOKOM U PACIIJIaCTAHHBIX Ha IOMJIOXK-
ke (puc. 3.1, 6).

CyliecTBYIOT H3SIIIHBIE JIOKA3aTeIbCTBA TCHETHUECKOTO KOHTPOISI (YOPMHUPOBAHHUS 31~
TOTEHHOTO OykeTa XxpomocoMm y pacrenuit pxxu (Mikhailova et al., 2001) u kykypy3sl
(Golubovskaya et al., 2002). 3BecTHO, 4TO y IpOKKEH TOXKE €CTh T'€H, KOTOPBINA KOAUPY-
eT OETIOK TEIOMEPHBIX PAOHOB XPOMOCOM. ITOT OEJIOK 00eCIIeunBaeT KIaCTPUPOBAHUE
TEJOMEPHBIX PaiioHOB (KOHIIOB) XPOMOCOM Ha BHYTPEHHEH CTOPOHE S/IepHOI 000I0UKH
B mpodase I meitoza (Trelles-Sticken et al., 2000). ¥ apadunorncuca Taxkxe ectb reH ATM,
MyTalus KOTOPOTo MIPHUBOIUT K HAPYIIICHHUIO KJIACTPUPOBAHHS TEJIIOMEp Ha SJEPHON MeM-
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Opane (Pandita et al., 1999 — Illepran). Ha nepBbIx oTanax ¢opMHUpOBaHUS 3UTOTEHHOTO
OyKeTa XpOMOCOM MOXET MPOUCXOIUTH (PU3NUECKas aCCOLUAIINS HETOMOJIOTHYHBIX XPO-
MOCOM, 4TO HaOJIro1an0ch y pa3Hbix 00bekToB (Loidl et al., 1994a). Ho 3aTtem npowucxo-
JUT KOPPEKLHsI CHHANCUCa. ACCOIMAIIA HETOMOJIOTOB CIIOCOOCTBYET MX MPUHYAUTEIb-
HoOe cOmKeHne B «HOXKe» Oyketa. [Ipu aToM Hepenko oOpa3yroTcsi BpeMEHHbIE CHHAII-
TOHEMHBIE KOMIUIEKCHI JIaKe MEXIy HErOMOJIOTHYHBIMH XpoMocoMamu. OHH 3aTeM pac-
najaloTcst U GOpMUpYIOTCs 3aHOBO Mexay romonoramu (Zickler, Kleckner, 1998). Ta-
KUM 00pa3oM, KJIAaCTPUPOBAHUE XPOMOCOM Ha siJIepHON 00osouke B paHHel mpodaze I
Meiio3a ¥ BO3HHMKAIOMIMK Onarofapsi 5ToMy «OyKeT» MEHOTHYEeCKHX XPOMOCOM €CTh BO
BCEX LAPCTBAX DYKApUOT U, BEPOSITHO, 3TO APEBHUI npu3Hak meio3a. [logpoOHblii ana-
JIM3 ATOTO MpHU3HaKa MOKHO HalTH B 0030pe (Zickler, Kleckner, 1998). DToT cinokHbII
MIPU3HAK, CKOpEE BCETO, SIBIISICTCS TIONIUTEHHBIM. He n3BecTHO, ecTh I TOMOJIOTHSI TEHOB
9TOTO MPU3HAKA y JPOXCKEH U BBICIIUX PACTEHUH, IOATOMY Ha JIAHHOM 3Tarle MOYKHO ro-
BOPHTH JIMIIB O TOM, YTO 9TH T€HBI, TI0 KpaitHel Mepe (yHKIIMOHAIBHO, aHAIOTUYHBI U
MIPUBOASAT K «TOMOJIOTHM TpHU3HAaKa» B BaBMJIOBCKOM cMmbicie (bormanos, 2003, 2016),
100 y pa3HbIX OPraHU3MOB CYIIECTBYIOT MyTallH{, IPUBOASAIINE K HAPYIICHHUIO KilacTe-
pu3aiuu TeJoMep Ha MeMOpaHe.

B m1aBe 3 coobuianock 0 TOM, 4TO BO BpeMsl paHHeH npodasbl Meiio3a o1 SIeKTPOH-
HBIM MHUKpOCKoTioM oOHapyskeHbl Guopumsl JHK mexny xpomocomamu. OHEM MOTYT
CITy’)KUThb COCTUHEHUSIMH TOMOJIOTUYHBIX JIOKYCOB, HO TOMOJIOTHS JIOKYCOB TPH TaKOM
MeToJIe He MOXeT OBbITh JJokazaHa. Ha 0cHOBe MHOTOYMCIICHHBIX 1 MHOTOJIETHHX HCCIIE-
JIOBaHUH MOJICKYJISIPHBIX MEXaHH3MOB MEHOTUYECCKON PEKOMOUHAIIMY B COOOIIIECTBE Ie-
HETHUKOB CYUTACTCS, YTO CHHAIICUC TOMOJI0T0oB Ipoucxonut ¢ momorisio JJHK-JIHK rete-
POIYIUIEKCOB TIOCIIE IBYHUTEBBIX Pa3phIBOB M MHBa3uU onHOHUTEeBOM JIHK B romonmoruy-
HBIH JIOKYC JpyTroi XpoMocoMmbl. JlJis 3Toro Heo6XoanMo HieajbHOE BEIPAaBHUBAHUE TO-
MOJIOTHYHBIX XPOMOCOM M TOYHOE COTIOCTABJICHUE TOMOJIOTHYHBIX JIOKYCOB B TpeXMep-
HOM IIPOCTPAHCTBE KIETOYHOTO sIIpa. DTO JTOCTUTACTCS TEM, YTO MHUIHALIUS PEKOMOU-
Hamu 1 popmupoBanue CK uayT «pyka 00 pyKy», H HEKOTOpPOE OlepekeHre 00pa3oa-
Hust CK 10 vHUIMAIMY peKOMOUHAIMHY (Y HEMATOIbI U IPO30(HIIbI — CM. TIL. 3 U 4) 1axe
o0JieryaeT 3ToT HpoIiece.

B pannuii nmepuoa paboThl ¢ HCIOJIB30BaHUEM MeTona in situ-rudpuausanuu JJTHK
OBLIO COOOIIEHHE O TOM, YTO TOMOJIOTHYHBIE JIOKYChI TTAPHBIX XPOMOCOM MOTYT BCTpe-
4arbCs JI0 MOCTPOCHUS CHHANTOHEMHBIX KOMIUIEKCOB Yy S. cerevisiae (Scherthan et al.,
1992). Ho no3xHee 31 aBTOphI 00JI€€ HE YIOMUHAIM 00 3TOM (haKTe U, HAITPOTHUB, COO0-
LIMJIH, YTO Y MBIIIN M YeJIOBeKa CHHAICUC UIET TOJIBKO OJJHOBPEMEHHO C TIOCTPOCHUEM
CHHANTOHEMHBIX KoMIuiekcoB (Scherthan et al., 1996).

3akmoyeHme

Haxanyne panneit mpodas3sl Meio3a U 1Mo e€ XOIy XPOMOCOMBI PEMOIETHPYIOTCS.
Onu proOpeTaIoT MPOAOIbHBIE OETKOBBIE 0CH, K KOTOphIM Kperntces Meree 1% JIHK, a
octanbHas JIHK opranuzoBana B BUJie JaTepalibHbIX METEIb XpOMaTHHA.

B npodaze meito3a mpoucxoauT mepenporpaMMAPOBAHIE TPAHCKPUTIITUN reHoMa. [1o-
BunuMomy, unet cuare3 PHK, neoOxomumoit Ay Meiio3a U MoCTMEHOTHUSCKUX CTaIHHA
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rameroreHesa (M paHHero aMOpuoreHesa: cMm. 1. 6). HaOmrogaercs TpaHCKPUITIIMOHHAS
MHAKTUBAIMS LEJIBIX XPOMOCOM, B HACTHOCTH, IIOJIOBBIX XPOMOCOM Y CaMIIOB )KMBOTHBIX
(caiineHcHHT).

Crioco6 cOnmkeHust TOMOJIOTMYHBIX XPOMOCOM C JallbHUX PACCTOSIHUHN JI0 PACCTOSHHS
300 HM, Ha KOTOPOM MEX]y TPOTHUBOJICKALIMMHU JIOKYCaMHU MOXET (DOpMHUPOBATHCS CHU-
HANTOHEMHBIN KOMIUIEKC, OCTAeTCS 3arajikoi, XOTsl B TEJIOMEPHBIX pailoHaX CONMMKCHHE
TOMOJIOTOB 00€CIIeUMBACTCS COCEICTBOM UX TeJIOMep Ha siiepHoil MeMOpaHe. B cOnmxke-
HUM TeJIOMEp y4acTByeT OeoK-0enkoBoe y3HaBaHue. Y OOJNBIIMHCTBA 3YKapuOT BO BCEX
(UIIOTeHETHUECKUX JTMHUSX CHHAIICUC TOMOJIOTHYHBIX JIOKYCOB, CY/sl IO BCEMY, IIPOHC-
xoaut Onmaromapst popmuposanuto BpeMmeHnbix JTHK-JIHK rereponymiekcoB, koTtopble
o0paszyrorcs mocie AByHUTEBBIX paspbiBoB JIHK melio3-criennduunoii SHA0HYKIea300.
DTOT MeXaHM3M OBLT OMUCaH B TI1. 4. VICKITIOueHHS U3 3TOTO MpaBuiia OOHAPYKEHBI y IBO-
JIIOIIMOHHO TYMUKOBBIX OPIraHU3MOB — HEMATOAbI U APO30(HIBl — U OMUCAHBI B TJIaBaxX
10 u 11, cOOTBETCTBEHHO.



[ asa 6.
OcobeHHOCT Meo3a B Xoae ooreHresa

[Mocmennune stamsl mpodassl I Meiioza B Xome 0oreHes3a y KUBOTHBIX OTIMYAIOTCS
0T Melo3a npu criepmaroresese. To xe caMmoe OTHOCUTCS K MEMO03y JKEHCKOIO THIIA
[IpY METacloporeHese y pacreHuil. B 1aHHON m1aBe Mbl KacaeMcsl Mei03a JKEHCKO-
IO THIIA TOJIBKO Y )KMBOTHBIX, @ MEH03 KEHCKOI'0 TUIIA y PACTEHUI ONIMCaH B IJ1aBe 7.
Oco0eHHOCTH JKEHCKOTO Mel03a y )KHBOTHBIX 00YCIIOBICHBI TIOATOTOBKOI OOITUTA
MIEPBOTO MOPSIKA K MPEBPALICHUIO B 3UroTy. ONMCaHbI THITBI TPAHCKPHIIIMOHHON
AKTHBHOCTH XPOMOCOM OOIINTA, 3aBUCSIINE OT THIIA THCTOJIOTHH IMYHUKOB, U TIPH-
Mepbl (POPMUPOBAHUS KAPHOCOM U APYTUX CIEHHUAIBHBIX OPTaHEeUT AApa OOLUTOB.
[IpuBeneHs! mpuMepbl N3MEHEHHS XPOHOJIOTHHN SKEHCKOTO Me03a, 00yCIIOBICHHBIE
METabOoJIM3MOM CO3peBaromIero oonura. Onucana 3aBUCUMOCTD 3aBEPIICHHS JeTIe-
HUI Me03a OT BPEMEHHU OINIOAOTBOPEHHUS.

I'naBHas npuynHa pa3uuuii Meiio3a B 0OIIMTaX U CIIEPMATOLIUTaX COCTOUT B TOM, YTO
B XOZI€ CO3PEBaHUs OOLUTA (AHLEKIETKH) IPOUCXOANUT MTOATOTOBKA 3TON SIMLEKIETKN K
HavyaJbHOMY 3Tary 3MOpuorenesa. [lostomy eme Bo BpeMsi Meiio3a B OOLIUTE IPOUCXO-
JUT 3aI1aCaHUE «IIUTATEJIbHBIX BEIECTBY (110 CTApOH TEPMUHOJIOINH), TO €CTh 10T OXKHU-
Bymux monexyn PHK, GenkoB u apyrux BemecTB, KOTOpble HEOOXOAMMBI Oymytieit 3u-
rore. 3a01aroBpeMeHHOE HAKOIUICHHE ATHUX BELIECTB Ba)KHO MOTOMY, YTO IEPBBIE Kile-
TOYHBIE JEJIECHUS 3UTOTHI IPOUCXOIAT OYEHb OBICTPO, U KJIETKH HE MMEIOT BPEMEHH Ha
tpanckpunuuto JHK u tpancmsaunio MPHK. MHbiMu crioBamu, B X0z1€ 3BONIOLUH TOJIO-
BOT'0 Pa3MHOXKEHHSI IPOU30IIJIa ONITUMH3ALUS CIIOKHON CHCTEMbI Mei03a 1 paHHETo 3M-
Opuorenes3a. EctecTBeHHBIN 0TOOpP 3aKpenuil TAKOH BapHaHT MeHo3a IPHU OOTaMHOM IT0-
JIOBOM TIpoLIECCe, IPU KOTOPOM IFeHHbIE POAYKThI, HEOOXOAUMBIE IJIs1 pA3BUTHS 3UTOTHI,
3aroTaBIMBAIOTCS 3apaHee B XOJE CO3PEBaHMS HEOMJIOAOTBOPEHHOM silekneTku. B or-
JIMYUE OT 3TOTO IIPU U30TaMHUHM (HApHUMeEp, Y APOXIKeH) MOZOOHBIX SBICHUH HET, M HET
pasnuunii Meio3a, 3aBUCSIINX OT rmosa (cM. TIL. 9).

B 3ama4y naHHOI r1aBbl BXOAMT He TOJBKO ONHMCAHUE OTJIMYHUIH KEHCKOTO Meli-
032 0T MY:KCKOI'0, HO U pa3srpaHuyeHue sIBJIeHHii, 00yCJI0BJIEHHbIX MOTPEeOHOCTSI-
MM Oynyleil 3uroTel, 1 cCOOCTBEHHBIX sIBJIeHMIT Meiio3a. Monndukaus uTonornye-
CKOH KapTHHBI MeH03a MPOUCXOIUT B OOLIMTE 1-ro MOpsiaKa, emie He BCTYIHUBIIEM B Iep-
BoOe JeneHne Meiio3a. Kpome Toro, y HEKOTOPBIX BHJIOB KMBOTHBIX HAOIIOJAIOTCS Ay 3bl
10 X0y Meii03a MEXy €ro MepBbIM U BTOPBIM JICJICHUSIMU B OOLIUTE. AHAJIOTMYHbIE SB-
JICHUS IPOUCXOIAT U B )KEHCKOM Meilo3e y pactenuid. OHu onucanbl B mase 7 «Melo3 y
pacTeHHid ¥ ero reHeTHYECKUI KOHTPOJIbY.

I'naBHOe NpaBuJ/I0 U3MEHEHHUsI JKEHCKOI0 Meiio3a 10 CPAaBHEHHIO € MY’KCKUM — B
TOM, YTO 3TH MOAM(PUKALUH NPOUCXOASAT MOCJIe CHHAINICHCA U KPOCCUHIOBEPa roMo-
JIOTHYHBIX XPOMOCOM M nocJjie (POpMUPOBAHUS XHA3M, HEOOXOAUMBIX VISl PelyKLH-
OHHOTO /IeJIEHMS] U cerperauu roMoJIOrHYHBIX XPOMOCOM, U N03TOMY OHHU He Me-
LIAOT OCYLIEeCTBJECHHI0 KPOCCHHIOBEPa U PelyKUHOHHOIO JAejeHus. J{o srama o0-
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pasoBaHMs XUa3M, a UMEHHO, 10 Havaja CTaJAMu JUIJIOTeHBI, MeH03 B oonuTax Mopgo-
JIOTHYECKH M Ha MOJIEKYJISIPHOM YpOBHE HE OTIIMYaeTcs OT Meio3a B CIepMaTOLUTAaX.
B XX Beke omy0OnMKOBaHO MHOTO YaCTHBIX IPUMEPOB M3MEHEHHMSI KOHACHCAIIUU XPOMO-
COM B OOTOHMSX M CIEpMaTOTOHUAX HaKaHyHE UX BCTYIJIEHHS B S-TIEPHOJ MpeMeHoTH-
yeckoil nHTepdaspl. [Ipy 3ToM BecbMa XapaKTEpHO YCUIIEHHE KOHJCHCAMH XPpOMaTHHA
OOTOHMEB B mocienHeM mutoruueckoM ke (Zickler, Klekner, 1998; Kypuio, 2012).
Taxoe e siBJIeHHE UMEET MECTO B KEHCKOM M MY>KCKOM Mei03€ B pa3HOI CTENeHH y pa3-
HBIX BUJIOB PACTCHUM.

dnddepeHLmpoBKa OOrOHNEB
M MOSIBJIEHME OOLIUTOB U TPODOLIUTOB

Cpenu HU3MIMX 0ECIO3BOHOYHBIX )KUBOTHBIX — Y TYOOK M HEKOTOPBIX IUIOCKUX Yep-
Bel, Hanpumep, Acoelomorpha — 1 nuddepeHINPOBKU AHIECKIECTOK HE HYKHBI CIie-
[MABHBIE OPTaHbI, U SHIEKIETKH 00pa3yloTcs B JIIOOBIX ydacTkax Tena (Pasen, 1964).
Takoii T ooreHesa HasbiBaeTCsl TUPQPy3HBIM. B MPOTHBOMONIOKHOCTH 3TOMY Y OO0JIB-
LIMHCTBA OECII03BOHOYHBIX U [TO3BOHOYHBIX KUBOTHBIX ()OPMUPOBAHUE KEHCKHUX I0JI0-
BBIX KJIETOK, @, CJICIOBAaTEIbHO, M MEH03 MPOUCXO/AT B CHIEUAIBHBIX OpraHax — SUYHU-
kax. [Ipu oOcyxaeHnu pas3nuunii Mexay Aup@y3HbIM U JIOKaJTU30BaHHBIM THIIAMHU 00-
reHesa pedb MICT He O PA3IUUMsIX B MEHO03€ MM OOTCHE3€ KaK TaKOBBIX, a 0 (hOpMHPO-
BaHMM OPTraHOB, B KOTOPBIX Pa3BHBAIOTCSI OOLUTHI, U MO3TOMY AJISI ONMCAHUS STHX BO-
IPOCcoB Oosiee NPUMEHNUM TEPMUH «OBAPHOTEHE3» — I'€HE3UC OPraHoB, B KOTOPBIX MPO-
ucxomut ¢opmuposanue sirexnerok (Kypumo, 2012). Tunsl cTpoeHHs SUYHUKOB OTIH-
CaHbl B ClieMaibHBIX MOHOTpadusax (Aizenmranr, 1984; Jlormya, 2005). Harmsgasim
MPUMEPOM IPEBPALICHUS] OOTOHHEB B OOLUTHI CIIYKHUT CHOCO0 pa3aeseHusl OOTOHUEB Ha
OOLIUT U TPOGOLUTHI (MUTAIOIIKE KIETKH) B OBapHoJiaX TyTOBOTO LIenKonpsiaa Bombyx
mori. SINYHAKN TYCEHMIBl HICIKONPsa COCTOSAT U3 TPyOoueKk — oBapuoi. OBapuOIIbI
COCTOSAT U3 SIMIEBBIX KaMep. B kax ol siiueBoil kamepe MyTeM MUTO3a U3 ONHON MHHU-
LUAIBHON KJIETKH 00pa3yeTcs HECKOJIBKO OOTOHHEB, U HEKOTOPBIC M3 HUX Pa3BUBAIOT-
csl 110 Iy TH Meiio3a, mpeBpalasch B 00LUThL. JlanbHeimas cynp0a 3THX KICTOK pas3iiny-
Ha: TOJIBKO OJIHA U3 HUX CTAHOBHUTCS OOLIUTOM, CIIOCOOHBIM MPONTH MEHO03, B TO BpeMsi
KaK OCTaJIbHBIE MIPEBpaILaoTcs B TpodoUuThl. Pacxokaenue myTei pa3BUTHs OOLIUTOB U
TPO(OLUTOB NPOUCXOAUT HOCIIE YETBEPTOr0 MUTO3a HHUIMANBHON KieTku. [locie mep-
BOI0 MUTO3a OJ{HA KJIETKA COXPaHSETCsl KaKk CTBOJIOBas. Bropas kieTka nenuTcs Ha J1Ba
OOTOHUSI, CIACAYIOUINE Ba MUTO3a NPUBOAAT K MOSBJICHUIO BOCBMU OOTOHUAJIBHBIX KJIe-
ToK. J[Be M3 HUX MPEBPAIIAIOTCS B OOLMTHI 1-r0 MOpsiika U BCTynaroT B mpodasy I meiio-
33, HO TOJIBKO OJJMH OOLUT MPOXOIUT BECh MEMO03 /IO KOHLIA, OCTAaHABJIMBAsACh HA BPEMS B
Pa3BUTHHU HA CTAAMU TUIUIOTEHBI B Ieproz Oombioro pocra (B Butewisipun). [llects oo-
TOHMEB M OJMH M3 OOLUTOB (€ro MHOTA HAa3bIBAIOT MIPO-OOLUTOM) IIPEBPAILAIOTCS B TPO-
¢douuTts (Sakagushi, 1978). Beibop oomura, ciocoOHOTO MpoaoKaTk Meio3, onpezne-
JISIeTCSl CTPOTMM LIUTOIJIa3MaTHYECKMM MEXaHU3MOM. DTOT MEXaHU3M ObLJI CHavasa pac-
mu@poBaH Ha MpUMeEpe SUUHUKOB Apo30uibl (cM. 1. 11), a 3aTem oOHapYXeH U Y Ty-
TOBOTO ILIEIKONpPs/a.
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1-e peneHne 2-e genexHue 3-e geneHne

Puc. 6.1. Cxema feneHuii KIETOK 3apOJIbIIIEBOTO MyTH Y CAMOK TYTOBOTO TIEKOIIpsiaa Bombyx mori.
Homepa K1eToK COOTBETCTBYIOT BPEMEHH UX MOSBICHUS MOCTIE OYSPETHOTO KICTOYHOTO
neneHus. [TyHKTHpHON OKpPYKHOCTBIO 0003HAaUEH OOTOHHM, ABOIHOIN OKPY>KHOCTBIO (KpYT B
Kkpyre) — oouwut (3 Sakagushi, 1978, ¢ u3MeHeHUsIMN).

MexaHu3M BBIOOpA «yCHELIHOI0)» OOLMTA Y LICIKONpsiaa M Ipo30(uiibl TakoB: MOCIE
Ka)K/I0T0 JIeJICHHSI OOTOHUEB ITyTEM MUTO3a Pa3zielieHUe JOUEPHHUX KIIETOK (LIUTOTOMHUS) C I10-
MOIIBIO NEPETSHKKU LIUTOIIIA3MbI HE JIOXOIUT 10 KOHIIA, M Ha MECTE BEpETEeHa ICIICHUS MEX-
Jly CECTPUHCKMMH KJIETKAMH OCTAIOTCs [IMTOIIA3MaTHUECKUE KOMbLIEBbIe KaHaibl. B Bochb-
MHKJIETOYHOM KJIacTepe y LICIKONPSa YEThIpe KICTKU MOMYYaroT M0 OJHOMY KaHAILy, 1B
KJIETKM — IO []Ba KaHajla 1 JIB€ KJIETKU — 10 TpH KaHana (puc. 6.1). Knerku, nmeromue no
TPH KaHajla, CTAaHOBATCS Y HICJIKONPSAAA OOLUTAMU, U MEH03 B HUX Pa3BUBACTCS JI0 CTaJNU
MaXUTEHBI OAMHAKOBO, HO, HAYMHAS CO CTAIMHU AUIJIOTEHBI, 0 MEHOTHYECKOMY ITyTH Pa3BH-
BaeTCs ¥ BCTYIAET B JIEJICHUs MeH03a TOJIBKO OJIMH M3 3THX JBYX oonuToB (Sakagushi, 1978).

[Iponecchl, onucanHble IS MENKOIPSIIa, XapaKTEePHbI U AJISL APYTHX KUBOTHBIX C HY-
TPUMEHTAPHBIM THIIOM OOTE€HE3a, XOTs TaKas Kjaccu(uKalys TUIIOB OOTeHEe3a ycTapea,
1 OT Hee TIOCTENEeHHO OTKa3bIBatoTes. [IpemiaraeTcst HCmoabp30BaTh TEPMUH «IIOJTUT€HOM-
HBI» THI ooreHesa ([onmya, 2005). [Ipu 3TOM THITE pa3BUTHS OOIMT HYXKIAETCS B IIPH-
toke PHK, mpexne Bcero pPHK.

KosnbueBble KaHAJbI MeKAY OOTOHMSIMH — IIMPOKO PacHpocTpaHeHHOoe siBJie-
HHUe, MPUCYIee He TOJIbKO HACEKOMBIM, HO H JIPYTUM 0eCro3BOHOYHBIM KHUBOTHBIM
(Cassidy, King, 1969). Poiib ko1b1eBBIX KaHAJIOB B nponeccax AugdepeHIupoBKH
MOJIOBBIX KJIETOK Pa3HbIX I'PYII ’KHBOTHBIX AHAJOTHYHA UX POJIM Y IIEJKONPAIA U
Apo30¢uibl.

B monorpadusax Aizenmranr (1984), JI.O. Kypuno (2012) u Hounnya (2005) npuse-
JICHbI IPUMEPBI YCTPONUCTBA IMYHUKOB MHOTHX KHBOTHBIX. AHAJIM3 9TUX IPUMEPOB AAET
OCHOBAaHHE CUMTATh, YTO B XOJ€ OBApUOrCHE3a SUYHUKU PA3HBIX KUBOTHBIX HMPOXOIIT
CTaJUH Pa3BUTHUS, HAIIOMHUHAIOIIKE 0o0jee IPUMHUTUBHBIC BAPHAHTHI SIMUHUKOB JPYTHX,
MEHEe HBOJIIOLMOHHO MPOJABUHYTHIX )KUBOTHBIX. MHBIMH Cl10BaMH, CyIIECTBYET OOILast
cxema (OPMHUPOBAHUS AUYHUKOB, KOTOPAs OCYILECTBISETCS YACTUYHO UM TIOJIHOCTHIO B
3aBHCUMOCTH OT YPOBHSI CJIOXKHOCTH ((DUITOT€HETHUECKOTO MOJIOKEHUS) OPraHu3Ma.

[Ipumepom, Ha KOTOPOM MOXHO MPOCIEANUTh Qa3bl Pa3BUTHS SUIYHUKOB MIICKOMH-
TAIOIIUX, CIYKUT OBapHOrCHE3 YeJIOBEKa M KOPOBBI, ACTaJIbHO M3y4YeHHbIH Kypuio
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(1980a, 6, B; 1985, 2012). ®opmupoBaHre IMUHUKA HAYMHACTCS BO BPEMS pa3BUTHS
9MOpHOHA KEHCKOTO MOJIa U JJOXOAUT JI0 [TOJIHOTO Pa3BUTHSI K MOMEHTY POXKJICHUS Op-
raHu3ma *eHcKoro nosna. OgHako MosiBJIeHUE SIHIEKIETOK, TOTOBBIX K OIJIOJ0TBOpE-
HUIO, POUCXOJIUT TOJBKO MOCHE AOCTHXKEHUs mojoBoi 3penoctu. JI.D. Kypuno Ha
OCHOBE COOCTBEHHBIX MHOTOJIETHUX MCCIIEOBAaHUN U C YYETOM MCCIEI0BaHUM JIpy-
TUX aBTOPOB MPHUILIA K BeChbMa 000CHOBAaHHOMY BBIBOJTY, YTO HayaJbHBIN MEPHOA pa3-
BUTHS AMYHUKOB y YeJIOBEKa M, BEPOSITHO, BCEX MJIEKOMUTAIOMINX MOKHO pa3/ieuTh
Ha TpH (asbl.

1-51 aza: 3aceneHue MEPBUYHBIX MOJOBBIX BAJIMKOB SMOPHOHA MTEPBUYHBIMHU TTOJIOBBI-
MU KJI€TKaMH — MPE/IIeCTBEHHUKaMI OOTOHHNEB — U KJIETKaMU ME3€HXHUMBI, IIPOUCXO-
JSIIIAMU U3 Me30Hedpoca.

2-1 ¢aza: nponudepauusi (pa3MHOKEHHE) MEPBUYHBIX MOJOBBIX KIIETOK, CO3AaHUE
myJ1a 9TUX KJIETOK, ITpeBpallleHne UX B OOTOHUH, 3aTe€M IpeBpallieHle B OOLUTHI 1-T0 Mo-
psiika myTéM BCTyIUIeHHS HX B mpoda3zy I meiioza. YV jkeHCKOro SMOpHOHA YeioBeKa Ha
4-M mecsitie OepeMEeHHOCTH MaTepH 001Iee YUCIIO0 MEPBUYHBIX TOJIOBBIX KIETOK COCTaB-
nseT 2—4 MUJUTHOHA, a TI0 JaHHBIM HEKOTOPBIX aBTOpoB — A0 7 MuH. (Kypwuo, 2012). Ha
9TOH Ke cTamuu GopMHUpYETCs CIOKHOE TUCTOJIOTHYECKOE CTPOSHHE SIMYHUKA. B siu-
HHUKE pa3pacTaercs Tak Ha3bIBa€MOE MO3TOBOE BEIIECTBO (TMCTOJOTHYECKUI TEPMIUH, HE
MMEIOIINI OTHOIIEHHS K HEPBHOM TKaHU 1 M03Ty). OHO MPOHU3BIBAETCS] KPOBEHOCHBIMU
COCy/IaMU U TsHKaMU COSIMHUTEIBHON TKaH!, 00pPa3yIoIIMHI CTPOMY.

3-s1 (paza: 3aceneHne CTPOMBI SIMYHUKA OOIUTaMU. B Hell 00pa3yloTcs «IHIeHOCHBIE
TSOKI, COZlepIKalle THE3IA KIIETOK, 6ojee WM MeHee CUHXPOHHO MPOXOASIIUX IepBbIe
sTansl npodasbl [ 1 BCTYNaomMX B CTAHIO AUIUIOTEHBI. JTO MPOUCXONUT Ha 17-i He-
nene 6epeMeHHocTH. [lociae 3TOro HauMHAIOT McUe3aTh THE3AA OOLUTOB, TUILIOTEHHBIE
OOIIMTHI 000COONIAIOTCS 1 OKPYKAIOTCsl (POILTUKYIISIPHBIMU KiieTkamu. Ha 26-27-i1 Hene-
J51X OEPEMEHHOCTH Y YeJIOBEKa MOJHOCTBIO pa3BUTa CTPYKTypa (QPOIUTHKYIOB HHIUBHILY-
QJIBHBIX OOLIUTOB, OKPYKEHHBIX (DOJUTHKYISIPHON 000IOUKOM M3 MenKuX KieTok. K koH-
1y 26-ii Henenu OepeMEHHOCTH Y SMOPHOHA YeJIOBeKa He OCTAETCsl TTOJIOBBIX KIIETOK, HE
BOBJICUCHHBIX B (DOJTUKYIIBL. B 3THX (OJITMKYIIaX OOLMTHI OCTAIOTCS JI0 MOMEHTa OBY-
TN — OCBOOOX/IEHHUS OOIMTA U3 SUYHUKA. [Ipu 3TOM OOIIUT HAXOTUTCS B COCTOSTHUU
BPEMEHHOMH 3a/IepKKU Melio3a Ha ctajguu MeTadasbl | U 1ocTyneH Ajist OTIog0TBOPEHUS
CIIepMaTO301IOM.

OcobeHHOCTM Meo3a B Xoae ooreHesa

Mopdghonozusa nozonux smanoe npoghpasvt I meitoza 6 ooyumax. Vtak, cxema 1moBe-
JIEHUS] XpOMOCOM B XOZI€ KEHCKOTO Meio3a (0oreHesa) 70 ONPEeNeIeHHOTO MOMEHTa, a
WMEHHO, JI0 3aBEPUICHHUS CTaJANH MaXWTEHBI U 00pa3oBaHMs XHa3M, OJMHAKOBA CO CXe-
MO¥ Meifo3a IpH CriepMaToreHe3e JKUBOTHBIX WIJIHM MHUKPOCTIOPOTeHe3e pacTeHuit. Oorm-
ThI 1-TO TIOpsiZIKa TPU CBETOBOW M MPH 3JIEKTPOHHON MHUKPOCKOITUU HE OTIMYAIOTCS OT
CIepMaTOIHTOB 1-TO MOpsiIKa 10 CTAANH TO3THEH maxuTeHbl. Pekue nCKIodeHus oT-
HOCSITCSI K HEKOTOPBIM HACEKOMBIM, HampuMmep, ABYKpbUIsIM (Diptera) mnm genryexkpoi-
neiM (Lepidoptera). OHu cBsI3aHBI ¢ 0COOCHHOCTSIMHU HACIICAOBAHMS IT0JIa y THX HACEKO-
MBIX U OyIyT OmucaHbl B raBax 11 m 12.
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Puc. 6.2. CootHomenue craguii Meiloza U oorexnesa.

a — TIepHOoJ] MAJIOTo pocTa, 0 — OonbmIoi poct; 1 — pannsist npodasza I meliosa, 2 — maxureHa,
3 — auIuIoTeHa, XMa3Mbl, 4 — OOLUT COIUTAPHOTO THIIA C XPOMOCOMaMH-JIAMITIOBBIMH MIETKAMHU
(VILL]); 5 — oonuT ¢ kapuocgepoii (K) npu HyTpUMEHTAPHOM (ITOJTMTE€HOMHOM) THIIE OOTEeHE3a,
A — sppeiku, BT — 6enKoBoe Teso (TEepMHUH YHOTPeOIseTcs TOJIBKO B OTHOIIEHHH TITHIL); 6 —
JUaKWHE3 MPH JIF0O0M Ture oorenesa; 7 — meradasa . [To: I['py3osa, 1975.



Iasa 6. OcoOEHHOCTH MeH03a B X0/Ie OOreHe3a 97

Haumnas co cragum AMIUIOTEHBI, MOP(OJIOTHS U IMHAMUKA Pa3BUTHs Meii03a B OOLIHU-
Tax )KUBOTHBIX CYIIECTBEHHO U3MEHSETCS TI0 CPABHEHHIO C MEH030M MPH CIiepMaToreHe-
3e 1 MUKpocroporeHese. [loncunTano, 4To B 00LUTaX JATYLUIKH Xenopus TpaHCKpUOupy-
ercst npubmusutensHo 1,1 x 10" monekyn pudocomuoit PHK, u3 HuX 11 cOOCTBEHHBIX
HYXJT PACTYIIETO OOIMUTA PacXomyercs Juib 5% mosekya (to ectb 5 x 10'°), ocrans-
HBIE 3amacaroTcst ajsi pazButus 3uroThl (dBuacon, 1972; I'pysosa, 1975). Takas «3aro-
TOBHTEJIbHASI KaMIIaHUs» TpeOyeT 3HAaUMTEIbHOH May3bl B Pa3BUTHH XPOMOCOM OOIUTa
0 ITyTH Mei03a, epephiBa B MOATOTOBKE K PEAYKIIMOHHOMY JIEJICHHIO XPOMOCOM; MPO-
HCXOIUT BPEMEHHBIN MEPEX0/ OOLUTOB K aKTHBHOMY METa0OJIM3MY KIETOYHOTO sIIpa,
OM3KOMY K MeTabO0IM3My HHTEP(A3HOTO sIIpa COMaTHYECKHX KIIeToK. [1ay3a B pa3BuTHH
Meii03a HacTymnaeT Ha CTaJAuU TUTIOTEHBI )KEHCKOTO Mei03a, U ¢ 3TOW CTauy HaunHaeT-
cs1 muddepeHIUPOBKa OOIMTA )KUBOTHBIX M MEracliopbl pacTeHUI B CTOPOHY MpeBpallie-
HUS UX B )KEHCKHUE TaMeThl. BCE 9TO BeeT K CTPYKTYPHOM peopraHu3aiui XpoOMOCOM pa-
CTyILIeTO oouuTa. B pesynbrare peoprannsainuu pa3BUTHE Melo3a B OOLMTaX 3aTsrHBa-
eTcs M YCIOXKHSIETCs, OO B 9TO pa3BUTHE BKIMHHUBAIOTCS POLIECCHI, TOOOYHBIE IT0 OTHO-
LICHUIO K COOCTBEHHO MEHO03Yy.

PasButHe oonmTa 1-ro mopsika Bo BpeMsl JICITOTEHBI, 3UTOTEHBI, TAXUTEHBI (Y HEKO-
TOPBIX OPraHU3MOB JIaXKe paHHEH JAUIUIOTEHBI) Meii03a 0003HaYAIOT KaK MEepUOJ PEBH-
TEeJJIOTeHe3a UM Masioro pocta oouuTa. Co cTaguu AMIUIOTEHBl HAYWHACTCS TIEPHO]] BH-
TEJUIOTEHE3a, OH JK€ — MePHOJ1 00JIBIIOro pocTta oorurta (puc. 6.2).

Bo Bpewmst 60JbII0TO pocTa OOLMTa pa3Mep ero MUTOIUIA3Mbl YBEJIHMYMBACTCS B COT-
HU ¥ THICSIUU pa3 (y pa3HbIX OMOJOTMYECKUX BUAOB B pa3Hoi crenenn). Ha aTom atame
KEHCKOTO Mel03a XPOMOCOMBI CYIIECTBEHHO JIEKOHAECHCHPYIOTCS, U UJET TPAHCKPHITLIUS
MHOTHX TeHOB. OJJHaKO CyIIECTBYET JBa aJIbTePHATHUBHBIX IYTH JaJbHEHIIETr0 pa3Bu-
THS cOOBITHIH. OHU ONPEACIISIFOTCS Pa3HBIMH CITIOCOOAMU HAKOTIICHHSI 3alTaCHBIX BEIIECTB
B OOIMTE. DTO COJMUTAPHBIA M HYTPUMEHTAPHBIHN (TUIIEPTPAHCKPUIIITUOHHBIA M TIOJUTe-
HOMHBIN — 1o JloHaya, 2005) criocoObl pa3BUTHSA W PpocTa oomuToB. [Ipu comurap-
HOM crioco0e XpOMOCOMBI OOLIUTa caMu oOecrieunBaroT oouuT myaoM PHK u 6enkos 3a
CUET aKTUBHOW TPaHCKPUIIMK reHoMa. Hanbonee BEIpa)KeHHBIM TUIIOM COJUTAPHO IH-
TAIOIIETOCS OOIIUTA SBISECTCS OOLUT C XpPOMOCOMAaMH THTIA JaMIOBBIX meTok (JII). DTtu
XPOMOCOMEBI 00pa3yIOTCst BO BpeMsl CTaluH JUILIOTeHbl. OHU aKTHBHO TPAaHCKPHOUPYIOT
PHK. TakoBbl AMIIOTEHHBIE OOIUTHI aM(puOuid, pentuiuit U nTuil. CTagus JUILIOTEHbI
C XpOMOCOMaMHU-JIAMIIOBBIMH IETKAMHU y aM(PUOUH, PENTUINN U NITHUL JJTUTCS JHIMU U
nenemsimu (Callan, 1986; Macgregor, 2012). Ha puc. 6.2 npuBeeHo cxeMaTruieckoe co-
OTHOLICHME CTa Ui MeH03a U OOTeHe3a.

Cragyisi aynnoTeHbl MPY CONIMTAPHOM TUME Pa3BUTUSI OOLIUTA

Xpomocompl — namnogvle wiémku. XpoMOCOMBI THITA JaMITOBeIX IméTok (JIIII) Brep-
BbI¢ ObLTH BBIIBJICHEI B 1882 1. dnemmunaroM (W. Flemming) u momyymim cBoe COBpEMEH-
HoOe Ha3BaHHe B ImyOnukarmu Prokkeprta (J. Riickert), koTopsrit B 1892 . 00HapYy»X W UX B
ooruTax akyisl (1T, o: Gaginskaya et al., 2009) u Harmren ux, B MUHAATIOPE, BHEIITHE T10-
XOKUMH Ha METKA, KOTOPBIMH YUCTIIIN CcTeKa jjamil B XIX Beke, Korna /i OCBEIIeHHS
WICTIONTE30BAIN (DUTHITH C TOPSIIIIAM MaciioM (1oo0re KepOCHHOBBIX JIaMIT, U3BECTHBIX Ha-
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Puc. 6.3. Xpomocoma Tuma J1aMIoBoi METKK 3eMHOBOJHOTO Salamandra salamandra L.
DTO TUTUIOTEHHBIA OMBAJIEHT XPOMOCOMBI 2 calaMaHJphI (CXeMaTHdeckas 3apucoBKa
TT0J] MaJIBIM YBEJIWYCHNEM MUKpockomna). L u R — mneBblit 1 paBbIif KOHITBI XPOMOCOM,
COOTBETCTBEHHO.

ITo: Mancino et al., 1969, u3 Kuknanse, 1975.

ieMy crapuieMy nokoseHuio XX Beka). XpoMOCOMBI — JIAMIIOBBIC IETKN HalACHBI B 00-
nuTax am(puOMiA, PENTHIINIA, ITHI, HEKOTOPBIX HAaCeKOMBIX (puc. 6.3, 6.4). Kpome Toro,
Y-xpoMmocoma B criepMaronutax y Drosophila hydei Toxe nogo6Ha mammnoBoii mérke. Ha
npumepe xpomocoMm-JILL n3yuarot pyHIaMeHTaIbHYIO CTPYKTYpY XpoMocoM (PonroHoB u
ap., 1992a, 6; Gaginskaya et al., 2009; Macgregor, 2012). BaxxHo 0TMETHTB J1BE 0COOESHHO-
ctu xpomocom tuna JIII: (1) y HuX sSipko BeIpakeHa XpOMOMEPHO-TIETENbHAS OpraHU3aLHs
(uepenoBaHNE KOHICHCHPOBAHHBIX XPOMOMEPOB C BBIPAKEHHBIMHM JIaTCPaIbHBIMU METIIS-
MH JICKOH/ICHCUPOBAHHBIX CECTPUHCKUX XpOMAaTU); (2) 3TH XpOMOCOMBI UMEIOT OOMIbIINe
pasMephl ¥ 4acTO MMEHYIOTCSI THTAaHTCKUMU. Y canaMauapbl Ambystoma mexicanum ab-
COJIIOTHAS IMHA Habopa xpoMocoM-JILL] npeBeiaeT umHy HaOOpa MUTOTHUYECKUX XPO-
MocoM B 80 pas, y rpedenuaroro tputoHa Triturus cristatus carnifex — B 25 pa3 (Callan,
1986), y ntun pazHuLa coctasisiet okoino 33 pa3 (Uensimesa u ap. 1990).

Xpomocombl-JILL Gorarbl Mop¢oIorHdecKUMr MapképaMu. DTO XapaKTEpHBIC IS
Ka)XXJIOTO BUJIa OPTaHU3MOB JIaT€paibHbIC METIN XPOMOCOM, MO-Pa3HOMY PaCIIOIOKEH-
HBIE HA XPOMOCOMaX OTHOCHTEJIBHO IIEHTPOMEp H TEJIOMEp, pa3Has AJIHHA U CTPYKTypa
neTesb. beIBaloT TpaHCKpUOUpYOIMECs NETIIN, HOKPBITHIE TaK HA3bIBAEMBIM «MaTpPHUK-
com» n3 PHII. Marpukc conepxut HoBooOpazoBanHyto PHK u acconuupoBanHsbie ¢ Helt
Oenxu. Iletnu ObIBarOT TIaakue U TOHKHE, He TpaHckpuOupyroume PHK. Cymectyior
NEeTAN U3 KOHJICHCHPOBAaHHOIO XpOMaTHHa, UMEIOILEro 0co0yIo rpanyssipHyto Gopmy, U
apyrue Mapképel xpomocom-JIILl, oOpa3oBaHHbIE cOUuETaHWEM METENb U XPOMOMEPOB.
Kak npaBuiio, Ha xopomo pacnpasieHHbIX XpomocoMax-JILL Xxoporio BUHBI XHUa3Mbl, U
UX NOACYET U ONpeeSICHHE JIOKATN3allui HECPaBHEHHO 0oJiee TOUHBI, UM B KJIETKaxX Ha
cTaausax nuakuHesa win metadassl | (Poquonos u np., 1992a, 6; Rodionov et al., 2002).

Cy1ecTByeT TEXHUKA IPHKU3HEHHON N30JISIIMK XPOMOCOM U3 SIIEP OOLMTOB U Pado-
ThI C HUIMU B CIIELMAJIBHBIX KaMepax 1oJ MukpockornoM (Callan, 1986; Pognonos u ap.,
1992a, 6).

Kanuransnas monorpadust o xpomocomax-JIL omy6nukoBana Kammanom (Callan,
1986), u cymectBytoT Oonee coBpeMeHHbIe 0030pHBIe myoOnukamuu (Morgan, 2002;
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Puc. 6.4. Muxpodororpaduu xpomocom-JIL xypuusr Galus galus L.

Cnesa — JIIII-3, cnpaBa — JIIII-4. Xpomocoms! okpamens! «Kymacu cuaum R250%.
0O0603Ha4YEHBI XPOMOCOMHBIE PallOHBI, MapKepHbIe Jarepanbabie e (LL31, ML31, ML41) u
xpomomepsl! (Iankuna, 2002, opurunansl npepocraieHsl C.A. ['anknHO#).

Gaginskaya et al., 2009). B nanHoii T1aBe Hac MHTEPECYET HE CTOIBKO CTPYKTYpa ITHX
XPOMOCOM, OTIIMYAIONIASICS OT THITMYHOM CTPYKTYPBI XPOMOCOM B JTUIIOTEHE MeiHo3a y
CaMIIOB, CKOJIBKO (DYHKIHMSI 9THX XpPOMOCOM B OOTeHe3e. DTa (GyHKuus xpomocom-JIII]
BBIHYKJJA€T OOIUTHI TI0 X0y Mel03a BPEMEHHO OTJIOKHUTH TOATOTOBKY K PeIyKIIMOHHO-
My JIeJieHHI0 XxpoMocoM (k Metadaze | u anadaze 1) u «3aHATECS» 00ecTedeHneM ycio-
BUI JUI1 OBICTPBIX NIENICHUI OIUIOZOTBOPEHHOTO siflla — 3UroThl. TeM He MeHee, MBI
JOJDKHBI XOTSI OB KPaTKO OMHUCaTh CTPYKTYpy xpomocom-JIILI. Kak yxe ymoMuHamzoch
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Puc. 6.5. 3apucoBka CHMMETPHUUYHBIX JaTepaibHbIX NeTenb xpoMocombl-JIII] 3 oonnra
caJlaMaHJpbI.

370 O/1HA U3 JIBYX XPOMOCOM OHMBAJIEHTa, H JIaT€pajbHbIE METIH — ITO METIIN CECTPUHCKHUX
xpoMaTuj. 1 — xpomomep, 2 — cecTpuHckue xpomartusl, 3 — PHK-Tpanckpuntsl.

C U3MEHEHUsIMH U3 HECKONBKUX aBTOpoB 1970-x rr.

(mn. 5), naxke B XoIe CIepMaToreHe3a Ha CTAAWU MaxXUTEHBI JaTepajbHbIC METIH XPo-
MOCOM HaOJIOAAIOTCS My CaMIIOB MJICKONHUTAIOUIMX, HO OHU BBIPAYKEHBI HECPAaBHEHHO
MeHblIIIe, YeM B oonutax. MeTuHHbIe XpoMocoMbI-JILII] — 310 OMBaseHTHI XpOoMOCOM
Ha CTa/IMU AUILJIOTEHbI BO BpeMsl 00reHe3a, KOraa roMoJI0ruiHble XpoMocoMBbI coe-
AUHEHbI TOJIBKO XHA3MaMH, OTCYTCTBYIOT OEJIKOBBIC XPOMOCOMHBIE OCH HJIH JIaTepaib-
Hble aneMenTsl CK. B xpovocomax-JILL| comonozuunsie xpomocomol umerom spko blpa-
JICeHHbIe Tamepanbible Nemiu, 4epeoyrouuecs ¢ KOHOCHCUPOBAHHBIMU XPOMOMEPAaMU.
Kaoicoaa uz deyx comonocuunvix xpomocom 6 cocmage JIL («nonybusanenmy) umeem
06e n1amepanvivie nemiau. OHu NPUHAOTENCATN CECIMPUHCKUM XPOMATNUOAM 0OHO20 NOJIY-
ousanenma (6mopotii noxryouUsaNeHm umeem aHalo2uyHvle CeCMpUNHCKUE Nemiu 8 2oMO-
noeudHom nokyce) (puc. 6.5).

Ha niockoM MHKpPOCKONHMYECKOM Iperapare 3TH CECTPUHCKHE JlaTepajbHbIe METIN
HalpaBJeHbl B POTHUBOIOIOXKHBIE CTOPOHBI, M 3TO, BO3MOXKHO, COOTBETCTBYET UX IPO-
TUBOIIOJIOKHOW HANIPaBIEHHOCTH B TPEXMEPHOM IPOCTPAHCTBE SApa 001MTa (HO HE 005~
3atenbHO o yrioM 180°, kak Ha IUIOCKOM Ipernapare). XpoMoMepbl PeICTaBIISIIOT CO-
0011 TUIOTHO KOHJIEHCHPOBaHHBINM XpoMaTnH. Ha ocHoBe MHOTONeTHUX HabmoaeHuit Kan-
JIaH TPHILIEI K BBIBOLY, YTO «XPOMOMEPHBII NaTrTepH (PUCYHOK) XPOMOMEPOB TOMOJIO-
THYHBIX XPOMOCOM PEIKO OBbIBAaCT MACHTHYHBIM, YTO YIMBUTEIBHO, YUUTHIBAsI BHICOKYIO
BUJOBYIO CHEUU(PUYHOCTh PUCYHKa XPOMOMEPOB (IMCKOB) IOJUTCHHBIX XPOMOCOM Yy
Diptera» (Callan, 1986; Macgregor, 2012) . Kannan u3y4an TpUTOHOB, BBIJIOBICHHBIX B
npupozne. Takue 3K3eMIUISIPbl MOT'YT OBITh T€TEPO3UTOTHBIMH T10 JUIEJISIM Pa3HBIX [CHOB
U 1aKe TI0 MUKPOWHBEPCHSIM, M 9TO MOKET OBITh MPUYMHONW U3MEHYMBOCTH PUCYHKA T1e-
TENb y TOMOJIOTHYHBIX XPOMOCOM.

Jlarepanenble newin JIL numens! rucrona H1 1 mokpsITE cepueil TpaHCKPHUIIIMOH-
HBIX KomIuiekcos, Hecymux PHK-nonmumepasy I, n pactymmmu TpanckpuntaMu — Mo-
nexynamu PHK. Kaxnas cepust TpaHCKpUIIIMOHHBIX KOMIUIEKCOB C PacTyIIMMHU Ha HUX
TPAHCKPUIITAMH NPEACTAaBISET COOOW OHY TPaHCKPHUIIIMOHHYIO equHuLy. [lox mpocse-
YUBAIOIIMM 3JIEKTPOHHBIM MHKPOCKOIIOM Ha CHENHajIbHO MPHUIOTOBIEHHBIX Ipenapa-
Tax Takas TPAHCKPUITMOHHAS €IMHUIA BBIVIAIUT KaK BEPTHKAJIbHAS MMOJOBUHA «EJI0Y-
KI»: KOPOTKHE TPAHCKPHUIITBI — HayaJlo JIOHTalnuu pactyueid monekynsl PHK — ato
MakyIllKa «Emo4Kku», a JiauHHble Mosiekyasl PHK — ocHoBanme «&noukn». Kak ckasa-
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HO BbIIIIe, 01MH Komruiekc PHK-TpaHCKpUNTOB COOTBETCTBYET OJHON TPaHCKPHUIMIIMOH-
HOM eIMHUIE, HO JJIMHHBIE JIaTepasIbHbIE ETIN XPOMOCOMBI MOTYT COZIepKaTh OT OJTHOM
710 HECKOJIbKUX TPAHCKPUIIIMOHHBIX €UHULL, TPUYEM HallpaBlieHUe TPAHCKPUIILIUN MO-
KeT OBbITh MPOTHUBOIOJIOKHBIM B MIpeieax OfHOW neTin. McTopruuecku ocyiecTBIeHUe
tpanckpunuun PHK Ha narepanpabix netsisix am¢uomii 66010 1okazano B 1970-x rogax
HECKOJILKUMH aBTOpaMH 1 pazHbsiMu Mmetogamu (Davidson, Hough, 1971; Makapos, Cag-
poHoB, 1974; 0630psI Callan, 1986; Gaginskaya et al., 2009).

Hexoropoe BpeMsi B MyOauKalMsIX O TpaHCKpUNIMOHHON akTuBHOCTH JIII pacmpo-
CTpaHsI0Ch MHEHHE O TOM, 4To MaccoBas Tpanckpumius PHK, B Tom uncie ¢ Hekoqupy-
touux JIHK-carenauTHeIX nocienoBaTenbHOCTEH, SBIsSeTCS HENMPOAYKTHBHOM, JTHIIEH-
Hoit cMbicia (Macgregor, 1982; Angelier et al., 1996). OnHako Mo3aHee HA CMEHY Ta-
KOMY MHEHHIO MPUIUIO MOATBEPXKIEHUE TOUKH 3PEHHSI O BaXKHOCTH 3TOM TPaHCKPHII-
un kak ucrtounuka PHK pasHbIX THIOB, HEOOXOMMMBIX JJIsl paHHETO SMOpHOreHes3a, u
MOSIBUIINCH 00OCHOBAaHUS TaKOoro MHeHUs. Takasi THIIOTe3a OCHOBaHa Ha (hakTe CHHTe3a
xpomocomamu-JII] 6onbmroro konuuectsa monekyn nonu-MmPHK (kotopeie 3aTem moa-
Beprarorcs crnenuuieckol MoCTTPaHCKPUTIIIMOHHON MOIM(HUKALINH), & TAaKXKe HEKOIHU-
PYIOIIMX BapHaHTOB monnaaeHupoBanHoit PHK.

B pesynbrare ObUHM OTKPBITH JBE (OpMBI 3anacaeMbix Bpok Mosiekyn PHK: PHK, ko-
nupytomas 6enku, u Hekoaupytomas PHK. M3Becten mpumMep Takoil MaccoBoil TpaHc-
KPUIIIIUY TUCTOHOBBIX TeHOB XpoMmocomamu-JII1LI, korna Tpanckpubuposannas PHK mpe-
Bpalanach WM He TpeBpamiaiach B KOAUPYIOUIYI0 GOpMy B 3aBUCHMOCTHU OT MPHCYT-
CTBHS B OOIMTE CrieUUPHUECKUX (HaKTOPOB, HEOOXOMUMBIX A oToro (Masi, Johnson,
2003). O1u GakTOphl MOTYT MOSBIATHCS TOCIIE OTUIOOTBOPEHUS, OUEBUIHO, B PE3YJIbTa-
T€ aKTUBAIUH JUIJIOUTHOTO TE€HOMA 3UTOTHI.

YcTaHOBIIEHO, YTO TMpHU TpaHCKpumniuu xpomocoM-JII] mosBisercs muoro PHK-
TPaHCKPUIITOB TOBTOPSIOIICHCs, B ToM uncie caresumutaoi, JJHK. I1pu sTom Tpanckpu-
oupytorcs o6e mutu car/IHK. Dt PHK-TpanckpunTbl ruOpuau3yIoTCs («OTKUTAIOT-
csi») B aBycrmpanbHyo PHK (dsRNA), koTopast XxpaHuTtcst 10 MOSIBJICHUS 3UTOTHI U TI0-
clie POIIECCUPOBAHUS B X0JI€ IMOPHOTeHE3a MOYKET ITPEBPAILATHLCS B MaJIble HHTEpdepu-
pytouue PHK (Matzke, Birchler, 2005; Prasanth, Spector, 2007). Ectb runoresa o Tom,
4T0 HeKoaupyuias majas uarepdepupytromas PHK, koropast Taxke TpaHCKpuOHpyeTcs ¢
xpomocom-JIIII, mociie BOSHUKHOBEHHUS 3UTOTHl YYacTBYeT B KOJUPOBAHUN CATEIUINTHON
JHK nputieHTpoMepHBIX paiioHoB Xxpomocom 3urothl (Krasikova et al., 2006) u B c6op-
Ke caMHX IIeHTpoMep xpomocom smOpuona (Deryusheva et al., 2007).

Bomusu nentpomep xpomocom-JIII y ntuiy Bcerna hopMHUPYOTCS OKPYIIbIe OEJIKO-
BbI€ T€Ja, OHU SBJISIFOTCSI BHEXPOMOCOMHBIMU CTPYKTYPaMH, HO HACTOJIBKO 00s13aTebHBI
qutg JIL nTur, 4To MX HapULATEeTbHOE Ha3BaHME CTAjl0 WX MMEHEM COOCTBEHHBIM —
Protein bodies (PB). Mx nuaMeTpbl BappbUpyIOT OT | MKM y IITUI] ceMeiicTBa KypuHbIX 10
20 MkM B cemelicTBe ['0myOuHBIX. DTH GEKOBBIE Tela COAEPIKAaT COMaTHYECKUE KOTre3H-
Hel STAG2 1 RAD21, BeposiTHO, BBITECHEHHBIE U3 XPOMOCOM MEHOTHYECKIMH KOTe3H-
HaMH, B 4aCTHOCTH, KoresuHoM RECS. benkoBbie Tena coaepkar Taxke OeJIKH TPYIIIbI
SMC u Hanboree MacCcoBBIi OEIOK JIaTepadbHBIX JJIEMEHTOB CHHANITOHEMHBIX KOMITIICK-
coB — SCP3/SYCP3. Crout HallOMHHUTB, YTO Ha cTaany, Korna chopmuposansl JIILI, cu-
HAITOHEMHBIX KOMIUIEKCOB yke HeT. [To-Buaumomy, 6enok SCP3/SYCP3, kotopslii Hau-
Oornee obnieH B narepaibHbIx aneMeHTax CK, mocne pacmaga CK nemonupyercs B 3TuX
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OenkoBbix Tenax. Kpome Toro, B OenikoBbIX Teiax oOHapyxkeHa [IHK-tonomsomepasa
II. YcranoBneHo, uro GeiKoBble Teja Mociie 3aBeplieHus cymectBoBanus JIL u npu
nepexosie sApa OoLUUTa K CTagud Kapuocdepbl 00bEAUHSIOTCS B LEHTPAILHOE TeJo, C
KOTOPBIM CBsI3aHBbl KOHJEGHCHPOBAaHHBIC XPOMOCOMBI; B IEPBYIO O4Yepellb, LIEHTpOMEp-
HBIC PalilOHBI XPOMOCOM YAEPIKMBAIOTCSI HA TOBEpXHOCTH OenkoBbixX Ten (Gaginskaya et
al., 2009). BuyTpusiaepHbie Telbla, aHaornyHble PB ntuil, oOHapyXeHbl U Yy HEKOTO-
peix xBocrarbix amduouit (Callan, 1986; Gall, 1992). K xoHIy nepBoro aecsTHICTHS
XXI Beka onu ocraBanuch MeHee n3ydeHHbiMu (Gaginskaya et al., 2009).

Craguisi sMIuIOTEHDI (BVIKTUOTEHDI)
NPy HyTPUMEHTAPHOM TUTE OOreHe3a

[Ipr HyTpUMEHTApHOM THIIE OOTEHE3a POCT OOILUTA OCYIIECTBISACTCS Oraromaps ero
KOHTaKTaM CO CTIeIINaIH3UPOBAHHBIMY U TAOIIUMHE KJIeTKaMu (aHTIL. nurse cells) — Tpo-
(hormmramu. [Ipu 5TOM CTaUs TUTUIOTEHBI (AUKTHOTEHBI) JITUTCS OT HECKOJIBKUX JTHEH (Y
MEJIKUX TPBI3YHOB) JI0 MHOTHX JIeT (Y KPYITHBIX MJICKOIUTAIOIINX M YeIOBeKa). Y 4elo-
Beka mpoda3sa | skeHcKoro Melio3a MPOXOAHUT BO BHYTPUYTPOOHOM TIEPUOE PA3BUTHSI IM-
OprOHa KEHCKOTO TI0JIa.

[lepBble OOLMTHI MEPEXOAAT HA CTAUIO JENTOTeHHI ipodaskl [ Meiiosza Ha 11 Henene
Oepemennoctu Oynymeit marepu (Kypumo 1985, 2012). lukrnoreHa BepBble MOSBISICT-
Csl B XOJIe pa3BUTHA YMOPHOHA KEHCKOTO ToJia Ha 19-22-i1 Henene 6epeMeHHOCTH Oyiy-
et marepu. HopmanbHast OepeMeHHOCTh Y KEeHIUH JuTcs B cpenHeM 40 Hemens. Ha
40-1 Hemene OEPEMEHHOCTH OOIUTHI COCTABIIOT 92 £ 1,9% Bcex MOMOBBIX KIETOK (U3
HEX 62,5 £ 5,4% — 0OLNTHI HA CTAJIMH JUILUIOTCHBI), @ Ha CTaIMA OOTOHHUEB €IIe OCTaET-
cs1 8 + 2,4% TMONOBBIX KJIETOK, HE BCTYMHBINUX B Mei03. 40-s1 Henenst OepeMeHHOCTH —
MIPEJIBHBIN CPOK, HA KOTOPOM B CEPUH JIAHHBIX MCCIIEIOBAaHNH YIaBaIOCh UCCIIEI0BATh
Ononoruyeckuii Marepuan sMOpronoB yenoseka (Kypuio, 1985, 2012).

ITo Mepe co3peBaHUsT HHIUBUIYAIBHBIX OOIMTOB ILIO/A JUIIOTEHHAS U TUKTHOTEH-
Hasl CTaJiH TPOJIOIHKAFOTCS TIOCIE POXKICHHS EBOYKH BILUIOTH JI0 KOHIIA PEIPOITYKTHB-
HOTro nepuoja xeHIuHbl — 10 40-50-neTHero Bo3pacra.

[Ipu HyTpUMEHTapHOM THIIE OOT€HE3a XPOMOCOMBI TaK)Ke CHIIBLHO JEKOHJICHCHUPOBA-
HBI. Y HEKOTOPBIX OPTraHW3MOB C HYyTPUMEHTApHBIM THUIIOM OOIIMTOB €CTh CIIa00 BBIpa-
JKEHHBIE XPOMOCOMBI — JIAMIIOBBIC MIETKH. Y OOJBIINHCTBA OPIaHU3MOB C HYTPUMEHTap-
HBIM THIIOM OOT'€HEe3a s/Jpa OOIMTOB Ha CTAJNH PAHHEH IMKTUOTEHBI BHEIIIHE HATIOMUHA-
10T HHTEp(a3HoE PO, 3aII0JTHEHHOE CEThI0 HUTel XxpoMaTuHa (dictios — ceTb), HO TUK-
TUOTEHHOE SIAPO MPEBOCXOIUT B pa3Mepax BCE sAlIpa: KAK siipa MEPBUYHBIX OOTOHUEB, TAK
U CaMbl€ KPYITHbIE MAXUTEHHBIE s/Ipa TOTO K€ CAMOI'0 OpraHu3Ma.

B oounurax HAaceKkOMbIX € HYTPUMEHTAPHBIM THUIIOM OOTrEeHe3a JUILIOTCHHbIE-
JUKTHOTEHHBIE XPOMOCOMBI JIOBOJIBHO OBICTPO HAYMHAFOT KOHJIEHCHPOBATHCS U BBIKITFO-
4aroTcs U3 Meradoiu3ma. [I[porcxXomuT «CaliICHCHHTY, «3aMaTduBaHIE» TPAHCKPHUIIIIH-
OHHOI aKTMBHOCTH XPOMOCOM (CM. TaKXe L. 5). DTO MPOUCXOMIUT, €CIIU YTOIHO, «MeXa-
HUYECKUM» IyTEM: BECh XPOMOCOMHBIN HA0Op M30IHPYETCs OT OOJBIICH YaCTH Kapuo-
J1a3Mbl. XPOMOCOMBI OOITMTA OKAa3bIBAIOTCS 3aKITFOUCHHBIMU B CIICIIU(PUUSCKHI BHYTPH-
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SIepHBIA KOMIapTMEeHT — Kapuocdepy. Kapnocdepe nocpsiieH cnenuanbHbIi pa3aen
STOMU ITIaBBI.

Kapuocdepa oOpasyercsi He TONBKO TPU HYTPUMEHTAPHOM, HO U MPH COJUTAPHOM
TUTIC Pa3BUTHS OOLUTA, OJHAKO TOCIE 3aBeplieHHs (PYHKIMOHHUPOBAHUS XPOMOCOM-
JIAMTIOBBIX MIETOK M HAaKaHYHE Mepexo/ia OOLUTa B CTAJIUIO AMAKHHE3a.

[Tpu mr000M M3 BAPHAHTOB PA3BUTHUS OOLUTHI C BUJOM3MEHEHHOH TUIIOTEHOH — 00-
uThl ¢ XpoMocomamu-JI111 1100 AMKTUOTEHHBIC OOIMTHI C KAPHOCHEPOU, UK OKPYIKESH-
HBIE TPOPOLUTAMH, UK (B TEIOTPODHBIX SUYHUKAX HACEKOMBIX) OOLUTHI, CBS3aHHBIC C
TpohOLUTAMH «TPOPHUECKUMH THKAMNY, — TIEPEXOIAT PAHO HITU MO3THO B CTATUIO JH-
aKkuHe3a u jnajee B mpomeradasy I u meradasy I.

Kapuocdepa/kapnocoma 1 Cali€eHCMHI XPOMOCOM B OOreHe3e

B oorenese MHOTHX O€CTIO3BOHOYHBIX H TIO3BOHOYHBIX )KMBOTHBIX Pa3BUBAETCS 3HAUH-
TEJIHHOE YHCIIO TPOQPOIUTOB, KOTOPHIE CHAOKAIOT OOIUT PUOOHYKIEHNHOBBIMU KHCIIOTA-
MH, TI03TOMY COOCTBEHHBIE XPOMOCOMBI OOITUTA BEIKITIOUaroTCs n3 cuaTe3a PHK u mepe-
XOJIAT TIOCIIE UCTUHHOM JUTUIOTEHBI WM JUKTHOTEHBI B OTHOCUTENHFHO KOHICHCHUPOBAH-
HOE cocTostHHE. Takue XpoMOCOMBI OOBETUHSIOTCS B OOIIHI KITyOOK, Kapuochepy (ka-
puocomy). BHyTpu kapuocdepbl XpoOMOCOMBI HHOT/IA OKAa3bIBAIOTCSA B COCTOSIHHH TIepe-
X0J1a M3 IUKTHOTEHBI B TUAKHWHE3, 1 B TAKOM CITy4ae y HEKOTOPBIX BHIOB )KHUBOTHBIX MO-
TYT elle He JOCTHTaTh MOP(OIIOTHIECKOH 000COOICHHOCTH, XapaKTEPHOM JIsT OMBaJICH-
TOB BO BpeMs KJIACCHYECKOTO AHAKHHE3A.

Kapuocdepa (kaprocoma) — 3T0 TeCHOe CKOIJIEHUE XPOMOCOM B OIPAHMYEHHOI
YacTH KPYIMHOTO S/IPa 00IMTA B NEPUOJ €ro «001bII0r0 pocTa». Y pa3HbIX OpraHu3-
MOB Kapuocdepa BO3HHKAET B pa3Hble MEePHOAbI CTAIUN TUIIOTeHbl. DYHKIUSA Ka-
puochepsl — MHAKTHBALMS, «CAHJIECHHT» TPAHCKPUNIIMOHHON aKTHBHOCTH XPO-
MOCOM.

OnHUM 13 BO3MOXKHBEIX CIIOCOOOB COSAMHEHHSI XpPOMOCOM B Kapruochepy MOXET OKa-
3aTbCs HATMYHE MEKXPOMOCOMHBIX CBsI3€i 1pu oMoty ToHkux Hureit JJHK. Otu csa3u
MMEIOT MECTO eIé 0 Melo3a MEeXIy BCEMH XpOMOCOMaMi Habopa B MeTa(a3HbIX IjIa-
ctuakax ooronneB (I'py3osa, 1975) u WHOTIA OTYETIMBO HAOIIOMAIOTCS MEXKITY XPOMO-
CcOMaMHM Ha cTaauu JJaMIoBbIX mETok (Gaginskaya et al., 2009) . Otu ke autn JTHK mo-
TYT IPUBECTH K TECHOMY 00BETUHEHHUIO XPOMOCOM B Kaprocdepy.

Kapuocdepa pacmpoctpanena B pa3HBIX (DUIOTEHETHYECKHX BETBAX JKUBOTHBIX U
Mopdororndeckn «MHOTONMHKa» (Bogolyubov, 2018). Hepenko xapmocdepoii Ha3bIBa-
FOT CKOTIJICHUE XPOMOCOM, TIOKPBITOEC CBOCOOPa3HOI 000JTOUKOM HITH KaIICyI0M, OHAKO Y
HEKOTOPBIX BUJIOB )KMBOTHBIX KaIlCyJla OTCYTCTBYET, M TOT/Ia CKOTIJICHHE XPOMOCOM WHO-
IJla IMEHYIOT He Kapruocdepoil, a KapuocoMoi. ITO BeChbMa YCIIOBHOE pa3/ieJIeHHe CIT0-
cOOOB KOHIIEHTPAIINA WHAKTHBHUPOBAHHBIX XPOMOCOM B 3aBEPIIAIOIIEM TEPHOIe OOIb-
III0TO POCTa OOIIUTA.

Omnucano Tpu mopgdosiornueckux tuna kapuocgep (Bogolyubov, 2018): (1) kapu-
ocdepa 6e3 000J109KH, © UIMEHHO dTOT THII Yallle HA3bIBAIOT KAPHOCOMOIi; (2) Kapu-
ocdepa ¢ 000109K0ii (KanCyJ10ii), H30JIUPYIOIIEH XPOMOCOMBI OT GOJIbIIOr0 00béMa
KApUOIIa3Mbl KPYIIHOTI'O s1Apa oouuTa, U (3) kapuocdepa ¢ XxpoMocoMaMu, IPUKpe-
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KAPUNOCOEPA MNHBEPTUPOBAHHAA
C KAMCY/ION KAPMOCOMA KAPVMIOCOEPA
Kancyna XpomaTtuH XpomaTtuH XpomaTtuH

ALpbIWwKM LeHTpanbHoe
n (Mnn) agepHble Tenbua Teno
Pa3fINYHbIX TUMOB

Puc. 6.6. OcHOBHEIC THIIBI KapHOC]EPHI.
[To: Boromo60oB, 2018, ¢ H3MEHEHUAME; IyOIHUKYETCS C pa3pellIeHUs peIaKIInH JKypHaa
«uromorusy.

IUVIEHHBIMH CHAPY:KH K «IIEeHTPAJbHOMY TeJay», — «MHBEPTHPOBAHHAas)» Kapuocge-
pa (koTopasi To:ke MOKeT ObIThL Ha3BaHA Kapuocomoii) (puc. 6.6). B nociennem ciy-
Yyae HeKoe HEHTPaJbHOe TeJ0, KOTOpoe HAXOAUTCS BHYTPU Kapuocdepbl/Kapuoco-
MbI, HMeeT IKCTpaxpomMocomMuyio npupoay (boroawoos, 2018).

Kapuocdepa Obu1a otkpsiTa B Hayane XX Beka biskmanom (Blackman, ut. no: Bogolyubov,
2018) u qosroe Bpems ocTaBajgach Ha nepudepruu BHUMAaHUS HCCiIenoBaresiei meio3a. Haunnas ¢
1960-x rogoB, OHA MMOCTETIEHHO TIOABEprayiach UCCiIeoBaHnI0 B JIeHnHrpanckoi-IleTepOyprekoit
LIKOJIE UCCIIeI0BaTENE 00reHe3a, CO30aHHON aTpUapXoM OT€4ECTBEHHOM LIUTOJIOTMU I'aMeTore-
Hesa M.U. CoxonoseiM (0630psl: ['py3osa, 1975; Gruzova, Parfenov, 1993; Bogolyubov, Parfenov,
2008; Bogolyubov, 2018; boromo6os, 2018).

Bcero kapmocdepa/kapuocoma omrcana 6oimee ueM y 120 BHAOB 0eCO3BHOYHBIX
U TIO3BOHOYHBIX JKHBOTHBIX, OTHOCSIIUXCS K 4 ThmaM >KUBOTHBIX (Gruzova, Parfenov,
1993). Crenens n3y4eHHOCTH Kapruochepsl KaK PEryIIpHOTO SBJICHUS B PAa3BUTHH OOIIH-
Ta anexo He rmoiHas. OMHaKo OTMEUeHO BeChMa BaYKHOE ITPABHUIIO: MUKPOCKOTIMYECKas 1
YIABTPACTPYKTYPHAS OpraHU3aIns Kapruoc(epbl MOXKET CYIIECTBEHHO PAa3INYaThCs JaKe
y OIU3KuX BHIOB ofxHOTO pona (Bogolyubov, 2018; Boromro6os, 2018).

Hawnbonee n3ydyeHa OTHOCHUTENHHO MPOCTO OPTaHW30BaHHAS Kapruocoma JApo30(uIsl
D. melanogaster. 910 TuninaHas KapuocoMa 0e3 Karcyiasl. Kaprnocoma mpo3odmmsr —
9TO Tenblie, cocTosiiee u3 xpomaruda, JIHK kotoporo okpammBaercs no ®énbreny Ha
Te30KCHpr003y mim GiryopecrieHTHRIM kpacuteneM DAPI u antutenamu x JIHK. Kapu-
ocoMa y npo3oduisl hopmupyercs Ha 9—10-it cTaguu pa3BUTHS oonuTa (110 Kiraccudu-
kamuu Kunra: King, 1970a), To ecTh BecbMa paHO — Ha TPAHMIIC TAXUTEHBI U TUILIOTE-
HBI, Cpa3y MOCIe 3aBEPIICHIS] PEKOMOWHAIIUN ¥ BOCCTAHOBJICHHS IBYXIICTIOUETHBIX pa3-
priBoB JIHK, mociie cHmkeHust (HO He ITOIHOTO IpeKpalienus ) BKiouenus *H-ypunrna B
XpoMOcOMBI. Jlnamerp sijipa oouuTta B 3To Bpems paBeH 20 MKM, a TuaMeTp KOMITaKTHOU
KapruoCOMBI cocTaBisieT Beero 1,5-2 mMkMm. [lpu atom y D. melanogaster BEIIBICHO OKO-
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JI0 IBYX AECSATKOB T'€HOB, KOHTPOJIMPYIOMIMX Pa3BUTHE KAPUOCOMBI, U YCTAHOBIIECHO, YTO
MYTallH ATUX TEHOB PUBOAAT K HAPYILICHHIO X0Ja OOTeHEe3a U B OOJNBIIMHCTBE CIIyyacs
K CTepUIIBHOCTU MYX (cM m1aBy 11).

Kpome xaprocomel, B siipax 0OIUTOB Ipo30(uiibl 0OHAPYKEHBI U APyTHE, HO IKCTPaxpo-
MOCOMHBIE BKJIIOUEHHUS. JTO chepuyeckue Tena auamerpom okoiso 1,5 mxm. OHu ume-
10T TIIQAKHI KOHTYP M cOlepKaT TOHKHE BosokHa. VX nmenytoT Tenbpuamu Kaxans (Liu
et al., 2006). OHH CyIIECTBYIOT Ha CTaUAX 3—8 ooreHe3a Apo30(HIIbl, HO PACCHIAIOTCS
Ha OoJiee Meskue Telbla Ha ctaauu 10 oorenesa. B tenbiax Kaxanst y Drosophila 3ape-
THCTPUPOBAHBI MAPKEPHI, TUIUYHBIC JUIS THX CTPYKTYP HE TOJIIBKO Y HACEKOMBIX: TEllb-
na Kaxans — yHuBepcanbhble cTpykTypbl. PHK, 0603HaqaeMast Kak « THIIMYHAS 7SI Te-
nen Kaxans», 310 Tak HassiBaemast scaRNA. Kpome Toro, oHa He ofHa, IPUCYTCTBY-
1ot emé mManas sipepHas PHK (snRNA) u HexoTtopbie mapkepHbie Oenku (Liu et al, 2006;
Bogolyubov, 2018). AHanOrn4HbIH KOMILIEKC — Kaprocoma 0e3 KarlCybl 1 aCCOLMHPO-
BaHHOE ¢ Hell Tenble Kaxans — oOHapyskeH B oonuTax y Apyrux Diptera, y ruipsl u nu-
siBku (0030psl: Bogolyubov, 2018; boromto6os, 2018).

XpOMOCOMBI, COCTaBISIIONIME KapHOoc(epy, MOTYT OBITh acCOLMHUPOBAaHBI C pa3HO-
00pa3HBIM KCTPAXPOMOCOMHBIM MaTe€pHajioM, HO B CTPOIOM CMBICIIE TEPMHH «KapH-
ocdepa» pekomenayercs (Bogolyubov, 2018) npuMeHsATh TOINBKO K CKOIUICHUIO METa-
OonMYeckrd WHEPTHHIX (MHAKTUBHPOBAaHHBIX) XPOMOCOM, KOTOPOE, €CIIU €CTh Karlcyla,
npeacTaBisieT co0oii mogodue HHAKTHBUPOBAHHOTO «sapa B siape» (Innenkern crapbix
HEeMeUKUX aBTopoB) (0030p: Gruzova, Parfenov, 1993; B aToM 0030pe ecTh TabamIa C
Pa3sHBIMH HCTOPUYCCKHMHU TEPMHUHAMH). XPOMOCOMBI MOTYT COXPaHATh MHIVUBHYalb-
HOCTh, HO MOTYT CIIUBATBHCSI B KOHIIIOMEpAT XxpoMarrnHa. Bo Bpemst hopmupoBaHus Ka-
prochepbl MPOUCXOTUT PEMOJICIIMPOBAHUE XPOMATHHA, KOTOPOE KOHTPOJIHUPYETCS ATIH-
TeHETHYECKIMH MEXaHU3MaMH, BKITIOUAIOIIUME (EPMEHTBI, MOTUPHUINPYIOIIUE THCTO-
Hel (Bogolyubov, 2018).

Kancyna kapuocghepvr. Ctpykrypa Kancysibl kapuochepsl BapuabenbHa. Karcyna ka-
procdepbl MOXeT ObITh OJTHOCIOHHOM U MHOTOCIONHOM. [losiBiIeHre kKapruocepsl MOKET
OBITh PUYPOUYCHO K JIFOOOMY MHTEPBaIy BPEMEHHU BHYTPH CTaJUH ITUIIOTCHBI B 3aBUCH-
MOCTH OT CIielIM(HUKH 00TeHe3a JAHHOTO OMOIOTHYECKOTO BUa. Y HACEKOMbIX Kaprocde-
pa o0Opasyercsi, KaK MMPaBUJIO, PaHO; Y MHOTUX Diptera XpoMOCOMbI, MUHYS CTaJIUIO JTUK-
THUOTEHBI, Cpazy ke 00beINHIIOTCA B 00Ul KITyOOK yXe B KOHIIE TaXUTEHBI WU B CAMOM
Havase TUIIoTeHbl. EcTh citydaid, korna kapuocdepa hopMupyercs mocie KparkoBpeMeH-
HOTO CYILIECTBOBaHHMSI «JIAMITOBBIX LIETOK», HAaIpuMep, y mumibiinnka (bodposa, ['py3osa,
1967) wu y xykoB u3 poxna Blaps (I'py3osa, 1975; Gruzova, Parfenov, 1993).

B mpoTHBOIONIOKHOCTH HACEKOMBIM, Y TIO3BOHOYHBIX KUBOTHBIX — aM(pHUOMii, penTu-
T ¥ ITULL — Kapuocgepa BO3HUKAET MOCIIE CTAIHH «TaMIIOBBIX [IETOKY, KOTJIa OCHOBHAS
macca PHK B oonute yxe cunTe3upoBana xpomocomamu (puc. 6.7). Torma BHyTpH sipa,
Ha IOBEPXHOCTH KaprocQepbl, TOSIBISIOTCSI HOBOCHHTE3UPOBAHHBIE OCITKOBBIC CTPYKTYPBI
u rpanynel (Iaruackas, 1972; ['pyzosa, 1975; Boromo6os. 2018). Onu 00pasyrot nmogodue
PBIXJIOrO (HE CILIOLIHOIO0) CJI0sI, HECKOJIBKO OTPaKIaI0IIero KIIyOOK XpoMOCOM (COOCTBEH-
HO Kaprocdepy) OT KapruoIlia3Mbl PACTYIIETO B pa3Mepax siipa OOLuTa.

[Ipu paccMOTpeHUH B CBETOBOM MHKPOCKOIIE Kaprocdepsl ¢ Karicylamu Obliii 0OHa-
PY>KEHBI B OOLIUTAaX HEKOTOPBIX HaceKOMBIX U Jisirymiek (Ipy3osa, 1975). Ilpu co3pera-
HUM OOIIUTOB KAaIlCyJbl COXPAHSIOTCS BILIOTH 710 MeTadassl 1. Jloroe Bpemst 0CTaBaioch
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PE10b1 1 ampuOun Pentunuun IItuust Miekonuraronme

HpeBI/ITGHHOFeHGS

Burenoreunes

Puc. 6.7. M3menenune Mmopdonoruy u GyHKIIMA XPOMOCOM BO BPEMsI CTA/IUU TUTUIOTCHBI, TIPH
IEPEX0/Ic OT MAJIOTO POCTA OOLUTA K OOJBIIOMY POCTY Y Pa3HBIX TO3BOHOYHBIX JKHBOTHBIX.
BT — GenkoBbie Tena, JIII — xpoMocombl — TaMnoBbIe METKH, S — sapbimku, K —
kapuocdepa. ITo: I'pyzosa, 1975.

HESICHBIM, KaKOBa IIPHPOJIA ITUX CBOEOOPA3HBIX KaICyll, KAKOBO NX (pyHKIIMOHAIBHOE Ha-
3Ha4yeHue. YacTHYHO OTBETHI HA 3TH BOMPOCH! OBLTH MOTYYSHBI TP MOMOIIH JJIEKTPOH-
HOTO MHKpockona. OKa3anock, 4TO y KOMapoB B IOCTPOEHHUH KaICyJIbl Kapuochepsl Mo-
T'YT y4acTBOBATh OEJIKOBBIE 3JIEMEHTH CHHAITOHEMHBIX KOMILIEKCOB. B oonmTax komapa
Culex fatigans, Ha CTaguM ITUILIOTEHBI, IOCIE OTTOPKEHUSI HOPMAIBHBIX CHHAITOHEM-
HBIX KOMIIJIEKCOB OT XPOMOCOM, B SIIPax OOLUTOB OCTAIOTCS MOAOOHBIE M KOMILIEKCHI,
HO YK€ HE B BHJE OTJCIBbHBIX JINHEHHBIX TPEXIOIOCHBIX CTPYKTYP MEXKTY TOMOJIOTHY-
HBIMH XPOMOCOMaMH, a B BUZIE IIJIACTOB THTAHTCKUX CTPYKTYP, KOTOpbIe 0OHAPY KUBIIUH
nx aBrop (Roth, 1966) na3zsan monmukomruiekcamu. KaptuHy mocreneHHoro (hopMupoBa-
HUS Karcyabl BOKPYT KapruochepHoro kiryoka xpomocom omucamn @un u Moenc (Fiil,
Moens, 1973), ucciienys xomapos Aedes aegypti n Culex pipiens. OHA yCTaHOBHIIH, YTO
BO BpEMsI CTaJIMH AUIUIOTEHBI, TOCTE ATpaJaliil CHHAIITOHEMHBIX KOMILIEKCOB, BOKPYT
XPOMOCOM ITOCTETIEHHO TMOSBIIAIOTCS HO8000pA3068aHHble CTPYKTYPBI, COCTOSIINE U3 Ma-
TepHraia, MOP(HOIOTHUECKH aHAJOTMYHOTO JIEMEHTaM CHHANTOHEMHBIX KOMIUIEKCOB H
SIIEPHBIX 000JI09eK. DTO KOJICUKH (BepHEe, IpIpuaThie CTPYKTYPHI «annuli»), Mo pasmepy
U BUJTy TIOXO)KHE HAa OKaiMIIEHHBIE TTOPHI SEPHON 000JI0UKH. DTH 3IIEMEHTHI pacroiara-
JIMCh CBOOOTHO CPEIHN TTOTMKOMILIEKCOB JIN0O OBLTH CBSI3aHBI ¢ HUMH WIH APYT C APYTOM
B JUTMHHBIC PSAIBI TPU TIOMOIIH GUOPMILIAPHOTO MaTepuaa, oopa3yst CeBIOMeMOpaHbI.
b oOHapyKeHBI TakXKe TTOPUCTHIC IUTACTHHBI, CBSI3aHHBIE KAaK C MOJUKOMILIEKCAMH,
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TaK U C sIepHON 000I0UKOH. DTH aBTOPBI NPHUIILIH K 3aKJIIOUEHHIO, YTO CBS3YIOLIMHA BCE
9TH CTPYKTYPbl GUOPHILISPHBIA MaTepHall sIBJISICTCS MAaTepPUaIoM MOJIU(DUIIUPOBAHHBIX
LIEHTPAJIbHBIX 3JIEMEHTOB CUHAIITOHEMHBIX KOMIUIEKCOB. B pe3ynbrare BOKpyr XpoMocoMm
BO3HHMKAET MOILIHAS CETh CTPYKTYP, KOTOpas yAep>KHBAaeT XPOMOCOMBI BMECTE B OIPaHu-
YEHHOM YYacTKe KJIETOUHOTO siyipa. [Ipu 3TOM sIpo Ha LUTOJIOTHYECKOM ITpernapare uMe-
et pazmepsl 400 x 140 x 3 mxM. Ha ocHOBe OJOOHBIX U COOCTBEHHBIX HCCIIEAOBAaHUN 00-
IUTOB HaceKoMbIX [ py3oBa (1975, 1976) cnenana BayKHBII BBIBOJ: OCJIKH LEHTPATBHBIX U
JIaTCPAJIbHBIX 3JICMECHTOB CUHAIITOHEMHOI'O KOMIIJICKCAa MOT'YT IIOBTOPHO BO3HHKATh (CI/IH-
TE3UPYSICh de novo), NOSBIISATHCS B APE OOLUTa HE3ABUCUMO OJIMH OT JIPYTroro U UCIOMb-
30BaThCS SIIPOM OOLIMTA ISl CO3TaHMUS KarCylbl, KOTOPasi H30JUPYET XPOMOCOMBI OOLIU-
Ta OT KapHOIIa3Mbl B X0JI¢ OOJIBILIOr0 POCTa OOLHUTA.

B Oosiee mo3HUX MCCIIEIOBAHUSXK, KOT/Ia HA CMEHY momyisipHbiM B 1970—80-¢ rT. Me-
TOAaM 3J'ICKTpOHHOI71 MHKPOCKOIINHU NPUIILIHA 60.]'[66 MIPOCTbIC METOAbI UMYHOLIUTOXUMHU,
Y BBEJICHHOTO B J1a00OpaTOpHYIO KYJIbTYpY Kyka Tribolium castaneum oOHApYyX WU, YTO
Kapuocdepa HadMHAET (OPMHUPOBATHCS BO BpeMs JWIUIOTEHBI KaK Tpymiia TECHO pac-
MOJIOKEHHBIX OMBAJICHTOB, HO CAMH XPOMOCOMBI TPH ATOM €Il Majo KOHJACHCHpOBa-
Hbl. OIHAKO 9Ta TPpyIa XpOMOCOM HauMHaeT 000COOISITHCS OT OCTAILHON KapHOoTLias3-
MBI DKCTEHCUBHO Pa3BHUBAIOIICHCS Kamncyno (puc. 6.8).

Karicyna gopmupyercst n3 MopQonoruiecku pasHOPOAHOTO Marepuaia. SHAYUTEIbHYO
YacTh 9TOr0 MaTepuaja COCTABISIIOT OSJIKH SIIEPHOTO MaTPHUKCa, CPeIH KOTOPBIX HICHTU(H-
[IMPOBaHbBI OSNKH, HECYIIUE CTPYKTypHbIe (yHKIMK — JlamuH B 1 F-aktun. Kpome storo,
B COCTaBe KarlCyibl HalIeHbI PUOOHYKIICONPOTEH/IBI, Coleprkalipe Maiyto siiepayto PHK,
BKJIIOYast 3penyro Manyto saepHyio PHK (snRNA), nmeronryio Ha 5'-KoHIE TpUMETHITYa-

Puc. 6.8. OonnThl HACEKOMBIX

CrneBa — M30IMPOBAHHBIA HEPUKCUPOBAHHBIN oot Tribolium castaneum; CTpeIKH —
kapuocgepa c karcymnoit. JIHK oxpamena DAPI. Macmtabusrif orpe3ok 20 mxm. CripaBa —
panHAA Kaprocdepa (kaprocoma) B siape oonuta Tenebrio molitor. IneKTpoHHAST MUKPOCKOIIHS,
YABTPaTOHKHH cpe3. Macmrtabublii oTpe3ok 2 MM. [Ipenocrasneno J1.C. boromo0oBeiM, He
OITyOJTHKOBAHO.
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HO3UHOBBIN «K3ID». DTO MO3BOJISET Pa3BUBATh HACIO 00 YYaCTUH KaICyibl KapHochepbl Kak
0c000Tr0 5IEPHOTO JOMEHA B XpaHEHHHU TeHHBIX MPOAYKTOB, TakuX Kak SNRNA, 11t mepuona
pannero amOpuorenesa (Bogolyubov et al., 2013). Kancyna 7. castaneum, B 4acTHOCTH, HE
conepikut (haxropa cruaiicunra SC35 (baranosa, boromo6os, 2013)

AHanornyHasi KapTHHA CTPOCHUS 1, BEPOSITHO, PYHKLIMOHMPOBAHUS KarlCyJIbl Kaprocde-
PBI KaK H30IMPYOLIel TPAaHCKPHUITMOHHO HEAKTUBHBIEC HITH MAJIO aKTUBHBIC TUIIIOTCHHBIS
XpOMOCOMBI OOHapy»eHa M B OOLMTaX 3UMYIOIIUX TPaBsIHBIX JISTYLIeK Rana temporaria.
[IpumeuarenbHO, 4TO €CTh MTOBOJ MPEAIIONIATraTh y4acTHe TEIOMEPHBIX PaHOHOB XPOMOCOM
B ()OpMHUpOBaHUU KarCylibl Kaprocdepsl, H0o B €€ cocraBe y R. femporaria oOHapyKeH
CBsI3aHHBII ¢ TesioMepamu 0erok TRF2, koTopblii Takke acCOLMUPYET C siIepHON MeMOpa-
Hoii (Podgornaya et al., 2000). B BonokHucTol Karicyne kapuocdepsl R. temporaria um-
MYHOIIUTOXHMHYECKUMH METO/IaMH 0OHapyKeHbI aKTHH, TPU THIA JJaMHHOB — A, B u C,
a Takke Sm-0exu Manbix suepusix PHIT (Mnsnuésa u ap., 2016).

TakuM 00pa3oM, TpyNIIUPOBKA JUILIOTCHHBIX XPOMOCOM OOLMTOB BHYTPH KJIETOY-
HOTO si/Ipa B BHJE KapHOC(epbl — 13TO CMOCOO BBIKJIIOUYEHHSI XPOMOCOM M3 KIIETOYHO-
ro MeTadoyn3Ma, CalIECHCHHT XpOMOCOMHOTO Habopa Ha TO BpeMsi, KOTJja OOLUT pacTéT
W MUTaeTcs 3a c4ET TPOPOUUTOB. ITOT CAMJICHCUHT HE BCEIyia TOTaNbHbIN: y Tribolium
(Bogolyubov et al., 2013) xpoMocoMbl B cocTaBe kapuocdepsl (C Karcyioi) J0BOJIbHO
WHTCHCUBHO BKIIIOYAOT OpoMo-YT® BIJIOTH A0 CaMbIX IMO3JHUX 3TANOB POCTa OOIH-
ta. OJHaKO MPH 3TOM BHYTpPHUsACpPHAS Karlcyla, OKpysKaromas kapuocdepy, CTaHOBUTCS
KOMIIAPTMEHTOM si7Ipa, (GU3NYecKol CTPYKTYPOH, CITyKalleH JUIst 3aracanus OnpeieieH-
HbIX TUIOB PHK 1 6enkoB 1151 HyX]] paHHET0 Pa3BUTHUS 3UTOTHI.

Kapuocoma mnexonumarowgux. JlonroxuByime QouKybl MICKOUTAIOIIIX, BHEIITHE
O/IMHAKOBBIE TIO pa3Mepy, COICPKAT OOLUTHI HA Pa3HBIX CTAJIUAX PA3BUTHS, KOO TUILIOTCHA
(MMKTHOTEHA) [UTUTCSI MECSIIaMH 1 ToiaMu. [Ipy 3TOM 3TH 0OLMTHI (HAXOMSIINECS B Pa3HBIX
JIOKycax sIMYHUKA) pa3BuBaroTcsi acuHXpoHHO (Kypuio, 2012). [Toatomy faxke y ofgHOro op-
raHu3Ma ObIBacT TPYIHO HAMTH MOCIEOBATENbHbIC CTaIMN pa3BUTHs oonuTa. OIHAKO €CTh
COOOILICHHS, YTO Y HEKOTOPBIX BUJIOB MJICKOITUTAIOIINX BOOOIIE HE ObIBacT Kapruochepnl/Ka-
PpHOCOMBI, HAaITpUMep, Y Ko3bl (Sui et al., 2005) u koruku (Comizzoli, et al., 2011). Boronro6oB
(Bogolyubov, 2018) obpariaeT BHUMaHHE Ha TO, YTO y KO3bI XPOMOCOMBI HA CTaJU! JTUILIO-
TEeHBI PacroJararoTcs B spe He B BHJE OTHOM, a B BUJI€ HECKOJIBKHX TPYIIT, 8 Y KOILIKH SIpa
BOOOIIE COXPaHSIOT AUKTUOTEHHOE COCTOSIHUE: CETh XPOMATHHA 3arloNIHSET BCE sIpo. YUH-
TBIBAsI MIPEIOCTEPEIKECHISI, U3JIOKEHHbIE B TIEPBBIX CTPOYKAaX ATOTO paszena, MmogoOHbIe co-
001IeHHsT HEOOXOIMMO TIPOBEPSITh, YUUTHIBAsI BO3PACT JKUBOTHOTO, TOMOTpaduio OOIMTOB B
npesienax suIHUKa U Apyrie GaKTopsbl.

Y GOJBIIUHCTBA BUJIOB MJICKOMHUTAIONMIUX KApHOCOMa BCE KE OMPENEIEHHO CYIIe-
cTByeT. Yale Bcero 3To BeCbMa HHTETPUPOBAHHASL CTPYKTYPa BOKPYT SAPBIIIKONO00-
Horo tena (nucleolus-like body), unu nocrsaapeiiika. [Ipu 3ToM B siape oonura (op-
MUpYyeTCs MOJ00He TeTepOXPOMAaTHHOBOTO 00pyYa M3 COCAMHEHHBIX TeTepOXpOMarTu-
YECKUX PAiOHOB XPOMOCOM, a IJICYd MHOTHX XPOMOCOM OCTAIOTCSl CBOOOIHBIMH. JKC-
TPaxpoMOCOMHOE 00pa30BaHUE, KOTOPOE OKA3bIBACTCS IEHTPOM KapHOCOMBI, B ITyOIIHn-
KalUsIX pa3HbIX aBTOPOB, HA Pa3HBIX OOBEKTaX HOCUT pa3Hble Ha3BaHMS: SAPBIIIKO-
07I00HOTO Tela, «OKPYKSHHOTOY» SPBIIIKA, YACTHYHO OKPYKEHHOTO SIPHIIIKA, B OT-
JUYUE OT TeX CIy4yaeB, KOrJa B OOIMTE HET KapUOCOMBI, HO €CTh TOJBKO «HEOKpPY-
JKEHHOE», HCTHHHOE SIPBIIIKO. Best 3Ta TEpMUHOJIOTHSI BeCbMa Hey/lauHa M, Kak crpa-
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BeUIMBO cuuTaeT boromobor (2018),
KAET coBeplIeHCTBOBaHMA. Hambonee
W3yYEHHOW y MJIICKOMUTAIOMINX SIBIIS-
eTcst kapuocoma Mbimu (Bouniol-Baly
et al., 1999) u yenoseka (Miyara et al.,
2003; Parfenov et al., 1998, 2000), xpu-
TUYECKUH aHaIM3 STUX HCCIeTOBaHHM
BbITIONIHEH boromo6oeiM (Bogolubov,
2018). CtpykTypa KaproCcOMBbI YesoBe-
Ka B KaKOW-TO HauyaJbHOW CTENEHU U3Y-
4aJiach B OKCIICPUMEHTAX C OOLIUTAMHU il
vitro (Otsuki, Nagai, 2007).

B oomuTax yenoBeka EHTPOM KapH-
OCOMBI JICHCTBUTENBHO CIYXKHT SAPBIII-
koroyiooHoe Teno (Nucleolus-like body,
NLB). Ono dopmupyeTcst mOCTEIEHHO
Ha OCHOBE MEPEeCTAroNero (yHKIHOHH-
poBath snpeiika. NLB nmeer maakui
OKpPYIVIbIA KOHTYpP, HApYyXKHBIHA CIIOH €ro
COCTOUT M3 HEPEryJSIPHO YMaKOBaHHBIX
¢ubpui1, nMeromux TonmuHy 6—10 HM
(puc. 6.9). K »ToMy TenbIly, Ha30BEM

Puc. 6.9. Kapuocdepa genoseka B oonute u3
AHTPAILHOTO (OIITHKYIIA.

DJeKTpOHHAsI MUKPOCKOITUS YIBTPAaTOHKOTO
cpesa. MacmraGHBI OTpe30K 2 MKM. KUT —
KJIacTepbl HHTEPXPOMaTHHOBBIX TPAHYII,

Xp — XPOMATHH, SNT — SAPBIIIKONOI00H0E
TeNno (IEHTPANTBHOE TEIIO Kaprochepsl).
Muxkpodororpadus npemgocTaBiecHa

I"'H. [Mouykanuuoii, mo: boromrobos, 2018;

yOITUKYETCS ¢ pa3pelIeHus pelakiluy KypHaia
«uromorus.

€ro IEHTPaJbHBIM, KpersTcs (Quopui-
JIBl XpOMAaTHHA JTUKTHOTEHHOTO s/ipa, KO-
TOpBIE MOCTENIEHHO KOHJeHCHpytoTcs. B
HEKOTOPBIX MYOJIMKALUSAX YCIOBHO BBI-
nensitorest 4 cragun Takoi koHaeHcanuu (Bogolyubov, 2018). B cocraB neHTpansHOro
Telna BXomAT Oenku taMuH A 1 1amud B u 6emok TRF2, HO HeT HM aKTHHA, HU TOIIOM30-
mepassl 11 (Pochukalina et al., 2016).

[ n Il neneHus menosa B xoae ooreHesa

Y MHOTHX O€CIIO3BOHOYHBIX M TIO3BOHOYHBIX KUBOTHBIX, BKIIFOUAsl MICKOTTUTAIONINX,
OOITUTHI HAJIOJITO 3aJIePKUBAIOTCS Ha CTaANK MeTadassl [. Y MIEKOIUTAIONNX U Yell0Be-
Ka B COCTOSIHHH 3aJepKaHHON MeTada3zen! | Meiio3a oHr HaxOomsITCS B COCTaBe (HOJUTHKY-
JIOB, B KOTOPBIX OOIUT OKpPY’KeH (POITHKYIAPHBIMU KieTkaMu. [1on BiusHueM 3CTporeH-
HBIX TOPMOHOB TIPOMCXO/IUT TAaK Ha3bIBaeMasi OBYJISAIUS: Pa3phIB CTEHKU SIMYHUKA U OCBO-
OoxIeHre (OITMKYIOB B TIOJIOCTh HMIKETISKAIINX MOJOBBIX ITyTeH: SHIeBOAOB, (haio-
nreBbIX Tpy0. OoruT 1-ro mopsiaka Ha cTaguu MeTadassl I, eme okpy>KeHHBIN ocTaTKa-
MU (OJUTUKYISPHBIX KIJIETOK, TOTOB K OIUIOIOTBOPEHHIO.

Wrak, y Bcex OpraHn3MOB OOIMTHI 1-TO TIOpsAKa MOABEPTaOTCs «apecTy» B mpoda-
3e [ mefio3a, 1 3T0 HEOOXOAMMO TS TTOJITOTOBKY K MPEBPAIIEHHIO OOIIUTOB 2-T0 MOPSA-
Ka B 3Uroty. JInuTenbHOCTh nepuoaa 3aJiepKKu Meio3a B ooluTe 1-ro mopsjka BUIO-
crerupryana. OHa onpenemnseTcs BpeMeHeM, HeoOXOMUMBIM JIJIsi CO3PEBAHUS OOITNTA B
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TEX WM UHBIX (PU3MOJIOTMYECKUX YCIOBHSIX MJIM YCIOBUSAX BHEIIHEH OKpYXKaroleH cpe-
JIbl, TAKMX KaK TOPMOHAJIbHBIE CTUMYIIbI, CBSI3aHHBIE C HACTYIUIEHHEM CE30Ha pa3MHOXKe-
HUS, TeYKa WK MEHCTpYalbHbIE IIUKIIbI, TEMIIEpaTypa cpeabl OOMTaHUs Y XOIOJHOKPOB-
HBIX )KHBOTHBIX.

YV opraHu3MoB ¢ BHEIIHUM OIUIOIOTBOPEHNEM CTHMYJIOM, 3aBEPIIAIONIUM CO3pEBAHNE
0OIUTa, CIY>KUT OIUIOI0TBOpeHre. Hanpumep, y 1BYCTBOpPUATHIX MOJUTIOCKOB U DXHYPHT
9TOT CTUMYJI IOCTaTOUECH IS IPEOJONCHUs 000MX JAeneHuit: or Metadassl I 1o Tenoda-
3l [1. Y GoubIIMHCTBA TO3BOHOYHBIX KHBOTHBIX BBIXOJ U3 apecTta B nmpodase I 3aBepina-
€TCs TEM, YTO OOLUT BBIXOAMT W3 AMYHMKA (U3 siiieBoro (oyumKysa), HoCTynaeT B HU-
JKeJlexKallue OTAebl II0JI0BOM CHCTEMBI M CHOBA OCTAaHABJIMBAETCS B PA3BUTHUH Ha CTAUU
Mmetadassl | (Bropoii mepuon apecrta). Ctumynom BeTymiieHus B anadasy | u ganpHele-
ro pa3BUTH (MIPOXoXkAeHNs Melo3a II) ciy’)kUT MPOHUKHOBEHHE B OOLMT CIIEPMATO30H-
J1a, KaK, HallpuMmep, y aCUUIui. Y Apyrux OpraHu3MOB pPa3BUTUE NIEPBOIO JEJICHUS MEH-
o3a (anadasza I) npogomkaercst 6€3 OMIOAOTBOPEHHSI, HO BTOPOU «apecT» MPOUCXOAUT B
metadase I (mopckue 38E31b1, Hemarona C. elegans, Drosophila).

He3aBucruMo oT Tuma peryivpoBaHuUs JByX JAeJIeHMN Melo3a n ocoOeHHOCTEeH may3
MEXKIy HUMH, Cerperaius roMOJOTHYHBIX XpoMocoM (B aHadase I), a motom xpomarua
(B anacdaze 1I) mpoxoauT 4ETKO, €CIIM HET TEHOMHBIX MEPECTPOCK, a HUTOIIa3Ma B 000-
UX JEJICHUSX pa3aelsieTcs acCuMMeTpru4HO. Bo Bpemst MeTadasbl | BepeTeHo KIIeTOUHOTo
JIeNICHHsI CMEIIAeTCsl U3 LIEHTPa OOIMTa Ha epudepuio, 1 60po3/1a KIeTOYHOTO JIEICHHS
MEXAyY TeJI0(hazHBIMU IPYMIIaMH XPOMOCOM Y KHBOTHBIX OT/EIISICT MEHBIIYIO YacTh LU~
TOILTa3Mbl BMECTE C OJJHUM TaIlUIOMTHBIM HA00pOM XpoMocoM. Ta TodepHsis KieTKa, KO-
TOpas Npy MUTOTOMHHM TIocie Tenodasel | monyyaer MeHbIINN 00BEM IUTOIIA3MEI, TIpe-
BpalllaeTcs B IepBoe MOJIIPHOE TeJblie (OHO ke — MepBOe HalpaBUTENbHOE Telblie). Ero
cynb0a ObIBaeT pa3Hoi y pa3HbIX opranu3mMos (Schmerler, Wessel, 2011), Ho Oronoruye-
CKHUI1 CMBICH OTJICJICHHSI OJJHOTO T'alUIOMIHOTO HA0Opa XPOMOCOM CO CKYAHOH UTOTIA3-
MOH OT CECTPHUHCKOTO TaINIONHOTO Habopa XpOMOCOM € OOIBIIUM 00BEMOM LIUTOTLIIA3-
MBI COCTOHT B TOM, YTO OOIIUTY C OOJIBIIUM 00BEMOM IIUTOIIIA3MbI CO3/IAI0TCS ONaronpu-
STHBIC YCIIOBHS JJISl €T0 TPEBPAIICHUs B OOraTylo NUTOIMIA3MOM 3UIOTY MOCIIE TOTO, KaK
IIPOU30UJIET OIJIOJOTBOPEHHUE.

Hccnenosatenu, aHaTU3MPYIONIME MPOLIECC ABYX MEHOTHYECKHUX JAEJICHHUH OOLUTa C
JBYKpaTHBIM 00pa3oBaHHeM HOJSPHBIX Telell, 00panialoT BHUMaHHe Ha TO, YTO BepeTe-
HO aesneHus B Metadase | u Il 1 Becb XpOMOCOMHBIN arnmapar, CBI3aHHBIH ¢ 3TUMH Bepe-
TEHAMH, JTOJDKHBI 00J1aaTh BHICOKONW YCTONYHNBOCTBIO, YTOOBI «IIEPEKUTHY UINTEIIbHbIE
«apecTh» B pa3BUTHH OOLIUTOB.

Bompoc o Tom, kakum 00pa3zom oonuT I 3aBepiaeT IUTOKMHES TaK, YTO XPOMOCOMBI Ce-
IPerupyroT NOPOBHY, a IMTOILIAa3Ma JAETUTCA HEPAaBHBIM 00pa3oM, MOBEPrajics Creraib-
HBIM HcciieioBaHusaM. OKa3anoch, 4TO y MJIEKOITUTAIONINX BepeTeHo neneHus B M1 cme-
IIaeTcsl U3 LCHTPa OOIMTA K €ro nepud)eprn B 001aCTh IUTOIIIa3MaTHYECKOTo KopTekca. B
3TOM JIBUKCHHUHU Y4acTBYET AKTHHOBBIN [IUTOCKEIIET, KOTOPBIA aKTUBUPYETCs KUHAa30i Mos
(Brunet, Maro, 2005). MukpoTpyOOUKH HE TPUHUMAIOT B 3TOM y4acThs. Y HyJIb-MyTaHTOB
mos-null Bepereno MI-Al He MOXKET CMECTHTBCS Ha MTEPUPEPHIO OOIUTA, 1 TIEPBOE TOJISIP-
HOE TeJTblle (POPMHUPYETCST BOKPYT OJHOTO M3 TIOIIOCOB 9TOTO BepeTeHa. B pesynbrare mep-
BOE MOJISIPHOE TeJIblIe OKa3bIBACTCSI JIWIITh HEMHOI'MM MeHbIIe, yeM oouuT 11, hopmupyto-
IIMICS y BTOPOTO MoJjroca BepeTeHa atoro aenenus (Verlhac et al., 2000).
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B cMmenienuu Beperena nenenus MI Ha nepudepuro oonura | u hopmupoBaHun accu-
METPUYHOTO JICICHUS STOrO OOLUTA YYaCTBYIOT HECKOJBKO OENKOB: (hOPMHH-2, Majble
['Td-a361 RAC, CDC42 u RAN (Leader et al., 2002; Dumont et al., 2007; Halet, Carroll,
2007). CrernieHb U3yYSHHOCTH MPOIIECCOB, MPOUCXOJSIINX B IIUTOILIA3ME IPU 00pa3oBa-
HUM TIOJIAPHBIX Tenel B Meio3e I u meiioze 11, naneka or nmoaHoTel. MexaHuka IByX Je-
JeHnH Melo3a ¢ o0pa3oBaHUEM MOJISIPHBIX Telell onrcaHa B 003ope DBaHca u PobuHco-
Ha (Evans, Robinson 2011). 13 sToro 0630pa Mbl MpUBOJUM JIMLIb HECKOJIBKO (P, TO-
JIE3HBIX AJIS MIpecTaBlIeHUs] 00 OTHOCUTEIBHBIX pa3Mepax OOLUTa U MOJSIPHBIX Telell.
[epBoe MonsIpHOE TEINBIIE Y MBIIIU COCTABIACT JUIb 2—4% OT 00beMa 0oLHnTa, B TO Bpe-
Ms KaK paJinycChl KJIETOK pa3InyaroTcs Tak: paJuyc oouuTa coctaniser 34-38 MkMm, a pa-
Juyc nepsoro noisipHoro tensia 10 mxm (Barrett, Albertini, 2007). CymecTByroT crieru-
aJIbHBIC UCCIIEIOBaHUs IMHAMUKY Pa3BUTHS BTOPBIX MOJSIPHBIX TENEl, BOSHUKAIOIINX B
pesynbrare meiiosa Il (Larson et al., 2010).



Ihasa 7.
Meio3 1 ero reHeTM4eCK1in KOHTPOJTb
Y NMOKPbITOCEMEHHBIX PACTEHUM

C.A. Cumanosckuii, FO.®D. Bozoanos

V nomaBisomero OOJbIIMHCTBA BUAOB IIBETKOBBIX paCTEHUH MeHO03 MPOXOAUT IO
KaHOHHUYeCcKoMY TuIy. O0 YHUKAJIBHBIX MCKIIIOUCHUSX HamucaHo B 1. 13. T'eHsl,
KOHTPOJIUPYIOIIUE X0l MEi03a y PaCTCHUI M HE BIUSIONIME HAa XOJ] MUTO3a, HaH-
Oonee M3ydYeHBI y KYKYpPY3bl Zea mays W KPECTOIBETHOTO pacTteHusi Arabidopsis
thaliana. K WX 49ucIly OTHOCATCS TEHBI, OINpeelsionme IuQQepeHInaIni co-
MaTHYECKUX KJIETOK B CIOPOTCHHBIC W MHUIMHPYIOUINE MEH03, TeHBI, KOIUPYIO-
m1e Meio3-crenuuuHble OSNIKH XPOMOCOM U CHHAITOHEMHBIX KOMITJIEKCOB, T€HBI
OCIKOB-MEIHAaTOPOB U (epMEHTOB MeioTrueckoil pekomOunaiuu JIHK, rexsl, koH-
Tponupyromme creruduyHoe i Meio3a MOBEICHUE [IEHTPOMEP U IPOXOXKIC-
HUE NIBYX JICJICHUH Meifo3a. borpioe 4rcio Takux reHoB KIOHHPOBAHO U M3yde-
HO Ha MOJICKYJIIPHOM ypoBHE. IHTCHCHBHO Pa3BHBAIOTCS HCCIICAOBAHHUS MEHOTH-
4yecKuX reHoB puca Oriza sativa, B MEHBIIICH CTETIEHN — T€HOB sSAMeHs Hordeum
vulgare, pxu Secale cereale, Tomara Solanum lycopersicum, TeKCanIouIHON MIIie-
Huuel Triticum aestivum v Apyrux pacreHuil. Jlis BeIABICHUS MEHOTUUECKUX ICHOB
UCTIOJIB3YETCSI XUMHYCCKUIN U MHCCPIIUOHHBINA MyTareHes3, TCHETUYECKHUIA U IIUTOJI0-
THUYCCKUN aHAIHM3BI, METOBI 00PAaTHOM FeHeTUKU 1 OMOMH()OPMATHUKHN, TCHOMHBIC 1
TIPOTCOMHEBIC UCCIICTOBAHNS.

Mecto Melo3a B )KM3HEHHOM LIMKI1e pacTEHUMN

Kak u3BecTHO, )KU3HEHHBIN IIUKI PACTEHUI COCTOMUT U3 ABYX (a3: TUILIOUIHOTO CIO-
podura u ramnougHoro ramerodura. [lepexon Mexay 3TuMu GazaMu OCYIISCTBISETCS
C MOMOIIBIO MEH03a, KOTOPBIN MPOUCXOIUT B KOHIIE )KU3HEHHOTO IUKIIa criopoduTa (2n)
U CITy’KHUT JUIs 00pa30BaHUsl MUKPO- U METAcIop, U3 KOTOPBIX 3aTeM Pa3BHBAIOTCS MYK-
CKHE ¥ )KEHCKHE TaMeTO(HTHI (N): MbUIbIIEBbIC 3€pHA U 3apOJIBILIEBbIE MEIIKH. MUKpPO-
CIIOPOTeHEe3 MPOMCXOAUT B NMbUIBHUKAX, Meracrnoporeses — B cemsinoukax. [Ipu atom
(hopMHPYIOTCSI MEHOLUTHI: MAaTEPUHCKUE KIETKU MBUIBLBI U MaTEPUHCKHE KIETKH Mera-
criop. Te u npyrue yxe HENOCPEACTBEHHO ACIATCA MyTEM Melo3a. B oTinuuue ot KUBOT-
HBIX, Y pacCTEHUH OTCYTCTBYET 3apaHee JIeTepMUHUPOBAHHAS 3apOJIbIIlIeBas JTUHUS Kile-
TOK. MeionuTsl pacteHuid JudQepeHIUPYIOTCS U3 COMAaTHYECKHUX KIIETOK B Pe3yibTare
CepUH TOMEO3HMCHBIX aKTHBAalOHHBIX ImarosB (Ma, 2005; Feng, Dickinson, 2007). danee
MBI OIUIIEM MYKCKOH M KEHCKHU MEHO03 y pacTeHUil U cyp0y 00pa3yromuxcsi B X0/e
HETO KJIETOK.

VY pazinyHbIX TPYII PaCTCHUN CYHISCTBYET OOJbIIOE pa3HOOOpa3ue Mopdooruye-
CKUX M IUTOJIOTHYECKUX OCOOCHHOCTEH CIIOpOTreHe3a, MbI JK€ JIaJIUM KpaTKoe TPUHIIU-
MUaJIbHOE OIMUCAHHE 3TUX IPOLECCOB, B OCHOBHOM, Ha MPHUMEpE OAHOIOJIBHBIX pacTe-
HUI — 3JIaKOB.
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My>KCKOM MENO3 B XO4E MUKPOCTIOpOreHesa

Meiio3 MpOMCXOOUT B MBUILHUKAX HA paHHEH CTaJuM Pa3BUTHUS ATHX OPraHOB: KOTIa
MOJIO/IbIE TBUTBHUKH HAXOAATCS BHYTPU HE3peblX OyTOHOB (y ABYAOJIBHBIX PACTCHUH),
WJIM CKPBITHI B MOJIOZIBIX KOJIOCHSIX BHYTPH PacTYLIMX cTeOnei (y 3/1aKoB), HIIM B Ipopac-
TaIOMIMX JIYKOBUIAX (Y HEKOTOPBIX JYKOBHYHBIX). Mei03 B MBUTbHUKAX 3aKaHUMBACTCS
3aJI0JITO JI0 TOTO, KaK IIBETKHU CO3PEBAIOT U pacKpbIBatoTcs (puc. 7.1).

Ha pannux sranax pa3BUTHs MBUIbHUKA €r0 MEPUCTEMAaTHUYECKHE KJIETKH HE OTIIH-
qarotcs no ¢popme u BenuuuHe. [lo3nHee 3akianbBacTCs CIIOPOreHHasl TKaHb: MOSB-
JIAIOTCS KPYIIHBIE apXeCMOPHUAIbHBIE KIETKH, KOTOPBIE JENATCS MyTEM MUTO3a U AAl0T
HAyajI0 MUKPOCIOPOLUUTaM — MaTepUHCKUM KieTkaM nbuiblel (MKII) — u kinetkam
TaneTyma. TaneTyMOM y BBICHIMX PacTeHUN HA3bIBAIOT BHYTPEHHHMU, BBHICTHIIAIOIINAN
CJION KJIETOK B CIIOPAHTHUAX M IbUIbHHKaX. KieTku Tameryma, ogHO-, IBY- U MHOTOSI-
JIEpHBIE, COAepIKaT BELUIECTBA, HEOOXOAUMBIC ISl pa3BUBAIOLINXCS CIIOPOLUTOB. Kiet-
KM TaneTyMa HEMOCPEACTBEHHO MPUMBIKAIOT K MUKPOCIIOPOLUTAM M UTPAIOT BaXKHYIO
POJb B UX MUTaHUU. MUKPOCIIOPOLUTHI BHYTPH MBUIBHUKA PACIIONATraloTCsl KOMILIEK-
COM U MMEIOT KPYTNHBIC AUIUIOWAHBIC sApa (AHaMeTp KOTOPBIX CYLIECTBEHHO OOJbIIE,
4eM y SiAep OKPYKAIOIUX UX COMAaTHYECKUX KIETOK). Y 3JIaKOB Ha CTAIHSIX JICNTOTCHBI
W paHHEW 3UTOTEeHBI Me03a MUKPOCIIOPOLUTHI HMEIOT MHOTOYTOJIbHYIO OPMY U TECHO
CBsI3aHBl B €JUHYIO TKaHb. BO BpeMs maxuTEeHbl OHM OKPYIIIAIOTCS M IIOCTENEHHO MPH-
oOpeTaroT 000I04KyY U3 MoJUcaxapua Kauto3bl. HaunHnas co cTaanu TUIUIOTEHBI U J1a-
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Puc. 7.1. PenponyKTHBHBIE OpTaHBl y MOKPHITOCEMEHHBIX pacTeHU Ha ipuMepe Arabidopsis
thaliana.

Cxema 11BeTKa (A); monepeunsiit cpes meiibHAKA (B); momepeunsrii cpes 3aBs3u (B). [To: Wilson.
Yang, 2004, ¢ U3MEHEHUSIMH.
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Jee B Xo/ie Meiio3a, MUKPOCIIOPOLIUTHI OKPYTIIbI, ITOKPHITHI KaJUI03HOH 000JI0UKOi U He
CBsI3aHBI MEX1Y COOOH.

B nenrtoTeHe XpOMOCOMBI UMEIOT BUJI TOHKHX, ¢1a00 KOHICHCUPOBAHHBIX HUTEH (pHC.
7.2). B 3uroteHe oOHapyKMBAeTCs KJIACTEPU3ALUs TEJIOMEP Ha siIepHON o0osouke (ciia-
00 BpaxxeHHasi urypa «Oykera»). HaunHas ¢ Teiomep u jajiee, BO MHOXKECTBEHHBIX Caii-
Tax UHUIUUPYETCS CTIapUBAHKE (CUHATICHC, KOHBIOTAIUS) XPOMOCOM. XPOMOCOMEBI YKOpa-
YHBalOTCs. B maxureHe roMoI0rMyHbIe XpOMOCOMBI CIIAPEHBI 110 BCEH JyTMHE (TTOIHbIHN CH-
Haricuc), emg 0osee yKOpodeHbI M YTOJIICHBL. B IUTIIIOTeHe MPOMCXOAUT JeCHHATICHC TO-
MOJIOTOB, Ha 3TOM cTaauu oOHapYKMBAIOTCS XHa3Mbl. B nnaknHe3e KOMITaKTH30BaHHBIE
OMBaJICHTBI paccpeIOTOUEHEI 10 BceMy siipy. Ha Beex craamsix mpodassl [ Xopoio BUAHBL
SIAPBIIIKO U siIEpHAst 000JI0UKa, KOTOpasi pa3pylaeTcsi B KOHIE CTaIuy JHaKnHe3a.

B mertadaze | OuBaneHThl cCOOMpArOTCsl HA YKBATOPE BEPETEHA JENEHUS, K KHHETOXO-
paM IPUKPEIUIAIOTCS HUTH BepeTeHa. SIPBIIIKO He BBIABISAETCS; €ro BEIECTBO JUCTIep-
THPYETCs TI0 BCEMY COACPKUMOMY KIIETKH (SACPHOIH 00OJOYKH B 3TO BPEMS YKE HET).
BuBaneHTHl KOMIaKTH30BaHBl U MHTEHCHBHO OKpammBaioTcs. B anadase | OuBaneHTHI
pa3beIMHAIOTCS Ha JIBE TOMOJIOTHYHBIE XPOMOCOMBI (IpEeKpaliaeTcss uX KOHTAaKT B Me-
CTax XHa3M), U TOMOJIOTUYHBIE XPOMOCOMBI HAaNpaBIAI0TCs K TPOTUBOIOIOAKHBIM ITOJTIO-
cam. B Tenodaze | xpomocoMbl ocTaroTcs KOHJICHCHPOBaHHBIMU. B KoHIIE 3T0M (a3bl y
3JIaKOB MPOMCXOIUT LUTOKMHE3. V3 ofHOM KIeTkH o0pa3yloTcs JBe, 3HAYUTEIbHO OT-
aryarorecs mo ¢popme ot ucxopHou. Ode gouepHUe KIETKH (OHH TECHO COCAMHEHBI U
HMMEHYIOTCS TUaJlol) BCTYMAloT B HHTepKUHe3. B Teuenue meiiosa 1 usmensercst popma
KJIETOK, BCTYITMBIINX B MeH03.

B meradasze Il ogHOBpeMEHHO B IBYX KJIETKaX AMAIbl XPOMOCOMBI BEICTPAMBAIOTCS B
9KBATOPHANBHBIX MIOCKocTsX. B Meradasze II xpomocomsl mnHHee, yem B MeTadase I,
COCTOSIT U3 CECTPUHCKUX XPOMaTH[, 00beIMHEHHBIX B 00nacTH IeHTpomep. B anadaze
I, moce mpekpalieHus: KOre3uu MeX a1y LIEHTPOMepaMH CECTPUHCKHUX XPOMAaTHI, XpoMa-
TUBI PACXOATCS ¢ TOMOILBI0O MUKPOTPYOOUEK BepeTeHa JIeTIeHHUS.

B Tenodase 11 xpoMoCcOMBI IEKOMIAKTH3YIOTCS, POPMUPYIOTCS siIepHass 00004YKa U
sapbiko. [locne nuToknHe3a BO3HUKAET TeTpa/ia rarionIHbIX MUKPOCIIOp, KOTOPHIE 3a-
MOJHSIOT MOJOCTh NbUIbHUKA. Ha 3ToM Meiio3 u Mukpocnoporeses 3asepiaercs. [locie
BBICBOOOXKICHHSI MUKPOCIIOpP W3 TETPaj B KaXJOW M3 HUX HAYMHAETCS MUKpPOTaMeTore-
He3 — 00pa3oBaHMe MBUIBIEBBIX 3EPEH.

B xozme nByx neneHuit myTéM MUTO3a (BTOpPOE MPOMCXOAUT TOJNBKO B OAHOM U3 KIe-
TOK) W mocienytouerd auddepeHpoBkr 00pa3yeTcs My>KCKOH raMeToQuT — MbLUIb-
LIEBOE 3epHO, COCTOAIIEEe U3 TPEX TAIUIOMAHBIX KJIETOK, BET€TaTUBHOM U JIByX CIEpMHU-
€B — MY’)KCKHX TraMer.

JKeHCKkn Meno3 B Xoae MeracrnoporeHesa

OO6pa3zoBaHme JKEHCKHUX CITOp (MEracrmop) y IBETKOBBIX PACTCHHM MPOUCXOIUT B TIe-
cTHKe. B 3aBsi3u mectuka y 37aKoB oOpasyeTcs ofHa ceMmsrodka. B xoxie e€ pazBuTus
3aKIIaJIBIBACTCS OJIHA apXECTIOPUATbHAS KIIETKa, KOTOpasi OTIIMYAETCS OT COMATUYCCKHX
KJIICTOK OOJIbIICH BEIMYNHON, KPYITHBIMH SIJIPOM H SAPBIIIKOM M OTITUYECKH 0oJiee TUIOT-
HOMW IMTOILTa3MOW. ApXecropralibHas KIeTKa CTAHOBUTCSI METAaCTIOPOIIMTOM M BCTYIIa-
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Puc. 7.2. HopmanbHblil Meli03 B IBUIBHUKAaX KyKypy3bl Zea mays.

Oxkpacka anerokapMiuHOM. A — sentoreHa, b—B — 3urorena, I' — naxutena — cuHancuc

10 map romonoruyHsIX XxpoMocoM 3asepiteH, I-E — pannss u no3auss quminorena, K —
nuaknHe3, 3 — meradasa | — 10 OuBaneHTOB OpHEHTHPOBAHBI CBOMMH IEHTPOMEPAMH K
IIPOTUBOMOIIOKHBIM TostocaM kieTku, 1 — anadaza [ — pexykimonnoe pacxoxieHue
romMoJorn4HeIx xpomocom (10+10) B nym nomocam. K—JI — meradasa 11, JI — Bugasr 10
XPOMOCOM, Kax/1asi U3 KOTOPBIX COCTOUT U3 JBYX CECTPUHCKUX XPOMATUJ, COCAUHEHHBIX

B 00J1aCTH LIEHTPOMEPHI (TIpeCTaBlICHA O/IHA ITOJIOBHHA KJICTKH Ha cTagun meradassl 11),

M — rtenodaza II, BumHBI pa3omeanmecs: CeCTPUHCKIE XPOMaTH bl — PE3yJbTaT Cerperann
nenrpomep, H — npencrasiena ofHa 1mojoBUHA KIETKH Ha cTaauu aHadassl 11, O — terpast
MUKpPOCIOp: YeThIPE TalUIONIHbIE KIETKHA — PE3YNbTaT ABYX MEHOTHYECKHX JIEIEeHUN 0OTHOrO
MHKpocrnoporura. Mukpodororpaduu mobdezno npenocrasnensl M.H. Tomy6oBckoii.
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eT B Melo3. L{luronornyueckas kapTuHa Melo3a B MEracOpOLUTE MPUHLUUINAIBHO HE OT-
JMYaeTcsl OT KapTUHBI MeHo3a B MuUKpocnoponurax. [lo BpemeHnu Meiio3 B Meracropo-
LUTE HE COBMAaJaeT C ME030M B IIBUILHUKAX M 00BIYHO MpoTekaeT mo3anee. [locne mep-
BOTO JICTICHUsI Mei03a o0pasyeTcsl uaia TallionJHbIX KIeTok. Bropoe nenenne meiio3a
MPUBOJUT K 00pa30BaHMIO TETPaIbl MEracnop (MTOT Meiio3a U MeracrnoporeHesa), KoTo-
pBle, B OTIIMYME OT TETPaj MUKPOCIIOp, pacroyiaratorcs JuHenHo. V3 yeTbIpex ramion/1-
HBIX METacrop NpoJoHKaeT pa3BUTHE TOIBKO Of1HA (B OTJIMYKME OT MUKPOCIIOP), KOTOpas
CTaHOBUTCSI MaTEPUHCKON KJIETKOM 3apojpiieBoro Menika. OcraiabHble TPH KJIETKH C ra-
IJIOUAHBIMU SIIPaMH JIET€HEPUPYIOT.

[lanee B Xoie MeraraMeToreHe3a MaTeprHCKas KJIeTKa 3apo/IbIIIIEBOT0 MEIIKa TPU pa3a
JIEJINTCS. MUTOTHYECKH. B pesynbrare TpéX mociieoBaTeIbHbIX PayHI0B MUTOTHYECKUX
JeNICHUH B Mpejeniax OAHOTO 3apOJIBIIIEBOTO MeIIka 00pa3yloTcs 8§ rarmiouaHBIX Sep,
JIBa U3 KOTOPBIX CIUBAIOTCS M (POPMHUPYIOT HEHTPATBHYIO TUILIOWIHYIO KIETKY 3apO/Ibl-
LIEBOr'0 MeEIIKa, Ha OJJHOM IOJIF0CE KOTOPOTO pacrojararTcs silekieTka (>keHCcKas ra-
MeTa, TarIouAHbIH () HabOp XPOMOCOM) U JIBE TarulonHbIe cuHepruasl (In + 1n), Ha
JIPyTOM — TPH aHTHUIIO/bI (KaXK/asl C rarionIHbIM HabopoM xpomocom). [locie 3aBep-
LIEHNS 3TUX MPOLECCOB B 3aPOJIBIIIEBOM MEIIKE OKa3bIBaeTcs 7 KIETOK — OJHA TUILIO-
WHast ¥ 6 rarjJouHbIX.

B xoze nBoitHOTO OMIOAOTBOPEHMSI OIUH U3 CIIEPMHEB MBUIBLIEBOTO 3€pHA CIIMBAETCS
¢ sfekeTKo (00pa3yeTcst 2n 3UroTa), BTOPO — ¢ LEHTPAIBHBIM sJIpoM (0Opasyercs
TPUILTOUIHBIN 3HA0CcTIepM). CeMsIIouKa ¢ pa3BUBAIOIIMMCS 3apO/IBIIIEM U SHA0CIIEPMOM
npeBpaliaercs B cems. J[BoifHOE OIUIOIOTBOPEHHUE Y I[BETKOBBIX pacTeHUH, KaKk U3BECT-
HO, oTKpeITO B 1898 1. C.I. HaBammubiM.

Kparkasi ucropmsi uccnenoBaHusi reHOB MENO3a y pacTeHUn

I'enbl, KOTOpBIE YIIPABIAIOT XOIOM Mei03a M HE BIHUSIOT HA MUTO3, «MOJTYaT) B BereTa-
TUBHOM KJIETOYHOM IIMKJIE Y paCTeHUH, OBIITN BIIEPBBIE OOHAPYKEHBI ITPH pa3paboTKe re-
HETHKH KyKypy3bl Ha pyoeke 30-x romoB XX Beka bumiom (Beadle, 1929, 1930). bumn
00HAPYXKWIT y KyKYpY3bl pelleCCUBHBIE MyTalluu polymitotic, KOTopasi IPUBOAMT K TIpe-
JKJIEBPEMEHHBIM MUTOTHYECKHM JIeJICHUAM Tocie meiiosa 11, u asynaptic, xotopas mpe-
MATCTBYET CHHAIICHCY XPOMOCOM. MyTalul BBI3BIBAIIN SACPHYIO (XPOMOCOMHYIO) CTe-
PUIBHOCTH PaCTEHUH.

B nanpHeleM reHpl Meio3a ObUTH OTKPBITHl Y HECKOIBKUX BHIOB OMHOIOJBHBIX U
nBynonbHBIX pacTeHuit (Rhoades, 1956; Golubovskaya, 1979, 1989; Kaul, Murthy, 1985;
Hamant et al., 2006; Mercier, Grelon, 2008). [lo korma XX Beka KyKypy3a O0cTaBajiach
00BEKTOM ¢ HanboIree N3ydeHHBIM Ha00pOM criennduaecKux TeHoB Meiio3a. 3 mpumep-
HO 40 Takux TeHOB OoJbImas yacTh OblIa oTkpeiTa M.H. I'omy6osckoit (Golubovskaya,
1979, 1989; Cande et al., 2009; Cande, Freeling, 2011; bormanos, 2014). Ot uccremno-
BaHMs OBLTH HadaThl B 1975 1. B UucTUTyTe Itoniornn u reHeTrkd AH CCCP B HoBocu-
oupcke u B Kpacnomapckom HUU cenbekoro Xo3sicTBa U MIPOIOIKEHBI BO BeecorozHoM
HWU pacrenueBoactsa um. H.M. BaBuiiosa B Jlenunrpaze, a ¢ 1992 r. noouepeiHo — B
Cankr-IlerepOypre u B YauBepcutete CeBepnoii Jlakotel B CIIA (Golubovskaya et al.,
1992, 1993, 1997; Sheridan et al., 1996, 1999). ITocie 1999 1. 5T UccIeTOBAHUS TIPO-
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nomxumuchk B Kanudopuuiickom ynusepcurete bepkim B CHIA (Golubovskaya et al.,
2002, 2006). Hanbonee BaskHbIE U3 STHX TEHOB ObUTH M3y4eHbl HA MOJICKYJISIPHOM YPOB-
He (Hamant et al., 2005; Pawlowski et al., 2003, 2004, 2009; Wang et al., 2012). XpoHo-
JIOTHUS ATUX UCCIICNIOBAHMIA U OIICHKH MX 3HAaYMMOCTH MPHUBENIEHbI B 0030pax (bormaHos,
2014; CumanoBckuii, bormanos, 2018).

B xonme 1990-x rogoB cHayana B BenmukoOpuranum, 3aTeM B Ipyrux CTpaHax HA4YaIOCh
WHTEHCUBHOE M3yuUeHHUE TeHOB Melo3a y Arabidopsis thaliana, ynoOHOTO MOJEIBHOTO 00b-
ekra Juis renetuku pacrenudt (Glover et al., 1998; Caryl et al., 2000; Motamayor et al., 2000;
Osakabe et al., 2002; Mercier et al., 2001, 2003; Higgins et al., 2005; Mercier, Grelon, 2008;
Zamariola et al., 2014). B sTux uccnenoBaHusx sl MOMyYEeHHs] HOBBIX MYyTallui IPUMEHSI-
FOTCSI METOJIbI KaK TPSIMOM T€HETHKH (MHCEPIIMOHHBIN MyTareHe3), Tak U OMOMH(OPMaTH-
KU (T€eHOMHBIH MTOUCK TI0 MOCIICA0BATEIIEHOCTSIM YKE U3BECTHBIX TCHOB JIPYTHX OPTaHU3MOB,
B OCHOBHOM TIOUKYIOIIUXCSI APOXKKEH Saccharomyces cerevisiae) (Mercier, Grelon, 2008).

AKTyalbHOCTh TIpHOOpEIIa TEHETHKA MeHo3a Y pyca B MCCIICIOBAHUSAX, B OCHOBHOM,
SIMTOHCKUX U KuTalickux yuéHbix (Nonomura et al., 2003, 2004, 2007; Wang et al., 2011;
Luo et al., 2014).

[MapanienbHO ¢ 3TUMH KCCIICOBAHUSMHU PA3BUBAJICS MHOTOJICTHUH TPOCKT HU3Y-
YCHHSI TEHOB Mei03a y pXKM Ha OCHOBE I€HETHUYCCKOW KOJUICKI[MM WHOPEIHBIX JTUHHM
aBTodeprmibHOl piku, coznanHou C.I1. Cocuuxunoit u B.I. CmupHOBEIM B CaHKT-
[TeTepOyprckom rocymnapcTBeHHOM yHuBepcutere, B Ilereprode. B ormuume ot 601b-
IIMHCTBA YIOMSIHYTBIX MCCJICIOBAaHUMN, TeHbl Meii03a y pKU ObUTH OTKPBITHI HE TPaJIH-
IIMOHHBIM MyTEM 3KCIIEPUMEHTAIBHOIO MyTareHe3a, a BhISABICHBI KaK CIIOHTAHHBIC MY-
TallM{, BO3HUKIIKE B TPUPOIHBIX MOMYISIHIX, U 3aKPEILICHBI ¢ TIOMOIIBI0 UHOPHUINH-
ra B XOJI¢ MHOTOJICTHETO CaMOOIBUICHUSI PACTeHUH B MCKYCCTBEHHO CO3JIJaHHBIX aBTO-
(epTUIIBHBIX JIMHUAX PKU U TEHETHUYECKOTO aHaJIN3a MOTOMCTBA CAaMOOIBUIEHHBIX pac-
TeHUH B KaxjoM nokojieHuu (Sosnikhina et al., 1992, 2005; Cocuuxuna u ap., 1994,
2005, 2007, 2009; Jlositoc u ap., 2009; Muxaiinosa u np., 2010). B 1990-¢ u 2000-¢
TOJIbl M3YYCHHUE ITUX MYTAHTOB Y PIKU HOCHJIO XapaKTep MEXKIYHAPOIHOTO COTPYIHAYEC-
ctBa (Bogdanov et al., 1998; Mikhailova et al., 2001, 2006; Jenkins et al., 2005; Phillips
et al., 2008; Maunsimies u ap., 2009; [onyOuo u ap., 2010; donmarosud u ap., 2013a, 0;
CumanoBckuit u ap., 2014). B Te xe roapl BETUCh UCCIIEAOBAHUS MEHOTHYECKHX T€HOB
tomata (Havekes et al., 1994, 1997; Qiao et al., 2012) u ssumens (Lundqvist et al., 1997;
Barakate et al., 2014; Colas et al., 2016).

W3yueHne reHHOro KOHTPOJsS Meio3a y amtononuruiongHod mmenunsl (Feldman,
1966; Martinez-Perez et al., 2001) u npyrux amutononumionnos (Jenkins, Jimenez, 1995;
Moore, 2002) npuHeciio BaKHbIE Pe3yJbTaThl JUIs TOHUMAHUS SBJICHUS «IUTUIOUAN3A-
MUY aJUIOTOJIMIUIONIOB. DTO SBJICHHE COCTOMT B TOM, YTO MHOTHE BHJIbl PaCTECHUM,
HUCTOpPUYECKH CHOPMHUPOBABIIHUECS MYyTEM TOJIUILIOUIU3AIUH, UMEIOT MEHUO03 JUILIOU/-
HOTO THIIa, KOIJIa, HECMOTPS Ha MIPUCYTCTBUE TOMEOJIOTHYHBIX XPOMOCOM, CIIapUBAaHUE U
CHHAIICHC XPOMOCOM B ripodasze [ Meiio3a mporucXoquT CTPOro MEX/I1y FOMOJIOTaMH.

B nmanHOW 1i1aBe MBI COCPEAOTOYMIM BHMMAaHUE, B OCHOBHOM, Ha T'eHaxX Meio3a y
JIBYX BUJIOB PACTCHUH, CITY)KalIUX MOJCIBHBIMH JJIsl U3y4YCHUsT Mero3a, — Arabidopsis
thaliana (nanee — apabuporicuc) u Zea mays (KyKypy3a) — pacTeHUi ¢ Haubojee nu3y-
YCHHBIMH reHaMu Meio3a. [Ipu 3TOM MBI POBOAMM CPaBHEHHUS C MEHOTHYCCKUMU TeHa-
MU JIPYTUX PACTECHUH, BAXKHBIX JJIs CEIIBCKOTO XO35HCTRA.
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[eHeTMUecKkuin KOHTPOIb audPepeHIMaLUmn
1 popMMpPOBaHMSI MEMOLIUTOB

Y KyKypy3bl u3BectHa Mytatws multiple archesporial cells 1 (macl), xoTopas HapyIaer
OayaHc MEeXIy apXecropusiMHU (Ipe/IIIeCTBEHHUKaMI MEHOIIMTOB) U OKPY KAIOIIUMH UX CO-
MaTHYECKUMHU KJICTKaMH, & IMEHHO, CHUIMAET OTpaHUYeHHE HA KOJIMYECTBO KIETOK, CIOCO0-
HBIX BCTYyMNarth B Meiio3 (Sheridan et al., 1996, 1999; Wang et al., 2012). Kak B nbutbHUKAX, TaK
U B CeMATIOYKaX MYTaHTOB macl HaOmonaeTcst U30BITOYHOE YHCIIO MEHOITUTOB U HEIOCTATOK
COMAaTHYECKUX KIIETOK. Takoi IUTOI0rnyecKuii (DeHOTHIT SIBISETCS Pe3y/IbTaToOM HapYIICHUSI
OanaHca pH Mepexosie OT BEreTaTHBHOTO MyTH Pa3BUTHS KJIETOK K CIIOPOreHHOMY Ha paH-
HHX 3Tanax (OpMHUPOBAHMS TBUTBHUKOB U CEMSITIOUEK. B pesyisrare HeTUTIMYHOTO Pa3BUTHSI
dopmupyrores nedekrruBabie MeouTh! (100—160 MukpocnopormToB BMecto 60 1 Oonee
OJIHOTO MaKpOCIIOPOIITa BMECTO OJTHOTO), KOTOPBIE, TeM HEe MEHee, BCTYTaloT B Melo3. Ta-
KM 00pa3oM, MyTalus /macl 3arparuBaeT npoliece oopa3oBanus 1 TuddepeHImaiyy apxe-
CIIOpUAJIbHBIX KJIETOK 1 MeﬁOHHTOB, HO HE BJIMSCT HA aKTUBAIIUIO Meno3a.

IIpu MukpocnoporeHese B MbUIbHUKAX MyTaHTOB mac ! HaOmiogaeTcs 0CTaHOBKA MeM-
03a Ha Pa3NIMYHBIX CTaausIX. [Ipeanonararot, 4To 3TO CBSI3aHO C OTCYTCTBUEM HOpMallb-
HOI'o CJIOA COMAaTHYCCKHUX KIJICTOK B IIbIJIBHUKAX (KHCTKI/I TaHeT}/Ma), KOTOPBIC HJOJIKHBI
oOecrneunBaTh MUTaHWE MEHOIIUTOB. B ntore myranus macl NpUBOIUT K TTOITHOW MyX-
CKol cTepmiibHOCTH pactenuii (Sheridan et al., 1999).

[Tpu Makpocoporenese y MyTaHTOB mac] B Ka)JIOW CEMSITIOYKe BMECTO OJTHON apxe-
CIIOPUATTLHOM KJICTKU, BCTYMAIOIIEH B MeH03 (KaK y HOpMaIBHBIX PACTCHHMIA), 00pasyeT-
sl OT OJIHOM 710 5—6 apXecrnopHallbHBIX KJIETOK. Bce oHM mpeBpaliaroTcesi B MaTepUHCKHUE
KJIETKA MaKpOCIIOp M IIPETepIeBatoT Meio3. B pesynbraTe 00pa3yroTcest CeMsIOYKH ¢ He-
CKOJIbBKUMH MaKpOCIIOpaMH, KOTOPLIC BCTYIIAarOT B IMOCTMENOTHUECKIE MUTO3bI, U IIPO-
JIOJDKAeTCs aHOMallbHOE pa3BUTHE ceMsinovek. Kak n3BecTHO, y HOpMaJbHBIX PaCTCHUHN
MaKpoCIopa JeIUTCS IMMyTeM TPEX MOCIIeI0BaATeIbHBIX MUTO30B. OHU TIPOXOIAT O3 1u-
TOKWHE3a, 00pa3yeTcss CHHITUTHH, U TOJIHKO TI03THEE IPOUCXOIUT IIUTOKUHE3 U 00pasyeT-
CsI CEMHUKJICTOYHBIN 3aPOABIIIIEBBIN MEIIOK C BOCEMBIO siIpaMu (11Ba sipa B OJHOM U3 KJIe-
TOK), OZJHO M3 KOTOPBIX CTAHOBUTCS SIMIIEKJIETKON. A y MyTaHTOB macl B CeMAIIOUKeE, CO-
JieprKanield HeCKOJIbKO MaKpoCIop, o0pasyeTcst 0ojiee MHOTOSICPHbIN CHHIIMTHIA, COlep-
xamuit necatku aaep (U.H. ['omyOoBckas, TMYHOE COOOIIEHHUE), U 3T CEMSATIOUKH, KaK
npaBuiio, cTeprwiibHbl (Sheridan et al., 1996).

AHanmu3 MTBOWHBIX MyTAaHTOB IOKa3aj, 9To TeH MAC! akTHMBHUpYeTCs B MEHO3e paHbIIe
reHoB AMI n AFDI1, perymupyronmx mnpodasy 1 meiioza (Wang et al., 2012). I'en MACI
OBLT KIIOHUPOBAH, U OBUIO YCTAHOBIICHO, uTO 0e110k MAC] KyKypy3bl SBISIETCSI OPTOIIOTOM
oenkoB TDL1A puca Oriza sativa u TAPETUM DETERMINANT1 (TPD1) Arabidopsis
thaliana (Yang et al., 2005; Zhao et al., 2008; Wang et al., 2012). V puca 3tu Oenku B3a-
mmoperictByioT ¢ 6emxom MULTIPLE SPOROCYTES1 (MSP1), a y apabumoricuca — ¢
oenmkom EXCESS MALE SPOROCYTESI (EMS1) / EXTRA SPOROGENOUS CELLS
(EXS). B cBoro ouepenp, Mexay co00# 3Tr Oenku Taroke ABisitoTcs opronoramu (Canales et
al., 2002; Zhao et al., 2002; Nonomura et al., 2003). [Ipu orcyTcTBUM 3THX O€JIKOB HaOMIO/1A-
F0TCSl HAPYIICHUSI, CXO’KHE C IIUTOJIOTMUYECKUM (PEHOTUTIOM MYTAHTOB mac ! KyKypy3bl (XOTs
HaOTFOIAIOTCST HEKOTOPBIC OTIIMYMS B MY)KCKOM U KEHCKOM Metio3e). Cunraercs, uto MSP1 u
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EMSI1/EXS siBnsiroTcst pelienTOpHBIMU MPOTEMHKUHA3aMH, COIEPIKaIIMMHE JICHIIMH-O0TaTbie
noBTopsl (leucine-rich repeat receptor protein kinase). OHU JTOKaIU3YIOTCS HA HAPYKHOU 110~
BEPXHOCTH KJIETKH U CITy’KaT BaKHBIMU KOMIIOHEHTaMH CUTHAJIBHOTO KacKajia, BOBJIEUEHHO-
ro B cOop nH(poOpMaLMK OT COCEAHUX KJeTok. [IpearnonaraioT, 4To IMEHHO 3TOT CHUTHAJIb-
HBIN KacKaJ| IOMOTaeT OMPECIUTh CyAb0Yy OYIyIIIMX MEHOIIUTOB 1 OAJIaHC MEXKTY KIICTKAMH
bUTBHUKOB U cemsiriouek. TDL1A u TDL1B puca u TPD1 apabusorncuca — 310 HeOOMbIIIHe
OeITKH, KOTOPBIE CITyKaT, TO-BUANMOMY, JIMTaH/IaMH, CBSI3bIBAIOIIMMUCS ¢ Oenkamu MSP1 u
EMSI1/EXS cooTBeTCTBEHHO, U, TAKUM 00pa30M, YUacTBYIOT B TOM K€ CHTHAJILHOM KacKaJie
(Ma, 2005; Zhao et al., 2008). [Toatomy MyTaHTBI apabuoricuca tpdl (OTCyTCTBUE JIUTaH IA)
U ems1/exs (OTCYTCTBUE PEIETITOpa) MIMEIOT OIMHAKOBBIN ITUTOJIOTUUSCKHUN (PEHOTHIT: N30bI-
TOK MUKPOCIIOPOLIMTOB M HEXBaTKa KJIETOK TaleTyMa.

VY apabugoncuca U3BECTHBI M APYTHe BO3MOKHBIC YYACTHUKH 3TOTO CUTHAJIBHOTO Ka-
ckana: ABORTED MICROSPORES (AMS), MALE STERILE 1 (MSI)u MYB103. 'Y my-
TaHTOB ams GOPMHUPOBAaHUE MBIILHUKOB U MEH03 POTEKAIOT HOPMAIbHO, HO MUKPOCIIO-
PBI ¥ KJIETKU TareTyMa IOJIBEpPratoTcs IeTeHepaluy cpasy 1o OKOHYaHHUU Meio3a. [eH
AMS xonupyeT TpaHCKPUIIMOHHBINH (akTop, oTHOCsmmiics Kk bHLH-kmaccy. Dkcnpec-
cust pakTopa HaUMHAETCS B MPEAMEHOTHYECKO HHTep(da3e U Bo3pacTaeT Ha MOCTMEHo-
THYECKHX CTaJUsAX Pa3BUTHUS MbUTbHHUKA (Sorensen et al., 2003).

Y MyTaHTOB ms] MHKpPOCIIOPHI pa3pylIaloTcs MOCIE WX OCBOOOXKICHHS M3 TETpal.
Benox MS1 coxepxxut nomen PHD-finger, kKOTOpbIii MOXKET y4acTBOBaTh B PETYISALIUH
tpanckpunun (Wilson et al., 2001).

I'en MYB103 skcnpeccupyeTcst TOJIBKO B KJIETKaxX TaneTyMa U HeoOXOIuM sl o0pa-
30BaHUs CJIOS TareTyMa MpaBWIIbHOW MOP(HOJIOTHH M HOPMAJILHOTO MUKPOCIIOpPOTeHe3a
(Higginson et al., 2003). letictBue renoB AMS, MS1 u MYB103 HaunHaeTcs mMociie Toro,
Kak dKcripeccusi reHoB EMS1/EXS nocturaet cBoero nuka.

Kpome reHoB-yuacTHHKOB TipefmnonaraemMoro EMS1/EXS-3aBHCHMOTO CHTHAJIBHOTO Ka-
ckana, y puca otkpbIT reH MEIOSIS ARRESTED AT LEPTOTENE] (MELI), xOoTOpBIii KO-
mupyet 6etok ARGONAUTE, cnetmiduynbIii 1715 KIIETOK 3apofpliieBoi tuHni (Nonomura
et al., 2007). Y myTtaHTOB mell B Meli03 BCTyNaroT JAe(HEKTUBHbIC MEHOIUTHI, JICJICHUE B KO-
TOPBIX OJOKHUPYETCSl Ha CTaJMU JICITOTEHBI: JajdbHEHINel KOMIAKTU3ALNKA XPOMOCOM HE
npoucxomut. e MELI perynupyer JejieHHe B apXeCHOpHalbHBIX KJIETKaX U 0OecreyH-
BaeT CTPYKTYpHBIE MOTH(UKAIIMH XPOMOCOM Iepes] MEHO30M, MPEANOIOKUTENBHO, MyTEM
MozIaBJIeHHs SKcpecchn reHoB ¢ nomolsio PHK-uHTepdepentmu. OTKpbITHE 3TOTO TeHA
JIaJIo OCHOBaHME TIPE/ITIoNararh, 4YTo, Kak ¥ B Meo03€e y IpyruX BBICIIUX SYKapHOT, OITOCPEO0-
BanHas PHK cucrema caiiniencunra yyactyeT B AuepeHIIMAIIT MEHOLIUTOB Y PaCTCHUI
(Holmes, Cohen, 2007). ITo muenuto 1.H. Tony6oBckoii (jinunoe coodrienue), ren MELI
pHca ciemyeT OTHOCUTh K KaTeropuy TeéHOB, KOHTPOJMPYIOIIUX BCTYIJICHUE B MEHO03.

[EHHbI KOHTPOJIb BCTYTUIEHMSI B MEMNO3

ITocne muddepeHnmanyyi MEHOIIUTOB B HUX MTOJDKHO MPOUCXOAUTH TEPEKITIOUCHUE
MHUTOTHYCCKOTO KJICTOYHOIO ITMKJIA Ha MEHOTHUECCKHM. MeXaHM3Mbl aKTUBAllMd MEHO-
3a XOPOIIIO U3yUYeHBI Y KUBOTHBIX U TPHOOB, TOHUMAHHE ITOTO MPOIIecca Y pacTCHUH Ha
HAaCTOSIINN MOMEHT sBIIsieTcs HermomHbM (Hamant et al., 2006; Mercier, Grelon, 2008).
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W3Becten ren AMEIOTIC 1 (AM]I), KOTOPBI UIpaeT KIIOUEBYIO POJib B aKTHBALUU
Mero3a y kykypy3sl (Golubovskaya et al., 1993, 1997; Pawlowski et al., 2009). Muoxe-
CTBEHHBIC MYTaHTHBIC aJIJICTI PAaHHEro reHa aml JNEHCTBYIOT CTyleH4aTo. MeHonuThI
MYTaHTOB am /-1 He BCTynaloT B Meio3. Kak B My»XCKHX, Tak U B )KEHCKHX MeHouuTax
BMECTO MEHOTHYECKOTO JIeIEHHsI IPOUCXOAMT JieNIeHHE, TOJ0OHOE MUTOTHYECKOMY (pHLC.
7.3). [locne nByX—Tpex TakuX CHHXPOHHBIX JICNICHUH KIICTKH MOABEPraloTCs AereHepa-
uuu. B cemsanoukax amnens aml-1, KpoMe Takoro ke AEUCTBUS, MOXKET «IIPOIMYCKATh»
KJIETKH B IPEMEHOTHYECKYIO HHTEepdasy, HO OJOKUPYET e€ pa3BUTHE.

BaxxHBIMH XapaKTepUCTHUKAMU MYTAaHTOB am -1 SBISIOTCS OpraHU3alUs XPOMOCOM U
BEpeTeHa JCTICHHUs TI0 THITY, XapaKTEPHOMY JUIsSi MUTO3a, U OTCYTCTBHE B S,Ipax MEUOIIH-
TOB UMMYHO(ITyOpECIEHTHBIX CUTHAJIOB Oeika pekomOuHamun RADS1.

Kpome amnenst aml-1, obHapyKeHO el 4eThlpe MyTaHTHBIX ajutens rena AMI. Tpu
u3 HuX (amli-2, aml-485 u aml-489), mogoOHo amnento aml-1, IPUBOIAT K NEICHUIO

Puc. 7.3. Llutonoruyeckoe nposiBieHUEe MyTatuu aml (ameiotic 1) KyKypys3bl.
MHUKpOCIIOPOIMTHI MyTaHTOB BMECTO BCTYIICHHUS B MEH03 BOBJICKAIOTCS B JICIICHHE, ITOA00HOE
MHUTOTHYECKOMY. A — rpoda3a MUTOTHYECKOTO THUIIA B MUKPOCIIOPOLIUTE: CIIApUBaHUE 1
CHHAIICUC XPOMOCOM OTCYTCTBYIOT. b — MeTadasa: Ha skBaTOpe BepeTeHa BHICTPANBAIOTCS
HecmapeHHble Xxpomocombl. B, I' — anadasa: k kaxomy mosocy oTxoauTt 1mo 20 cecTpUHCKUX
xpomarun. [, E — Tenodasa, muToknHes n popMUpOBaHNE TUIIIOMTHBIX MUKPOCIIOP.
Muxkpodororpaduu mobdesno npenocrasnens M.H. [omy6oBckoii.
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MHUTOTHYECKOTO THIA JTH0O0 K apecTy pa3BUTH KJIETOK HA CTaAMU NPEMEHOTHIECKON HH-
tepdasbl (B xeHckux Meronutax) (Pawlowski et al., 2009).

[IsTeiit annens aml-pral (ameiotic 1 - prophase I arrest) «nponyckaeT» COpOreHHbIe
KIeTku B mpodasy [, Ho GnokupyeT nepexo U3 JIENTOTEHbI B 3UTOTEHY, & MHOI/IA Jalee
B maxureny (l'omyOoBckas u ap., 1992; Golubovskaya et al., 1993, 1997). [1pu neiictBun
amenst aml-pral B panned npodase popMupyeTCs THIIUYHAS JIENTOTEHHAs CTPYKTYpa
XpoMocoM, ofiHako gurypa Oykera He popMHUpyeTcs, 1 Ha XpoMOocoMax He 0OHapyKHBa-
10TCsl UMMYHO(TyopecteHTHbIe curHainbl RADSI.

HUccnenoBanue cepun u3 naTu ajieneid reHa AM BBIABUIO HAIM4YMeE B OENKe-IIPOIyKTe
reHa AM1 nByx (yHKIMOHAILHO BaXXHBIX JIOMEHOB. [lepBblii, N-KOHIIEBOH, TOMEH HEO0XO-
JIAM JUTs1 BCTYIUICHHS KJIeToK B mpodasy [ u nedexren y amieneii aml-1 u ami-2. Bropoii no-
MEH, KOTOPBIil paclioNIo’KeH B ICHTPE MOJIEKYJIbI MY ABYMSI CyTIepCIUpPaIbHBIME IOMEHA-
MH, HEOOXO/IUM TS Iepexo/ia KJIETOK U3 JICNITOTEHBI B IIAXUTEHY, U OH Ie()eKTCH Y MyTaHTOB
aml-pral. T'en AMI oxa3ayicsi HOBBIM T€HOM ISl OMHONOMBHBIX PACTCHU, HO CXOIHBIM IO
neiictuto ¢ reHoMm SWITCH 1 neynonwHoro pactenust Arabidopsis thaliana. CrietiuyudaHbIi
JUTsL pacTeHuid Oellok, Komupyemblil reHoM AM1, obnamaer 30% WIEHTUYHOCTBIO C OCIIKOM
SWITCH1 apabunorcuca (Pawlowski et al., 2009). M3BecTHO YeThIpe MyTaHTHBIX aJUICIIs
reHa SWITCHI (SWI1): swil-1, swil-2, dyad v male sterile 4 (ms4) (Motamayor et al., 2000;
Siddiqi et al., 2000; Mercier et al., 2001). 115t TOMO3UTOT TIO 3TUM QJIICIISIM XapaKTePHBI CX0-
KM€ HAPYIICHHS B KEHCKUX MEHUOIMTaX, KOTOPBIC TAKIKE MPUBOJIAT K JCICHHIO, TOTOOHOMY
MHUTO3Y. DTO CXOICTBO JaéT OCHOBAHKUE TIPEATIoararh, uto reusl AMI xykypy3sl u SWII apa-
Ouorcuca siBJSIIOTCsl (PYHKIIMOHAIBHBIMU TOMojIoramMu. Poits reHa SWII B uHHITMAIINH M-
03a MOATBEPIKAaeTCsl XpoHOJorueit ero axcrpeccuu: 6enok SWII npucyTcTByer B pemeii-
oTnaeckolt S-dasze, Ho B mpodase | meiio3a yxke He BeisiBisiercs (Mercier et al., 2001, 1003).
OpHaKo My>KCKUE MEHOIIMTBI MyTaHTOB swil BCTymatoT B ipodazy | meiiosa. {is romozuror
1o ajuienro swil-2 (Hauboree CHIBHBIN MYTaHTHBIH aJliellb) XapaKTepHO OTCYTCTBHE OMBa-
JIEHTOB, OTCyTCTBUE cUrHanoB RADS1 u mpexaeBpeMeHHas oTepst KOre3ud CECTPUHCKHUX
xpomarun (Mercier et al., 2001, 2003). 3Tu HapylIeHNS TPUBOAAT K TOMY, 4TO B MeTadase |
HaOmomaercst 20 xpomaru (2n = 10), cerperaiiysi KOTOPbIX HapyILICHA.

HuknuH-iono0HbIe Oenku apadumoricuca (CDC45 u SDS) Takxke MOTYT UrpaTh PoJib
B KOHTPOJIE TIPOXOXKICHHUSI MEHOTHYECKOTO KJIIETOYHOTO LIUKIIA JIMOO UMETh OoJiee Crelu-
¢uunyto pons B penaparmu JJHK (Azumi et al., 2002; Stevens et al., 2004). Kpome Toro,
(heHOTUIIBI MyTaHTOB msS5/tdm u tam apabunorncuca (KOTOpble, COOTBETCTBEHHO, IIPUBO-
JSIT K TPEThEMY LIMKITY Cerperaniy XpoMOCOM H YIITHHEHUIO Meiio3a [) 1atoT ocHOBaHus
npeanonararb, 4to reHsl MS5/TDM w TAM MOTyT ClIyXUTh PEeryisiTopaMd MeloTh4e-
ckoro kierouHoro nukia (Glover et al., 1998; Wang et al., 2004).

VY apabugorncuca OTKpBITO MATh AML-reHOB, TPOAYKTH KOTOpbhiXx cxoxu ¢ PHK-
CBsi3bIBarOIIUM OesikoM Mei2 Schizosaccharomyces pombe, UTPAIOIIAM OTIPEACIISIONIY IO
pOJIb B aKTUBALIUU Meio3a y Apoxokeil. DeHOTUIbI, HabII0MaeMble TIPU BBIKITIOYCHHBIX
reHax AMLI-5, yka3pIBaloT Ha pojib 3TUX T€HOB B Meil03e, OJHaKO HabIoaeMble Hapy-
HICHNUS UCKITIOYAIOT HAPaBIISIONIYI0 poiib A ML-TeHOB B MHUIIMALIUY Mei03a Y pacTeHUH
(Kaur et al., 2006). I'enbr apabunorncuca AMLI-5 oxa3bplBalOT CHIIBHOE TUICHOTPOITHOE
JICICTBUE HA Pa3BUTHUE PACTEHUM.

Omnpenenenne cyabObl MEHOIUTA U 3aITyCK MEHOTHYECKOTO JACJICHUS JOJKHBI IPOUC-
XOJWTH JI0 WM BO BpeMsl MpenMeroTndeckoi S-¢ha3pl, T.K. HA ATOW CTAANU yKe TPOUC-
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XOIHT «3arpy3Ka» Meno3-crelu(UIHbIX TMCTOHOB, KOTE3MHOB M KOHAEHCHHOB (Strich,
2004). T'en AMI xykypy3bl SIUCTATUPYET HaA TeHOM AFDI, MmyTauuud B KOTOPOM IIO-
BpeskaatoT romoror oenka-koresuna REC8 (Pawlowski et al., 2009). AnanoruuHo sTomy,
ren SWII apabupnoncuca snucratupyet Hax SYNI/AtRECS (Mercier et al., 2003). Otu
(axThI SBIAIOTCS XOPOLIMM JJOKa3aTeIbLCTBOM TOTO, YTO KOHTPOJIb HAJl HHUI[MALUeH Mel-
03a OCYILECTBIISIETCSA paHee MEHOTHYECKON PEryJsIIMU KOT€3UH CECTPUHCKUX XPOMAaTH].

[EHHBIM KOHTPOJIb KOre€3Umn CECTPUHCKMX XPOMAaTHL

Ilpemeniomuueckas unmepghaza u nenmomena. Koresmro CECTPUHCKUX XPOMATHT Y
KyKypy3bl KouTposupyeT red ABSENCE OF FIRST DIVISION 1 (AFD1). Myrauus afdl
HauWHAeT MPOSABIATHCS B JenToTeHe. OHa HapyIlaeT TUMUYHYIO A mpodassl | opra-
HHU3aIuIo0 XpoMocoM. Bo Bpems metadassl | oTcyTcTBYeT KOre3ns eHTpoMep CeCTPUH-
CKHX XpOMaTuj, B pe3yibraTe 4ero B anadase | mpoucxoant cerperanus He TOMOJIOTHY-
HBIX XPOMOCOM, a CECTPHHCKHX XPOMATHUJ, T.€. Cpa3y MPOUCXOANUT BTOPOE JIeJICHNUE MEii-
o3a (puc. 7.4). Ilocne KIOHUPOBAHUS ITOTO T€HA OKA3aloCh, uTo Oenok AFDI1 sBsier-
cs a-kiericnaom, romosiorom RECS8 (Golubovskaya et al., 2006). OToT 6emok HeoOxomum
U «PEKPYTHPOBAHHS» OEIIKOB CHHAINITOHEMHBIX KOMIUIEKCOB U (POPMUPOBAHUS HX Jia-
TepaJbHBIX 3JIEMEHTOB; KPOME TOTO, OH COXPaHSAETCs B IIEHTPOMEPHBIX paiioHaX XPOMO-
com B Metadaze [ u anadase I (3amumien oT TUAPOIN3a IPYTHM OSIIKOM — IITYTOITHHOM,
SGO) u npemoxpaHseT CeCTPUHCKIE XPOMATHIBI OT Pa3beINHEHUS TPU CETPEeTaIiuy ro-
MOJIOTHYHEIX XPOMOCOM B XOJI€ TTepBoro neieHus meiio3a (Golubovskaya et al., 2006).

B cocTtaB KOre3mHOBOTO KOMIUIEKCa B MHTOTHYECKHMX XPOMOCOMax (B BereTaTHB-
HBIX KJIeTKax) 3ykapuotT BxomsaT Oemkn SMC1 n SMC3 u3 rpymmer SMC (Structural
Maintenance of Chromosomes — 6eiKky moaaepKaHUs CTPYKTYPHI XPOMOCOM) U JIBa
oemka Scc1/RAD21 u Scc3/PSC3, koTopbie 00ecnieunBaroT 00beTnHEeHNE ChOPMUPOBAH-
Horo Oenmkamu SMC KobIa, yASPKUBAOIIETO CECTPUHCKHAE XPOMATHIBI B COCTUHEHHOM
coctostanu (Haering et al., 2002; Ishiguro, Watanabe, 2007). B meito3e y pactenmii Sccl/
RAD21 nmonsepraercs 3amere Ha REC8. Kak BBISICHUIOCH, IMEHHO 3TOT OEJI0K y KyKY-
py36I KomupyeTrcest TeHoM AFD .

Brina nomydena cepus aJiiesibHbIX MyTaluil reHa AFD 1 kykypy3bl. I3yueHue MyTaHTOB
TOKa3aJio, 9To (hopMHUpOBaHUE OCITKOBBIX OCei XpOMOCOM (0CeBEIX 3JeMeHTOB, OJ) B 1eT-
TOTEHE 3aBUCHUT OT YPOBHS 3KcTIpeccru RECS. Y TOMO3HUTOT 1O CHITLHBIM arielisiM (afdl-1,
afdl-2 n afdl-3) xpomocomusie ocu B ipodase | He hopmupyrorcs (Hamant et al., 2006;
Golubovskaya et al., 2006). OgHako TSI TOMO3HUTOT IO CI1a0OMy MYTaHTHOMY aJIJICITIO
afdl-4 xapakTepHO KaK HaJM4IHe JISNTOTEHHBIX 0Ccel XpOMOCOM, TaK M 00pa3oBaHNE QUTY-
peI OykeTa. M3ydeHue MyTaHTOB TI0 pa3IMIHBIM aJUICIISIM TT0Ka3ajo, uTto AFD ] KOHTpOIH-
pyeT He camy HMHHIHAIIIO GopmupoBanns O3, a mporecchl ux ymmHeHus (elongation),
co3peBanus (maturation) v IpeBpaIeHus B JIaTepaTbHBIC YJIEMEHTHI CHHAIITOHEMHBIX KOM-
IUIEKCOB BO BpPEMs CHHAIICHCA TOMOJIOTHYHBIX XpOMOCOM. VHTEepecHO, YTO 4aCTUYHOU
anoHTaruu 0D A0CTAaTOYHO I (POPMHPOBAHUS JICITOTCHHON CTPYKTYPBI XPOMOCOM H
hopmupoBaHus «OykeTay XpoMocoM. OHAKO TOMOJIOTHYHOE CTIapUBaHKE, CHHATICHC U Pe-
KOMOHWHAIMs TpeOYIOT IMOTHOM 30HTanuu ocel. [Ipenmomnaratot, aro reH AFD] sBisercs
TCHOM-PETYIATOPOM coObITHIA TIpodhasbl I y kykypy3sl (Cande et al., 2009).
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Puc. 7.4. Xapakrep KJIETOYHOTO JIeJICHUs IPH MUKPOCIIOPOTeHe3e Y MyTaHToB afd] (absence of
the first division 1) xykypy3bl

A-B — nocnenosarenbHble cTaun podassl [ Meiio3a. Y MyTaHTOB OTCYTCTBYIOT HOpMaJlbHbIC
CTaJIN¥ 3UTOTEHBI, TAXUTEHBI M JUIJIOTCHBI, BUAHBI HEPA3TUINMBbIe HEYINIOTHEHHBIE CTPYKTYPHBI
xpoMaTuHa. I' — yCIIOBHO COOTBETCTBYET CTA UM JUILIOTEHBI, T.K OTACIHHBIC XPOMOCOMBI
BBICBOOOXKIAIOTCS M3 00IIeii Macchl. BIBaIeHTOB HET, YTO SBIACTCS PE3YyJIBTaTOM OTCYTCTBHSA
CHHAIICHCa TOMOJIOTOB y MyTaHTOB. J| — nuakunes ¢ 20 yHUBaJIeHTaMH, pa30pOCaHHBIMHA TIO
kierke. E—JK — Hetunuunas as meiiosa meradasa . Her OuBaneHnTos, u, 6oiiee Toro,

Bce 20 yHHBAJICHTOB Ha MeTa(a3HOH IJIACTHHKE C OPUCHTUPOBAHHBIMHU K ITPOTHBOIOIOKHBIM
MIOJTIFOCaM CECTPUHCKHUMH LIEHTpoMepaMu. B HopMamTsHOM Melo3€e cerperamus neHTpoMep
MIPOUCXOJIUT BO BTOPOM JiesieHnH. 3 — aHadasa [, iMeeT MecTo SKBaIMOHHOE PACXOMKICHHUE
nerTpomep (20+20). Pegykunu xpomocom HeT. 1 — nuaia BRIIISIINT HOPMAJIBHOM.

K-M — Bropoe aenenune meiio3a. B Meradase 11 — Tenodase 11 mponcxoaut OecrnopsiiodHoe
pacmpesieieHIe XpOMOCOM, TETPAAbI B PE3ylIbTaTe MHOTOSACPHBIC H C MUKPOSPaMHU.
Mukpodororpaduu modesHo npenocrasnensl M.H. Tony6oBckoii.
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Y apabunornicuca Takxke n3ecteH romosor REC8 — 6enok SYN1. MHaTepecHo, uto 6e-
ku SYN1 apabunoncuca u AFD1 kykypy3sl B Oojblieii cTenenu cxoxu ¢ 6eaxkamMu RAD21
MJICKOITUTAIOIIUX U IPOAOKEH, yeM ¢ ux Meiorndeckumu ananoramu RECS. MyTtamuu B
reHe SYNI1/AtRECS npuBOIAT K CIOXKHBIM MEHOTHYECKUM (PEHOTHIIAM, KOTOPHIEC BbI3bIBa-
0T TIOJIHYIO MYKCKYIO M JKEHCKYIO CTEPUIIBHOCTb. [lepBUuHbBIE Ne(eKThl BBISBISIOTCS B
paHHell JIenToTeHe — MMEET MECTO HepaBHOMEpHas KOHJeHcanusi xpomocoM. B anada-
3e | HaOmomaercst cubHas (pparmenTarus xpomocom (Bai et al., 1999). Coobmraercst o
BO3MOXKHOM yuactuu Oenka SYN1 B capuBanun xpomocom (Cai et al., 2003). Dxcrpec-
cusi pactutesibHbIX aHanoroB RECS He siBnsiercst Meiio3-crieruduuHoii. Bo3aMoxHo, 310
SIBISIETCS CIICICTBUEM OTCYTCTBUSI MPEACTCPMUHUPOBAHHOM 3apO/bIIICBON JIMHUM KJie-
TOK y PacTeHUH. DTy TOUKY 3pEHHUS YKpeIusieT (akT OTCYTCTBU y apaduaoncuca Meios-
cnenupuUHOro aHayiora 0eika Scc3: Ha MPOTSHKSHWU MUTO3a U Meho3a y apaduzoncuca
neiictByet oiuH u TOT ke Oenok (Chelysheva et al., 2005; Hamant et al., 2006).

Kpome GenKkoB KOTe3MHOBOTO KOMILIEKCA, CTPYKTYPY MEHOTHYECKHX XPOMOCOM OIpe/ie-
JISTIOT KOHJICHCHHBI, KOTOPBIE 00JIa/IAl0T CXOXKEH CTPYKTYpOi. Y MIICKONHTAIOMIMX ¥ TPHOOB
KOHJICHCUHBI HEOOXOMMBI Ui PEeKOMOWHAIMK U criapuBanus romonoroB (Hirano, 2012).
Mertonamu OMOMH(OPMATUKH YCTAHOBJICHO, YTO B TeHOME apaOHI0TIchca MPUCYTCTBYIOT T0-
MOJIOTH BCEX TEHOB, POTYKTHI KOTOPBIX (DOPMHUPYIOT CYObETHMHHIIBI KOHICHCHHOBBIX KOM-
TUICKCOB Y MJICKOITUTAFOLIUX U TPUOOB, OTHAKO OHM eIIE IUTOX0 OXapaKTepU30BaHbl, U UX 3Ha-
YeHHE B MeH03¢ pacTeHHi O KOHIIA HE BBISICHEHO. MI3BECTHO, YTO MyTallMU B TeHAX apalu-
JIOTICHCA, TIPOIYKTBI KOTOPBIX SIBIISIFOTCSI CyOBEAMHUIIAMH KOH/ICHCHHOBOTO KOMITIEKCa, TIPH-
BOIAIT JTOO K TMOENH MPOPOCTKOB, JIMOO CUIIBHO CHIYKAIOT )KU3HECTIOCOOHOCTh U (hepTHIIb-
HOCTb pacteHuid. [Ipeaonararor, 4To KOHICHCHHBI PACTEHUH JOJKHBI UMETh (YHKIHMIO B
Melio3e, aHAJIOTMYHYIO KOHJCHCUHAM KUBOTHBIX U rprOoB (Mainiero, Pawlowski, 2014).

VY pxu S. cereale nzBecTHa MyTanyst meis§, KOTOpask IMEET LUTOIOTHUECKOE TIPOsIBIIC-
HUe, cXoKee ¢ MyTanuei synl apadunorncuca. [y MyTaHTOB mei8 XxapakTepHa HepaBHO-
MepHas KOH/ICHCAINIO XpOMaTHHA O JUTMHE MEHOTHYECKUX XPOMOCOM: KOHJICHCUPOBAaH-
HBIM XpOMaTHH Yepeayercs ¢ ydacTkaMu ciaa0oil koHaeHcanuu. MyTanus He BIUsSeT Ha
MPOIIeCcChl CHHAIICKCA TOMOJIOTOB M (Y OPMHUPOBAHUS BEPETEHA JACTICHNUS, a BIHSET TOJIBKO
Ha KOH/IEHCAIMIO XpOMOcoM B Meiiose. [Ipeanonaraercs, uto myTtanus mei8 MOXET MpH-
BOJMTH K JE(PEKTy OIHOIO U3 KOMIIOHCHTOB KOI'€3MHOBOTO I KOHJIEHCHHOBOTO KOM-
ieKca, GyHKIHOHUPYIOMKX B Meiiose y pxku (CocHuxuHa u ap., 2005; Sosnikhina et al.,
2005). Y pxu TakKe W3BECTHA MPOTUBOIOIOKHAS MO ITUTOJIOTUICCKOMY IMPOSBICHUIO
MyTauusa — meil(). Mytanus meil() BbI3bIBa€T CBEPXKOHJEHCAIIMIO XPOMOCOM, KOTO-
PYIO COTIPOBOXKIAIOT OCTAHOBKH JIeJIEHUS Ha Pa3HbIX cTaausax meiiosa. [lpu anexTpoHHO-
MHUKPOCKOITMUECKOM aHAJIN3€ Y MyTaHTOB meil () BBISIBISIIOTCS YTONIIEHHS JIaTEPaTbHBIX
aMeMeHTOB cuHanToHeMHOTO komIuiekca (CK) (Demotosa u ap., 1995). Myrauuu meis u
meil () pxu siBisitores: HeayieabHbiMU (CocHuxuHa u j1p., 2005; Sosnikhina et al., 2005).

[enb1 opmmpoBanusi purypbl «GykeTa»
Jlenmomena u 3uzomena. llepexoll OT JIENTOTEHBI K 3UTOTEHE Y PACTEHUMN, KaK U Y

JPYTHX DYKapHOT, 3HAMEHYETCS KIIacTepHu3alueii TenomMmep Ha sjepHoi MemOpane u dop-
MHPOBaHUEM PUTYPBI «OYKETa» XPOMOCOM.



Iasa 7. C.A. Cumanosckuii u 10.®. Bozoarnos Melio3 1 ero KOHTPOJIb y PaCTCHUH 125

VY xykypy3sl uaeHTuuuupoBana mytauus plural abnormalities of meiosis 1 (paml),
MEPBUYHBIM JIe(DEKTOM KOTOPOHl sIBIseTCS HapymieHue (opMHUpoBaHUS «OyKeTay
(Golubovskaya et al., 2002). ¥ myTaHTOB paml TeroMepbl HOPMAJILHO TPUKPETUISIOTCS
K SIIEpHOM MeMOpaHe, 1mociie 4ero popMHUpPYETCsl HECKOJIBKO TPy UX cKoruieHus. OaHa-
KO OJTHOTO OOILIEro KiacTepa TejoMep He oOpasyeTcs. Y MyTaHTOB Tak)kKe HapyllIeH CH-
Harcuc roMosioroB. OJJHaKO KOJIMUYECTBO cUrHanoB Oenka RADS1 y MyTaHTOB He OTJIH-
YaeTcsi OT HOpMBI. M3yueHne 3Toro MyTaHTa MO3BOJIWIIO CAENaTh JBa BbIBOAA: 1) paH-
HUE COOBITHSI PEKOMOUHAIIMK HE TPEOYIOT HAIMYUS «OyKeTa» XPOMOCOM; 2) MPOIECChI
¢dopmupoBaHus OyKeTa ¥ HauaJlbHbIE 3Tallbl PEKOMOWHAIINN HE3aBHCUMBI IPYT OT Apyra
(Hamant et al., 20006).

AHanu3 psja Jpyrux MyTanuid KyKypys3bl, Y KOTOPBIX HapylIeHO CIapHBaHUE XPO-
MOCOM, HO MPHUCYTCTBYET «OyKeT» — poor homologous synapsis 1 (phsl), maize male
sterile 25 (mms25) v desynaptic Chris Staiger (dsyCS), — najn oCHOBaHHE T10J1araTh, 4T0
¢dopmupoBanne GUTyphl OyKeTa U cliapuBaHHE XPOMOCOM TAKKE SIBIISIOTCS HE3aBHCUMBbI-
MU Tiporieccamu. HeT GakToB, moaTBep K Iar0IX a0COMIOTHYI0 HEOOXOAMMOCTD «OyKe-
Tay i capusanus romonoros (Hamant et al., 2006). OxgHako HeNb3st HCKITIOYATh POITb
KJIacTepU3alliK TEeIOMep Ha sJiepHOH MeMOpaHe B 00JIerYeHNH TIOMIapHOTO Y3HABAHHS TO-
MOJIOTOB TSI UX TIOCJIEAYIOIIETO CBOCBPEMEHHOTO CIIAPHUBAHHSL.

VY pku u3BeCTHA acuHanTHyeckas mytanus synaptic 1 (syl) (Sosnikhina et al., 1992,
2005; Cocuuxuna u ap., 2005), ogHON U3 XapaKTepUCTUK KOTOPOH SIBJIAETCS HapylLIeHHE
¢dopmupoBanus «Oykeray. Ha cranusx, aHaJIOTHUHBIX 3UTOTEHE M MaxUTeHe (HopMalib-
HOTO Mei{03a), y MyTaHTOB sy OTCYTCTBYET CHHAIICKC TOMOJIOTOB: 6oree ueM B 99% kite-
ToK B MI comepxarcst Tonbko yauBaeHTHl. C momorisio FISH-30H10B ycTaHOBIEHO, UTO
y MyTaHTOB sy HapylleHa KiacTepu3alys TeJIOMEp Ha sAepHON MeMOpaHe BO BpeMs
JIETITOTEHBI U JlaJiee, KOIjla Y HOpMallbHBIX pacTeHUH HacTymnaet 3urorena. Kpome toro, B
OTJIMYME OT MyTaHTOB paml KyKypy3bl, y MyTaHTOB sy/ OTCYTCTBYIOT UMMYyHO(ITyopec-
ueHTHbIe curHaibl 6einka RADS1 B mpodase [ (Sosnikhina et al., 1992, 2005; Mikhailova
et al., 2001; Cocuuxuna u ap., 2005; Jenkins et al., 2005; Muxaiinosa u ap., 2010). Hc-
XOJISl M3 JIaHHBIX, MOJTYYCHHBIX Ha KyKypy3e (COracHo KOTOpeIM (hopMHpOBaHHE «Oy-
KeTa» W paHHHE COOBITHSI PEKOMOWHAIINY HAXOAATCS 0] HE3aBUCHMBIM T€HETHUECKUM
KOHTPOJIEM ), MOXKHO ITPEIIOJIOKHTE, YTO HAPYIICHUE KIIACTEPU3aIlH TeJIOMEpP U 3arpy3-
kK RADS1 y myTanToB sy/ sIBISIIOTCA ciieAcTBUEM Oosee paHHero jaedekra. [ToarBepxk-
JICHUEM 3TOTO sBJIsieTcsl (DaKT BBISBICHUS crieln(DUIHON Ui MyTaHToB sy Moauduka-
umu 6enka GAPDH, oTBeTcTBeHHOTr0 3a 3HEpreTHYecKkuii MeTaboan3M B KieTkax (Mu-
xaitiosa u jp., 2015).

Meiotryeckas pekoMOMHaLMsI

N aeHTHGHUIMPOBAHO MHOTO T€HOB PACTECHUM, KOTOPBIC HEOOXOMUMBI I OCYIIECT-
BJICHUS MEHOTHYECKOM pekoMOuHaIuK. biarogapst BBICOKOW KOHCEPBATHBHOCTH MOJICKY-
JISIPHBIX MEXaHU3MOB PEKOMOUHAIIMH Y 9YKAPUOT, CTpaTerusi 0OpaTHON TeHETUKU cTaa
MOIIHBIM HHCTPYMEHTOM JIJTsl M3yUCHUsI TCHOB PEKOMOWHAIINH Y PACTCHUH, B YACTHOCTH,
y apabunorcuca (Bhatt et al., 2001; Anderson, Stack, 2005; Ma, 2005).
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Dopmuposanue DSBs (nenmomena). MeiioTnyeckas peKOMOMHALMSI HHULTUUPYETCS
nByHuTeBbiMU paspeiBamu JIHK (DSBs — Double-Strand Breaks), kotopsie y apoxkeit
S. cerevisiae ocymectsisieT 0enok Spoll. Y Kykypy3bl Ha CErOJHSIIHUN AeHb HE UICH-
TU(QHUIUPOBAHO TC€HOB, KOTOPbIE OBl Y4aCTBOBAJIM B 3TOM IIpoIiecce.

Benok SPO11-1 apabunorncuca siBasieTcst romojiorom Spoll, oH HEOOXOIUM ISt UHU-
nuanuu Merornueckoit pexomounamuu (Grelon et al., 2001; Hartung, Puchta, 2001).
B meifonurax MmyTaHToB atspoll-1 oOHapyKMBaIOTCs €AMHUYHBIC OUBAJICHTHI HA CTAJAUU
JMaKrHe3a. DTO 03HAYaAeT, YTO y 3TUX MYTAaHTOB PEKOMOMHAIMS TO/aBJIeHa HE MOJHO-
ctbio (Grelon et al., 2001). [TomoOHBIM 00pa3oM BeayT ceOst MyTaHThI atspoll-2 (Stacey
et al., 2006).

VY npoxokeit anst popmupoBanus DSBs, kpome Spoll, TpeOyeTcs neBsTh BcrioMora-
TeJIbHBIX OeiKoB (cM. raBy 4). UeTslpe U3 HUX UMEIOT CBOM T'OMOJIOTH U Y PacTeHHH
(RADS0, MRE11, NBS1, SKIS8), ogHako HA OJIMH U3 3TUX OCJIKOB HE MPOSBIISCT MOJ-
HOTO CXO/IcTBa PYHKIUI MeX 1y OpokkaMu U pactenusimu (Jolivet et al., 2007). MeTo-
JaMH MIPSIMOU reHeTHKH oOHapyskeH Oenok AtPRD1, kotopsiit HeoOxoaum asist 00paso-
Banus DSBs y apabuporicuca. JluruOpuaaeiii anaiau3 nokasai, yto AtPRD1 B3aumo-
nericteyeT ¢ AtSPO11-1. 310 siBIsieTCs MEPBBIM CBUICTEILCTBOM HAIUYUS KOMILICK-
ca 0enKoB, KOTOpHIH obecrieunBan Ob hopmupoBanue DSBs y Beicmux pactenunii (De
Muyt et al., 2007). OctaiabHbie OCITKH-KOMIIOHEHTBI TOTO KOMIUICKCA OCTAOTCS HEU3-
BECTHBIMHU.

PaHHMe reHbl MEMOTUYECKOM peEKOMOMHaLIMN

Jlenmomena-3uzomena. Y S. cerevisiae popmupoBanue u mnpoueccunr DSBs ocy-
HIECTBIISIIOTCS ¢ TIOMOIbI0 OenkoB koMruiekca MRX (MRN), koTopslii BKIIFOYaeT B ceds
oenku Mrell, Rad50 u Xrs2/Nbs1 (Borde, 2007). ®ynkiun MRE11 u RADS0 Obutn u3-
yueHsl y apadbunorcuca. Okasanaock, 4ro y apadugoncuca MRX-kommieke HeoOXonum
st mpoueccunra DSBs, HO He siBisieTcs 00s3aTenbHbIM 1 uX GopmupoBanus (Puizina
et al., 2004; Bleuyard et al., 2004). IIpoeccuar DSBs npuBoIUT K MOSIBICHUIO OTHOHH-
TeBbIX KOHLOB JJHK, K KOTOpBIM MPUCOEAMHSIOTCS ClielMaIbHbIe OSIIKH, CIIOCOOCTBYIO-
e akTHBHOMY 1oucKy romonoruud, — RADS1 u DMCI1 (Shinohara, Shinohara, 2004).
RADS51 u DMCI1 sBnsitorcst romonoramu RecA, HO, Kak 0Ka3ajaoch, UMEIOT pa3InyHbIC
¢ynkuuu B penapaiuu DSBs B Mefio3e.

VY KyKypy3sl uaeHtudunupoBano asa romosnora: RADS1A u RADS1B. ¥V nBoii-
HBIX MYTaHTOB 10 TUM I'eHaM HaOII01aeTCsl YHUKAIbHbIN (eHOTHUII, KOTOPBII HE Xa-
pakTepeH i1 MyTaHTOB rad5 ] Apyrux OpraHU3MOB: CIIApMBAaHUE, CUHAINICUC U XUa3-
M00Opa30BaHUE MEX]y HETOMOJOTHYHBIMH XPOMOCOMaMH. DTO CBUICTEILCTBYET B
MOJIh3y HEOOXOMUMOCTH MpUcyTCcTBUS RADS1 1t HaxoxAeHUs XpOMOCOMaMHt TOMO-
noruu. B aTom nBoiiHBIe MyTaHTHI rad5 ] KyKypy3bl (PEHOTHIIMYECKH CXOXKH C ph My-
TaHTaMH{ MIICHUIB], Y KOTOPBIX Pa3pelIeHO0 rOMEOJIOTMYHOE CIIapUBaHUE XPOMOCOM
(Rey etal., 2015). V nBoitnbix MyTanToB radjla, rad51b nedexrsl 6enka RADS1 mo-
XKET YaCTUYHO KoMreHcupoBaTh 0e1ok DMC1, 1 HeKoTOpbIe )KEHCKHE FaMeThl BbIXKH-
BaroT (Li et al., 2007).
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B cnyuae apabunorncuca y mytantoB radd ] penapamust DSBs orcyrctByer (Li et al.,
2004), B TO BpeMs Kak y MyTaHTOB dmcl peniapauust DSBs npoucxoaut, HO 0 MaTpuie
cectpunckux xpomaruj (Couteau et al., 1999; Siaud et al., 2004). UccnenoBarenu npes-
nosioxuid, 94To AtRADS1 uHHIMKpPYET TOMCK TOMOJIOTHM HE3aBUCHUMO OT THIA MaTpH-
el a AtDMC1 criocobceTByeT penapaiyy mo roMoJIornaHoi xpomocome. Kpome 6enkos
AtRADS1 u AtDMCI1, B penaparuto DSBs y apabuonicruca BOBJICUEHBI JiBa Tlapaiora
RADS1 —AtRADS1C u AtXRCC3. Ananu3 MyTaHTOB atrad) I ¢ v atxrce3 nokasai, uto
9TH Oesku B3auMonehcTBYIOT ¢ AtRADS1 Ha cranuu penapanuu DSBs (Osakabe et al.,
2002; Kerzendorfer et al., 2006).

Kpowme Toro, y Kykypy3bl ecTb reH PHS, KOTOpBIH ABIsIeTCS YHUKAJIBHBIM T€HOM, BO-
BIICYEHHBIM B 3aIlyCK MeXaHn3MoB nHBazuu Huten JJHK.

3aknouumensvuole IMANGL MEUOMUUECKOU peKoMOunayuu. 3u20meHa-naxumend.
VY pacreHuil Tak ke, Kak U y JIpyruX 3YKapHOT, CyLIECTBYET /1B PA3JIMUHBIX IIyTH MEU-
OTHYECKON PEeKOMOWHAIIMH: KPOCCOBEPHBIM M HekpoccoBepHbii (Mezard et al., 2007).
B cBoro ouepens, B pe3yapTare KpOCCUHIOBEpa BO3HUKACT J1Ba TUIa kpoccoBepos (CO).
Tun 1 xapakrepusyercs: HaTMYHEM HHTepPEpEHIINHU, B TO BpeMs Kak s Tumna I cBoi-
CTBEHHO CIIy4aifHOE pacIpezie]ieHne KPOCCOBEPOB Mo JutnHe OuBaneHTa. COOTHONICHHUE
9THX THIIOB BHIocnenuduyHo. KpaiiHumu Bapuantamu siBisitorcst Hemarona C. elegans
(tosbko Tum 1) u apoxxu S. pombe (tonbko tun II). Y npoxokeit S. cerevisiae dhopmu-
poBanue COs I kiacca 3aBucur ot ZMM-6enxkoB (Zipl, Zip2, Zip3, Zip4, Msh4, Msh5
u Mer3) u B MeHblIel crernienn ot 6enkoB Mlhl u Mlh3. ®opmuposanue COs 11 kinacca
obecneunBaroT Mus81 u Mms4 (Lynn et al., 2007).

CymiecTBoBaHNE ABYX THUIIOB KPOCCHHIOBEPA Y PACTeHMI OBLIO CHavasia MpeIcKa3aHo
(Copenhaver et al., 2002), a Ha JaHHBIH MOMEHT TIOATBEPXKIICHO Onaromapst uaeHTH -
Kalluu U onucanuto rea Mus81 u romosioroB ZMM-0enkoB y apadujgoncuca (Mercier,
Grelon, 2008). Y mytranToB 1o ZMM-06enkam He HapyIllIleHbl paHHHUE COOBITHSI PEKOMOU-
Hatmu (mpucyTcTBytoT curaansl RADS1/DMCI), a cuHarcuc HapylieH He3HaYHUTellb-
Ho. Tem He MeHee, HaOmOmaeTcs CUibHOE mojanieHue GopmupoBanusi COs. Makcu-
MaibHOe cHibkeHrne COs y MyTaHTOB zmm He TpeBbIIaeT 85% OT ypoBHS AUKOTO THIIA.
OTO TOBOPUT O TOM, UTO, Kak MUHUMYM, 15% COs y apabunorncuca sBusiorcs ZMM-
He3zasucuMbiMu (I Tunm kpoccunrosepa). B renome apabumorncruca nNpucyTCTBYIOT ABa
npeanojaraeMbix reHa MusS81. YcTaHOBIEHO, YTO OAMH M3 HUX BOBJIEUEH B cOMarHdye-
ckyto penapanuio JIHK un yuactByeT B 06pazoBanun 9% MeHOTHYECKHX KPOCCOBEPOB.
Bropoii romonor Mus81 apabunorncuca seisiercsi ncesnorenoM (Hartung et al., 2006;
Berchowitz et al., 2007).

AmnzepcoH u coaBTopbl (Anderson et al., 2014), KoMOMHUPYST UMMYHOQITYOPECIICHT-
HYIO U 3JIEKTPOHHYI0 MHUKPOCKOIIHIO, TIOAPOOHO M3YUHJIM paclpeeseHne Mo XpoMo-
coMaM KPOCCOBEPOB JBYX THIIOB y TOMara. YCTaHOBUIH, 4To 18% KpoccoBepoB y nu-
KOro tumna tomara otHocsatcs ko Il tumy. s AByX THUIIOB KPOCCHMHIOBEpa XapakTep-
HO Pa3IMYHOE paclpesiesieHne KpoCCOBEPOB M0 UIMHE XPOMOCOM: KpoccoBepsl | Tuma
JIOKaIIM3YIOTCS TPEUMYIIECTBEHHO B JIUCTAIBHBIX palOHAX XPOMOCOM (U MpeuMyIie-
CTBEHHO B JUIMHHBIX IJIe4ax), KpoccoBepsl Il Tunma — B MPHUIIEHTPOMEPHBIX palioHax
(rerepoxpomarut). Habmomaercst uatepdepenius Mexay kpoccoepamu I u Il Tumos
(Anderson et al., 2014).
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[EHHBI KOHTPOJIb CHIAPVBAHMS U CUHATCUCA
rOMOJIOTUYHBIX XPOMOCOM

3uzomena u naxumena. Hanbonee 3Ha4MMBIN BOIIPOC B M3y4YEHUM Meio3a — Kakue
MOJICKYJISIPHBIE SIBJICHHSI 00eCIICYHBAIOT Y3HABAHUE U CIIApHUBAHHE TOMOJIOTHYHBIX XPOMO-
com? Takue hakTopsl, Kak MOP(HOIOTHSI XPOMOCOM, pacrpeieleHUe crielnpUIHbIX Moce-
nosarenbHOCTel HykiIeoTunoB B JIHK u ces3annbie ¢ JIHK 6enku, MOryT BHOCUTH OITpe-
JeTIEHHBIA BKJIaJ] B y3HABAHUE TOMOJIOTUYHBIMH XPOMOCOMAaMH JPYT APYra, HO MOJICKY-
JISIPHBIC MEXaHM3MbI ATOTO CIIOKHOTO TIPOIecca OCTAIOTCs HENOCTAaTOYHO W3YYECHHBIMHU
(Hamant et al., 2006). Kinactepusarius TeiiomMep Ha siepHOi 000s10uKe, T.¢. (hOpMHUPOBaHKE
¢durypsl Oykera ¥ BbIpaBHUBAaHHUE XPOMOCOM, MOXKET 00€CIICUUTh COBIA/ICHHE B3aHMHOTO
pacIoNoXeH!s: TOMOJIOTHYHBIX JIOKYCOB B 00BEMeE sipa (cM. paszaen «[eHsl Gpopmuposa-
HUsE QUTypsI “OykeTa”»). Ho y3HaBaHHE TOMOJIOTHYHBIX JIOKYCOB U MX B3aUMHOE ITPUTSIKE-
HUE JIOJDKHBI IMETh MOJIEKYJISIPHBIA MeXaHH3M. B3auMHBIH TOMCK TOMOJIOTHYHBIX JIOKYCOB
TECHO CBSI3aH C MPOIlecCaMi PeKOMOMHAIIH. BrITie onrMcanbl MyTaIiu 1o reHaMm RADS [ u
DMC1 y xykypy3sbl 1 apabuzorncuca. VX u3ydeHue craio J0Ka3aTeIbCTBOM TOTO, YTO PaH-
HUE JTarbl pekoMOnHanuu (penapanysi DSBs) BOBIIeueHbI B TOMCK TOMOJIOTHH H TIOCIIE/TY-
foliee criapuBanue U cuHarcuc xpomocoM (Franklin et al., 1999; Pawlowski et al., 2003).
Bonee Toro, hakTriecku peKOMOUHAIMS MOKET SIBIISITHCS CIOCOOOM TIOMCKA TOMOJIOTHH Y
pactennii (Hamant et al., 2006).

Pacnpenenenne RADS1 65110 3ydeno y 20 MeHOTHYECKUX MyTaHTOB KyKypy3bl C Ha-
PYIICHHBIM CIlapHBaHHEM TroMoJoroB. Okazanock, 4To KoiamdecTBo (okxycoB RADSI B
panHeii ipodasze [ xoporio (1 OTpUIATETBHO) KOPPEIUPYET ¢ KOJMMYECTBOM YHUBAJICHTOB
B MeTadasze 1y 18 u3 20 myrantoB (Pawlowski et al., 2003; Hamant et al., 2006). 3o koc-
BEHHOE, HO 3HAYMMOE yKa3aHHe Ha TO, 9To O0etok RADS1 BoBieueH B mpoiiecc B3auMHOTO
y3HaBaHUS U CIIAPUBAHKSI TOMOJIOTUIHBIX XPOMOCOM. VICKITIOUEHUSME OKa3aJIlCh My TaHThI
paml (Golubovskaya et al., 2002) u dsyl, y KOTOpPbIX OOHApPYKHBAETCSI HOPMAJILHOE pac-
npenenenre RADS1 npu HapylieHHOM cruHaricuce roMosoros (Bass et al., 2003).

VY KyKypy3bl U3BECTCH YHHUKaIbHbBIN reH PHS, KOTOpbIii OTBEe4aeT 3a 3arpy3ky ¢ep-
MEHTOB PeKOMOWHAIINH, TIO KpaitHel Mepe, Oeika RADS1 (Pawlowski et al., 2004). B 3u-
TOTeHE y MYTaHTOB phs] peructpupyetcs B cpeaaeMm 3 ¢okxyca RADS1 Bmecto 500 (y
JIMKOTO THIA). Pe3ynbTaTroM CIIy’)KUT TETepPOJIOTHYHBIA CHHAINICHC XPOMOCOM B TaxuTe-
He. DTO sSIBIsieTCs emE OJJHUM JI0Ka3aTelIbCTBOM HEOOXOAMMOCTH paHHUX (PEPMEHTOB pe-
KOMOMHAINH JJIs1 OCYIIECTBICHHSI KOPPEKTHOTO CIIapUBaHUs TOMONOToB. ['en PHS/ Obln
kioHupoBaH. OH KoaupyeT OeJOK, KOTOPhI He 00JajaeT 3HAYUTEIbHBIM CXOJCTBOM C
M3BECTHBIMU Oenkamu qpyrux opranum3moB (Pawlowski et al., 2004). MyranTst dsyCS u
segll KyKypy3bl UIMEIOT IIUTOJIOTHYECKNE (DEHOTHITBI, CXOXKUE C IIUTOJIOTHYCCKIM (PEeHO-
THUTIOM MYTaHTOB phs/ (T€TepOJOTHYHBI CHHAIICHC XPOMOCOM), HO COOTBETCTBYIOIIIHE
T'eHBI TIOKa HE KJIIOHUPOBAHBI.

VY pxu onrcaHa oONIMPHAsI CEpUsl HeaJUIEIbHBIX MyTaIlUi ¢ TeTEePOJIOrMYHBIM CHHAII-
CHUCOM XpoMocoM: sy2, sy6, sy7, sy8, syl10, syll (puc. 7.5), syI18 u syl9 (Sosnikhina et al.,
2005; Cocauxuna u mp., 2005, 2007, 2009; T'omy61ioB u ap., 2010). MyTanuu OTaIn9aroT-
Csl TIO CHJIE TIPOSIBJICHUS, HO MMEIOT UJICHTHYHBIC KaYeCTBEHHbBIE XapaKTepucTHKH. [1pu
ananmm3e CK Ha cTajiuu maxuTeHbl Y 3THX MYTAHTOB BBISBISIFOTCS TIEPEKIIIOUCHHS Map-
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Puc. 7.5. llutonoruyeckoe MpoOsiBICHUE MyTaI[MX T€TEPOJIOTHYHOTO cuHaricuca sy/1 (synaptic
11) pxu. A, B — 31eKTpOHHO-MUKPOCKONUYECKUH aHAIN3 OKPAIIEHHBIX a30THOKUCIIBIM
cepedbpom CK. A — maxureHa: CMeHa MApTHEPOB CHAPUBAHUS (MECTa «IIEPEKITIOUECHHID)
OTMEYEeHBI CTpeIKaMu). Bcero B acconnanyy yq9acTBYIOT YETBIPE JIATEPaIbHBIX HIIEMEHTa

CK. B — no3nuss naxuteHa. HeroMonorn4selii cHHAIICHC TPUBET K 00pa30BaHMIO CIIOKHON
aHOMaJIbHOW acCoLManuy J1aTepaibHbIX aeMeHToB CK. BuiHbI «niepexioueHns» (CTpeskn),
«CKJIaJIKa» W OOIIMpHas 30Ha acuHarcuca. B — meradasa I: geTsipe OTKpBITHIX OMBasieHTa

(B Kax70M 110 | Xna3me) 1 mecTh YHUBAJICHTOB (IIOKa3aHbl CTPEIIKaMH1), OKpaIBaHHE
arierokapMiHOM (110 ['omyOroBy (HpiHe CrMaHOBCKHI) U 1p., 2010).

THEPOB CIIApHBAHUS M CUHATICHC JIATePATbHBIX 3JIEMEHTOB «Ha ceOs». B MI nabmonaer-
Cs BApbUPYIOIee YUCIIO YHUBAJICHTOB U PEJIKUE MYJIBTUBAICHTHI. Y MyTaHTOB sy () ObLIO
n3y4deHo noseaeHne xpomocoM B MI ¢ ucnons3oBanuem nsatu FISH-30u1108B. beuto yera-
HOBJICHO, YTO 3HAUUTENIbHAS YacTh OMBasieHTOB (39%) y MyTaHTOB 00pa30BaHa HErOMO-
soruuHbiMEu Xpomocomamu (Jenkins et al., 2005; Mikhailova et al., 2006; Muxaiinosa u
np., 2010). JImst 9TuX ke MyTaHTOB OBLT IPOBEAEH aHAIN3 pactpenencHus 0emxoB ASY 1
n ZYP1 (Mikhailova et al., 2006). Oka3anochk, 4to 00a Oejika MPUCYTCTBYIOT Ha OCSIX
MEHOTHYECKHX XPOMOCOM, OJIHAKO CHHAIICUC Y MYTaHTOB sy /() OKa3bIBaeTCs HapyIlIeH-
HBIM. Y pXKH TaKKe U3BECTHA MyTanus synaptic 3 (sy3), KOTopast IPemITCTBYET ITOJTHOMY
3aBepieHuto cuHarcuca B mpogase I (Sosnikhina et al., 2005; Cocuuxuna u jip., 2005).

[EHHBI KOHTPOJIb COOPKU CMHANTOHEMHBIX KOMIUIEKCOB

[poriecc B3aMMOJICHCTBHSI TOMOJIOTHYHBIX XPOMOCOM MPHHSATO PA3/eIsaTh Ha YEThIPE
JTarna: MOUCK TOMOJIOTHH, TIPECHHANITHYCCKOE BhIPABHUBAHNE, CIIAPUBAHKE U CHHAIICHC,
T.e. coopka CK (Loidl, 1990). ®opmuposanme CK sBisieTcs 3aKITIOUNTENEHBIM U PEIIaro-
UM 3TATrlOM B3aUMOJICHCTBHSI TOMOJIIOTHYHBIX XPOMOCOM.

Hapymenus B GopMHUPOBAaHUN CHHANTOHEMHOTO KOMIUIEKCA SIBISIFOTCS Haubolee va-
CTO BCTpeUaromuMucs aedekTaMu y MEHOTHYECKUX MYTAHTOB, MOJYYEHHBIX C TOMO-
IIBIO TIOIXONIOB «IpsiMOi» reHeTuky (forward genetic screens). OTo 0OBICHIETCS TEM,
410 Je(heKThl CHHATICHCA MOTYT OBITh CIICJICTBUEM HECKOJIBKUX MEPBUYHBIX 1¢()EKTOB B
KOT€3MH CECTPUHCKUX XPOMATHI, TOMOJIOTHYHOM CIIAPHBAHUK XPOMOCOM M PEKOMOMHA-
un. Tak, y yIOMHHABIIMXCS BBIIIE MYTAHTOB synl apabumoricuca u afd! KyKypy3sl, y
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KOTOPBIX OTCYTCTBYET KJIIOUE€BOM KOMIIOHEHT KOre3uHoBoro komiuiekca — RECS, c6op-
ka CK ne mpoucxomut (Bai et al., 1999; Golubovskaya et al., 2006). OTo roBopuT 0 3aBU-
cumocTr nHuManuu coopku CK ot Hajexaeil Kore3aun cecTpUHCKUX Xpomarua. Ha-
npsamyto Ha cOopky CK BIHSIOT Te€HBI, KOTOpbIe KOAUPYIOT CTPYKTYPHBIE OSTKH KOMIIO-
HentoB CK. ¥V kyKypy3bl Ha JaHHBI MOMEHT HE M3BECTHBI MyTallMH 110 TAaKUM reHam. Ho
OHH M3BECTHBI y apaOHJI0IICHCca U pHca.

Y myrtantoB asynapticl (asyl) apabujporncuca HapyIlIeH CHHAICHC TOMOJOTHYHBIX
xpomocoMm B ipodasze [. ['en ASY 7 6b11 knnonuposan. Okazanoch, 4TO OH KOTUPYET OEIOK,
KOTOPBIN 00NIaaeT 3HAYUTEIbHOU ToMosorueii B N-koH1eBoil yactu (moMmeH HORMA)
¢ 6enkoM Hop, KoTopsIii sIBIIsSieTCSI KOMIIOHEHTOM JiaTepalibHbIX 31eMeHToB CK y mpok-
xeit (Caryl et al., 2000). B nanpHeiiem ObuUT UACHTUGUITUPOBAH TOMOJIOT ATOTO TE€HA Y
puca — PAIR2 (Nonomura et al., 2004). MytanTsbl asyl apadunorncuca (2n = 10) ume-
10T ACHHANITUYECKUI IUTOJIOTHUECKUI (PEHOTHUII, OTHAKO ISl HUX XapaKTepPHO HaTUuue
eIMHUYHBIX Xua3M: B meradase | B cpennem oOHapyxkuBaetcs 1,57 OMBaJCHT Ha KIIET-
Ky (Caryl et al., 2000). MyTaHTbI pair2 pruca OKa3blBalOTCS aCHHANTUKAMHU C O0JIee CHITb-
HO BBIP&KEHHBIMU ()EHOTUTIAMH, TaK KaK B MeTadase | HabIroaaroTcst TOIBKO YHUBAICH-
el (Nonomura et al., 2004). ®eHoTUIBI MyTaHTOB hopl/asyl y W3yYEHHBIX OpTaHM3-
MOB (JPOXKH, HEMaTo/a, apaOHIONICUC, PHC) UMCIOT OOJBUIYIO CXOXKECTh, YTO TOBOPUT
0 koHcepBaTHBHOCTH posin 6enka Hopl/ASY1 B moctpoennn CK y 3THX OpraHu3MoB
(Hollingsworth et al., 1990; Zetka et al., 1999; Caryl et al., 2000; Nonomura et al., 2004).
B noctpoennn O3/JID B Melio3e y KUBOTHBIX y4acTBYIOT apyrue oenxu — SYCP2 u
SYCP3, — kotopeie He oOnamaroT romosiorueii ¢ Oenkom Hopl apoxokeit (Grishaeva,
Bogdanov, 2014).

OnHoll U3 XapakTepUCTUK ACHHAITUYECKOI0 MyTaHTa pxku synaptic 9 (sy9) sBnsercs
HapylIeHHas «3arpy3ka» Oenka ASY 1 Ha XpoMOcOMHBIE OCH. J[JIs1 STHX MyTaHTOB TaK-
e XapaKTepHbI MpexaeBpeMeHHas BoIrpy3ka RADS1 u3 npodasueix Meiionuros, acu-
HAIICUC XPOMOCOM M HAJIMYKE TOJIBKO YHHBAJICHTOB B 2/3 MEHOLMTOB, SIPKO BBIPaXKEH-
Has crupanusaius OD B JUILIOTEHE, TOJHAsS CTePHIIbHOCTh pacTeHuid (Sosnikhina et
al., 2005; Cocuuxuna u ap., 2005; Jlosiroc u ap., 2009; Muxaiinosa u 1p., 2010; Cuma-
HOBCKHI U Ap., 2014). Y pxu Taxke onucaHa yHUKalbHas MyTalus mei6, KoTopasi Bbl-
3bIBaeT Ae(eKThl B cTpoeHun JarepanbHbix aneMenToB CK (Bogdanov et al., 1998). [le-
(eKTBI MpeCTaBIAIOT cOOO0MH YIBTPaCTPYKTYPHBIC BBIPOCTHI Ha JIaTepajbHBIX DIEMEHTaX
TUNA «IIUIOB» M «Ieperopogok». [Ipeamonaraercs, 4To Takkue aHOMAJIWU BO3HHKAIOT
B pe3yJibTaTe MOJU(PHKALUN CTPYKTYPBI OEIKOB, POPMUPYIOIIHX JIaTepalibHbIE IEMEH-
Tl CK, u/nunu B pesynsrare ommdoK caMOCOOPKH 3TUX OENKOB. ANTbTepHATUBHAS THUIIO-
TEe3a OCHOBBIBAETCS HA TOM, YTO HMEET MECTO JJOCTOBEPHAs OTpHUIIATENIbHASI KOPPEISLIUS
MEXJ1y YHCIIOM BBIPOCTOB B CyOTepMHUHAIBHBIX cerMenTax CK u uyuciom pexomMOnHaIm-
OHHBIX y3€JIKOB B 3TUX cerMeHTax. [l03ToMy He HCKITIouaeTcs, YTO BOSHUKHOBEHHE aHO-
MaJIbHBIX BBIPOCTOB CBS3aHO C AedekraMu (opMUPOBAHUS PEKOMOMHAITMOHHBIX Y3€IKOB
(Bogdanov et al., 1998; Sosnikhina et al., 2005; Cocauxuna u ap., 2005).

V apabunorncuca n3BecTHsl ABa reHa ZYPla u ZYP1b, koTopble KOIUPYIOT KOMIIOHEH-
ThI HieHTpasbHOro AeMeHTa CK (Higgins et al., 2005). Hanuune umMmmyHO(IIyopecieHT-
Horo curHana AtZYP1 uy zypla, u'y zyplb MyTaHTOB, a TaKKe UIACHTUIHOCTh UX ITUTO-
JIOTHYECKUX (DEHOTHUITOB CBUJICTENLCTBYIOT O «B3aMMO3aMEHSIEMOCTI» 3THX TeHOB. O0a
OeJKa MPUCYTCTBYIOT TOJNBKO B mipodaze I. YcraHoBIECHO, YTO MHUIMALMS PEKOMOMHA-
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MU HeoOxonuma Jijist 3arpy3ku AtZYP1 Ha XpoMOCOMHBIE OCH, HO OHA HE SIBJISICTCSI J10-
cTaTtouHbIM (pakTopoM ais npespaiueHust AtZYP1 B kommonent LD. [1pu orcyTcTBuun n
AtZYPla, u AtZYP1b naGntonaeTcs 3a/iep:Kka Meiio3a; criapuBaHUe U CHHAIICUC XPOMO-
COM OTCYTCTBYIOT B OOJBLIMHCTBE MEHOLIMTOB. XHa3Mbl, 00HAPY)KUBAaeMbIe TIPH OTCYT-
ctBuU 000mx OenkoB AtZYP1, 06pa3yroTcs Kak MeXIy TOMOJIOTHYHBIMHU, TaK U MEXKIY
HErOMOJIOTUYHBIMU XPOMOCOMaMH, T.¢. oTcyTcTBUE ZYP1 y apabuoricuca «pasperaeT
PEKOMOMHAITUIO MEXK]Ty HETOMOJIOTUYHBIMU pallOHAMH XPOMOCOM.

Cpeau MHOTHX MyTallui, HApyLIAIOMIUX CHHATICKC XPOMOCOM, BeCbMa MOApOoOHO U3y-
4yeHa mytauus desynaptic2 (dsy2) xykypy3sl (Lee et al., 2015). IIpoxgykr rena DSY2 Bxo-
JIAT B COCTAB OCEBBIX JIEMEHTOB MEHOTHUECKUX XPOMOCOM M Y4acTByeT B (hopmupoBa-
Hur DSBs. ¥ MyTaHTOB dsy2 cHIBHO CHIDKEHO KoiaumdecTBO DSBS B KIETOUHBIX simpax
MEHOIMTOB M KOJIMYECTBO CHTHANOB Oeika pekomOuHanmu RADS1. Cunancuc xpomo-
COM TIOJTHOCTBIO OTCYTCTBYeT. Metomom SIM-MUKPOCKOTIMM CBEPXBBICOKOTO pa3perie-
Hus (super-resolution structured illumination microscopy) aBTOpbl YCTaHOBUJIH, YTO Oe-
sok DSY2 B cocTaBe 0CEBBIX JIEMEHTOB XPOMOCOM B paHHe# npodase 1 metio3a yepe-
nyetcs ¢ 6enkoM ASY 1. Y MyTaHTOB dsy2 oka3blBaeTCsi HAPYIICHHON JOKaIH3alus Ha
OCEBBIX JIEMEHTax Apyroro Oeinka, a uMeHHO ASY 1, copepskaiero Baxkusiid st CK go-
MeH HORMA. Jlanee skcriepuMeHTBI ¢ JUTHOPUIHON CHCTEMOM IMOKa3aiu, YTo OCIoK
HEeHTpaibHOro 3nemMenTa ZYP1 B3aumonericTByeT Toiibko ¢ DSY?2, Ho He ¢ ASY1; Obii0
ycTaHoBlIeHo, uTo DSY?2 He Tonbko yuacTByeT B popmuposanur DSBs, HO u npucoenu-
HSIET HEHTPaJBLHBIN AJIeMeHT K arepanbabiM dnementam CK (Lee et al., 2015).

Uccnenosanue 6enkoB CK y MoYKyoMMXCst JPOAGKEH MPUBEIIO K MPEIIONI0KEHUIO O
CYILIECTBOBAaHUH «KOHTPOJIMPYIOLIEr0» MeXaHN3Ma, KOTOPBIN CIETUT 3a pa3BUTHEM TIPO-
¢aser [ (Borner et al., 2004). Ananu3 ocobeHHocTei pacnpenenenus AtZYP1 nokazan
BBICOKYIO CXOJKECTh B TEHETUUECKOM KOHTpPOJIE MeH03a MEXKAy apaOuIoICuCcOM U TI0Y-
KyrommmMucs apoxokamu. [Ipenmonaratot, uto y pactenuit CK mMoxeT neiicTBoBarh Kak
CKOHTPOJIUPYIOIINI» KOMIIJIEKC, KOTOPBIH 00ecreunBaeT KOPPEKTHOE OCYIIECTBICHHE
nporeccoB pekomoOunaiuu (Higgins et al., 2005).

[éHbI cnapyBaHMs 1 CUHANCUCa XPOMOCOM Y MOJIUITIONAOB

Y MSATKOH MIeHUIIs! Triticum aestivum W3BECTEH TeH Phl, KOTOPBIA KOOPIUHUPYET IO-
MOJIOTHYHOE CHIapUBaHUE XPOMOCOM y 3TOTO BHJIA, UMEIOIIETO TPH TOMEOJIOTHYHBIX Te-
HOMa (2n = 6x =42, AABBDD). B nipocdaze | y nmeHuIs1 AUKOTO THITA CHavaia oopasy-
FOTCSI MYJIBTHBAJICHTHI TOMEOJIOTHYHBIX XPOMOCOM, KOTOpPBIE 3aTeM ITO/IBEPTaloTCs KOp-
pekiuu. B pesynpraTe KOppeKIMy B MaxuTeHE HAOMIONAIOTCS TOIHKO OMBAJICHTHI TOMO-
JIOTHYHBIX XpoMocoM. Takast KoppeKuus HapylieHa y p// MyTaHTOB: MHOTHE MYJIbTHBA-
JICHTBHI COXpaHAI0TCs A0 MeTadassl I. OgHako HAIMYHE ajuTess AUKOTO THIIA He TIPEoT-
BpallaeT B3anuMOICHCTBHSI HETOMOJIOTHYHBIX (TOMEOJIOTHYHBIX) XPOMOCOM B CIIydae OT-
CYTCTBHSI TOMOJIOTHYHOH Taphl B MIIEHUIHO-PKaHBIX THOpuaax (Martinez-Perez et al.,
2001). DTo TOBOPHUT O TOM, UTO PaA3ICIICHUE MEKIY TOMOJIIOTAMH W TOMEOJIOTaMH TTPOC-
XOIIUT HE Ccpa3zy, a MOCiie HAYaJbHOTO dTana CIapuBaHUsS XPOMOCOM — BBIPAaBHUBAHHUS.
Hcxons 3 3T0T0, MOXHO CHIENaTh BBIBOM, UTO reH Phl HeoOXomum utst yeTpaHeHUs He-
koppekTHoro crapuBanus (Moore, 2002; Hamant et al., 2006).
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OcBoboXAEHME OT KOre3um CECTPUHCKNX XpoMaTug,
U pOJib 6€JIKOB-LLYTOLLIMHOB

Junnomena, ouaxunes u I denenue meiioza. OCBOOOKIEHNE OT KOT€3UU CECTPUHCKHUX
XPOMATH]I Y SYKapUuOT OCYIIECTBISIETCS ()EPMEHTOM Cenapaszom, KOTopasi CielupUIHO pac-
meruisiet 6esok RAD21/RECS, uTo mprBOAMT K PACKPBITHIO KOJIbLIA KOTE3MHOBOTO KOMILIEK-
ca. OCBOOOXK/ICHUE OT KOTe3MHU B TJIEYaX CECTPUHCKHUX XPOMATH/I B KOHIIE Ipodassl | HeoO-
XOZIMMO JIJIs IPaBUITBHOTO PACXOKICHHSI TOMOJIOTHYHBIX XPOMOCOM TIPH PEIYKIIMOHHOM JIe-
nennu B aHadasze 1. Cenapasa He m3ydeHa y pacteHunit. OTHaKo HEKOTOPBIE MPe/IoiaracMble
KOMITOHEHTHI KacKkaJla peakiyii, KoTopble 00eCIIeYrBalOT CHATHE KOTe3HH, U3BECTHBI Y apa-
ounorncuca. Tak, Hanpumep, red SKP1-likel (ASK1) apabuiorcuca KomupyeT roMosior 0eji-
ka SKP1 (S-PHASE KINASE ASSOCIATED PROTEIN 1) apoxokeii u uenoBeka. Y MyTaH-
TOB ask -1 HOpMaJTLHO TIpoTeKaeT MeTadasa I, Ho HapyIieHa cerperaiusi XxpoMocoM B aHaga-
3e 1. D1o nmpuBoaUT K HYOPMHUPOBAHMIO HE IUAT] M TETPAJ] MUKPOCIIOP, @ IO/ Pa3IHIHO-
O pa3Mepa 1 XpOMOCOMHOTI'O COCTaBa. AHaJIN3 BEpeTeHa JICIeHNs TI0Ka3al, YTO Y MyTaHTOB
OHO He noBpexieHo. TakuM o0pa3om, HapyiieHus B aHadase | y MmyTaHTOB askl-1 cBsi3aHbI
HE C BEPETCHOM JICJICHHS, a ¢ HepasbeanHeHrueM romosioros (Yang et al., 1999).

VY pacreHuii IUKOTO TUIA TPUIICHTPOMEPHBIE paHOHBI XPOMOCOM BO Bpemsi MeTada-
31 | 1 amadaser | 3ammumiens! oT neiicTBus cemnapasbl. Kore3ms: ceCTpUHCKUX Xpoma-
THJI COXpaAHICTCS B HUX BIUIOThH JO DKBAIIMOHHOTO JeneHus B anadaze 1. Anamorny-
HO MJICKOITUTAIOMKM U JpoxokaM, REC8 pacteHuil B IEHTpOMEpPHBIX perHoHax 3alu-
IEH OT MPEXKIECBPEMEHHOIO PAaCHICIUICHUS CIIEUATbHBIME OelTKaMi — [IYTOITHHAMHI
(SGO — shugoshin). Y kykypy3sl u3zBecteH red ZmSGO]1. [1pu HopMaabHOM Mero3e Oe-
1ok ZmSGO1 npucyTCTBYET B MPUIIEHTPOMEPHBIX 00JaCTSIX XPOMOCOM CO CTAIUH JICTI-
ToTeHbl 10 Tenodasel I. Y MyTaHTOB zmsgol TOT OENOK OTCYTCTBYET, YTO TPUBOAUT
K MIPEXKICBPEMEHHOH MoTepe KOre3un IEHTPOMEP CECTPUHCKUX XPOMAaTHIl B MeTadasze
I (Hamant et al., 2005). ¥ apaGumorcuca u puca TakXe U3BECTHBI OCITKU-IITYTOIIHHBI
AtSGOLI1, AtSGOL2 u OsSGO1 (Wang et al., 2011; Cromer et al., 2013; Zamariola et
al., 2014). lllyrommHel pacTeHUI HHTEPECHBI TEM, YTO, B OTIIMYHE OT HIYTOIIHMHOB JPY-
I'HX DYKapuOT, UX dKCTpeccHs siBisiercs: merio3-crienpuueckoii (Cromer et al., 2013).
[Ipo6sema roMoJIOTHH UTYTOIIMHOB 00CYX1aeTcs B r1aBe 16.

[eHb1 BcTyruieHust B meinos Il

V¥ apabunoncuca uzBected red OMISSION OF SECOND DIVISION 1 (OSD1I), xoTo-
PBIi KOHTPOIUPYET BXOXKACHUE B Meito3 11 (3xBanimonHOe neneHue). Y MyTaHToB osdl-1
1 osd[-2 meto3 | mpoTekaeT HEOTIUIMMO OT JUKOTO THIIA, HO Meiio3 11 He HacTymaer. Pe-
3yABTaTOM aHOMAJIFHOTO Me03a y TaKUX MyTaHTOB SBJISIETCSI 00pa30BaHUE AN TUTLIO-
WIHBIX MAKPO- H MakpocCmop (BMECTO TeTpaj TalUIOMIHBIX CIIOp Y AUKOTO THIa). B mo-
TOMCTBE MYTaHTOB 0sd] OOHApPYXUBAIOTCSI TETPAILIOUBI (4n; caMOOIBIICHUE) U TPH-
IouAb! (3n, MPU CKPEIIMBaHUH C PaCTEHISIMH JUKOTO THIA). B MuTo3e y apadumoncuca
dbyakronupyet napayor reaa OSD 1 — UVI4. llopexnaenne UVI4 mpuBoauT K SHIOPE-
nymmkanuw (D’Erfurth et al., 2009).
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B ocTpoymHOM 3KCIepUMEHTE MCCIIeIoBaTelld Meio3a y apabuorncuca myTéM mocie-
JIOBaTEJIbHBIX CKPEIIMBaHU OOBESAMHWIN MyTaluu osdl, rec8 (OTCYTCTBHE KOT'€3UH Ce-
CTPHHCKHX XpoMmaTun) u spoll-1 (orcyrctue DSBs u pekoMOWHAaLNK) B OJHOM T€HOTHIIE.
VY nony4eHHbIX TPOMHBIX MYTaHTOB MEH03 OKa3aJics IIOJHOCTBIO 3aMEHEH HAa MUTO3. B pe-
3ynbTaTe JIeNIeHUs N3 CIOPOLIUTOB 00pa30BLIBANINCH (EPTUIILHBIC AUTUIOUIHBIE CIIOPHI, SIB-
JISTFOLIIMECS! TTOJTHBIMU KJIOHAMU CHIOPOLUTOB. [Ipy caMoomnbIieHnH TPOHHBIX MyTaHTOB 00-
PasyroTCsl pacTeHHUS-KIOHBI C YIBOGHHEM YPOBHSI IUNIOMJAHOCTH B KaXKJOM MOCIEIYIOIIeM
nokosieHnu. MyTaHTHBIN reHoTHIl spoll-1/rec8/osdl Owbin Ha3BaH MiMe (mitosis instead
of meiosis) (D’Erfurth et al., 2009). [To3xke, ¢ Ucnoib30BaHUEM MEHOTUYECKUX MYyTallui
puca, 6611 osydeH reHorunt MiMe y atoro pactenust (Mieulet et al., 2016).

3aKkmo4yeHme

Ha 2017 r. 6su10 M3BecTHO 39 cnenuduieckux reHoB Melio3a y KyKypy3sl (Cande et
al., 2009), 28 reroB y puca (Mieulet et al., 2016) u nmpumepHo 80 TeHOB y apabumorncuca
(Lambing et al., 2017). CpaBHeHHE TEHOB Meii03a y 371aKOB, KYKypy3bl U prca ¢ TeHAMHU
KpPEeCTOLBETHOTO pacTeHus 4. thaliana moka3bpIBaeT, YTO CYIIECTBYIOT CEPHH T€HOB C OJIH-
HaKOBBIM ()€HOTHUITMYCCKUM TIPOSBICHUEM B Meiio3e. D10 TeHbsl MAC Kykypy3sl, TDL1
puca u TPDI apabumoncuca; AMI xyxypy3sl u SWII apabunoncuca; AFDI1/ZmRECS n
SYNI/AtRECS; ASY1 apabunonicuca u PAIR2 puca u npyrue. MyTaruu 3THX TeHOB IIPH-
BOJIIT K CXOIHBIM aHOMAJIHAM B CTPYKTypE H MOBEIEHUHN XPOMOCOM U JIPYTHX KJIETOY-
HBIX OpTraHeul B XoJie Meio3a. Takoe CXOICTBO COOTBETCTBYET Ha KJIIETOYHOM YPOBHE
BapuioBckoMy 3aKOHY TOMOJIOTHYECKHX PSIIOB HACIeICTBEHHON n3MenunBocty (borma-
HOB, 2003, 2004). JlormuHO MpeAronaraTb, 4YT0 B OCHOBE TOMOJIOTUN (hEHOTUITHYECKIX
aHOMAaJIMH JIKUT TOMOJIOTHS Koaupyromux nocienoBareiabHocreit JIHK coorBeTcTBy-
IOIUX T€HOB. B MOCTreHOMHYT0 3TI0XYy 3TO MPOBEPSAETCS METOaMu OMOMH(GOPMATHKH C
WICTIOJIb30BAHKEM TTOJTHBIX ITOCIIEI0BATEIbHOCTE TEHOMOB TaKUX BUIOB, Kak A. thaliana,
Z. mays, O. sativa, T. aestivum, S. lycopersicum. He UCKITIOYEHO, YTO TIPU PEIICHUH Ta-
KOM 3a71aui BO3MOXKHO BBISIBJICHUE PA3JIUUYUil BO BHYTPEHHEH CTPYKTYpE F€HOB U UX pe-
TYJIATOPHBIX YYacTKOB, €CIIM OHU M3BECTHBI. Kpome TOoro, pa3BUBAIOTCS HCCIEIOBAHUS
MeH03-crienupUIHON SKCIIPEeCcCHy TEeHOB, OCHOBAaHHBIE Ha aHAIN3€ TPAHCKPUIITOMOB TEX
K€ MOZebHBIX BUAOB (Zhou, Pawlowski, 2014). OHI TO3BOJISAIOT OOHAPYKUTH PA3ITHINS
KaK B YPOBHE 9KCITPECCHY T€HOB Ha Pa3IMYHBIX dTarax Meio3a, Tak ¥ Pa3Indus B CIIIai-
CUHTE, OTpaXCHHBIC B MTpeodmamaromux n3opopmax MaTpuaabix PHK.

CpaBHEHHE TOCIIEI0BATENHHOCTE aMHHOKUCIOT HEKOTOPBIX CXOMHBIX MO (YHKINN
0enKoB Meli03a y OPraHW3MOB, OTHOCSIIUXCS K OJHOMY TaKCOHOMHYECKOMY KIaccy W
IaXke TUITY, TTOKa3ajio coBmazeHue He Hwke 70% (Stassen et al., 1997; I'pumaesa, bor-
nanoB, 2017). Ho To BBISIBICHO ITOKA TOJIEKO IO OTHOIICHHUIO K HEKOTOPHIM KITFOUEBBIM
Oenmkam pexkomOuHanun KkUBOTHRIX (RADS1, DMC1 n MLH1), coBeprieHHO HE cOOIIO-
naetcs i sHaoHyKiIea3sl SPO11 u s MHOTHX O€KOB CHHATTOHEMHBIX KOMILIEKCOB
(I'pummaesa, bormanos, 2017).

Jlo cux mop He W3BECTHA MPUPO/IA CEPUU MYTAIHH TeTepoIOrHIHOTO (Hepa30opunBo-
T0) cuHaricuca sy2, syo, sy7, sy8, syl0, syll, syl8n syl9y mumnonmaon pxxu (Sosnikhina
et al., 2005; Cocuuxuna u np., 2005, 2007, 2009; I'omy61oB u ap., 2010). ITo kpatineit
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Mepe, TP U3 3TUX reHoB — sy /0, sy19 u syl 8§ — HealIenbHbl U JIOKAJIN30BaHbl B Pa3HbIX
xpomocomax (JloamaroBuy u Jip., 2013a, 6). OTCyTCTBUE aJljIe/in3Ma 3TUX TEHOB OJ[MHA-
KOBOTO JICHCTBUSI HABOIUT HA MBICIH O PETYIATOPHOMN (PYHKIMH STHX T'€HOB B CIIapHBa-
HUU U CHHAICHCE XPOMOCOM. MOXKHO Mpernonararb, YTo TaKie FeHbl MOTYT KOHTPOJIH-
pOBaTh pa3HbIe ATAIbl ITUX MHOTOATAIHBIX MPOLECCOB. BakHO, 4TO MyTalluu 3THX Te-
HOB OOHapyXEHBI y TUIJIOWJHON PXKH, B Mei03€ y KOTOPO, B OTIMYHE OT aJIONONIHU-
IJIOUAHOM TIIeHUIB! 1. aestivium, HeT HEOOXOJUMOCTH MPEOTBPAIATh CUHATICHC FOMe-
OJIOTHYHBIX XPOMOCOM, HO, KaK U Y BCSIKOTO JUIUIOMJIHOTO OpTaHu3Ma, €CTh He0OXO0H-
MOCTB MPEMSATCTBOBATH CHHAIICUCY MTPOCTO HETOMOJIOTHYHBIX XpoMocoM. M3 cambix 00-
LIMX COOOpasKeHNH BBICKa3bIBAIOCH MPEANIOIOKEHHE, YTO TAKUE TeHbI MOTYT OBITh TeHa-
MU Mei03-crienupuIHbIX MpoTenHKuHa3 u npotenHpocdaras (C.I1. CocHuxuna, TMIHOE
coobuenue). Takoe MpeAnoiokeHe OCHOBBIBAETCA Ha TOM, YTO IPOTEMHKHUHA3BI U TIPO-
TernH(ocdarazbl BaXXHBI KaK PErysITOpbl METa00IM3Ma JII000T0 KIETOYHOTO ACTICHUS, B
TOM uucie 1 Meio3a. [Ipu 3ToM oueBUAHO, UTO MyTaluu sy2, syo, sy7, sys8, syl0, syll,
sy18 v sy19 pxu SIBISIOTCSA MyTallUSIMH MEH03-CIIEIU(PUIHBIX TEHOB, KOO TOMO3UTOTHBIC
[0 3TUM MYTAIMsIM PACTCHHS UMEIOT Je(eKThl MUTO3a Ha CTAJMH 3apOAbIIIeH, He THO-
HYT HU3-3a aHOMAJIUH JIelIeHnii COMaTHYeCKUX KJIETOK, a TPOXOASAT BECh IIMKJI BereTaTHB-
HOTO pa3BUTHSA 0 (HOPMHUPOBAHUSI CIIOPOTEHHBIX KJIETOK, MPOXOKICHUS UMU MeHo3a U
(hopMHpOBaHHS aHEYTTOUHBIX CTEPUIIBHBIX MUKPO- U MaKpOCIIOp, @ Y Oy CTEPUIIbHBIX
MYTaHTOB sy2 U Sy1] — maxe A0 MOTy4YeHUS] HEMHOTOUHCICHHOTO TToToMcTBa (COCHUXH-
Ha u 1p., 2005; Tomy6110B 1 ap., 2010).



Ihasa 8.
XpoHosiorusi Meno3sa

10.®. boeoanos, H.A. JIanynosa, C.A. Cumanosckuii

VY Bcex OpraHm3MOB CaMOH JUTHTEIBFHOM CTamuel Melo3a sSBIIeTCS MaxuTeHa. JTo
00yCIJIOBIIEHO MHOTOYHCIEHHOCTBIO M CJIO)KHOCTBIO TIPOIIECCOB HA MOJEKYISIPHOM
YPOBHE, MPOUCXOAALIMX C XPOMOCOMaMU. JIUTENbHOCTh Mel03a Yy PacTEHUN Ipsi-
Mo nponopuroHaibHa Macce JJHK B reHome. [Ipu noBblieHuM TeMIeparypsl cpe-
JIbl JNTUTETIBHOCTD MeH03a y PACTCHUH M XOJIOAHOKPOBHBIX )KUBOTHBIX COKPAIIIACTCSL.

XapakrepHasi 0COOCHHOCTD JIEICHHS KJIECTOK MyTEM Meio3a, B OTIIMYNE OT JCTICHUS
MyTEM MUTO3a, COCTOHUT B TOM, YTO MEH03 OKa3bIBAETCs MPOIIECCOM 0OJIee UTUTETBHBIM,
4YeM MHUTO3 Y TeX )K€ BHJIOB PACTeHUH, Ipr0OO0B 1 )XKUBOTHBIX. CyIIIECTBYET HECKOIBKO Me-
TOIIOB MCCIICIOBAHUS JIINTESILHOCTH Meio3a. B mpuHIIHIIe OHU HE OTIIMYAIOTCS OT METO-
JIOB, IPUMEHSEMBIX 1T MATO3a, OJJHAKO OOJbINas MPOAODKUTENILHOCTh Mei03a, a Tak-
K€ CHHXPOHHOCTB U CE30HHOCTh Me103a Y MHOTHX OOBEKTOB 00YCIIaBIMBAIOT HEKOTOPHIS
O0COOCHHOCTH CITOCOOOB M3YYEHUS €T0 XPOHOIOTHH.

VY pactenwii ¥ rpuOOB MEH03 MPOXOIUT OJIMH pa3 B CE30H (BBICIINE MHOTOJICTHHE pac-
TEHUS1) WIX OIVH Pa3 B )KU3HEHHOM IHKJIe (TPUOBI 1 HEKOTOPBIE BOAOPOCIH, OTHOJIICTHHE
BEICIIE pacTeHusi). HeKoTopble BHIBI IIBETKOBBIX PACTEHWH 00Naar0T CHHXPOHHBIM
MEHO030M B XO/Ieé MUKPOCIIOpOTeHe3a. Y TaKuX PacTeHHH MPOAOIDKUTEIHFHOCTh CTaINH
Melo03a, KaKk MPaBuII0, KOPPEIUpyeT ¢ pasMepamMu OyTOHA W MBUIBHUKA, KaK 3TO HaOJfO-
naetcs y swan Lilium longiflorum (Taylor, McMaster, 1954; Ito, Stern, 1967; Suzuki et
al., 1997) u HexoTophIxX Apyrux mwiedHbx (Sauerland, 1956; Crpoxos, 2007; Huang et
al., 2010). ¥ 3Tux 00bEKTOB MOKHO MTPOCIIENNUTH IITUTEIHFHOCTD Pa3HBIX CTAAM Meio3a,
WccIenysi MeHOUTHI B OyTOHAX TI0 Mepe MX Pa3BUTHs. XOPOIIUM 0OBEKTOM ISl U3yde-
HUS XpOHOJIOTHH Mel03a SBISIOTCS TpuobI pona Coprinus, y KOTOPBIX BCe 0a3uanN OTHO-
TO IJIOIOBOTO TeJla Pa3BUBAIOTCS CHHXPOHHO, U, OTPBIBAS 110 OYEPEH TUIACTHHKH C Oa-
3UIIUSIMU, MOXKHO IIUTOJOTHYECKH OMPEIEIIATH CTAINI0 MeH03a, 0CTaBIsIs TUI0I0BOE TEJIO
C IPYTHMH TUIACTUHKAMU Pa3BUBATHCS JaJbIlle, ¥ CISIUTH TI0 YacaM 3a MOSBICHHEM HO-
BBIX cTajuii Meito3a (Raju, Lu, 1970; Zolan, Pukkila, 2009).

O ATUTENTFHOCTH OTHENBHBIX CTaUH Mei03a y MICKOMUTAIONINX MOXXHO CYIUTH 110
HaOTIONIEHNSIM HaJl KHHETUKOW KIIETOK B TEPMHHATHBHOM AIHTEINH CEMEHHUKOB. [liis
M3yYeHUs TUHAMUKN Mei03a y 00€3bsSHBI U MBIIIH ObLT IPUMEHEH METOJI, NCIIOTh30BaB-
muiicsa B 30—-50-X rogax Il HCCISAOBaHMS IJINTEIHLHOCTH MUTO3a: HA CEMEHHUKH BO3-
JIeHCTBOBAIA MOHU3UPYIOIIUMH H3TyICHUSIMHU B TaKOH J103€, KOTOpask MPUBOIMIIA K OJI0-
KHPOBAHUIO TIepexo/ia KIETOK u3 mHTepdasbl B npodasy | meiiosza, a KieTku, yxe Ha-
XOIMBIIHECs B mpodase, 3aBepmianu Meios. [lo kuHeTnke ncuae3HoBeHUsT MOPQOIIOTH-
YeCKUX KapTHH Meio3a CyQWiu O JIIUTENLHOCTH COOTBeTCTBYIommMX cramuii (Oakberg,
1956; Rosiepen et al., 1997; Fallahi et al., 2010). Hau6onee pacripocTpaHeHHBIM BO BTO-
poii momoBuHe XX B. CTaj METOJl BBEJCHHUS PAJIMOAKTUBHONW METKH (MEUYEHBIH TPUTH-
em tumuaut, *H-T) B IHK u HaOmroneHust 3a MOSBICHUEM MEYEHBIX SJIEP B XPOMOCOM
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B OMNpEJENCHHBIX CTAIUsIX Melo3a ¢ MoMolIbio aBropaguorpaguu. C mOMOIIBIO 3TOTO
MeToJla OBbLIO OCYIIECTBICHO OONBIIMHCTBO KJIACCUYECKUX MCCIIEeOBAHMH XPOHOIOTUH
MeH03a Yy pacTeHU U KUBOTHBIX, KOTOPBIE 10 CHX IIOP HE MOTEPSIIN CBOEH aKTyaJIbHO-
CTH Y MIKMPOKO utupytores (tadin. 8.1 u 8.2). Haunnas ¢ 90-x ronoB XX B., METOXI BBE-
JIEHUSI PaIMOAKTUBHON METKH 3aMEHSIETCS MEUeHHeM BHOBBL cuHTezupoBanHou [IHK c
nomo1ipio S-6pomaezokcuypuanna (BrdU, BJ1Y), ananora TuMuanHa, KOTOPBIH MOXKHO
00HApYKUTh C TOMOLIBI0 IMMYHO(IYOPECIIEHTHOTO aHAIN3a C UCIOIb30BaHUEM aHTHU-
BrdU anTuten. Oto mo3BosseT u3dexkarh 0oyee TPYJIOSMKON aBTOpaJaHorpaduuecKoit
peructpauuu Bpemenu perutnkanuu JJHK u mpoxoxnenus craauit Mmeitosa, a Takke 1aeT
Oosiee TOYHYIO JoKanu3auoo perunupoBanHeix caiitoB JTHK (Rosiepen et al., 1997:
Armstrong et al., 2003).

'V KUBOTHBIX UCCIIEIOBaHUS JJIUTEIBHOCTH Mei03a MPOBEICHbI B OCHOBHOM B ITpoIiecce
criepMaroretesa. 1o 0ObsSCHSAETCS TEM, YTO B 0OT€He3€ Y MO3BOHOYHBIX )KUBOTHBIX, B TOM
YHcie U y YeJoBeKa, SHIEKJIeTKH OCTaHABINBAIOTCS B Pa3BUTUH HA HECKOJIBKO MECALIEB U
JIaoKe JIST Ha CTaJIMU JAUIUIOTCHBI WK quddy3Hoi cramun sapa (cM. mi. 6). OcodbeHHOCTH
XPOHOJIOTHH 3TUX COOBITUI CKOpee OTHOCATCS K 00IacT SMOPHOJIOTUH, YeM COOCTBEHHO
Meito3a. Kpome Toro, HakoruieHHe KeTKa B sIMIEKIeTKE CUIIBHO 3aTPy/AHSAET IUTONOTHYe-
CKO€ HcclieioBanue. B Tex ciyyasix, Korja u3ydeHa JUIMTeIbHOCTh PaHHHUX CTaani Meiio3a
B CIIEPMaTOreHe3€e M OOTeHEe3€e OJHOTO M TOTO ke BU/a (HalpuMep, y MBIIIN), OHA OKa3bIBa-
ercst mpaktryecku onuHakoBoi (Lima-de-Faria, Borum, 1962; Monesi, 1964).

JmuTenbHOCTh MepHojia OT MPENIENTOTEHB! 10 00pa30BaHus CliepMaTH]l y CaMIIOB Te-
TUIOKPOBHBIX JKUBOTHBIX CPABHUTEIBHO Mallo BapbUpyeT OT BHJA K BHJLy M COCTaBIsi-

20| O
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Puc. 8.1. 3aBUCHMOCTD AIUTEILHOCTH Mel03a (0T Havasa JISNITOTEHBI 0 KOHIa BTOPOTO Jielie-
HUSI ME#03a) OT TEMIIEpaTyphl Y XOJIOAHOKPOBHBIX KHBOTHBIX.

1 — ky3Heunk Romalea microptera; 2 — capanya Schistocerca gregaria; 3 — Ky3He-

yuk Melanoplus differentialis; 4 — xy3neuux Stethophyma grossum; 5 — cBep4ok Acheta
domesticus; 6 — tpurton Triturus vulgaris; 7 — pbiba Oryzias latipes. I1o: JIsmynosa, bornaHos,
1975.
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eT 00bIyHO 15-25 cyrtok (tabm. 8.1). Y xo-
JIOJTHOKPOBHBIX KUBOTHBIX (ITO3BOHOUHBIX U
0€eCI03BOHOYHBIX ) pa3IM4Ms OT BUAA K BUIY
BBIpakeHbI Ooublie: oT 5 10 25 cytok. [pu
9TOM y OJIM3KHUX BUJOB WIIM JJaKE€ y OAHO-
ro BUJa B HEKOTOPBIX ClydasX yhaeTcs 3a-
METUTh 3aKOHOMEPHYIO 3aBUCHUMOCTb JUIH-
TEJIBHOCTH Meio3a OT TeMIepaTyphl Cpe/ibl:
4YeM BBILIC TEMIIEpaTypa Cpenbl, TeM Obl-
cTpee mpoxoaut Meio3 (puc. 8.1). D10 00-
CTOSITENICTBO HCIIOJIB3YIOT B 3KCIIEPUMEH-
TaJbHOM paboTe: MOHMKEHNE TEMIIePaTyPhI
VIJIMHSAET CPOKU MTPOXOKIEHUS CTAIUN MEl-
03a U JieNaeT ux 0osee JOCTYNHBIMU JJIS Ha-
OroneHust

HauGonee mnpomomkuTenbHON CcTaauei
Meio03a y AKUBOTHBIX OKa3bIBAETCS MTAXUTEHA
(tabn. 8.1). [lnakuHes u ABa JAeIeHUs MeHO-
3a MPOXOJIAT, KaK MpaBUIIo, BECbMa OBICTPO.

JnurenpbHOoCTh Meiio3a y pacTeHUl pas-
HBIX BUJOB CHJIBHO BapbupyeT. Ob1ee Bpe-
M1 OT JIETITOTEHBI JIO0 TIOSIBICHUSI TETPaJ MU-
KpOCIIOp BapbHUpyeT OT 6 4acoB y TyOo1LBeT-
HOTO JIbBUHOTO 3eBa (Antirrhinum) no 10—12
CYTOK U Jla)ke HECKOJIbKHX MECSIIEB Y MHO-
rofieTHUX pacteHuid. Kak mpasuio, Han6o-
Jiee TPOAOIKUTENBHON CTaauel OKa3bIBa-
eTcs JienToTeHa (tadu. 8.2). J[nurenbHOCTh
Meiio3a y pacTeHuil cBsi3aHa ¢ OCOOEHHO-
CTAMHU OWOJIOTHMU BHJA: Y OIHOJETHHUX pac-
TEHUH ¢ KOPOTKOM BereTaruen Meio3 oObIy-
HO TMpOTEKaeT ObIcTpee, YeM y MHOTOJIeT-
Hux. Cpenu U3y4eHHbIX BUI0B HAMOOJIbINas
MIPOIOJDKUTENFHOCTh Meio3a Halmomaercs
y cocubl Pinus larico, y kotopoii npodasa
I melio3a pa3BuBaeTCs B TEUEHHUE BCEW 3UMBI
U JIeJIeHNs1 Meli03a MPOXOJAT B anpeiie—Mae
(Chamberlain, 1935). AHajiornyHasi KapTu-
Ha BBISBJICHA Yy HEKOTOPBIX JIMJICHHBIX, Ha-
npumep, y Trillium kamtschaticum. 3aBu-
CUMOCTh JUTUTEIHHOCTH MeHo3a OT TeMmIie-
patypbl y pacTeHui MpociexeHa Jydlle,
4YeM y KHMBOTHBIX. Tak, HampuMep, y Kojo-
KOJBIMKa Endymion nonscriptus W3MeHe-
HUE JJIUTEIHFHOCTH Meilo3a ¢ M3MEHEHHEM
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Puc. 8.2. 3aBUCUMOCTH IIUTETLHOCTH
Meii03a 0T TeMIIEPATyPhl Y KOJIOKOJIBYHMKA
Endymion nonscriptus (Wilson, 1959).
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Puc. 8.3. 3aBUcUMOCTb MEXIY JIUTEIHHO-
cThio Melo3a u koinuuectBoM JJHK (2C) B
SApe ISl YeTHIPEX BUAOB MIICKOTIMTAIONINX U
genoseka (Bennett, 1971).

1 — Mus musculus, 2 — Ovis; 3 —
Oryctolagus; 4 — Rattus; 5— Homo sapiens.
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temneparypsl ot 0 no 30° umeer skc-

MOHEHLUANbHBIN Xapaktep (puc. 8.2) u

OKa3bIBACTCSl TAKUM K€, KaK 1 B MHUTO3€ 120

(Brown, 1951).

VY pa3HBIX BUIOB AMUIUIOMIHBIX pacTte-

HUH, KaK M Y )KHBOTHBIX, MPOAOJIKUTEIb-

HOCTh Meii03a yBEJTMUMBAETCS C yBeJIU4e- .

HueMm konuuectsa JJHK Ha sipo (puc. 8.3, 2

8.4). Onnaxo nMpu yBETUYEHUH TIOUAHO- o

CTH Y paCTCHUI MEHO03 MPOTEKAET TEM Obl- <
I
=

CTpeEC, YEM BbIIIEC CTCIICHb INIOMAHOCTH.
Kpome Toro, y Bcex wucciaemoBaHHBIX
pacTeHuil JIMTEIbHOCTh ME03a OKa3bl-
BaeTCs MPSAMO MPONOPLUOHAIBHON AJIU-
TEJIBHOCTU MUTO3a MPH TOH Ke TemIepa- ®

| l | | |
Type (puc. 8.5). DTO MO3BONAET MPETIO- 100 200 300

JIO)KUTh, UTO Ha CKOPOCTb MUTO3a U MEWU- Yacbl
03a BIUSIOT KaKk 00beM reHeTHYeCKOl HH-
dopmanuu siapa, Tak U BUJIOBAsl CIICIH-
¢uKa opraHuMzalM XPOMOCOM, HampH-

Puc. 8.4. 3aBUCUMOCTb IJINTEIHLHOCTH MeEHO03a
(OT JIeNITOTEHBI 1O KOHIIA BTOPOTO AENEHUs) OT
konuuectBa JIHK B siape y neBsiTu BUIIOB JU-
IJIOUJHBIX U TPEX BUJOB MOJUILIOMIHBIX pac-
tenuit (Bennett, 1971).

Mep, YHCIIO U pa3Mep EAMHHULl peruIvKa-
MU (PEIUIMKOHOB), COCTABJISAIONINX XPO-
Mocomy (Liapunova, 1996).

B mpaktuke 3BepOBOICTBA W KHUBOT-

a — JUIUIoNAbl, 60 — mHonmMIUIounsl; 1 —
HOBOJCTBA XOPOIIO M3BCCTCH Gaxr rop- Antirrhinum majus, 2 — Haplopappus gracilis,
MOHAJIBHOH DETYIVIMN WHTCHCUBHOCTH 3 Gornle coreale, 4 — Allium cepa, 5 —

criepmartoreHesa. /s BBISICHEHHS TOTO,
KaKk TOPMOHBI BIMSIOT HAa MEHO03, IPOU3-
BOJIMJIM THUITO(PU3IKTOMHUIO Yy KpbIC. DTO
MIPUBONIIO K PE3KOMY CHHKEHHIO BBIXO-
na criepMbl. BBezieHne TakuM KUBOTHBIM
TECTOCTEpOHA, TOHAJOTpONUHA, (OoI-
JUKYJIOCTUMYJIMHA WU JIPYTHX TOPMOHOB
CTUMYJHUPOBAJIO BbIXOA crepmbl. OpHa-
KO JUTMTEIBHOCTh COOCTBEHHO Meifo3a, McciieoBaHHas mpu nomoinu *H-tumuauna, He
M3MEHsJIach. DTO 3HAYMT, YTO PETYISLUS OCYILECTBISETCS JIMO0 MyTeM 3aJepPiKKH Kile-
TOK Ha CTAAMU MPEJICNTOTCHBI, TUOO0 YBEIMYEHHEM YHCIa KJIETOK, BOLISAIINX B Mei-
03, 100 HapyIIeHWEM WM YCKOpPEHHEM Ipoliecca CrepMHorene3a — (HOpMHUpPOBAHHS
cnepmbl u3 cnepmaruy (Clermont, Morgentaler, 1955; Harvey, Clermont, 1962; Desclin,
Ortavant, 1963; Paiinuna, 1967). Ycranosneno (Ortavant, 1956), 4To BBIXOZ CIEpMBI Y
OapaHa 3aBHCUT OT MPOJODKUTEIBHOCTH CBETOBOTO JHS, a CKOPOCTh Mei03a OKa3bIBa-
eTCsl HEM3MEHHOM. bbl1o 00HApYXEHO, 4TO 00pabOTKa OOIUTOB KUTAMCKOTO XOMSYKa,
KYJBTUBHUPYEMBIX i Vifro, TOPMOHOM SIMYHUKA TECTOCTEPOHOM, JI€HCTBUTEIHHO MPUBO-
JIUT K 3a71€PKKe KIEeTOK B G,-nepuosie, He Hapymas npu 9tom cuntesa JIHK B S-nepuoze
(Remington, Klevecz, 1973). CymectBoBaHie (HU3NOIOIHIESCKON PETYISIUH BCTyIUIE-

Tradescantia paludosa, 6— Tulbaghia violacea,
7 — Lilium henryi, 8§ — Lilium longiflorum,9 —
Trillium erectum, 10 — oxtoroun Triticale,
11 — rekcamnoun Triticum aestivum, 12 — Te-
tparutonn Tradescantia paludosa.
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MuToTNYeCKNI LKA, Yacbl

|
100 200
Meos, cyTkm

|
300

Puc. 8.5. 3aBucUMOCTb MEXly JUINTEIBHOCTBIO
Meio3a (0T Havyasa JEeNTOTEeHBI /10 KOHIA
BTOPOTO JICJICHHSI) U JUTTEILHOCTEIO
MHUTOTHYECKOTO IIMKJIa y CEMU BHJOB PAaCTCHUN
(Bennett, 1971)

1 — Triticum aestivum, 2 — Haplopappus
gracilis, 3 — Secale cereale, 4 — Allium cepa,
5 — Tradescantia paludosa, 6 — Lilium longi-
forum, T — Trillium erectum.

HUS CIIEPMAaTOrOHUEB B MEHO03 OTMedaeT-
¢ y HacekoMmbix (JlamyHnoBa, 30CHMOB-
ckasg, 1973). BeposTHO, 3TOT MeXaHHU3M
MMEEeT IIUPOKOe paclpoCTpaHEHHE cpenn
JKUBOTHBIX. [IpuMepoB BO3EHCTBUS TOP-
MOHOB Ha caM XOJ Mel03a IT0Ka HeT U, Be-
POSATHO, pa3 HAYaBIIUCh, MEHO3 UJIET «aB-
TOMAaTUYECKW», HE HYKNAICh B CTUMYJISI-
TOpax.

Taxum o6pa3om, IIUTETLHOCTh Mel03a
y BCEX UCCIICIOBAHHBIX BUIOB KUBOTHBIX
W pacTeHMH NpPEBBINAET JIUTEIHHOCTh
MUTO3a. J[IUTENBHOCT MEH03a B criepma-
TOTeHe3€ MJIEKONIUTAIOUINX SBJIsEeTCs I10-
CTOSIHHOM JUIsl BUJla BEJIMYMHOW, HE3aBU-
CUMOW OT TOPMOHAJIbHBIX BO3JEHCTBUIA,
HO Koppenupyroriei ¢ kommuectsoMm JJHK
B sizpe. JnurenbHOCTh Meio3a y X0ioj-
HOKPOBHBIX JKUBOTHBIX U PACTEHUHN TaK-
Ke BUAocnenu(puuHa, HO CYHIECTBEHHO
3aBHCUT OT TEMIIepaTyphl OKpyXKarolien
cpensl. [Toaromy Hanbosee ynoOHBIM Bpe-
MEHEM CYTOK JUIsl MCCIIeIoBaHUs Meio3a
Yy pacTeHUil B JIMKON IPUPOJAE U Ha 3KC-
MEePUMEHTAIBHOM T0JIe SBJSAIOTCS paHHHE
yTpEeHHHUE Yackl (Ha paccBeTe), Korjaa yxe
CBETJIO, HO ellle MOYTH COXpaHseTcs HOu-
Has MOHIKEHHAas TeMIepaTypa U MpoaoII-
JKUTEIILHOCTh BCEX CTaaMi MEii03a BBIIIIE,

4YeM B TEILIbIC JHEBHBIC Yachl. B 3THX yCIIOBUSIX BEPOSATHOCTh OOHAPYKUTH OBICTPOIIPO-
XOJSLIME CTAJIMU ME103a BbILIE, YEM B TEIJIbIE THEBHBIE YaChl.
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Thasa 9.
Meno3s y gensiiumxcs ApoxoKen
Schizosaccharomyces pombe

lamnounnble apoxoxu S. pombe (n=3) MUMEIOT 3UTOTHBIA Meio03. JlumonaHbe
HITaMMBI S. pombe TOXe MOTYT JIEAUThCS MMyTeM Meio3a. DTO «OTIOKEHHBI», He-
3UTOTHBIN Mel03. B TOM 1 Ipyrom ciryyasx NpUYUHOM NIepexoa OT ACJIEHUS IIyTEM
MHTO3a K MEHO03y CIIy’KUT TOJIOJJaHHE KJIETOK M3-3a CHIDKCHMS COACPIKaHHUsS a30Ta
B cpene. Meiio3 y S. pombe xapaktepusyeTcst HeoObuHOU mpodasoii 1. Temomepsr
TpeX map JUIMHHBIX XPOMOCOM KOHTAKTHPYIOT C siIepHON 000JI0UKOi B TOil €€ 00-
JIaCTH, T7ie Ha €€ BHELIHEW MOBEPXHOCTH pacIoiaraeTcs MojsipHOe TEJ0 BepeTeHa
(IITB), n obpasyot durypy «Oykeray. [ITB ocummmupyer 1o [UIMHHOM OCH KJIET-
KU C MTOMOIIBIO TAHYIIUX HUTEH [IUTOIIIa3MbI U YBJIEKaeT 3a c000 BepXYyIIKY siipa
C IIPUKPEIUIEHHBIMU TesloMepamu XxpoMocoM. ITpu atux nepemernenusx IITB sanpo
MHOTOKPATHO MPUOOpETaeT U TepsieT popMy IPyIIH C BEPXYIIKOH, HAITPABICHHOH B
cropony ocuusuupytoiero [1TB. JlmuHHBIE XpOMOCOMBI, BIEKOMbIE TeJIOMEpPaMHu,
COBEpIIAIOT MOJIOCKATENbHBIC JABWKCHUS, HATOMUHAIOIINE B3MaXH KOHCKOTO XBO-
cra. Dta yacTth 1podasbl | Ha3bIBaeTCs «CcTaiuel KOHCKOroO XBOCTay. OHa 3aMeHseT
CTaJMH JIENITOTEHbI, 3UTOTEHB] U MMaXUTEHbl KAHOHUYECKOro Meio3a. Ha aroi cra-
JIMK coBeplnaercsi kpoccuHroBep. OH He MoJBEpKeH UHTephepeHInr. XpoMOoco-
MBI UMEIOT MPOOJIbHBIE OSIIKOBBIE CTPYKTYPbI — JIMHEIHBIC AJIEMEHTHI, HO CHHAII-
TOHEMHBIE KOMILIEKChI He pOpMHPYIOTCs. benku pekoMOMHAIMU KOHTaKTUPYIOT C
JIMHEHHBIMU dJIEMEHTaMH XpoMocoM. [IBa fenenus Meiio3a npoxonsit 6e3 paspyie-
HUS AJIePHBIX 0005104eK, U 00pa3yeTcs TeTpajia ralIonIHbIX CIIOp.

JKuzHeHHbI Uyt S. pombe

Hensmmecs apoxoku Schizosaccharomyces pombe (Taphrenomycetes) IMEIOT TEHOM TTPH-
MepHO Takoro xe pasmepa (13,8 x 10° map HykaeoTnoB, MITH), KaK W MOYKYIOIHECS IPOK-
XU S. cerevisiae, HO COCTOSILIAI BCETo U3 TPEX Map AOBOJIBHO KPYITHBIX XPOMOCOM, B OTIIMYHE
ot 16 map Menkux xpoMocoM S. cerevisiae. Y S. pombe xpomocoma | coneprxut 5,7 MrH, Xpo-
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Puc. 9.1. J)KuzHeHHBIN UK IENSAIMXCS APOXCKeH Schizosaccharomyces pombe

mocoma Il — 4,6 MmH, xpomocoma 1T — 3,5 M. Knetku S. pombe MoryT xuth 1 tipomde-
PHPOBATh KaK B JUIUIOWIHOM, TaK M B TaIUTONAHON (pase sxu3HeHHOTO TUKiIa. Kitetku S. pombe
HMEIOT (POPMY KOPOTKHIX TTAIOYEK C BRIPAYKEHHBIM SIIPOM, B KOTOPOM HaXOIATCS TPH XPOMOCO-
MBI IPUMEPHO OJTMHAKOBOM JUTMHBI. JleNieHre IUTOILIa3Mbl TIPU MUTO3€ M MEH03€ MPOUCXOIUT
ITyTeM TIOCTPOCHMS KJIeTouHOH nieperoponky (Kamzomkwaa, JlynaeBckuid, 2015).
JlummoniHeIe KIIETKA MOTYT CYIIIECTBOBATh M Pa3MHOXKAThCA ITyTEM MHTO3a TOJBKO B
Ooraroii a3oToM cpene. Ho muruiongHoe cocTosHre HeycToiunBo. [lpn HeOmaronpusT-
HOM M3MEHEHHHU CPENbl, 0COOCHHO TIPY CHIDKCHHUH COMEPIKaHUS a30Ta, APOXOKA HEME]I-
JICHHO TIEPEXOIAT K MEeH03y M 00pa3yIoT TETPaIbl TalUIONIHBIX MUKpoctop (puc. 9.1).
Tammonambie Apokxu S. pombe, kUByIIHE B O0TATON MATATEIBHON Cpelle, TAaKXKe pas-
MHOYKAIOTCS ITyTEM MHUTO3a M TaK e, KaK JUTUIOWIHBIE TITaMMBI, TIPH CHIDKSHUN COZIEp-
JKaHUs a30Ta HWXKE KPUTUUECKOTO MEPEXOJAT K Meo3y. B JaHHOM cily4yae 3TO 3UTOTHBIN
Meiio3 (cM. 1. 1). HakanyHe Takoro Meiio3a rarutouIHbIe KICTKH, OTHOCSIITHECS K TIpO-
THUBOTIOJIOKHBIM THITaM criapuBanus (h™u h), xomymupytot. CiavsiHAe TaruTONTHBIX Kile-
TOK TIPOTHBOTIONIOXKHOTO THIIA CIIAPHBAHUS AUKTYIOT (DEpPOMOHBI, BBIICTSIEMbIE KIIETKAMH.
HUx simpa cmBaroTCs M HEMEUIEHHO BCTYIIAIOT B MeH03. B pesymnsrare Metio3a odpa3yrorces
Iyroodpa3Hoii (hOPMBI TeTpaIbl TaITIONIHBIX MUKpocIiop (puc. 9.1). MHKpOCTIOPBI MOTYT
aKTHBHUPOBATHCS W HAYaTh Pa3MHOXKATHCSI MUTO30M B OOTaTOM MATATEFHON Cpeie.

CmeHa ¢das >KM3HEHHOTo LMKIia

AHaJn3 CTEPWIIBHBIX MYTaHTOB S. pombe, TIOMYYCHHBIX B PaHHUX HCCIECIOBAHHAX
1960—-1980 rr. (0030p: Yamamoto et al., 1997), B ToM unciie MOJEKYIIPHOE KIOHHUPOBa-
HHE T€HOB, BOBJICYCHHBIX B KOHTPOJIb (hDePTHIBHOCTH, MO3BOJIMIH YCTAaHOBHTH, YTO pa3-
BUTHE TI0 ITyTH MOJOBOT0 PAa3MHOKECHUS HHIYLUPYETCs ABYMSI [NIABHBIMH CHT'HAJIbHBIMH
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cucreMaMu. OJiHa U3 HUX pearupyeT Ha MUTATeIbHYIO cpeny, Jpyras — Ha CUTHaJIbHbIE
TOPMOHBI Pa3MHOKEHHSI, ()EPOMOHBI.

Ponv numamenvnoii cpedvl 6 unuyuayuu metioza. I'aruioniaeie kietku S. pombe 06-
JafaoT OJHUM M3 ABYX THUIOB cniapuBanus: h* (P) unu h- (M). [omoTamimueckue mram-
MBI S. pombe, 0603HauaeMbie Kak h®', MEHSIOT CBO¥M THIT ClTApUBAHUS B XOJ1€ Mponudepa-
LUK, B TO BpeMs KaK TeTepOTaIUIMYECKHE UMEIOT (DUKCUPOBAHHBIN THII CIIApUBAHUS —
P unm M. Onun Hambonee cTaOMIBHBI B TaIUIOMJHOM COCTOSTHHH H, 110 CYLIECTBY, aceK-
CyaJIbHBI, €CJIU )KUBYT B YCIIOBHUAX CpEJibl, TOCTATOYHOM A uX nuTtanus. Ho onu Havu-
HAIOT Pa3BMBATHCS B CTOPOHY IOJOBOTO Pa3MHOXKEHUS, KOTIa OKa3bIBAIOTCA B YCIIOBH-
six rojoganus. Takum o0Opazom, B omin4ue ot S. cerevisiae, poxxku S. pombe Hanbo-
Jiee yCTOWYMBBI M KU3HECNOCOOHBI B TamionHoi dase sxu3HeHHoro uukna. [lo cyrn,
OHH OCTAIOTCS BET€TaTUBHO Pa3MHOXAIOIIMMUCS KJIETKaMU, TIOKa Xopoio nuTtatotcs. Ho
KOTJIa cpejia CTAHOBHUTCS OCHOM a30TOM, KJICTKH ITOTIAPHO KOMYJIUPYIOT, 00pasyst 3UTOTHI.
B 3urorax HauMHaeTcst MEHO3.

TonbKko 4TO BO3HHMKIIAS 3UTOTa YK€ roToBa UATHU I10 IIYTHU Me17103a, €CJIn KoImyJisius ABYX ra-
TJIOUJHBIX KJIIETOK IMPOU301Jia B YCIOBUAX FOJ'IOZ[HOI7[ Cpeanbl: B cpeae, JIMIIIEHHOM a30Ta U IIIOKO-
361 (Egel, 1973). Ecnu cpena Gorara STUMH BEIICCTBAMU, 3UTOTa MOXKET Pa3MHOXKATBCS KaK JTH-
IJIoOnJHas KJICTKa, HO KaK TOJIBKO 3TU NUTATCIJIbHBIC BEUICCTBA B CPEAC NCTOLIAOTCA, 3UT0OTA BCTY-
maer B Meio3. B oboux CclIydasaX — MpUu HEMEJICHHOM U ITPU OTJIIO)KECHHOM Meio3e — 3To OJIMH U
TOT K€ IyTh METa0O0JIM3Ma, BEAYIIUN K MEHO3Y.

B navane myTu K Me#03y 3UroThl BDEMEHHO OCTAaHOBJIEHBI B pa3BUTHH Ha cTaauu G,
3aTeM HauMHAOT oauH payHp perukanuu JIHK — npemeiiornueckuii cunte3 JITHK
(mpemeiiotnueckas S-aza). B pesynbrare xonmnuectso JJHK B siape 3urorsl gjocrura-
et ypoBHs 4C. Ilocie 3Toro B 3urote Ha4YMHACTCA TEHETHYECKasi PEKOMOMHALMS: KpOC-
COBEpHBbIE OOMEHBI MEKY TOMOJIOIMYHBIMH XPOMOCOMAaMH MJIH HEKPOCCOBEpHBIE 0OMe-
HBI MEX/ly CECTPMHCKHUMHM XpOMaTH1aMu. 3aTeM HacTyMnaroT AejaeHus Meiiosa | u meiioza
II. B utore u3 oHO# 3UroThl 00pa3yeTcs YeThIPEXbsICPHAs KIIeTKa (YeThIPEXCIIOPOBas
CyMKa), aapa kotopoi comepxar o 1C JIHK.

CkpenmBanye (mating) raruTIoMIHBIX KJIETOK, BEAyIee K MEH03y, U CIOPYIISIHS — ITO
pasHble, HO TMOCJIeA0BaTEIbHBIC MPOLIECChl, UMeoIMe y S. pombe oOUMI CUTHATIBHBINR
MyTh YIPaBJICHHsI, OOUIYIO PErYISIIUIo. DTHM S. pombe oTim4aercs ot S. cerevisiae, y Ko-
TOPBIX PETYNATOPHbIE IMyTH Me03a U CIOPYIALUM pa3/ieslbHbl. DTO apryMeHT B IHOJIb3Y
TOrO, uTO S. pombe GoJice apxauyHbIi (IPEBHUIN) OpraHusm, ueM S. cerevisiae, 100 pasje-
JICHUE, a 3HAYUT, YCIIO)KHEHNE PETYJSIIMI PaboThl TEHOB — MpU3HAK nporpecca. EcTe, oa-
HaKo, M JPyroe MHEHHE: Mel03 N3HAYaIbHO ObLT CJIOKHO OPraHU30BaHHBIM MPOIIECCOM, a
y S. pombe nipon3onuia MOTEPsi HEKOTOPBIX MTPU3HAKOB, JiereHepanus (Loidl, 2016).

Cucnan 3anycka meiio3a. B TonoHOM cpesie BHYTPUKIETOUHBIA YPOBEHb IUKJIOMOHO-
¢docdara (CAMP) nonmxkaercs, 1 HU3KH ypoBeHb CAMP city>kuT curaanom, 3amyckaro-
MM 2Kcnpeccuto rena stell. [IpomykT 3Toro rena HeoOXOAMM /ISl HHUIMANHA Meio3a.

B renome S. pombe ectb reH ras. OH SBISCTCS TOMOJIOTOM IIPOTOOHKOTEHA 7'aS MIICKO-
MUTAOMKUX. MyTaHTHBIN TeH ras/ He TPensATCTBYeT KJIeTKaM JIPOXOKel pacT U AeTUTh-
cs MyTEM MHUTO3a TaK ke, KaK JAENATCS KIETKU AUKOro Tuna. OfHako JeIelMOHHbIN aj-
nens raslA nenaet KiIeTku 0ojee MENIKUMHU U JaKe OKPYIIIBIMU. Eciy 9TO rarmionHbe
KJIETKH, TO OHU HE CIIOCOOHBI CIapUBaThCs (CKPEIIMBAThCS), a KOIa MyTEM CIMSIHUA
yAaoch CKOHCTPYHUPOBATh AUIUIOUIHBIE KICTKU rasiA / raslA, To OHU CIOPYTHPOBAIN
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o4yeHb HeapPekTuBHO. OKa3an0Ch, YTO KICTKH, HECYIIUe raslA, MOTYT CEKpETHPOBaTh
(hepoMOHBI, HO caMH HE MOTYT OTBEYaTh Ha JAeHCTBHE ()EPOMOHOB H ITOITOMY HE CIIapu-
BalOTCS. DTH U ApyTrHe, OoJiee CIOKHbBIE, IKCTIEPUMEHTBI ITPUBENN K TUTIOTE3€ O TOM, YTO
T'eH ras] OTBETCTBEHEH 3a BOCHPUUMUYHUBOCTE S. pombe K HepoMOHaM, JTAIOIINM CUTHAI
st ciapuBanus (Hughes, Yamamoto, 1993). Oxa3zanoch Taxke, 4To reH rasl ajieneH
reny crepuiibHOCTH sted (Lund et al., 1987, mut. mo Yamamoto, 2004)

Huuyuauus menosa. llepexiroucHue ¢ IUKIa MUTO3a Ha IIUKJI Meiio3a y S. pombe pe-
rynupyetcs AByMsi pakropamu. OIUH U3 HUX — 3TO UHIYKIHS SKCIPECCHU T'eHa meil.
DTOT TeH KoaupyeT O0esiok Mei2, KOTOpbIi CrocOOCTBYET MPEMEHOTHICCKOMY CUHTE3Y
JHK. [Ipyroii ¢pakTop — 3T0 MHaKkTHBaIus Oeka Patl, pochoknunasbl, koTopasi, eciu eé
HEe MHAKTHBHPOBaTh, pochopmmpyet 6enok Mei2, 4To NPUBOIUT K €r0 MHAKTUBALIUU U
HeJonmyeHnto npeMeiiornyeckoro cuatesa JJHK. Oba atu siBnenns — sxcnpeccus mei2
(cunTe3 Mei2) u nnakTuBaus Patl — o0yclioBIeHBI rON0JaHUEM KIIETOK B 0€3a30THOM
u 6e3yreBoAHON cpene. BOoT kak 3TO MpoucXoauT. DKCIpeccus meil MpsiMO peryaupy-
ercst 6enkom Stell (cM. BbIIIe), a MHAKTUBALIMS KMHA3bI Patl poOMCXOMUT B 3HAYUTEIIb-
HOM CTEeNeHN KOCBEHHBIMU My TSAMHU.

Jleyio B TOM, YTO JUILIOUIHBIC KIETKHU (3UTOTHI) S. pombe, HaXOMANIMECS B TOJIOTHON
cpezie, COXpaHsIoT MeTabOIMUECKUI yTh, TIPH KOTOPOM «padoTaroT» (epOMOHBI CKpe-
HIMBaHMS KJIETOK. DTU (EepOMOHBI AAI0T CUTHAJ JUIsl DKCIIPECCUH TeHOB matl-Pi v matl-
Mi. CoBMecTHas 3KCIIpeccHst ITUX Me€HOB MPUBOJUT K 3KcIipeccuu reHa meil3. 1pomykt
3TOTO TeHa CBs3bIBaeTcs ¢ KuHa3oil Patl n unakTuBupyer e€. Torna 0ocBOOOXKAESHHBIHN OT
WHTUOUPYFOIEro BiIusHus Oesiok Mei2p fienaet cBoe JIejio — CIoCOOCTBYET MpeMenio-
tnyeckomy cuntesy JIHK, u Bctymienue B Meiio3 ysxe Henb3s mpeaoTBpatuTh (Yamanoto
et al., 1997).

Taxum 00pa3oM, Kak TOJIBKO TUIUIOHIHAS 3UT0Ta oOpa3oBajiach, OHAa TOTOBA K BCTY-
TUIEHUIO B Meiio3. E€ ciepiknBaeT TONBKO OHO OrpaHHYeHne — Ooraras MUTaTesbHas
cpena, a TouHee, MPUCYTCTBUE B KIIETKaX akKTUBHOM (hopMbl KMHA3bI Patl.

benok Mei2 siBisiercsi OSTKOBOM KOMIIOHCHTOW puOOHyKIconpoTenHa. Ero dyHkims Heodxo-
JHMa HC TOJIBKO JIJIA HHUIIUallUun HpeMeﬁOTH‘-IeCKOFO CHUHTEC3a HHK, HO U I metiosa I. MoneKy—
na PHK, kotopast cBs3biBaeTcs ¢ OesikoM Mei2, coctout mpuMepHo u3 S00 HyKJICOTHIOB U TOITY-
yuia Ha3Banue merornyeckoid PHK (meiRNA). Knerku, mumennsie stoii PHK, ocranasnusator-
csl B pa3BUTHM HakaHyHe Meiio3a I.

Bo BpeMst BereTaTHBHOTO pocTa KyJIbTyp KIETOK S. pombe akTHBHO MOAABISIETCS UX
CIOCOOHOCTH K Meii03y. DTO TOCTUraeTCs MyTeM SIMMHUHALIMU TeX TPAHCKPHUIITOB, KOTO-
pble KOAMPYIOTCS MEHOTHYECKMMH TeHaMu. 3amMeyaTeIbHbI MEXaHW3M COCTOHUT B TOM,
YTO 3THU TPAHCKPUITHI HECYT MOJIEKYJIApHbIE MUILIEHU (tags) — Tak Ha3bIBaeMbIe JeTep-
MUHAHTHI celieKTUBHOTO yaanenus, DSR (determinants of selective removal), kotopsie
JIeNat0T WX BOCIPUMMYMBBIME K Oenky Mmil. Dtor PHK-cBs3bIBaromuii 6eok ciyxut
CEJICKTHBHBIM dITUMHHATOPOM («yOuiinei») Takux MPHK.

Cucrema Mmil — kJIr04€BOE 3BEHO, ©€ WHAKTHBAIIUS — TEPBBIN [Iar HA MyTH Mepe-
X0Jla OT MUTO32 K Mei03y. JTa WHAKTUBAIMS MPOUCXOIUT B pe3ylbTaTe QyHKIIMOHUPO-
BaHus Ocyika Mei2 (Harigaya et al., 2006). T'onoaHas cpefa CTUMYIIUPYET SKCIPECCUIO
Mei2 (puc. 9.2 u 9.3), u 3TOT OeIOK KaKMM-TO 00pa30oM HajiaraeT 3alpeT Ha JCSTelb-
HOCcTh Oenika Mmil (cekBecTHpyeT ero, Kak nuiyT aBTopbl). [locie atoro Mmil yxe He
MOKET 00JIbIle OIOKMPOBATh TPAHCKPUIITH MEHOTHYECKUX TEHOB.
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MutaHue
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Puc. 9.2. Kackan reHOB, HTHIYIUPYIOIIMX U 3aIyCKAIOIUX MEH03 y S. pombe.
O0bsicHeHns — B TekcTe (o Yamamoto et al., 1997).

IHonynapuaa ananozus. 3amMox CHAM, 80POMA OMKPbIBAIOMCA, U OENKU-NPOOYKNIbL
Melomu4eckux 2eH08 HauuUHarm 0OUH 3a Opy2uM 6CIYnams 6 0el0, KaK 3CKaA0pOHbl Ka-
sanepuu 8 amaxy u3 OMKpbvImMslx 6opom Kpenocmu. Takas MOCT-TPAHCKPHITIIMOHHAS pe-
TYISAIASA 110 TPUHITUY TPUHYIUTENEHOTO «3aMaTdnBaHU MEHOTHYECKINX TEHOB B BETe-
TaTUBHBIX (COMAaTHYECKUX — Y )KUBOTHBIX ), TO €CTh B HEMEHOTHUECKHX, KIIETKaX NMEeeT
MIPEUMYIIIECTBO, IIOCKOIBKY OHA TI03BOJISIET OBICTPO BHIKIFIOYUTH ce0sl TOT/Ia, KOTJa Meii-
03 JIOJDKEH HemeIeHHO HadaThes (Harigaya, Yamamoto, 2007).

Heo6brvHasa npodaza [ meiosa. «KOHCKUIM XBOCT»

Knerounoe siipo 3urotsl S. pombe, BCTynuBLICH B Me#03, HEOOBIYHBIM 00pPa30M OTIIHU-
YaeTcsl OT KJIETOYHOTO siipa B MEH03€ Y MOUKYIOIINXCS APOXOKEH. Yke B mpemMenoTuye-
cKkoil naTepdase, a 3areM B npodase I ssapo S. pombe 3amonTHEHO CTPYKTYPO, OTYyYHB-
1rei Ha3BaHHe «KOHCKOTo XBocTa» (Robinow, 1977). 3To my4ok BOIOKOH OENIKOBOH MpH-
POZBI, HAITOMUHAIOIIUH O] MUKPOCKOTIOM Pacu&CaHHbIN JOMAAMHBIA XBOCT. XPOMOCO-
MBI KPETISATCS K 9THM BOJIOKHAM.

Xpomocombl B BUIE Kinaccuueckux ¢pudpuut xpomaruna (JJHK-nykneocomnas HUTH)
MPUKPEIJICHBl BO MHOTUX MECTax K 3TUM OeJKOBBIM HUTSIM. KOHCKHI XBOCT coBepIa-
€T BOJHOOOpa3HbIe JABMKEHHUS, © BMECTE C HUM ABHIKYTCS XpOMOCOMBI. Buneocsémka
MO MHUKPOCKOIIOM TI03BOJIMJIA 3a(UKCUPOBATH AT JBWKCHHS, a KOMOWHAIMS METO-
noB FISH 1 nMMyHOUMTOXMMHM OENKOB C MOMOIIBIO (DIIyOpEeCUEHTHBIX aHTHTEN TO-
Moria pacmudposath KaptuHy coObiThii (Chikasige et al.,, 1994; Svoboda et al.,
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Puc. 9.3. YipornieHHasi cxema TeHHOTO KOHTPOJIS BCTYTUIEHUST B MEI03 U MTPOAOIDKEHUS Meiio3a y

S. pombe.

Ykazansl cuMBOJIbI TeHOB. [ITB — nmosnsipHoe Teno BepeTeHa. KopoTkuMu yepToukaMu BHYTpU
s7pa YCIOBHO 0003HAYCHBI ()parMEHTHI THHEHHBIX 3JIEMEHTOB XPOMOCOM (CM. TEKCT CIEAyFoIIIe-
o pasjena), JUIMHHBIMU YepTaMu — TTOJTHbIE JIMHEHHBIE AJIEeMEHTHI XpoMocoM (o Shimoda et

al., 1985 ¢ usmenenusimu).
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1995). Kpome Toro, BaxkHble HAONIOJACHUS U BBIBOJBI OBUIM CJICJIaHBI HA OCHOBE DJICK-
TponHoi Mukpockonuu (Lorenz et al., 2004; Loidl, 2006).

B mpodasze I meiioza y S. pombe HeT cyOcTanuil OT IeNTOTEHBI 10 AUILIOTEHBI, IPHU-
CYIIMX KJIaCCUYECKOMY Mei03y, BMeCTO HUX Bes npodasa | Melio3a Ha3pIBaeTCs cTajauen
koHckoro xBocra (horsetail).

Cmena xonghucypauyuu Paona na konguzypauuro «KOHCK020 X60cmay, ananiozuy-
Hyl0 Konguzypayuu «oykemay. B knetrkax S. pombe, nensumxcs myteM Muto3a (Oyab To
rafjouHbIe WU TUIUIONIHBIE KJIETKH), IIEHTPOMEPHI XpPOMOCOM MPUKPEIUIEHBI K BHY-
TPEHHEH MOBEPXHOCTH SIACPHON 00O0IOYKM HAITPOTHUB MOJSPHBIX TEJ BepeTeHa (IPUMBI-
KaloMIMX K AJepHON 000JI0YKe CHApYXH). DTO XpOMOCOMHasi KoHpurypauus Padins. Nn-
JTYKIMs Meiio3a B 3UT0OTE BBI3BIBAET peopraHusaluio kierouynoro sapa u I1TB. Komrmo-
Hentsl [ITB, aktuBable B MuT03e (Cutl2, Pepl, Spol5), nokuaaror ero B mpodase I meii-
03a ¥ BO3BpaIIaroTCs nocie okoHuanus meriosa I (Ohta et al., 2012). Emé onun komrio-
HeHT [ITB — kunaza Plol — Taxke yxoaut u3 I1TB, u 3T0 BaxkHO Jyisl IPaBUIILHOTO
MeiorTnyeckoro pemoaenuposanus [ITB. UckyccrBennoe Beenenue Plol B IITB npuso-
JUT K CBEPXAYIUIMKALIUU MOJIIPHBIX TeJel], MyJIbTUIIOISIPHOMY JIEJIEHUIO M HeNpPaBUIIb-
HOMY PacX0Xk/JIEHUIO XPOMOCOM.

MukpoTpyOouku BepeTeHa BhIXOIAT He u3 camoro [ITB, kak gymanu panee, a u3
ANEKTPOHHO-TIOTHOTO 00pa30BaHUs, pacmoiiokeHHOro Ha pacctosHuu 30-180 uHM ot
[ITB (Funaya et al., 2012, uut. no Dammermann et al., 2012). Ono 6bU10 Ha3BaHO paju-
aJIbHBIM LIEHTPOM opranmu3anuu MUKpoTpyoouek (pLIOMT). O6pasosanue plIOMT 3a-
BUCHT OT paHee uaeHTuduuuposanHoro komrnonenta [ITB — Hrs1/Mcp6. OTot kommo-
HeHT (opmupyeT MocT Mexay [ITB n MUHyc-KOHIITaMH LUTOIUIA3MaTHUYECKUX MHUKPO-
Tpybouek. @ocopunuposanue u aerpagauus Hrs1/Mcp6 criocoOcTByeT HHAKTHBAIIMN
pLIOMT B koHIIe MelioTHYECKOH MTpoda3bl U 00IeryaeT peopraHu3aluio MUKPOTPYOOUeK
B ObunossipHoe BepeTeHo (Dammermann et al., 2012).

Teromepbl TOMOJIOTHUYHBIX XPOMOCOM HPUKPEIUIAIOTCA MapaMu K BHYTpEHHEH mo-
BEPXHOCTH S7IepHON 00OJIOYKM HAIIPOTHB IMOJIIPHOIO Tejla BEpeTeHa, TaM ke, I/ MpH-
KperuieHbl HeHTpoMepsl. [lociie 3Toro neHTpoMepsl 0CBOOOKIAIOTCS OT KOHTaKTa ¢ 000-
JIOUKOM si7jpa, ¥ Bo3HUKaeT (urypa Oykera xpomocoM. [lomsipaoe tesno Beperena (I1TB)
C TIOMOIIBI0 MUKPOTPYOOUEK LUTOIIa3Mbl MHOTOKPAaTHO TEPEMENIaeTCsl ¢ OIHOrO TO-
Jroca KJIETKU Ha IPYTOH, YBIIEKas 3a CO00M BEpXYIIKY S/ipa, U OHO MPUOOpETaET rpylie-
BUAHYIO POpMy. XpOMOCOMBI, BeoMble Tiepemenienusivu [1TB, coBepiiatoT yHayaupy-
OIIME JIBUKEHUS M0 JUIMHHOW OCH KieTKH. [Ipu 3TOM NIMHHBIE XPOMOCOMBI, PUKpe-
IJICHHBIE 32 00a KOHI[a, COBEPIIAIOT IBUKECHHUS, HAITOMUHAIOIINE B3MaXH1 KOHCKOTO XBO-
cta. TecHbI KOHTAKT U PEKOMOUHAIIMS TOMOJIOTUYHBIX XPOMOCOM IPOUCXOJIAT BO BpeMs
ATUX MaXOBBIX JIBIKEHUHN «KOHCKOTO XBOCTay (puc. 9.4 u 9.5).

OTH SBJICHUS AHAIOTUYHBI TOCTPOCHHIO «OyKeTa» XpoMOCOM B panHel npodase [ (Ha-
npumep, y S. cerevisiae). OqHaxo oHu ipoucxoast B ooparHom nopske (Chikasige et al.,
1997). [Ipucoenuuenue TenoMep K BHyTpeHHeH siaepHoit MemOpane Bonm3u SPB niporc-
XOJUT B TAIIOUIHBIX SIIPaX B OTBET HA ()epOMOHBI CIIAPUBAHUS, & BTOPOH 3Tall — OTCO-
eIMHEHHNEe LEHTPOMEp OT AJEePHOI MeMOpaHbl — COBEpIIaeTCs MOCIe KOMYIIALNHU Tario-
WHBIX KJIETOK.

B simpe Ha cTanmm «KOHCKOTO XBOCTa» TeJIOMEpHhl BCEIyia HaOMIOAal0TCs B BUIE €HHO-
To KJlacTepa, B TO BpeMsl KaK IEHTPOMEPHI CHayasia rpyImupyloTCcs B BUJE ABYX KJIACTEPOB,
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Puc. 9.4. Komyssiius rarutoniHbeIX KIIETOK U mpodasa [ meiiosza y S. pombe.

A — ramonHbIe KJICTKH MPOTHBOMOIOKHBIX TUTIOB ciapuBanud (A" h"); B Aapax KIETOK
YCJIOBHO [TOKa3aHO 10 OJHOW JABYIIIEYEH XPOMOCOME, LIEHTPOMEPHI IPUKPEIIEHB! K A1EPHON
000II0YKE HAITPOTUB MOJISIPHBIX TENI BEpeTeHa. b — Komymsiuus kietok. B — cinmstane anep
(xapuoramus). I' — TemoMephl ToXe MPUKPETUIAIOTCS K AaepHoi o0omouke. [| — mneHTpomMepst
TEPSAIOT KOHTAKT C SIIEPHOM 000JI09YKOi, M BOSHUKACT (hUTypa, aHaJOTHIHAsT «OyKeTy»
XPOMOCOM; TIOJISIPHOE TEJIO BEPETEHA HAYMHACT OCLIUINPYIOIINE IBIKCHNS MEXKTy TOJIF0CaMu
KJIETKH, yBJIEKasi XPOMOCOMBI, TIOI0OHO MaxaM KOHCKOTO XBocTa. E — romomnorudnsie
XPOMOCOMBI TECHO KOHTAKTHPYIOT B PE3YJIbTaTe MAaXOBBIX JBIKCHUI «KOHCKOTO XBOCTay (110
Wells et al., 2006 ¢ u3MeHEeHUsIMK ).
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Puc. 9.5. Kagper u3 anumanuonHoro ¢uisma “Another way to move chromosomes” o Meiiose
y npoxokeit S. pombe, TOKa3bIBAIOIINE JBIKCHHE «KOHCKOrO XBocTay. (Murepuer, 2013 1.,
AHOMHMHBIH aBTOD).

Lndpsl — cexyHIIbI TTOCIIE HaYasIa epecTPOrKH «purypsl Padis» B «OyKeT XpoMocoMy.

a rmo3Hee coOMparoTCsl B €MHBIN KilacTep. DTO CBUIAECTEIBCTBYET O TOM, YTO CIIapUBAHUE
TOMOJIOTHYHBIX XPOMOCOM HAUMHAETCS C TEIOMEPHBIX KOHIIOB U paclpoCTpaHsieTcs 1o Ha-
MPaBIICHUIO K LieHTpoMepaM. CriapuBaHKe U CHHAIICUC 00ECTIEUUBAIOTCS BOTHOOOPAa3HBIMHU
(YHIYTUPYIOIIMMH) JBHKESHUSMH KOHCKOTO XBOocTa. OHM MPOUCXOAAT Onarofapsi OCIuI-
JupytomuM nepemelneHusm [1TB, KoTopele «IIoJIomyT» IO KIETKE AP0 U BECh IIyYOK
OCJIKOBBIX HUTEH BMECTE C MPUKPEIUICHHBIMU K HUIM XPOMOCOMaMHU. XPOMOCOMBI BBITATH-
BAIOTCSI BJIOJIb HUTEH KOHCKOTO XBOCTA M MPOTATHBAIOTCS OT OHOTO Kpas A1pa A0 APYro-
r0 BO BPEMs ATHX «IOJOCKaHUI». O4YeBUIHO, YTO B 3TO BPEMS TOMOJIOTHYHBIE XPOMOCO-
MBI MOTYT KOHTaKTUPOBaTh OOK O OOK, Ta’Ke €CJIM HE BCTYMAIOT B JUIMTEIbHBIN CHHAIICHUC.
KoHckwuit XxBocT nBHKETCsI Onarofgapsi MojieKyaaM Oellka AMHEHHA, TIepeMellatoero-
Cs1 BIOJIb MUKPOTPYOOUEK M COSTMHEHHOTO Yepe3 SepHYI0 000JI0UKY C TeJIOMEpaMu MpH
nomornu 6enkoB komiuiekca SUN-KASH (Loidl, 2006). Uccienosarenu (Dammermann
et al., 2012) mpoBonsT mapajieab MEKAY OTKPBITHIM HEJaBHO PagHalbHBIM IICHTPOM
OpTaHU3alry MUKPOTPYOOUEK U MEPUIICHTPHOIBHBIM MaTepUaIOM, OKPYKAIOIUM IIeH-
TPHOIIM B EHTPOCOMaX JKUBOTHBIX. O0€ CTPYKTYpHI CBS3BIBAIOT SIIPO C IIUTOCKEIECTOM
MHUKpoTpyOouek. Kpome Toro, B 00oux ciydasx ydacTByrOT Oeiku ¢ qomeHamu SUN-
KASH: oHM NpOHU3BIBAIOT SIEPHYIO OOOJIOUYKY M YYacTBYIOT B JBHXXCHHUH MEWOTHYE-
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CKHX XPOMOCOM M MUTPALIUU Apa Y TAKUX JAIEKUX BUIOB, Kak APOXKH, Dictyostelium,
C. elegans, npo3oduia 1 N03BOHOYHbIE. MOTOPHBIH OEJIOK JUHEHH U CBA3aHHbIE C HUM
Oenku (BozmoxkHO, Hrs1/Mcp6 nposokeit sSIBIsSieTCsl HX OPTOJIOrOM) TaK)Ke KOHCepBaTHB-
Hel. [Tonpobuee o komruiekce SUN-KASH cm. . 10 (puc. 10.2).

YnbTpacTpyKiypa KIeTOYHbIX siaep B npodase |

Y S. pombe nem cunanmonemmnsvix xomniexcos. Ilpodasa I Meiioza n3ydena mom
JNIEKTPOHHBIM MHUKPOCKOIIOM HE MEHEE YeM y THICIYU OMOJOTHYECKHX BHIOB OPTaHM3-
MOB M3 BCEX LAPCTB KUBOW MPHUPOIBI, M JIUIIb Y €IWHUI] BUIOB (JIOCTOBEPHO — Y TPEX)
cuHanToHeMHble kKoMmrutekehl (CK) He o6HapyskeHbl. Jposkxku S. pombe OTHOCSITCS K YHC-
JIy 3TUX «UCKIFOUUTENbHBIX» opranu3mMoB. Bmecto CK y HuxX Ha mpenaparax, mpuro-
TOBJICHHBIX JJIS DJICKTPOHHONW MHKPOCKOTHH, HaOmogaetrcs 25-30 cyOMHKpPOCKOITHIEC-
CKHX BOJIOKOH, TaK Ha3bIBAEMBIX JIMHEHHBIX d1eMeHToB (linear elements). [l HaGmro-
JIEHUSI TIOT DIEKTPOHHBIM MHUKPOCKOIIOM UX OOBIYHO OKPAITUBAIOT a30THOKHCIBIM Cepe-
o6pom (Olson et al., 1978; Bahler et al., 1993). brarogapst KOHTpacCTHPOBAHHUIO dTOU CO-
JIBI0 cepedpa, OHM BBINNIAIAT IEKTPOHHO-TIOTHBIMA. VIMEHHO OHM M 00pa3yroT My4YoK
HHATEH «KoHCKOTO XBocTay (Loidl, 2006).

JIuHelHbIe AIIeMEHTHI MOSBIISIOTCS B BUJIE KOPOTKUX HUTEU MOCIIe 3aBeplIeHUs MpeMen-
otndeckoro cuaTe3a JJHK. 3arem oM yImuHSIOTCS, YKIIaIBIBAIOTCS TTapasuIeTbHO, a TTIOTOM
(B KOHIIE cTaAUN KOHCKOTO XBOCTa) — JE3UHTErPUPYIOTCS U ucyezarotT. [locme atoro mo-
JIIPHOE TEJIO BEpETeHa YABAWBACTCS, a €Tr0 JI0YEpPHHE Tela, «CKOIb3sD» M0 HapyKHOU CTO-
POHE siIepHOI 000IOUKH, PACXOATCSA U PACTIONAraloTCs JHaMeTPATbHO MTPOTHBOIIOIOKHO
Ha JIByX CTOPOHaX KJIETOYHOTO siipa. Mex Iy HUMH B Kaproruiazme (popmMupyeTcst Bepere-
HO TIEPBOTO KJIETOYHOTO JieNleHrs Meio3a. [lossipHble Tesra OKa3pIBaloOTCs Ha €ro MOJF0Ccax.

JluneiiHbIe JeMEeHTH — TPUMHTHBHBIC TMPEIINIECTBEHHUKA CHHANTOHEMHBIX KOM-
iekcoB. [leTnn xpomMaTiHa IPUKPETUIIOTCS K THHEWHBIM 3JIEMEHTaM, I03TOMY ITOCIIE-
HUE TIPUHATO CYUTATh aHAJIOTaMU OCEBBIX AJIIEMEHTOB XPOMOCOM KJIACCHYECKOTO Meii-
o3a. JIuHeliHbIe 2JIEMEHThl KOpOYe XPOMOCOM, M MX YMCIIO MpeBbIIAeT B 4—5 pa3 yuc-
710 XpoMocoM (2n=6). OHHM pacrojiararoTcsl Kak IyHKTHpP, 00pa3yst IpephIBUCTYIO ITyH-
KTUPHYIO 0Ch XpoMocoM. OHU HYXXHBI JJIs1 KOHJCHCANINY U IMHEIHON opraHu3anuu Gu-
Oopuit xpomatuHa — Moutekynn JIHK ¢ comyTcTByrommmu 6enkamu. JIMHEHHBIC dIeMeH-
THI COSAWHSIOT ceCTpHHCKUE XpoMaTuabl (Molnar et al., 1995). IMmeHHO TIpephIBHUCTHIC
(xaKk yHKTHP) OETKOBBIE OCH XPOMOCOM 00pa3yIOT MyYKH BOJIOKOH «KOHCKOTO XBOCTaY.
KpaTtkoBpeMeHHBI CHHAIICUC TOMOJIOTHYHBIX XPOMOCOM TIPOHMCXONIWT, KaK CKa3aHO
BBIIIIE, B XOJI€ BOJTHOOOPA3HBIX JBIKEHHN MapauIeTbHO YA0KEHHBIX MYHKTUPHBIX JIH-
HEWHBIX EMEHTOB — HUTEH «KOHCKOTO XBOCTa.

CHHAICHC TOMOIIOTHYHBIX XPOMOCOM, MEHOTHYECKasi peKOMOMHAIINS U TIOCIIEyIoIIee
PEIYKIIMOHHOE PACXOKICHHE XPOMOCOM Y S. pombe TIPOUCXOIAT 6€3 TpeBapUTeILHOTO
topmupoanmsa CK (Kohli, Bahler, 1994; Scherthan et al., 1994). MccnemoBarenu yTBepx-
JIAFOT, YTO MEXKIY TOMOJIOTaMy 00pa3yroTcs XMa3Mbl. DT0 yMo3akitodeHne (1o y S. pombe
HUKTO XHa3M HE BUEN) CAETaHO Ha OCHOBE TOTO, YTO BO BCEX TPYIax CIETUICHUS Te-
HOB Y 3THX JPOXKEH JOCTOBEPHO 3apETMCTPHUPOBAHBI MHOKECTBEHHBIE KPOCCOBEPHI, a,
BO-BTODEIX, Tt Metio3a 6e3 CK ecTs aHanmoruu cpear HEeKOTOPBIX MYTaHTOB S. cerevisiae.
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B mnaBe o kmaccuueckoM Meiioze (1. 3) cooOmianock, 4To MyTaHTHI zipl ApOXOKeit
S. cerevisiae HOPMHUPYIOT OCEBBIC IEMEHTHI XPOMOCOM, HO HE CIIOCOOHBI (DOPMHUPOBATH
CK, Tak kaK y HUX He cHHTe3upyeTcs Oesok nornepeynsix punamento CK. Tem ne menee,
y 9THX MyTaHTOB MPOUCXOIUT PEKOMOHMHAIINS C YACTOTOM, COCTABIISIOIICH €INHUIIBI TIPO-
LEHTOB OT HOPMAJILHOM YacTOTHI B TUKOM THIIE, M HAOIIONACTCS Cerperamus roMoIornd-
HBIX XPOMOCOM, HO TIPOLEHT YKM3HECIIOCOOHBIX CIOp HU3KMH. OIHAKO y 3TUX MYTaHTOB
OTCYTCTBYeT UHTep(epeHIusi KpoccuHroBepa. Y S. pombe untepdepeHnus peKoMou-
HAIIMM TOKe 0TCYTCTBYeT. ITO — BaKHbII MPU3HAK Meiio3a, npoucxoasimero 6e3 CK.

Cucrema meiio3a, aHajiorndsas S. pombe, oOHapyxeHa y Hu3IIero rpuda Aspergillus
nidulans. Y storo rpuba orcyrctByetr CK, u Het unrepdepenun kpoccunrosepa (Egel-
Mitani et al., 1982). K coxasnenuto, mociie 3Toi nepBoi paboThl Meii03 y 3TOro rpuda
MOYTH HE MoJBeprajics Oonee AETaIbHOMY UcclenoBaHuio. Y Tetrahymena Takxke HET
CK u GenkoB, BXOJSIIUX B €r0 CTPYKTYpY (10 KpaiiHell mepe, OeTKOB, pOJACTBEHHBIX U3-
BECTHBIM OenkaM). BHyTpu mpodaszHoro siipa y 9THX OpraHu3MOB 0OHAPYKEHBI CTPYKTY-
PBI, HATIOMUHAOIINE JTMHEWHBIC AIEMEHTHI poxkeit S. pombe (Loidl, 2016). Bonpoc o
ponu CK B uHTEpEpeHIIUN KPOCCUHTOBEpa 00CYKIaeTCsl HAMU B TJIaBe 4.

MonekyrnsipHasi opraHu3aumsi
1 YJIBTPACTPYKTyPa JIMHENHbIX 2JIEMEHTOB

Haiinens! Tpu Oejka, BXOAALIME B COCTAB JIMHEHHBIX 3JIEMEHTOB. DTH OCNKH POI-
CTBEHHBI OEJIKaM OCEBBIX 3JIEMEHTOB MEHOTHYECKHX XPOMOCOM y IMOUYKYIOLIMXCS IPOK-
xel S. cerevisiae. OCHOBHBIM CTPYKTYPHBIM O€ITKOM JIMHEHHBIX 3JIEMEHTOB SIBIIsieTCS Oe-
nok Recl0. be3 Hero nmuHeitHbIe meMeHTH He (hopmupyroTcs. [Ipu 3ToM y MyTaHTOB, y
KOTOPBIX OTCYTCTBYIOT JiBa JApyrux Oenka, Hopl u Mek1, nuHeitabie 3neMeHTHI hopMHu-
PYIOTCSI U BBIISLAAT (11O 3JIEKTPOHHBIM MHUKPOCKOIIOM) IOYTH KaK y JPOACKEH AMKOTO
tuna (Loidl et al., 1994 b).

Rec10 mmo cBoeit KOH(I)OpMaLII/II/I W 9aCTU4YHO II0 IMOCJICA0OBATCIIBHOCTH aMUHOKHCIIOTHBIX OCTar-
KOB ITOXOK Ha 0eJI0k oceBbIX dieMeHToB Redl S. cerevisiae (Smith, Roeder, 1997). On numeer Gora-
TYIO JIMU3UHOM 0071acTh ¢ MIPEACKA3aHHBIM JIOKYCOM MPULICITIBHOI'O CBA3bIBAHUS C KJICTOYHBIM AAPOM
(nuclear targeting signal). DTa 9acTh OEITKOBOI MOJEKYIBI CIIOCOOHA AIIEKTPOCTATHUCSCKH B3aMO-
neictBoBats ¢ JJHK. Kpome Toro, B 6enke ects anbda-crupansHas oomacts Ha C-koHie (Lorenz et
al., 2004). Tomonorus UMMYHO(ITYOPECIIEHTHBIX CHTHAIOB ATOTO OEJIKa B SAPE COOTBETCTBYET MOP-
(1)OJ'IOFI/II/I JIMHEHMHBIX QJIEMCHTOB, CJICAO0BATCIIbHO, OHU PACIIOJIAraroTCs MO OCHU 9THUX DJIEMEHTOB.

Jlokanmzarnust 6enka Hopl 3aBucur ot npeaaputensHoro npucytcTBust Rec10, u tpe-
KA €ro UMMYHO(IYyOpPECIICHTHBIX CHTHAJOB BUAHBI Ha JIMHEHHBIX 3JIEMEHTaxX B BHJEC
nyHktapa. benok ornanenno poxcrsenen Oenky Hopl S. cerevisiae (Hollingworth et
al., 1990) u 6enkam-opronoram y C. elegans (HIM-3) u Arabidopsis thaliana (ASY1 u
ASY?2).. ImaBHOE B 3TOM CXOJCTBE 3aKJIOYAECTCS B TOM, UYTO BCE OCJIKH Y ATUX OpraHu3-
MOB, poactBennble Hopl, HecyT Ha N-koHue nonunentugHod nenu nomeH HORMA u
[EHTPaIBHBIN MPOTWI-THIPOKCHITIa3HbIH ToMeH (Lorenz et al., 2004).

Tak ke, Kak Ha OCEBBIX JIEMEHTaX y S. cerevisiae, Ha TMHEWHBIX SJIEMEHTAX Y IPOXK-
kel S. pombe pacrionararorcss MOJIEKyJbl Mero3-crienuduunoit pochoxunazsr Mekl.
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O1oT (hepMEHT HE SIBISETCS «CTPOUTEIbHBIMY» (CTPYKTYPHBIM) KOMIIOHEHTOM 3THX JIH-
HEHHBIX JIEMEHTOB U JIoKanu3yeTcst Ha Hux nstaucto (Bailis, Roeder, 1998).

VY noukyromuxcst Jpoxokeidl Meio3-cieunduunble reHsl redl, mekl, hopl susiorcs
SMHUCTATUYECKOW TPYNIOH, TO €CTh OHU (PYHKIMOHHUPYIOT UMEHHO B TaKOM HOPSIKE, U
MyTalus B IEPBOM I'€HE NOJABIISIET IIPOSIBIEHUE BTOPOIO U TPETHErO I'€HOB, & MyTalUs
BO BTOPOM IIOJIABIISICT MPOSBIICHUE TPETHETO TeHa ATOro psiaa. B orHomenun S. pombe
enl€ MpeCTOUT IPOBEPUTH, CYLIECTBYET JIM TaKasl K€ 3aBUCUMOCTb, T.€. SIIUCTaTUIECKOe
B3auMOJIelicTBUE TeHOB recl(), mekl w hopl, HO yXe BBISBICHO OIPEICICHHOS Pa3iiu-
yue. Jleneuus reHa recl()y S. pombe MOTHOCTBIO TONABIISIET PEKOMOMHALIUIO, B TO Bpe-
Ml KaK TIpH JeJIelnu TeHoB hopl n mekl >dpdexT cynpeccun peKoMOMHAIME YMEPEHHBIH
(Loidl, 2006)

CyIIecTBYIOT pa3inyus MEKAY MECTOIMOJIOKEHHEM B MPOoQa3sHoil XpoMocome H, MO-
XKeT ObITh, QYHKIMEH MEHOTHUECKUX KOTE3WHOB Y S. cerevisiae u S. pombe. Y nepBbIX
NEPUOAUYECKU PACIIOJIOKEHHBIE KOTE€3UMHOBBIE KOJIbIA CIYXaT OCHOBOW, Ha KOTOPOH
(hopMHPYIOTCST OCEBBIC AIIEMEHTBI BO BPEMS CTaJUH JICNTOTEHbI, 1 MEHOTHYECKUH KO-
re3uH Rec8 oOHapyKuBaeTcsi IMMYHOIIUTOXUMHYECKH B BUJIE HETNPEPHIBHBIX HHUTEH B
coCTaBe 3TUX AIEMEHTOB. Y S. pombe pokychl aHTHTEN K Rec8 B cocraBe JTUHEHHBIX
3JIEMEHTOB TNPEPHIBUCTHI (KaK M CaMU JMHEWHBIE 3JIEMEHTBI) U 4acTo JIeXKaT BHE 3THX
CTPYKTYp. DTO HHTEpIpeTUpyeTcs Tak: 3HaunTenbHas yacts JJHK xpomocom nexur BHe
JMHEWHBIX 3JIEMEHTOB B BHUJIE «IaTepajbHBIX METeNbY, B KOTOPhIX Rec8 pacrnomnaraercs
MEXIY CECTPHUHCKUMHU XPOMAaTHIAMHU U HE BXOJIUT B CTPYKTYPY MPEPHIBUCTHIX TUHEHHBIX
aneMeHToB. [Ipr 3ToM HUTH QOKYCcOB aHTHTEN K Rec8, B OCHOBHOM, HE COBIAIAIOT C JIU-
HusiMu (okycos antuten k Recl0 (Tanaka et al., 2001, mut. mo Yamamoto, 2004; Wang
et al., 2002, nut. mo Yamamoto, 2004; Loidl, 2006).

unamuxa npeodpazoeanuii nuneliHbIX 31eMEHMO8 8 X00e melio3a. BriepBbie TMHENHbIE dJie-
MEHTbI ObUTH OOHApY’KEHBI Ha YJBTPATOHKHX CPe3ax KJIETOK, HO MX MOJHAash MOpP(OIornyecKast
CTpYKTypa ObLIa OIMCaHa HAa OCHOBE TOTAJBHBIX IIPEIAPaToB KJICTOK, PACIIACTAHHBIX HA CTEKIIAX
HOCJIe THIOTOHUYECKOro Ioka. Ha Takux mpenaparax JMHEHHBIC SJIEMEHTHI BBIIVISJICIN BeChbMa
FeTePOreHHBIMH: KaK CEPHUH TOYEK, KOPOTKHE HUTH M MX IMy4KH, Oonee JIMHHBIE HUTH. YHCII0
JUIMHHBIX HUTEH OOBIMHO HpeBbImano 2n. Kak M ciemoBajo 0XHAaTh, OKa3ajoCh, YTO Pa3HBIC
MopdOIOrHYecKne KapTHHBI COOTBETCTBYIOT Pa3HbIM CTAIHsIM (OPMHUPOBAHHUS JIMHEHHBIX e~
meHTOB (Béhler et al., 1993; Lorenz et al., 2004).

Ha craguu panneii npogassr I BUIHEI cepun To4ek — (OKYCOB CBEUCHUs (IIyOPECLEHTHBIX
anTuTen K 6enky Recl0. 3arem, o Mepe pa3ButHs Ipodasbl, OHH CIUBAIOTCS B HUTU, KOTOPEIC,
€CJIM MX KOHTPACTHPOBATh TSUKEIBIME METaJJIAMH, YK€ BUHBI B 3ICKTPOHHOM MHKpOcKore. Yuc-
JIO OTHX HHTEHl IPEBBIIIACT YHUCIO XPOMOCOM (2n=6). 3aTeM HUTH HAYMHAIOT JOKAJIBHO CIIAPHU-
BATHCS M MCHATHCS «IIapTHEpaMi». B pesynbTrare 06pasyercst ceTh IEKTPOHHO-IUIOTHBIX HUTEH,
KOTOPBIC TAKXKE OKPAIINBAIOTCS (QIIyopeceHTHBIME aHTHTeNnaMu K 6enky Recl0. Emgé nosxe sra
CeTh pacHajacTcs Ha WHIMBHU/yalbHbIC HUTH, Takxke coxepkamue Recl0, n oHu cimBaroTcs B
myuky. Kaxpiil y94oK BBINISLIAT KaK HHANBHIYAJIbHAS yTOJIIEHHAs: HUTEBUIHAsI CTPyKTypa. Ha-
KOHEII, HUTH HAYWHAIOT YKOPAYUBATHCS U JICTPAAUPYIOT.

Jluneiinble seMeHThl HaOMIOAt0TCs ¢ 5-T0 10 §-i Yac npeObIBaHMs KIETOK B CHOPYJISILIUOH-
Holi cpeze (Yamamoto, Hiraoka, 2001). K Hauany atoro neprona npemeiiorndeckuii cunres JJHK
YK€ 3aKOHUYCH U, COIVIACHO PEe3yJbTaTaM HAOIIOACHUS OTACIBHBIX JOKYCOB XPOMOCOM METOOM
FISH, cunancuc roMosioroB NporucXoIuT B HHTEpBajIe BPEMEHH €O 2-T0 110 6-i 4ac npeObIBaHus
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KJIETOK B criopyisiiiuonHou cpene (Scherthan et al., 1994). Takum 00pa3om, BpeMs KHU3HH JIUHEH-
HBIX 3JICMCHTOB U BpeMeHHOﬁ HWHTEpBaJI, KOraa Ha6J'IIO}IaIOTCH CUT'HAJIbI CTIapuBaHWA TOMOJIOTHUY-
HBIX JIOKYCOB, 0OJiee WM MEHee YIOBICTBOPUTEIBHO COBMA/IAIOT, U 9TO MO3BOJSIET CUMTATH, Y4TO
JIMHEHHBIC AJIEMEHTHI Y4acCTBYIOT B ClIapuBaHWU, BEPHCEC — B JIOKAJIbHOM CHUHAIICHUCE TOMOJIOTOB.
[TostBenue Genka pekomOnHanuu Rec7, ydactByromiero B ((OpMUPOBaHHH JBYHUTEBBIX Pa3pHIBOB
JHK, u 6enka Rad51 coBmasaer ¢ MaKCHMyMOM Pa3BUTHS JUIMHHBIX JITHEHHBIX JIEMEHTOB, CO-
JCpKalnux ReclO, U ceTy HuTel. 1 Bcé 710 MMPOUCXOAUT BO BpEMA CTaJUN aKTUBHOT'O «KOHCKOI'O
xBocta» (Lorenz et al., 2000).

Bascnvie ycnosua ona ¢popmuposanus nunennvix nemenmos. s moIHOIeHHO-
r0 pa3BUTHA JMHEHHBIX 3JIEMEHTOB HEOOXOAMMO MPUCYTCTBHE MEHOTHYECKOTO KOTre3H-
Ha Rec8. Y MyTaHTOB ¢ TIoyiHOM Jienienyeli rena rec§ HaOMOIA0TCsl TOIBKO KOPOTKHE JIU-
HelHbIe 2eMeHThl. Ho 1 s ux GopmMupoBaHus Hy)kKeH MUTOTUYECKUHN mapaior oenka
Rec8 — kore3un Rad21, koTOpblil HE BBITECHSETCS MEHOTUYECKAM KOTE3UHOM, a MpH-
CYTCTBYET B MEHOTHYECKOM sIJIp€ BMECTE C HUM.

Dopmuposanue N1UHETIHBIX ITEMEHMOG HE 3AGUCUN O CRAPUBAHUA XPOMOCOM UIU
e2o omcymcmeus y mymanmog. OHO HE 3aBHCUT U OT I'€HOB, KOTOpPhIE BOBJIECYECHHI B
¢dopmuposanre DSBs. YV S. pombe 310 rensl rec’, recl2, recl4, meul 3, mde2. Onnako,
€CJIM HEKOTOPbIE U3 ITHUX T'€HOB MYTAHTHBI, TO YAaCTOTa BCTPEYAEMOCTH B KJIETKaX pas-
HBIX KOH(UTYpaluii TMHEHHBIX 3JIEMEHTOB (M, COOTBETCTBEHHO, TIPOXOXKICHUE CTaIUil
WX Pa3BUTH) OKa3bIBAETCS N3MEHEHHON. DTO 03HAYAEeT, UTO CYIIECTBYET OOpaTHas CBA3b
OT TIpolecca PeKOMOMHAIIMN K TIPoLieccy (OPMUPOBAHUS TUHEHHBIX JIEMEHTOB.

Céa3b nuneinnvix nemenmos ¢ xpomocomamu. Hx npepvieucmocms. llutonoruye-
ckast kaptuHa npodassl [ Meitoza y S. pombe cnoxna st uccnenoBanus. CI0KHO COMO-
CTaBUTh KapTHHY OPTaHM3alIMN XPOMAaTHHA C PACTIONIOKEHUEM CTPAHHBIX IMHEHHBIX 3J1e-
MeHTOB. OJTHAKO OJTHO M3 Ba)KHBIX JIOKA3aTeJIbCTB UX CBSA3M C XPOMOCOMaMH COCTOUT B
TOM, YTO CyMMapHasi JIJIMHA JTUHEWHBIX JIEMEHTOB y TUIUIOMIHOTO IITAMMa 3THX JAPOXK-
JKeH coCTaBIsET OKOJIO 34 MKM, a y TaryIouIHOTO mTamma — 55% oT 1ol muHbl. OgHO
13 TIEPBBIX CIEJCTBHI ATOTO CPABHEHHUSI COCTOUT B TOM, YTO JIMHEWHBIE DJIEMEHTHI CBA3a-
HBI C OIMHOYHBIMU XPOMOCOMaMH, a He ¢ OMBaJIEHTaMH XPOMOCOM, U HE MOTYT CUUTATh-
csl, HaIIpUMep, SKBUBAJICHTaMU HeHTpaibHBIX eMeHToB CK. Bo Bpems ctaanm «xoH-
CKOTO XBOCTa» JIMHEWHBIE JIEMEHTHI OPUEHTHPOBAHBI BAOJb €r0 OCH, M 3TO COOTBETCTRY-
€T OpPHEHTAIlUH XPOMOCOM B 3TOM si/Ipe: OT TeJIOMep, OPUEHTUPOBAHHBIX Ha MOJIOC, K
JIUCTAJIHO paciojioxkeHHbIM IeHTpoMepam (Chikashige et al., 1997). Eme Oosnee cTpo-
UM JI0Ka3aTeIbCTBOM (PU3UUECKOM CBSI3M JTMHEWHBIX JIEMEHTOB C XPOMOCOMaMH SIBJISI-
eTcsi 0OHapyKeHHe JIaTepalbHbIX TeTelh XPOMaTHHA, KOHTAaKTUPYIOMIMX C JTMHEHHBIMU
anemenTamu (Bihler et al., 1993). JIuneiiHble 371eMEHTHI HE TIOKPHIBAOT BCEH JIMHBI BbI-
TSHYTBIX B TPOHa3HOM SIpe XPOMOCOM H TIOTOMY BUJIHBI B BUJIe (PparMeHToB oceit Xpo-
MOCOM, U €CTECTBEHHO, YTO YHCJIO 3TUX (hparMeHTOB MPEBBILIAET YUCI0 XpoMocoMm. [1pu
3TOM KOTE3WHOBBIE OCH XPOMOCOM ITPOCIEKHUBAIOTCS B IPOMEKYTKAX MEKAy (hparMeH-
TaMU JTMHEWHBIX JIEMEHTOB, COCTUHSA UX KaK OBl B €IMHYI0O XPOMOCOMHYI0 ocbh. Hesic-
HO, 3aKPETICHO JIN PAcTONOKEeHUE JTMHEHHBIX JIEMEHTOB 32 ONPE/IEICHHBIMI yJacTKa-
MU JIMHEHHON CTPYKTYpPbl XPOMOCOM.

Jluneiinble 31eMeHTHl (POPMHUPYIOTCS HE3aBUCUMO OT JBYHUTEBBIX pa3pbiBoB JJHK u
IKCIIPECCHU PAHHHUX TEHOB PEKOMOMHAIINH, M KOPOTKUE (PparMeHThI JIMHEHHBIX DJIEMEHTOB
00pa3yroTCs 10 CIIAPUBAHIISI, 3aBUCSIIETO OT peKOMOMHAINHU. TakuM 00pa3oM, BCE TOCTYTI-
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HBIC JIOKA3aTeIbCTBA CBHUJICTEIBCTBYIOT, YTO ()OPMUPOBAHUE JIMHEHHBIX AJICMEHTOB HE 3a-
BHCHUT OT CIapuBaHusi XpoMocoM. CriapuBaHue U CHHANICUC XPOMOCOM 3aBHUCSAT OT TOIO,
4TO JMHEHHBbIE 3JIeMeHThI yxke cpopmuposaauch. HanmomMmnaem Takixke, 4To Nnpu oOT-
CYTCTBUM (Y MYTAHTOB) JIMHEHHBIX 3JIEMEHTOB PEKOMONHALMUS OTCYTCTBYET.

Accoyuayun TUHENHBIX ITEMEHINOE 8 CEMb U NYUKU U C6A3b CO CNAPUSAHUEM 20MO102UY-
HbIX Xpomocom. Y opraHu3moB ¢ kinaccuuecknM CK TouHOe conocTaBieHHe KOHIIOB XPOMOCOM
Y MOJIOKYCHOE BBIPAaBHHBAHHE I1ap OCEBBIX AJIEMEHTOB (KOTOpPBIC MPEBPAILAIOTCS B JIaTepalIbHbIC
anemenTbl CK) o3HauaeT TecHOe crapuBaHue (CHHAICHC) XpOMOCOM. JIMHEIHbIE 2JIeMEeHThI HU-
KOT/Ia TaK He OpraHu3yloTcs. MIHOTIa IMHEHHBIE 2JIEMEHTHI JIOKAIBHO CIIapHUBAIOTCSl HA KOPOTKOM
MIPOTSHKEHHUH, HO Yallle HECKOJIBKO JIMHEHHBIX 3JIEMEHTOB OPraHU3yeTCs B BHJIE CETH WJIH ITy4YKOB,
1 3TO OTPaKaeT IPyHIUpoBaHue (KIACTPUPOBAHUE) JIOKYCOB XPOMOCOM, KOHTAKTHPYIOIHX C JIO-
KyCaMH, HeCYIIMMHU JIMHEHHbIE 2J1eMeHThl. Ho HU B 0/1HOM M3 3THX KOH(UTypanuii HeT SICHO BU/IU-
MOTO IOIIaPHOTO COCMHEHMS JINHEHHBIX AJIeMeHTOB. [109TOMY MOXKHO 331aThCsl BOPOCOM: JICH-
CTBHUTEJILHO JIM KOHTAKT JIMHEHHBIX 2JIEMEHTOB 03Ha4aeT CIIapUBaHUE XPOMOCOM?

W3 HabmrofieHust B3aMMOOTHOIICHUH MEXy MOBEACHHEM JIMHEHHBIX DJIEMEHTOB U PEKOMOM-
HalMel KaKeTcsl BEPOSTHBIM, YTO M3 JIBYX CIApUBAOLIMXCS XPOMOCOM, 110 KpailHel Mepe, oiHa
JIOJDKHA 00J1a/1aTh JIMHEHHBIM 2JIEMEHTOM B CaiiTe CliapUBaHUs U PEKOMOMHAIINH, U 3TOT JIEMEHT
CONPOBOXK/IAeT criapuBanue B JaHHoM Jiokyce (Loidl, 2006). [TockonbKy y S. pombe Het THnn-
HOW CTaJMU MaxXUTEHBI, KOIJJa XPOMOCOMBI COEIMHEHBI MOMAapHO, TO BO3MOYKHO, YTO MOMApPHBIHA
CHHAIICUC TIPOUCXOJUT aCHHXPOHHO B TpeX Iapax XpoMocoM. Eciu npenmnonoxnTb, 4To CHHAI-
CHC XPOMOCOM OCYIIECTBIISICTCS 0€3 Y4acTHsl IMHEHHBIX 2JIEMEHTOB, TOIJIA HESICHO, JIJIsl Yero OHU
BCTYIAIOT B aCCOLMAI[MN — CETH U ITy4KH? BO3MOXKHBIM 00bsICHEHHEM 00pa30BaHMs CETH U ITy4-
KOB JIMHEHHBIX 2JIEMEHTOB MOXKET OBITh X COCIMHEHHE 10CJIe CHHAIICHCA (CIIapHBaHKs) XPOMO-
COM, KOT/Ia JINHEWHBIE 3JIEMEHTBl OTCOSIUHSAIOTCSI OT XPOMOCOM M CTaHOBSTCSI HEHY)KHBIMH. Tor-
Jla CeTn M My4ku — aHajory arperatoB CK (I0JIMKOMIUIEKCOB), (POPMHUPYIOIINXCS HA CTAJUN JIU-
IUIOTEHBI Kilaccumyeckoro Meiiosa (Goldstein, 1987).

Haxkower, He UCKITIOYEHO, YTO CETH M MYYKH (KOTOpbIe HUKOTa HEe HaOII0AaInuCh 1mog OM) siB-
JSIFOTCST apTe(hakToM, BOHUKAIOUIMM IPU CIIPEAMPOBAHUM KIIETOK. [losiBIEHHE MX MPOMCXOIUT
PEryJIsipHO B OJTHO M TO K€ BpeMs B XOJie Meii03a B AMKOM THUIIE, HO UX KOJIMYECTBO BapbUPYeT y
myTtanToB (Molnar et al., 2003), u eciiit 3TO He CBS3aHO C CHHAIICHCOM, TO, IT0 KpallHel Mepe, OT-
pakaeT U3MEHEHHE CBOMCTB JIMHEHHBIX JIEMEHTOB — IOSIBJICHHE Y HUX CBOWCTBA MOBBILICHHOMH
aaresuBHocTH. IIpeanosioskeHnst 0 MOCTCHHANTHYECKOM U 00 apTe()aKTHOM MPOUCXOKIEHUT
My4YKOB U ceTeil JIMHEeHbIX 2JIEMEHTOB BHYTPH «KOHCKOTO XBOCTa» He HCKJIIOYAIT OIHO
apyroro. Bo3moskHbl 00a sIBJICHHSI OTHOBPEMEHHO.

PyHKLYST IMHEMHBIX 3JIEMEHTOB, UX POJTb B PEKOMOMHALIN

JluHelHbIe 3JeMEHTBl HEOOXOAUMBI [Tl PEKOMOMHAIMH. Y TEX MYTaHTOB, KOTOpHIE
mumieHsl 6enka Rec10 — 0CHOBHOTO CTPYKTYPHOTO O€Jika THHEHHBIX JIEMEHTOB — HET
pexoMOMHAIUU. YCTaHOBJICHO, YTO JTUHEHHBIC AIIEMEHTHl HECYT Ha cebe (HOKyChl aHTH-
Ten k Oenky pekombunanmu rec’ (romonory Oenka Recl14 S. cerevisiae) (Molnar et al.,
2001; Lorenz et al., 2006). JInHeitHBIC 27IeMEHTHI (HOPMHUPYIOTCS HE3aBUCUMO OT CII0CO0-
HOCTH WJIM HECTTOCOOHOCTH TOTO WJIM WHOTO IITaMMa K pexoMOuHarmu. OHM 00pa3yroT-
Cs1, HaIpuMep, JaXke y MEICIHOHHBIX MyTaHTOB rec ]2/ (3TOT T'eH — TOMOJIOT TeHa spoll
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S. cerevisiae), Ho nByHHTEBBIX pa3psiBoB [JHK B Meiiose B oTcyTcTBHe 3TOTO reHa (Loidl,
2006). To ecTh cHa4aia 00Pa3yOTCs JIMHEHHBIC JICMEHTHI, & 3aTEM Ha HUX MOSBIISIOTCS
Oenku pexomOuHanu. OcoOEHHO BaXKHO CICIyOIee: ObLIO YCTAHOBJICHO, YTO 0OJIbINAs
4acTh MOJIEKYJ pekoMOuHaIMOHHOro Oenka RadS1 mokanusyercs B xoae npodaszsl | meii-
03a Ha JUHeHHbIX 31eMenTax. Korja B sapax MeHoTHUECKHX KJIETOK (Y MYTaHTOB) HET
6enka Rec10 (1, COOTBETCTBEHHO, OTCYTCTBYIOT JINHEHHBIC 3JIEMEHTHI), TO U Oenku Rec7
u Rad51 ue noseisitorest (Lorenz et al., 2006).

Rec7 nosiBnsieTcst Ha JIMHEHHBIX 3JIEMEHTAaX, KOIJIa OHM elle Kopotkue, a Rad51 —
Ha CTaJ1H, KOTJa HAOIIOAAETCs CETh U3 ATHX 3JIEMEHTOB M OHH JIOCTUTAIOT MaKCHMallb-
Holi anmuHbL. TakuM oOpaszoM, nByHUTEBbIe pa3pbiBbl JJHK Bo3HUKaroT Ha paHHEH cra-
K OPMHUPOBAHHS JIMHEHHBIX DJIEMEHTOB, a MIPOMEXKYTOUHBIC CTPYKTYPhl PEKOMOUHA-
MM — COEJIMHEHUSI XOJUIUJIEs] — BO BPEMS CTaJuU MAaKCHUMalbHOTO Pa3BUTHS JIMHEH-
HBIX 3JIEMEHTOB.

B pe3syabrate 3THX HaOa00eHUil OBLJIO cIeJIAaHO 3aKJI0YeHHne, YT0 (P)OpMHPOBa-
HHUEe JIMHEHHBIX 3JIEMEHTOB /1aeT CUTHAJ K PeKPYTHPOBAHMIO M JIOKAJM3AIMU Ha
HUX KoMILlekca pepmenToB pexomounanun (Lorenz et al., 2006)..B sTom oTHOMIE-
Huu Oenok Recl0 S. pombe ananmoruveH mo BIUSHHUIO Ha pekomOuHaiuio O0enky Redl
S. cerevisiae, HO OTIIMYAETCS OT HETO TEM, YTO €CIIH Y ICJICIUOHHBIX MyTaHTOB red]/ He-
Oo0JBIION YPOBEHb PEKOMOMHAIIMY COXPAHSETCsl, TO Y MyTaHToB recl (04 S. pombe pexom-
OMHAIMS OTCYTCTBYET MOMHOCTHIO. M Bcé e Oenok Recl0 umeeT MBOIHYIO (QYyHKIUIO:
CTPYKTYpHYIO ((hopMHpOBaHHE JTHHEHHBIX 3JICMEHTOB) U «OMEPATHUBHYIO» (PEKPYTHPO-
BaHUE OCJIKOB peKOMOMHAIUH). [IeJI0 B TOM, YTO Y HEJICICIUOHHBIX, «HE HYJICBBIX» MY-
TaHTOB I10 ATOMY OE€JIKY, UMEIOINX Je()EeKTHBIN OeJ0K, HeOONBIION YPOBEHh PEKOMOH-
HallUU CYIECTBYET.

Bosmosicnoe yuacmue nuneinsix 21emMenmos é Cynpeccuu peKoMoOuHauuu cecmpuncKux
xpomamud. CeCTpUHCKas XpoMaruia — camasi POCTPAHCTBEHHO OJIM3Kast M y[A0OHasi MaTpu-
1a as penapanuu aByHUTEBbIX pa3pbiBoB JJHK. Tlpu stom penapanus paspeia JIHK Ha ocHo-
BC 6HH3HC)KHHICﬁ MaTpulbl U, CJIEA0BATCIIBHO, peKOM6I/IHaHI/IH CCCTPUHCKHUX XpOMaTUJ (CeCTpI/IH-
CKHC XPOMAaTHJIHbIC OOMEHBI) OCCIONE3HbI TS 1eNieii Meio3a, 100 He MPUBOAAT K (GOpMUpPOBaA-
Huro xua3M. Ho gaxe nokabHOe (TouedHoe) mnosieiaeHue Gpokycos Oenka ReclO yxxe nHHIMMPY-
€T MOSABJICHUC JIBYHUTCBBIX PAa3pPbIBOB. A B yeM cocTouUT HeO6X0[[I/IMOCTI) YAJIMHCHUA HUTEH OeaKka
Rec10 u nosiBeHnst TMHEWHBIX AJIEMEHTOB?

VYcTaHOBNICHO, UTO Y S. cerevisiae 6apbep MPOTUB PEKOMOMHAIIMN CECTPHHCKUX XPOMATH CO3-
JaeTcs B pesynbTrare koorneparmu Tpex oenkoB — Hopl, Redl u Mekl, — Bxonsimux B coctas
OCEBBIX 3JICMEHTOB XpOMOCOM. Y S. pombe BO3MOXKEH OIU3KUN MEXaHH3M CYIPECCHH TaKOU pe-
koMOuHaIK. HekoTophie JaHHBIC B TIOJIB3Y 3TOTO YXKE €CTh. Y MyTaHTOB /opl/ 4acTora MeKce-
CTpHHCKOﬁ peKOM6I/IHaHI/II/I TOBBIIICHA MO CPABHCHUIO C ATUKHUM THUIIOM. HOSTOMy JIOTUYHO 3a/1aTb
BOIPOC: HE ABJIACTCA JIN (bOpMI/IpOBaHI/Ie JJIMHHBIX JIMHCHHBIX 3JIEMECHTOB U UX CETH CO3J1aHUECM
YCIIOBHIA JUIs TOAABJICHHSI PEKOMOMHAIINHU ceCTpUHCKUX XpomaTtu? dokycel 6esika Hopl BeicTpa-
HUBAKOTCs B JIMHUIO TOJIBKO TOIJia, KOIrjga oenok Recl0 (bopMI/[pyeT JJIMHHBIC JINHCHHBIE 3JICMCHTHI,
u OeNoK HOpl pacnoojarac€Tcs BA0JIb 3TUX 3JICMCHTOB. ITO ¥ MOXKET co3/1aBaTb HerepLIBHLIfI Oa-
pBEp ULl MEXKCECTPUHCKON PEKOMONHALINH.

Pexombunauusn, 3asucaumias om cpopmuposannyix TUHEUHBIX ITEMEHIN08, MOIHCEm 001e2-
uamp cnapusanue xpomocom. PopMUPOBAHUE TUHEHHBIX IEMEHTOB KOCBCHHBIM 00pa30oM BiU-
sIeT HAa CIapuBaHUE XpoMocoM. MyTartust recl (), IOBpEkKAaroliasi OCHOBHOM OCJIOK ATHUX 3JICMECH-
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TOB, CHWXKAET YPOBEHb CIapUBaHUsl. DTO JOKa3bIBAETCS MyTEM OKPACKH TOMOJIOTUYHBIX JIOKYCOB,
MeueHHBIX (rryopecuupyromum 6eakom. Panee Mbl 00Cyxmanu GyHKIMIO THUHEUHBIX 3JICMEHTOB
Y [IPUIIUTH K BBIBOJLY, YTO OHHM 00ECIICUNBAIOT HAYaI0 PEKOMOUHAIIMH i HHTEP(EPCHIINIO €€ COObI-
TUH BJIOJb XPOMOCOMBI. HUIIMAIUS PEKOMOMHAIINN CTa0MIM3UPYET HaYaJIbHOE CIIapUBaHUE TO-
MOJIOTUYHBIX JIOKYCOB.

Ewe o0na ynkuusa nuneinnvix 31eMeHmos — CHMaduiu3auua cRapueanus Xpomocom.
HecmoTpst Ha HECOMHEHHOE y4acTHhe JIMHEHHBIX 2JIEMEHTOB B MHUIMAIIMHM PEKOMOMHAIIMU U B
CIIAPUBAHUU XPOMOCOM, 3aBUCSIIEM OT PEKOMOWMHAIMH, HE MCKIIOYACTCS BO3MOXKHOCTh CYIIC-
CTBOBaHUsI CIIAPUBAHUS, HE 3aBHUCAIICTO OT peKOMOWHAIMU. BIojHe pa3yMHO CUMTaTh, YTO SCIIU
y S. pombe B3aumoperictBytomume monexyisl JIHK HyxnatoTcs B pu3ndeckoi moaaepxke ¢ oMo-
b0 OENIKOBBIX COEIMHEHUN B MECTaX KPOCCHHTOBEPA MM BOJM3HM ATHX MECT, TO OJJUH WM JIBa
JIMHCHHBIX 3JICMCHTA, CBSI3aHHBIC C XPOMOCOMAaMU BOJIM3HM TOYKH PEKOMOUHAIINH, (PU3HUYCCKHU MO~
MOTaIOT PEKOMOMHAIINU, CTAOMIN3UPYS YyBCTBUTEIbHYIO K MEXaHUUECKUM TTOBPEXKICHUSIM KOH-
CTPYKLHUIO COeTUHEHUI XOouIuaesl.

Ceéazano n1u omcymcmeue unmepgepenyuu Kpoccunzoeepa y S. pombe ¢ omcym-
cmeuem CK? Dtot Bonipoc usyuen Jloitmnom (Loidl, 2006). CoBmnajieHue nByX siBie-
Huit — orcyrcrBue CK u OTCyTCTBHE MHTEP(EPEHIIMU KPOCCUHTOBEpa y S. pombe, a
Takxe y Aspergillus n Tetrahymena, — nonroe BpeMsi CHUTAIOCh apIYMEHTOM B TIOJIB3Y
toro, uro CK HeoOxomum ans naTepdepenunn. Ho mosBuimmcy coobiieHus, 4Tto y pas-
HBIX OpraHuU3MOB MHTep(depeHIys moaep)uBaeTcst aaxe toraa, korna CK orcyTcTBy-
eT uin cHOpMHUPOBAH HE TOJTHOCTBIO, U YTO UHTEP(EPEHIUS MEXKIy OTpe/eIeHHBIMH
KpOCcOoBepaMH OCYIIECTRIIsIETCs Aaxke 1o Toro, kak CK chopmuposaics (Page, Hawley,
2004; Bormer et al., 2004; Loidl, Scherthan, 2004). 3Ti co00IIEHUST OIIPOBEPIVIN MPsi-
Myto CBsi3b Mexay npucytcreuem CK u mHTepdepeHimeil u Te3uc 0 HEOOXOANMOCTH
CK mis ocymecTBieHuss nHTEpPepeHIni. BMecTo 3TOro mosBUIIOCH MPEONI0KEeHNUE,
YTO JUIsl OCYIIECTBICHUS HHTep(EPEHIIMNA HEOOXOMMO COXpaHEHHE IIeIOCTHOCTH U He-
MIPEPHIBHOCTH OCEBBIX IEMEHTOB (IIpH KilaccuueckoM Meiose, nmeromiem CK). B cete
9TOH TUTIIOTE3BI MIPEAToNaraeTcs, 4ro y S. pombe nHTEpPEPEHIINS OTCYTCTBYET MOTOMY,
YTO JIMHEHHBIE JIEMEHTHI XPOMOCOM Y 3TOT0 OpraHu3Ma MPephIBUCTHI, U KPOCCHHIOBED,
MIPOM3OMIEANINI B KAKOM-TO JIOKYC€E, HE MOYKET IIPEOTBPATUTH MOSABJICHHE KPOCCUHTOBE-
pa B APYTOM JIOKYCE TOM K€ XPOMOCOMBI, €CITH MEXKY JIOKYCaMH HeT (PU3NUECKOH CBS3N
B BUJIC HEMIPEPBHIBHOTO JTMHEWHOTO JIEMEHTA.

K konuy nepsoro gecsatunetuss XXI Beka u3ydeHUE JTUHEUHBIX 3JIEMEHTOB HAXOJU-
JIOCh Ha HauanbHOW cTaguu. [IpuBeneHHbBIC BBIME (DAKTHI BBHI3BIBAIOT HOBBIC BOIIPOCHI.
BeccriopeH Tobko GakT ydyacTHs JHUHEHHBIX 3JIeMEeHTOB B HHULIMAIMU PEeKOMOM-
HAIMHU NMYTeM «HYKJeallnn» HA HUX WJIH BOJM3U HUX ABYHUTEBBIX pa3psiBoB JHK.
B sToM oTHOMIEHNN TUHEHHBIE IeMeHTH S. pombe (LinEs) HamoMHUHAIOT OCEBEIE d1e-
MeHTHI (AEs/LES) XxpoMocoM TexX 9yKapHoOT, Y KOTOPhIX B Meii03e eCTh CHHAIITOHEMHbIE
KoMIuTeKChbl. OHM CITyKaT «IKOPHBIMIDY CTPYKTYpaMH JIJIsl JIOKAIU3alluK Ha HUX )epMeH-
TOB pPEeKOMOHMHALMU. DTH (PEPMEHTHI CIIOCOOCTBYIOT COETMHEHHIO TOMOJIOTHYHBIX XPO-
MOCOM ITyTE€M PEKOMOWHAIIHH.

QOyHKINA TMHEHHBIX 3JIEMEHTOB Y S. pombe MOXeT ObITh OOJIbINEH, YeM Y OCEBBIX dJ1e-
MEHTOB S. cerevisiae, OHU MOTYT BBIIOIHATH U poib CK, TO ecTh COeAMHATH TOMOJIOT Y-
HBIE XPOMOCOMBI.



Ihasa 10.
Meito3 y Hemaroapl Caenorhabditis elegans —
MOZEJIb [y1sl U3y4E€HMs1 CBSI3U
CUHArc1ca XpOMOCOM U KPOCCUHIOBEPA

Hemarona C. elegans — xiiaccnueckuii 00beKT OMOJIOTUHU Pa3BUTHSI U TEHETUKU —
ynoOHa Juisi U3y4eHHs MOJICKYJISIPHBIX IIPOIIECCOB, JISKAIIUX B OCHOBE Melo3a.
CHHXPOHHO pa3BUBAIOIINECS MEHOIUTHI pacIioiokeHsl B roHanax C. elegans B 1o-
PpsiZIKe TMHEHHOTO TpaiieHTa CTaanii Meo3a. CHHAIICHC TOMOIOTHYHBIX XPOMOCOM
Ha4YMHAETCs 10 MHUOMAINU MX pekoMOnHanmuu. dopMupoBaHue CHHANTOHEMHBIX
komruiekcoB (CK) HaumHaeTcs co crnapuBaHUs TOMOJOTOB C TIOMOIIBIO YHUKAIb-
HBIX OCJIKOBBIX IIGHTPOB CIIAPUBAHUS, MMEIOIIMXCS B KaK10i xpoMmocome. Tosbko
IIOCJIE TOrO ¢ MOMOILBI0 3HAOHYKIea3sl SPO-11 mpoucxonar nporpamMmmupyembie
nByHuTeBbIe pa3pbiBel JJHK, naromme crapr pekomMOMHAIMKU. JTO OTIMYAET MeHo03
C. elegans OT KAHOHUYECKOTO Mei03a y OOJBIIMHCTBA SYKapHOT, IPHU KOTOPOM CH-
HATICHC TOMOJIOTOB HaYMHAETCs ¢ ABYHUTEBHIX pa3pbiBoB JJHK u naBazum 3’-koHma
omHonuTeBoi JIHK B roMonornuHyo XpoMocoMmy, 4TO HHIYIHPYeT oOpa3oBaHHe
CK. Tonuuenrpudecknue xpomocomsl C. elegans NOABEPraloTCsl peMOACINpOBa-
HUIO B KOHIIE rTpodasbl [ meiio3a. Ha ojHOM M3 KOHIIOB Ka)JI0H XpOMOCOMBI 00pa-
3yIOTCSI KOJINAYKH KHHETOXOPOB, M XPOMOCOMBI BEyT ce0sl B JIBYX JICICHUSAX MEHO-
3a Kak MoHoreHTpudeckue. McenenoBanne meiiosa y C. elegans mo3BomnsieT pasze-
JIUTH MPOIIECCHI CHHAIICHCA ¥ PEKOMOWHAIINY TOMOJIOTMYHBIX XPOMOCOM U JaéT Ma-
Tepua U U3y4eHHs 3BOIIIOIMN Meio3a.

Kpyrible 4epBH CTanu BaKHBIMH OOBEKTaMH JJISI UCCIEIOBAHUS IIUTOJIOTHYSCKUX U
MOJIEKYJISIPHBIX siBIeHHH Mmero3a (Bogdanov, 1977; Kundu, Bogdanov, 1979; Goldstein,
1982). Cpenn aux Hemarona C. elegans okazanach HanOosee yJOoOHOH U peBpaTuiach B
WHTEHCUBHO MCIOJIL3YEMbI MOJICIBHBIN OOBEKT JUIs U3yUeHHUsT 00X 3aKOHOMEPHOCTEH
Meii03a, 0COOCHHO JIJIsl UCCIIEIOBAHHS MOJICKYIISIPHBIX MEXaHU3MOB KPOCCHHIOBEpA U €r0
CBSI3U C MEHOTHYECKIM CHHAIIcucoM xpoMocoM (Barnes et al., 1995; Dernburg et al., 1998;
Garcia-Muse, Boulton, 2007; Phillips et al., 2009; Lui, Colaiacovo, 2013; Rog, Dernburg,
2013; Woglar, Jantsch, 2014). OqHOBpeMEHHO TH UCCIEIOBAHHS Al MaTepral s pas-
BUTHSI TUIIOTE3 O BO3MOXHBIX HCTOPHUYECCKUX MYyTSIX BOSHUKHOBCHUS U DBONIOIMH MeH03a.

C. elegans kak O6bEKT 151 U3y4eHUsl Mero3a

Hemaroner C. elegans He MMEOT CaMOK, UX MECTO 3aHSUIM TepMa(pPOTUTHBIE OCO-
ou ¢ opmynoit xpomocom XX+10A (rme A — ayTOCOMBI), HO CYIIECTBYIOT U CaMIIbl
(X+10A). B nmapHbIX HUTEBUIHBIX TPYOOUKaX-TOHAAAX y TepMa(POIUTOB, a TAKKE B OJIH-
HOYHOU TPYOOUYKe-TOHAJIE y CAaMIIOB CO3PEBAFOINNE TOHOLUTHI IEPBOTO MOPsiIKa (TIepBUY-
HBIC OOIUTHI) U HEOTJIMYUMBIC OT HHUX MEPBUYHBIC CIIEPMATOIIUTHI) PACIIOIOKEHBI B JTH-
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HEWHOM IIOpSJKE, B CTPOrOM OUEPENHOCTH UX CO3PEBAHMS U IIPOXOKACHUS CTaAUN MeE-
03a. Co3peBast, OHU MPOABUTAIOTCS OT MPOKCUMAIILHOTO KOHLIA TPYOOUKU-TOHA/IBI K AKC-
TaJbHOMY KOHILy. TaM 3pesble MpoayKThl Meiio3a BEIXOAAT U3 roHaas! (puc. 10.1).

SitnexneTku repMadpoaAnTOB MPETEPIIEBAIOT CAMOOILIOJOTBOPEHUE U AaI0T HOBOE I10-
TOMCTBO TepMapoAUTOB ¢ 04eHb MaJIbIM YrcioM camioB — 0,2% (Hodgkin et al., 1979).
[TosiBneHne camM110B MOKHO OTHECTH 32 CUET CIIy4yaifHOro HepacXoXkIeHUs X-XpOMOCOM,
KOT/Ia, TIOMHMO HOPMAJbHBIX SHIEKIETOK X+5A, U3peaka MosBISAIOTCS aHEYIUIOUIHBIC
stitiexneTku XX+5A u 0+5A. Cnusnue siuekinerok 0+5A ¢ sitnexnetkamu X+5A npu-
BOJIMT K MOSIBICHUIO penkux caMiioB X+10A.

MyTauuu, qeiicTBUEe KOTOPBIX MposiBisieTcst B mpodase | Meiio3a, NpUBOAST K MOBBI-
LIEHUIO YaCTOThl HEpacXokIeHUs X-XxpomocoM. [Ipu 3TOM BO3HHUKAIOT Cllydau apecTa
Meii03a WM TOSIBIISIIOTCS aHEYTUIOMTHBIE TaMeThbl. To B Jpyroe 0ObIYHO MPUBOIUT K Jie-
TaJIBHOMY MCXOAy dMOPHOHOB (3MOpHOHaNbHBIE JieTanu, Emb). Ho nosenenune neranei
TaK)Ke CONMPOBOXKJACTCS TMosiBIcHHEeM 3MOproHOB X0, maronmx caMIioB ¢ (GpeHoTUrIoM
Him — «IToBbitienHast BcrpeuaeMocTh poxkaeHus camuos» (High incidence of males)
(Hodgkin et al., 1979; Lui, Colaiacovo, 2013; Woglar, Jantsch, 2014).

B kax0m nonepeyHoM ceueHuu Tpyoouku-ronazpl C. elegans conepikarcst abCOMOT-
HO CUHXPOHHO Pa3BHBAIOLIMECS OOIUTHI M CIIEPMATOUTHI. ITO OBLIO BIIEPBbIE OMTUCAHO
[P UCCIICIOBaHUU IpyTrux Hemaron — ackapug (Bogdanov, 1977; Goldstein, 1982), Ho
MasieHbkast Hemarona C. elegans, mutaromasics OaKTepUsiMH, OKaszasiach 0osiee y1o0HOM
B J1abopaTopHOH paboTte Omarogapsi €€ JIErkoMy KyJIbTHBHPOBAHHIO HA YAIIKaX C arapom,
3acesiHHbIM Oaktepusimu Escherichia coli.

JmurenbHOCTD ku3HeHHOTO 1uKia C. elegans cocrapnser 1821 nenb. Masblie pa3me-
PBI 9TOH HEMAaTOAbI — JIHIIbL HeOOoMbINAs ToMexa B paboTe, 00 y repMadpOAUTHBIX 0CO-
Oeit knetku roHan (oouutoB [ u Il MOPSIKOB) COCTABISIOT MOJIOBHHY BCEX KJIETOK Teja
YyepBs, U KOJIMYECTBO (Macca) 3TUX KIJIETOK JOCTATOYHO IS MCTIOIb30BaHUS MUKPOMETO-
JI0B OMOXMMHHU K IMMYHOLIMTOXUMHU. J[oTToTHUTENbHOE YIOOCTBO — MPO3PaYHOCTH Tela
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Puc. 10.1. MonTtax ¢parmeHToB MukpodoTtorpaduii ronans: C. elegans.
Kapruna cripaBeainBa 11t SMYHAKA ¥ ceMeHHUKa. Ha dparmente «/lnakuHes» H300paskeHbI
mIecTb OMBAJICHTOB OJHOTO KJIeTouHOTO sipa. M3 Woglar, Jantsch, 2014.
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9TO# MaJIeHBKO HEMATOIbI. DTO TO3BOJIAET MPHUIIEITIFHO BBIPE3aTh U3 TENNa Pa3HbIe OT/Ie-
JIBI TOHA/T, COIEpIKAIHEe MEHOTHYECKUE KJICTKH, CHHXPOHHO TIPOXOISIINE ONPEAeTCHHBIE
cTaguu Meiio3a. MOKHO MPOBOANTEL KakK MPHUIETBLHOE DIIEKTPOHHO-MHKPOCKOTTHYECKOE
HcclieoBaHne PUKCHPOBAHHBIX KJIETOK, TAK U MPHKU3HEHHOE HAOIIOICHNE OTACITBHBIX
KJICTOK W JIeJaTh ¢ HUMH TPAHCTEHHBIC MAHWITYJISIAHN, UCTIONB3YsT MOJIEKYISIPHbBIC KOH-
CTPYKTBI CO CBETSIIUMHUCS OeKaMu U Apyrue npuéMbl. [TomydeHbl reHepaluu YepBei ¢
JISJICIUSIMU U MHCEPLIUSMU OIMHOYHBIX TeHOB (Zetka, Rose, 1995; Fridland et al., 2013),
YTO MOYKHO MCIIOIB30BATh JJISl PEIICHUS PA3HBIX IMTOTEHETHIECKHX 3a/1a4.

Hemarto bl UIMEIOT MOHUIIEHTPUIECKHE XPOMOCOMBI, HO CIIOCO0 PACXOXKICHHUS ITHX XPO-
MOCOM B MHTO3€ M MEHO03¢ OTIINYAETCS OT CIOCO0a PaCXOKACHHS MOHOIIEHTPUIECKUX XPO-
MOCOM, TIPHCYIIHUX OOJBIIMHCTBY SYKAPUOTHYECKHUX OpraHm3MoB. OH KpaTko OMHCaH B
KOHIIE 3TOTr0 0030pa, U3JIATAIOIIETO SIBJICHHS MeH03a B UX XPOHOJOTUIECKOM TIOPSIIKE.

[TpemeinoTnyeckme XxpoMoCOMbI

Kozezua cecmpunckux xpomamuod. Ilocne npemeiriotnyeckoi pemukanuu JHK
CeCTpHHCKHE XpoMaTHIbl B xpomocomax C. elegans ynep:kKMBalOTCS BMECTE C MOMO-
B0 OXBATHIBAIOIINX MX OeNKOBBIX Kouell. Kombiia 0Opa3oBaHbl MOJEKYTaMU OETKOB-
Kore3nHOB. Kore3nHoBoe KobIlo 00pa3oBaHO CIIUPAIHLHBIMU MOJIEKYIaMU JIBYX KOT€3H-
HOB: SMCI1 (y C. elegans nocut nazsanne HIM-1) u COH-4 (Severson et al., 2009; Lee,
Hirano, 2011). O6pamaemM BHUMaHHUE, 9TO B aOOpeBUAType Ha3BaHWN T€HOB U OCIIKOB
C. elegans ncnonwayetcs uéprouka (neduc). Kore3smHoBOE KOTBI0 3aMBIKAIOT KJICHCHHEI.
Cynst o McCnefoBaHMIO JPYTUX OPTaHW3MOB, KJICHCHHBI HYKHBI IS «3arpy3Km» Kore-
3uHOB B XpoMocoMbl. Y C. elegans 3to REC-8 u SCC-2, opromoru 6enkoB REC8 u Scc2
npyrux opraam3moB), 1 MAU-2, optoor 6enka Scc4 (Seitan et al., 2006; Lightfoot et al.,
2011). [To-BuammomMy, TSI TIOAACPKAHUS Kore3un B Meiioze y C. elegans HyKeH TaKkke
6emox PDS-5/EVL-14. Ero oTCcyTCTBHE NMPUBOIUT K Pa3beTUHEHUIO CECTPHHCKHUX XPO-
Matua B mpodase I meitoza (Wang et al., 2003). Kore3uHsI CBI3BIBAIOTCS ¢ OEITKOM OCe-
BBIX 211eMeHTOB xpomocoM — HTP-3 (Severson et al., 2009).

Kieticua REC-8 — xiroueBoit Oertok Ij1si coXxpaHEHUS JTOKAIBHON KOT€3UU CeCTPUH-
CKHX XpPOMAaTHJI OJTUIICHTpHUecKuX XpoMocoM C. elegans B metadase | m anadaze 1. On-
HaKO €ro 1MoTeps, HapuMep y MyTaHTOB, HE MTOTHOCTHIO YCTPaHSIET KOTE€3HI0 XPOMATHI.
Omna coxpansiercs 6maromaps coxpanenuto kieiicuaoB COH-3 u COH-4. Y nBOWHEIX My-
TaHTOB coh-3, coh-4 kore3us HapyIieHa B OONbIIeH CTETICHH, YeM Y MyTaHTa rec-8. Ho B
Metiose I u3 3TuX Tpex KICHCHMHOB MoIepKuBaeT kore3uio Toibko REC-8, ocTanpHBIe
nBa 6eka Bo BpeMs Mmeitosa Il orcyTeTyrot (Severson et al., 2009). Kak n3BecTHO, co-
XpaHeHHe KOTe3UH CECTPUHCKUX XPOMaTH]I B IIEHTPOMEPE XPOMOCOM B TIEPBOM JICTICHUH
KaHOHMYECKOTO Mei03a — HEOOXOANO0e YCIIOBUE JUIA OTXOXKACHUS 00EHX CECTPUHCKUX
XpOMaTHI K OTHOMY TIOJIOCY M PEAYKIIMOHHOTO XapakTepa 3Toro nenenus. Ho y Hema-
TOJI XPOMOCOMBI TTONHUIIeHTpUIeckre. Kaxmas n3 HUX HeceT MHOXXECTBEHHBIE IIEHTPO-
MEpHBIE JIOKYCHI, TSI KOTOPBIX HY)KHO MHOTO «KIEIomiero» Oenka-kieiicnaa. [lostomy
Mmetios-criernuunsie 0enmkun COH-3 m COH-4 sBISIToTCS, MO-BUANMOMY, 00s3aTCILHBI-
MH JIJIS TIOAICP KaHMsI KOTE3WH CECTPUHCKUX Xpomarun B Metiose |y C. elegans. Moxk-
HO MPEINOoJI0KUTh, YTO /1035l OIHOT0 IBOJIOLMOHHO KOHCEPBATMBHOIO rena Rec-8
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He XBaTaeT /JJis1 o0ecneyeHust Meiio3-cnen(puuHbIM CKJIEHBAIOIINM 0eJIKOM MHOKe-
CTBEHHBIX IIEHTPOMEPHBIX JIOKYCOB MOJTUIIeHTPpHYecKHX XpomocoM C. elegans. beJi-
ki COH-3 u COH-4, BeposiTHO, MOHATO0MJIHUCH IS YBeJTUYEHHS T03bI KJIeiiCHHOB
U YCUJIEHUSI MJTH MOACTPAXOBKH KOTe3UH MOJTUIEHTPHYECKHX XPOMOCOM B Meiio3e y
3TOH HEeMAaTo/bl.

JlenToTeHa 1 3UroTEHA B «TPAH3UTHOM 30HE» TOHAZDI

V3naeanue u cnapusanue zomonozuunvix xpomocom. Tlocne oboramieHus: MeHo3-
criennUYHBIMU KOTE3MHAMHU W KJICHCHHAMH KIEeTKH 3apojsiiieBoro nytu C. elegans
MPOXOJIAT B TOHAJIC 30HY BXOXJICHUS B MEHO3 U CTAHOBATCSI COOCTBEHHO MEHOIUTAMH.
Kretku ¢ eie HecrapeHHBIMH XPOMOCOMaMH Ha CTaIUSIX JICNTOTCHBI U 3UTOTCHBI 3aHU-
MaroT mpuMepHo 20 psI0B BAOJL TOHABI, U B KOXKJIOM Psiy OHH CHHXPOHHBI (Barnes et
al., 1995; Crittenden et al., 2006). [Tox MEKpPOCKOIIOM Ha 3THX CTaHIX €Il& HEBO3MOXKHO
Pa3IUYKTh JICITOTEHY M 3UrOTeHy. [103TOMY 30Ha rOHA/IbI, 3AIMOJTHEHHAS JICTITOTEHHBIMU
Y 3UTOTCHHBIMU KIIETKAMH, Ha3bIBACTCS «TPAH3UTHOM 30HOI», U MEHOLUTHI OTUX CTaJUN
HHOT/IA UMEHYIOTCS KIIETKAaMH TPaH3UTHOM 30HBI.

CormmacHO OMyOJIMKOBAHHBIM JIAHHBIM, KIIETOUHbBIE SIIPa TPAH3UTHON 30HBI HAXOMST-
csl B CIUIONIHOM ItuTorutasmMarudeckoM cuamutuu (Lui, Colaiacovo, 2013), xots y cBU-
HOW acKapu/Ibl CIIEPMATOTOHUY — MPE/IIIECTBEHHUKU MEHOIUTOB — MUMEIOT KIICTOUHbBIE
meMOpansl (Bogdanov, 1977; bornanos, 1978; Kundu, Bogdanov, 1979). V ackapusr
9TH KJIETKH UMEIOT HEMPABUIIbHYIO MHOTOYTONBHYIO (POPMY ¥ MIPOUYHBIC KIETOYHBIC KOH-
TakThl. BO3MOXHO, YTO TEPMHUH «CHHIUTHI» UCMOJIB3YETCS] HEKOTOPHIMU aBTOPAMH JIJIs
0003HaUEHHS CITUIIKOM MTPOYHOTO KOHTAKTA OOIUTOB TPAH3UTHOMN 30HbI, KOTOPHIC HEBO3-
MOYHO Pa3beIMHUTD [T SKCIICPUMEHTANBHBIX 1ielieil. [ToaToMy, HecMOTpS Ha yIOMUHA-
HUE O CHHIIUTHAIILHOM CTPOCHHH COJCPKUMOTO TOHAIbI B €€ TPAH3UTHOM 30HE, MBI Oy-
JIeM B JaJIbHEHIIIEM MOJIb30BaThCS MPUBBIYHBIM MOHATHEM O KJIETKaX Ha CTaJUAX JIeTl-
TOTEHBI U 3UTOTeHBl. HO BO BpeMsi TaXuTeHBI OOIUTHI U criepMaronutsl C. elegans neii-
CTBUTEJIHLHO CTAHOBSATCS OT/EIbHBIMH KIIETKAMH.

B sinpax tpan3uTHO# 30HbI ToHAT C. elegans XpOMaTHH CMEIIIEH K OJTHOMY Kpalo sijipa,
00pa3ys KiTyOOK, TOX0KUH Ha MMoITycephbl KITYOKOB XpPOMAaTHHOBBIX HUTEH Y IPYTUX 00b-
eKTOB (axke y KyKypy3bl). B aToli Macce XpoMaTHHA HHUIIMUPYETCS CIIAPUBAHKUE U CHU-
HAICUC XPOMOCOM, KOTOPBIH CTaOUIU3UpyeTCs MyTeM (GOPMUPOBAHUS CHHAITOHEMHBIX
rxomImiekcoB (Barnes et al., 1995).

B nenToTeHHBIX M 3UTOTEHHBIX KJIETKaX TPaH3WTHOW 30HBI Mero3a y C. elegans HET
«OyKeTa» XpOMOCOM, TUITMYHOTO Tl KAHOHHUYECKOTo Meito3a. [Ipu kaHOHHYeCKoM Mel-
03¢ XpOMOCOMBI KPETATCS K sIepHON 000510uKe 000MMHU KOHIIaMH. BMecTo 3Toro B Meii-
03¢ y C. elegans XpoMOCOMBI KOHTAaKTHPYIOT C BHYTPEHHEH MOBEPXHOCTBIO SAEPHON
000JI0YKH TOJBKO OTHUM KOHIIOM. Ha BHYTpEeHHEH CTOPOHE SIIEPHOM 000JIOUKH €CTh Me-
CTa MPEUMYIIECTBEHHOTO MPUKPEIIIICHUST XPOMOCOM. Takast rpynimupoBKa (KIacTpHpoBa-
HUE) CITY>KUT BBITIOJIHEHHUIO TOU ke (QYHKIIUH, YTO U B 3UTOTCHHOM «OyKeTe» KaHOHUYe-
CKOTO Mel03a, a IMEHHO — CXKATHIO MIPOCTPAHCTBA, B KOTOPOM HAXOATCS KOHIIBI XPO-
MOCOM. DTO CIIOCOOCTBYET BEIPABHUBAHHUIO KOHI[OB XPOMOCOM B 3TOM ITy4YKe M 00Jerya-
€T MOUCK U BCTPEUY FOMOJIOTHYHBIX JIOKYCOB JUISl HaYaia UX CHHAICHCA.
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Jenenun M TpaHCIOKAIlMM XPOMOCOM, JIOKaTU30BaHHbIE OJNIM3KO K XPOMOCOMHOMY
KOHILY, TPUKPETJICHHOMY K SIIEPHOM 000JI0YKe, IPENSITCTBYIOT MPAaBUILHOMY CIIapHBa-
HUIO U KPOCCHHTOBepY romoiorndyubeix xpomocoM (Lui, Colaiacovo, 2013). Ha ocnoe
9TOro OBLI C/AETaH BBHIBOJA O TOM, YTO MPH B3aUMHOM IIOMCKE XPOMOCOMaMH FOMOJIOTHHI
JUIsl CIApUBAHUS U CHHAIICKCA Ba)KHA HE TOJIBHKO TOMOJIOTHS B OJTHOM JIOKyCE, HO TaKKe
TOMOJIOTHSI Ha KaKOM-TO paccTostHuu ot Hero (Villeneuve, 1994). [To npaBuiaM reHeTUKH
9TO siBIeHHE 0003HaUaeTcs Kak HUC-3QPeKT. 30HBl XPOMOCOM, OJIHM3KHE K XPOMOCOMHO-
MY KOHILY, T/Ie IPOMCXOIUT IepBUYHOE criapuBaHue XxpomocoM C. elegans, Ha3BaHBI «00-
JACTSIMH PACIO3HABAHHS TOMOJIOTHIY, W «CHTPAMH CIIAPUBAHUSD.

Llenmpu cnapusanua u cunancuc xpomocom. 110 Mmepe co3peBaHust KJIETOK TPAH3UT-
HOM 30HBI (HO ellle B JIENTOTEHE) MOSBIAIOTCS OSJIKOBBIE OCH XpOMOCOM. BrIpoBHEHHBIE
OCH TOMOJIOTUYHBIX XPOMOCOM Ha paHHHMX CTaJIUsX CHHAICHCA PAcIoyaraloTcsl Ha pac-
crostHuu okojio 100 um (Smolikov et al., 2008), 3arem (B 3UTOTEHE) TOABIISIFOTCSI KOPOT-
kue (hparMeHTsl ciHanToHeMHBIX KomIuiekcos (CK). Ho, kak HU yIuBUTENBHO, B3AUMHOE
y3HaBaHUE M CHHAIICHC TOMOJIOTHYHBIX XPOMOCOM HAaUMHAIOTCS B IIGHTPaxX CIIapUBaHUsI
HezaBucuMo ot moctpoenus CK u3 xpomocomHubIX oceil. CHauana CHHAICHUC PacIpo-
CTpaHsIeTCsl HA HEKOTOPOE PACCTOSIHUE OT LIEHTPA CIIapUBaHUS, M TOJILKO ITOCIIE ATOTO T0-
SBJISIFOTCSI KOPOTKUE CHHANTOHEMHbIE KOMIUTeKChl. CK e cTabumm3upyer, 3aKperuis-
eT MepBOHavaJbHbIN cuHarncuc. 3arem nocrpoenue CK pacnpocrpansiercs: Ha BCIO U~
HY Kaxaoi mapsl xpomocoM (Rog, Dernburg, 2013). LieHTpbl ciapuBaHusl JIOKaIu30Ba-
HBI B CyOTEJIOMEPHBIX 00JIACTSAX KaKJOH XPOMOCOMEI, TI0 OHOMY LIEHTPY Ha XpOMOCO-
My (McKim et al., 1988).

Monexynapuolii mexanuzm KOHMAKMA XPOMOCOM 6 UEHMPAX CRAPUBAHUA )
C. elegans. B nenTpax cnapuBaHusi XpoMocoM B Mmeiiose y C. elegans JOKanU3yrOTCs
ueThipe Oenka, conepxaimure C H -nnnkoBbie nanbibl. OHM HEOOXOAUMBI ISl IEPBOHA-
YaJILHOTO cUHarcuca xpomocoMm. Jto Oenku HIM-8, ZIM-1, ZIM-2 u ZIM-3, o6o3Ha-
yaeMble cobuparenbHo Kak ZIM-06enku (ab0peBuarypa ZIM Bo3Hukia u3 cios zink in
meiosis). LlMHKOBbIE Majblbl 3TUX OCITKOB BHEAPSIIOTCS B JBOWHYIO CIUPAb BBHICOKO-
noBTOpsitouxcsa nociuenoarensbHocTeil JJHK, KoTophie mpUCYTCTBYIOT B IIEHTPAX CIia-
puBanust xpomocoM (puc. 10.2). ZIM-1, ZIM-2 u ZIM-3 cBs3bIBalOTCA C ayTOCOMaMH,
a HIM-8 — ¢ X-xpomocomoii (Barnes et al., 1995; Phillips et al., 2005). [Tocaaka 3Tux
0eJIKOB Ha IIEHTPBI CIapuBaHUsi XpoMocoM perynupyercst knHazoid CHK-2 — rinaBHbIM
(xiroueBbIM) perynsitopom Meiiosa y C. elegans (MacQueen, Villeneuve, 2001; Phillips
et al., 2005; Phillips, Dernburg, 2006). DT cOOBITHSI TPOUCXOISAT BO BPEMs IPOXOKIIC-
HUS KJIETKaAMHU TPaH3UTHOMN 30HBI TOHAABI. [Ipy 9TOM paHHUE sSBIEHUS PEKOMOMHAITNH —
nBoitabie pa3peiBbl JIHK, nnBasus ognonuteBoit JIHK v ruOpuiHbie mpoMeKyTOUHBIC
MPOAYKTHI peKOMOMHAIMU (CTPYKTYpbI X0oJTnes ) — B MPOIecce CHHAINCHCa XPOMOCOM
HE Y4acTBYIOT, B OTJIMYHE OT OPTaHU3MOB C KAHOHHUYECKUM MEHO30M.

CriapyBaHHe TOMOJIOTHYHBIX XPOMOCOM Ha4MHAETCsl ¢ X KOHIIOB. B 3T0 Bpems onuH
KOHEI Ka)KJ0TO0 TOMOJIOTa, a UMEHHO TOT, KOTOPBI HeceT Ha cebe LEHTp CIapuBaHUs
(ciermupuyeckuii «BbICOKHIT» moBTop HykineotunoB JIHK), koHTakTHpyeT ¢ BHyTpeH-
Hel simepHoit MeMOpaHoil. OH KakuM-TO 00pa3oM HPUTATHBACTCS K sSICpHOH 0001104-
ke siepHbIM O0enkoM SUN-1. st atoro chavana y SUN-1 dpochopunupyercs cepun-16.
VY repmadponuToB, TPaHCHOPMUPOBAHHBIX KOHCTPYKTOM, HECYIIUM T€H Sun-1, KOHBIO-
TMPOBAHHBIN C TCHOM OeJika 3ejieHoU (uiyopectieHIu (sun-1::gfp transgene), oTueT/u-
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BO OKpalIllMBaeTcs sijiepHasi 000J104Ka, U BMecTe ¢ okpackoid DAPI 310 mo3BosisieT BbIsiB-
JISITh ClIApUBaHKE MIECTH Map XpoMocoM. [Ipu 3ToM oka3bIBaeTcs, 4To criapuBaHue Tpo-
HCXOOUT HE3aBHUCHUMO OT ITOSABJIICHUA HBOﬁHbIX Pa3spbIBOB I[HK, a UMCHHO, 10 IIOABJICHUA
pa3pbIBOB B MecTax ciiapuBanust xpomocoM (Rosenbluth, Baillie, 1981; Rose et al., 1984;
McKim et al., 1988; Herman, Kari, 1989).

XpOMOCOMHBIH HEHTP CHIapuBaHusl (PUKCUPYETCS B ONPESIICHHOM MeCTe Ha BHYTPEH-
Hel siepHoi MemOpane Onarofapst Tomy, uro 6esmok SUN-1 oOpasyer TpaHcMeMOpaH-
HBII KOMILIEKC ¢ OesikoM ZY G-12, cuisiym Ha BHEIIHEH siiepHOi MeMOpaHe. DTOT KOM-
wiekc Hocut Ha3BaHue SUN/KASH-kommiekca. OH oOpa3yeT TpaHCMEMOpaHHbIH OeJl-

Lintonnasma

" <— Ty6ynuH

BHewHAA
AanepHas
membpaHa

BHyTpeHHAA
anepHas
MembpaHa

OpuH n3 6enkos ZI
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Puc. 10.2. Monenb opraHu3aIiy «IIEHTpa CIIAPHBAHUD HA MEHOTHIECKOW XPOMOCOME
C. elegans v ero NpUKpeIUICHUs K siIepHON MeMOpaHe; yka3aHbl a00peBUaTypbl Ha3BaHUMN
oenkoB. [To: Woglar, Jantsch, 2014, ¢ usMeHeHUsAMU.
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KOBBIH «MOCT». DTOT «MOCT» yIEPKUBAET XPOMOCOMHBIN KOHEI] C €ro HEHTPOM CIlapuBa-
HUS Ha OJIM3KOM PACCTOSHUM OT IIEHTPa CHapUBAaHUSI TOMOJIOTHYHON XPOMOCOMBI, U 3TO
CO3JIaeT YCJIOBHS /ISl MEPBUYHOIO KOHTAKTa TOMOJIOTHYHBIX XpoMocoM. B yem cocrosT
1 KaK peau3yroTcs 3TH yCIOBUS?

KonTtakt xpoMocoM ¢ AepHO MeMOpaHOW CIIy>)KUT ycioBHEM Il nocaaku ZIM-
0enKoB Ha LEeHTpPbI criapuBanus. [locie aToro ZIM-0enku «pexpyTupyroT» (IpUBJIEKaIOT
Kk cebe) polo-nogo6Hyto kuHa3zy PLK-2. Dta kuHa3a criocoOHa «CecThy Ha HY)KHOE MECTO
u pocdopriupoBarh OEI0K, TOJIBKO eciu 0eok ZIM yke HaXOIUTCs B LIEHTPE ClapH-
Banust. ®ocdopunposanue ¢ momoinsio PLK-2 coznaer ycrnosue amst 6emoK-0eIKoBOTro
B3auMoIeHcTBUS Mexk Iy O0enkoMm ZIM u 6emkom SUN-1 (puc. 10.2).

TpancmemOpannsbiii komrieke 6enkoB SUN-1 u ZYG-12, o sxe SUN/KASH-komrekc,
HOCUT B HEKOTOPBIX MyONMKalMsIX Ha3BaHUE MEAMATOPHOIO KOMIUICKCA JBWKCHUS (aH-
mmiickas abopeBuarypa — MMC). A66pesuarypy MMC Mbl OyieM UCTIONB30BAaTh B 1AJTb-
HeleM, kak camyto npoctyro. Komruieke MMC cyiiecTByeT B IENTOTEHHBIX U 3UTOTCH-
HBIX KJIETKaX, HO MOCTENIEHHO MCYe3aeT C HACTYIJIEHHEM CTaJuN MaxUTeHbl. IHbIMHU cilo-
BaMH, IPOUCXOJIAT COOBITHS, aHAJIOTUYHBIE PACTIaay «OyKeTa» XpOMOCOM B KAHOHHYECKOM
Meiio3e, KOoTria KOHIIbl XpOMOCOM HAUYMHAIOT MUTPHPOBATH U3 OCHOBaHHS OyKeTa M pacrpe-
JIEJISI0TCS 10 BCel TOBEPXHOCTH BHYTPEHHEH sS1epHOi MeMOpaHBI.

B ornnume ot GenkoB kommiekca MMC aytocom, Genox HIM-8, mapkupyromuii
X-XpoMocoMy, COXpaHsieTCs Ha sJIepHOil MeMOpaHe Ha MPOTSKEHUN CTaJUH MaXUTEHBI,
1 9TO TOXKE HAIIOMHHAET 0C000€e MoBeieHne X-XpOMOCOMBI, HAIpUMep, B MeHo3e y Mile-
KOITUTAIOIIHX, KOTJIa Y HUX 000COOISETCS «TI0JIOBOH My3BIPEK», HIIH MOJIOBOE TEIbIIE.

Takue corocTaB/ieHUsI H3MEHEHUI pacIpesielIeHrs XpOMOCOM B Siip€ BO BpeMs Ipo-
¢asel | y pasHbIX 00bEKTOB U CpaBHEHHE TEPMHUHOJIOTHH, KOTOPO MOJIB3YIOTCS aBTOPHI,
W3yYaronme Meio3 y pa3HbIX 00bEKTOB, BayKHBI, OO TIO3BOJISIOT BBHIMONHSTH [IABHYIO
1leJTb Hallled KHUTH — U3y4YeHHe KOHCepBaTu3Ma U U3MEHUYUBOCTH Meiio3a.

Kommieke MMC (SUN/KASH) dopmupyeTcst 1o KakoMy-TO CHUTHaIy U3 KIETOYHOTO
s7ipa, HO 3TOT CUTHAJI He 3asucum om 08YHUmMesvlx paspuleos J{HK 1 uX «IIpoLecCuHTay,
MPUBOJAILETO K (OPMUPOBAHUIO PAHHUX U IIPOMEKYTOYHBIX IMPOILYKTOB PEKOMOHMHAIIHH,
1 HE 3aBUCHT OT CHHAIICKCA XPOMOCOM, HO HYKJIaeTCsl B CEPHH/TPEOHNH NPOTEUH-KNHA3E
(uu Checkpoint Kinase 2) CHK-2 (Penkner et al., 2009; Sato et al., 2009).

BaxxHoit 0cOOEHHOCTBIO ITOBEJICHUSI XPOMOCOM U UX IEHTPOB criapuBanus y C. elegans
SIBIIIETCS UX pa3Hasi MOABMXKHOCTH B sIIpe BO BPEMs TPAH3UTOPHOTO TEepHoa U JJaKe B
naxuTeHe. C TTOMOIIBI0 MUKPOCKOITMYECKOH BHICOCHEMKH (DIIyOpEeCHeHTHBIX (OKYCOB
0eJIKOB OBUIO YCTAHOBJIICHO, YTO BBICOKOH MOABHIKHOCTBHIO 0ONAaf0T TOIBKO T€ KOHIIBI
XpOMOCOM, KOTOpBIE€ HECYT Ha cede HeHTPhI criapuBaHusa. OCTaIbHOE «TEJI0» XPOMOCOM
ocraércst HenoaBmxkHBIM (Wynne et al., 2012). KoHIbI XpOMOCOM ¢ IIEHTpaMu CliapHBa-
HUS aKTHBHO JIBHXKYTCSI, CKOJIb3S TI0 BHYTPEHHEH siZIepHON MeMOpaHe TOJILKO OJTHY MH-
HyTy U3 puMepHo 60 MUH TIpeOBIBaHUS AP U XPOMOCOM B TPAH3UTOPHOM COCTOSTHUH.
Emte Tpu MUHYTBI 3TH KOHIIBI XpOMOCOM TNPOAOIIKAIOT 3aMeJIEHHOE JBIKEHHE. 3a BCE
9710 BpeMs (1+3 MUH) IIEHTpHI CIapuBaHMs yCIIEBaIOT (1)1 BhIOOpa MmapTHepa criapuBa-
HUS) BCTPETHUTHCS C IIGHTPaMU CIIApUBAHMUS KAK TOMOJIOTUYHBIX, TaK © HETOMOJIOTUYHBIX
xpomocoM. CpestHee paccTosTHUE, KOTOPOE TPEo/I0IeBal0T KOHIIBI XPOMOCOM IO MTOBEPX-
HOCTH BHYTpPEHHEH fepHoil MeMOpaHbl, cocTanisieT 0,5 MKM 1 JOXOAMT A0 MaKCHMallb-
HOTO PaCCTOSTHUS 2 MKM, a CKOpocTh jaBrokeHus — 0,19 mxm/cex (Wynne et al., 2012). [To-
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JOOHBIE MCCIe0OBAaHMS BayKHBI JUIs BBISIBICHHSI MOJIEKYJISIPHOTO, BepHEe, OMO(pU3NIeCKO-
ro MeXaHHU3Ma JIBH)KEHHS M y3HABaHUSI XPOMOCOM. VM MOCBSILEHBI ClIeHUaTbHbIEC HCCIIe-
noBaHHA U 0030pHas mybonukanms (Woglar, Jantsch, 2014).

Eciu ¢ nmoMoripto MmyTaruu Jimimuth Medouutsl C. elegans criocOOHOCTH IKCIIPECCH-
poBath OJUH U3 reHoB KoMIuiekca MMC (Hanpumep, ripu MyTtatusix sun-1, chk-2, plk-2
WA OTHOTO M3 TeHOB Z/M), TO XpOMOCOMBI TEPSIOT CIIOCOOHOCTH criapuBaThest (Harper
etal., 2011; Labella et al., 2011).

Kak yxe ckazaHo, 32 HCKITIOYCHHUEM JIBHKCHHUS MX KOHIIOB, CAMH XPOMOCOMBI OCTaIOT-
Cs1 HEMIOABMKHBIMH BO BpeMs TpaH3UTOpHOTo nepuona. Ho, B oTmnuue ot ayrocom, KOH-
bl X-xpomocomsbl (Hecynue Oenok HIM-8) noasrkHbl naxe B panHel mnpodase. Ecnu
KOHITBl XPOMOCOM JIMIIEHBI CIOCOOHOCTH K OBICTPBIM JBHIKECHHSM, TO CHHAIITOHEMHBIE
KOMILIEKCHI PaHO WIIK MO3HO (pOPMHUPYIOTCS, HO ITPpU 3TOM HabuonaeTcs GopMUPOBaHUE
CK mexny Heromonoramu (Woglar, Jantsch, 2014).

JIBI>KeHNE KOHIIOB elle He CIapeHHBIX XPOMOCOM TPOoAoIDKaeTcs B xoae Gpopmupona-
Hus CK. 3aBepuienune noctpoenust CK npuBoauT K CHHXPOHHOMY MPEKPAIIEHUIO JABH-
JKCHHUS KOHIIOB BCeX XpoMocoM. M3 aTux HaOmiomeHuid ObUT clieniaH BBIBOJ, YTO CHUTHA-
JBI ¥ CTUMYJIBI K JIBUYKEHUIO KOHIIOB XPOMOCOM POXKIAIOTCS BHYTPH KIETOYHOTO sIpa
(Baudrimont et al., 2010; Wynne et al., 2012). Ecnu cunarncuc XxpoMocoM 3a0JI0KUPOBaH,
TO MEHOLIUTHI OKa3bIBAIOTCS «apECTOBAHHBIMIY» HA CTAIMU TPAH3UTA U3 JIENTOTEHBI B 31~
TOTEHY M MOJBEPratoTcs anonTo3y. [lonBHKHOCTE XpoMocoM B ripodase I 3aBUCHT OT Mu-
KpOoTpyOOUeK, U yJalleHHe U3 KIeTKU Oeska JUHEHHA TIPUBOAUT K IIOTEPE XPOMOCOMaMHU
CHOCOOHOCTH criapuBathes (Sato et al., 2009).

Crnapusanue X-xpomocoM C. elegans BRIPaKEHO CHIILHEE, UM CIIapuBaHUE ayTocoM. EMy
HE MEIIAIOT JJaXKe Te MyTalluid MEHOTHYECKHX TeHOB, KOTOpPBIE OCIa0NISIOT MM BOOOIIIE TIpe-
JOTBPAILAIOT CrIapUBaHue ayTocoM. [Ipu 3ToM, HanpuMmep, y MyTaHTOB c¢ra-1 U Aake THIIO-
Mo(HOTO MyTaHTa him-3 criapruBaHUe ayTOCOM OTCYTCTBYET, a CllapHBaHUe X-XpOMOCOM CO-
XpaHsETCsl, HO B 0CJIa0JICHHOM BHJIC U ¢ HapyleHussMu kpoccunroepa (Couteau et al., 2004;
Smolikov et al., 2008). MexaHu3M, MPUBOASAIINN K 3TUM Pa3JIM4MsIM, HE U3BECTEH, HO OH,
0-BH/IIMOMY, CBSI3aH C COCTOsSIHHEM XpomatuHa X-xpomocoMm (Cremer et al., 2000).

Co3speBaromine MEHOUTHI JBUKYTCS BIIOJIb TOHA/IBI CO CKOPOCTBIO, ITO3BOJISIONICH UM
MepeIBUraThCsl Ha OIMH PAJ KIETOK mpuMepHO 3a oauH vac (Crittenden et al., 2006;
Woglar, Jantsch, 2014). CnapuBaHre XpoOMOCOM U CHHAIICHC COBEPILAIOTCS B Ipejeliax
7—12 KJIEeTOYHBIX PSIOB TPAH3UTHOW 30HBI U, COOTBETCTBEHHO, 3a BpeMs OT 7 10 12 4.
[Tocne 3Toro MefiouMTHI BCTYNMaOT B paHHIOIO naxurteny, korga CK nmocrpoen mo anune
BCEX Map XPOMOCOM.

Cunancnc u noctpoenme CK

Jamepanvuvie nemenmot CK. Iloctpoenne CK y C. elegans — TOCTEIICHHBINA TIPO-
1iece, B KOTOPOM UTPaeT pojib B3aMMOJICHCTBIE HECKOJILKUX OEITKOB. DTO BBISICHEHO ITyTEM
M3y4eHHs Pa3HbIX MyTaHTOB. [loTepst omHOro Oeika (M3-3a MyTalluy B €T0 TeHE) BIUSIIA B
TOU WJT HHOMW CTETICHHU Ha «3arpy3Ky» B MOP(HOIOTHUECKYIO CTPYKTYPY JaTepabHOTO dJ1e-
MEHTa IpyTHX OeNkoB. B mepByto ouepens (kak U B KAHOHMISCKOM MEH03¢) B COCTaBE XPo-
MOCOMHBIX OCEH JJOJDKEH MOSBUTHCS Metio3-crienududeckuii koresud REC-8. ITocie atoro
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HayMHaeTcst (opMUPOBaHKE OCEBBIX IEMEHTOB XPOMOCOM, a Ha HX OCHOBE — JIaTepalib-
HbIx anemenToB CK. KitoueByto ponb urpaet 6enxoBsiit jomen HORMA, kotopslii conep-
xutcst B 6enkax HIM-3, HTP-1/2 u HTP-3, koTopbie BXOAAT B COCTaB JaTepaibHbIX dJ1e-
MEHTOB M pacriojiaratorcs 1o Beel jaiuae CK. DToT OeJIKOBBIM JOMEH UMEET XMMUYECKOe
cponctBo k JIHK u cBsa3piBaer narepanshble aneMentsl ¢ JJHK xpomocom. HIM-3 «3a-
rpyxaercsi» B (hopmupyrommecs jgarepaibhbie anemenTsl CK nepBbIM u nputarusaet (pe-
kpyrupyet) HTP-1/2, a nosienenne HTP-1/2 obecneunBaer nanpHeiInyto 3arpysky oOe-
ka HIM-3 no mocTukeHus MOJHOTO KOJIMYECTBA ATOT0 OENKa B JIaTEPaIbHBIX AJIEMEHTAX
(mumroc-TuTroC B3aumopelicTBue nByx nporecco) (Woglar, Jantsch, 2014).

Benxn HIM-3, HTP-1/2 u HTP-3 HyHbI B cocTaBe narepaibHbix dnemenToB CK He
TOJIBKO KaK CTPOMUTENBHBIN MaTepua, HO U JJIsl MOABMYKHOCTH XPOMOCOM B XOJIe TIOCTe-
MEeHHOTO cuHarcuca, a HIM-3 HeoOxomum 11 cCBOEBPEMEHHOTO ()OPMUPOBAHUS ABYyHH-
TeBbIX pa3psiBoB JIHK 1 nx cBoeBpeMeHHOro «rpoueccupoBanus». B wactHocTH, eciu
0CEBBIC AIIEMEHTBI XPOMOCOM JIe()eKTHBI N3-3a oTcyTcTBUs Oenka HTP-1/2, To Habmona-
eTcs rereposioruuHblil cuHancuc (Martinez-Perez, Villeneuve, 2005). benoxk HTP-3 ne-
00XOIIUM HE TOJBKO JJIsl TIOCTPOCHUSI OCEeH XpOMOCOM (U JaTepanbHbIX 31eMeHToB CK),
HO U 7151 00pa3oBaHus ABYHUTEBBIX pa3pbiBoB JJHK: y MmyTanToB Atp-3 «iporpammupy-
€MbIe» €CTeCTBEHHBIM IyTeM (T.€. C TOMOIIbI0 aKTUBHOCTHU TeHa SPO-1/ u ero npoayk-
Ta — sHAoHyKIea3sl SPO-11) nBynutessie paspeiBel JJTHK He hopmupyroTcs, HO Takne
Pa3phIBBI CIIOCOOHBI PENaprupOBATHCSI, €CIIM OHM HHIYIUPOBaHbI NOHU3UPYIOIIUMH H3ITy-
YCHUSIMH. Y MyTaHTOB him-3 HaOIoqaeTcsi HopMajbHas YaCTOTa ABYHUTEBBIX Pa3phIBOB,
HO MX JTaJbHEUIN mporeccuHr 3aaepxan (Couteau et al., 2004).

PesynbTarsl 9KCEPUMEHTOB ¢ MyTaHTaMu htp-3 u him-3 emé pa3 yka3bplBaloT Ha TO,
yro y C. elegans popmupoBanue IByHUTEBHIX pa3pbiBoB JJHK npoucxoaut mocne mo-
crpoenus CK, B oTimume oT mopsijika COObITHH B X0/1e KAHOHHYECKOTO MeHo3a (CM. 1. 3).

Ha ocHOBe mepeunciieHHbIX HaOJIIOJCHUH ObUT TaKXKe CZeJaH BBIBOJI, YTO BXOJISIIHNE
B COCTaB XpPOMOCOMHBIX Ocell U narepaibHbIxX neMeHToB CK Oernku, comepikaiue 10-
MeH HORMA, urpaioT He TOJBKO CTPYKTYPHYIO POJib, HO TAK)KE HAUMHAIOT (PyHKIIMOHU-
pOBaTh KaK MEIUATOPhbl CUHAIICKCA, a 3aTeM U pexomOuHaiuu (MacQueen et al., 2005;
Lui, Colaiacovo, 2013), npusiiekas K JlarepajibHbIM 3JIeMEHTaM (yHKIIMOHATIbHbBIC OCIIKK
MeHOTHYECKOH peKoMONHAIMK. DTO HE YIMBUTEIbHO, HO0 nmeHHo fomeH HORMA coe-
JTUHsIeT 3T Oeiku ¢ xpomocomHoi JIHK.

Henmpanvnasn oonacme CK 'y C. elegans, kak u 'y 0CTaJbHBIX DYKAPHOT, COICPIKUT
rorepedHble (PUIIAMEHTBI, COCTOSIIINE U3 UHTEPMEINATHBIX OeskoB. OIHAKO, B OTIHYHE
OT JIposKKelt S. cerevisiae M qpo30(uIIbL, 3TH OelIKK He GOPMUPYIOT CTPYKTYPY, HAIOMH-
HAIOIIYIO 3aCTEXKKY-«MOJIHMIO». Becero B ieHTpaibHOM 30HEe 00HAPYKEHO YEeThIpe TaKUX
oenka. lllupuna nentpanbHoro npocrpanctea CK y C. elegans cocTaBisieT B CpeHEeM
118 uM (u3mepeHnus koieoOmroTes B auanazone 98—125 um) (Smolikov et al., 2008). Ox-
HAKO HH y OZJHOTO M3 OEJIKOB LIEHTPAIbHOTO MPOCTPAHCTBA HE XBAaTAET JUIMHBI MOJIEKYIIbI,
YTOOBI MEPEKPHITH MTOJOBUHY 3TOTO PACCTOSIHHS U CTATh «3yOIIOM» 3aCTEKKH-CMOITHUNY,
KaKk y Apoxokeit S. cerevisiae. Codetast METOABI DJICKTPOHHON MUKPOCKOIIHH C UMMYHO-
OKpackoil OEJIKOB aHTHUTENaMU, MEYCHHBIMH KOJUIOMIHBIM 30JI0TOM (711 BU3yaIM3aluu
B TPAHCMHMCCHOHHOM 3JIEKTPOHHOM MHMKPOCKOIIE), 1 METObI MCCIIE0OBAaHUS B3aNMOIEH-
CTBHS 3TUX OCIKOB in Vitro, yaaloch pEKOHCTPYHPOBATh PUCYHOK X TOCTPOCHHUS B IICH-
TpansHoM npoctpanctse CK (puc. 10.3).
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Puc. 10.3. Cxema MONEKyIIpHOH OpraHU3alyi IEHTPATHHOTO MIPOCTPAHCTBA CHHAITOHEMHOTO
xomrutekca y C. elegans.

Kasxiplit monepevHslid HIaMEeHT COCTOUT U3 CEMHU MOJICKYJT OEJIKOB, OTHOCSIINXCS K YETBIPEM
tunam (SYP-1, 2, 3, 4), u mof1 3IeKTpOHHBIM MUKPOCKOIIOM BEITJIIANT KaK CIUIONTHOHN (pUIaMeHT,
a He KaK 3yOLbl 3aCTEKKH-«MOJHUIY, XapaKTePHBIE [UIs1 OPraHN3MOB C KAHOHUYECKHM MEHO30M.
Ha rmoOynsipHBIX ToMeHaX OCIKOB ykazaHa UX MPHHAIICKHOCTH K C- 1 N-KoHITaM OETTKOBOW MO-
nekymnsl. [To: Lui, Colaiacovo, 2013, ¢ n3MeHeHUAMHU.

YcranosieHo, uto 6enok SYP-1 o0pasyer qumMepsl U3 napaieabHO YIOKEHHBIX MO-
JeKkya. B TakoM auMepe MONeKyIbl, IMEIOLIHE POTSHKEHHYIO 0-CIIUPaib, YIOKEHBI «Ba-
JIETOMY» TakK, 4TO N-KOHEI| OHOW MOJEKYJbI cocencTByeT ¢ C-KOHILIOM JApYroi, mapali-
JICTBHO JISKAIIeH, HO IPOTUBOIIOIOKHO HAIPaBICHHOW MOJIEKY/bI (OHH PUTATHBAIOTCS
ANIEKTPOCTATHUYECKH). [IBa TaKMX JUMepa KOHTAKTUPYIOT KOHIIAMH, TaKKe 3a CYET Mpo-
TUBOIOJIOKHBIX OCTATOYHBIX 3apsI0B (HE MOTAICHHBIX B «TOJOBKE» JUMEpa), BBICTpa-
UBAIOTCS TIONEPEK IIEHTPaIbHOTO MPOCTPAHCTBA M MPUKPEIUISIFOTCS K JIaTepalbHBIM dJIe-
mentam CK xoporkumu monekynamu 6enkoB SYP-3. benku SYP-2 u SYP-4 ciyxar no-
MOJHUTEIBHBIME CKPETIKaMH, YKPETUISIOMUME 110 OoKaM coeluHenue qumepoB SYP-1
B rieaTpe (puc. 10.3). B pe3ynprare mOCTpOSHUS TAKON «ISCTHUIIBD»Y U3 JJIUHHBIX U KO-
POTKHUX 0-CIIUPAILHBIX MOJIEKYII 00pa3yIOTCsi MOJIEKYISIPHBIE MOCTUKH MEXKY JIaTepaib-
HBIMH 3JIEMEHTaMH, KOTOPBIE MOJ] SJIEKTPOHHBIM MUKPOCKOTIOM BBIIVISIIAT KaK Moreped-
Hele ¢punamentsl CK. Pazymeercsi, OHM CTaHOBSATCSI BUAMMBIMHU B JIEKTPOHHOM MHUKPO-
CKOIIe, €CIIi KOHTPACTUPOBAHBI TSDKEIBIMU METAJJIaMU, KOTOPBIE MOTIOUIAIOT 3JIEKTPO-
HBl YMHCCUOHHOTO TTy4Ka IEKTPOHOB. CTONKU MOJIEKYJISIPHBIX «CKPEMOK» B LIEHTPaIIb-
HOM 30HE NOTEPeuHbIX (PUIAMEHTOB CO3al0T KAPTUHY IIEHTPATBHOTO JIEMEHTa, HyIIe-
r0 MapajuiesHO JarepaibHbIM dneMerTaM CK (T.e. IeHTpalbHyI0 MOJIOCY «TPEXIOI0C-
Hoit meHTh CK).
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®opmuposanue CK Haunnaercs B nueHtpax cnapusanus (Phillips et al., 2009) u mpo-
JIOJDKAeTCsl aBTOMATHUECKH BIOJIb Mapbl XpOMOCOM. HemnpephIBHOCTB 3TOro Mpolec-
ca ¥ HenpepbIBHOCTH cTpYKTYpbl CK 3aBucHT OT npucyTcTBus B KieTkax 6enka CRA-1
(Smolikov et al., 2008). DT0OT G€JIOK CONEPKUT JIOMEH, B COCTAB KOTOPOI'O BXOJUT I10-
BTOPSIIOIIMICA aMUHOKHCIOTHRIA MOoTHB TPR (Terparpukonentun). ¥ MyTanrtoB cra-1
CHHANTOHEMHBIE KOMIUIEKCHI MPEPHIBUCTHI (IMyHKTUPHBI). CliegoBaTenbHo, camocOopka
(momumepm3anus) 6enkoB CK pacnpocTpansieTcsi Ha OrpaHUUEHHOE PaCcCTOSTHIE BHYTPH
KJIETOYHOTO siZipa M HYXKJACTCS B «IOAKPEIUICHUN» WM CTUMYIISILIHH, KOTOPYIO KaK-TO
obecnieunBaet Oenmok CRA-1 (Smolikov et al., 2008). CiieyeT HallOMHHUTB, YTO B OTJIH-
4Yye OT MeH03a y MOUYKYIOIIUXCS JIPOXKEH, BBICIIMX PACTEHUM M MIICKOIUTAIOIIUX, HO
oj00HO Meio3y y ipo3oduibl, B Metiose y C. elegans popmupoBanue CK He 3aBUCHT OT
kpoccunrosepa (cm. 1. 11). Takum obpazom, Oenok CRA-1 no3Bosnsier Hematone Gop-
mupoBath CK HE3aBUCHMO OT TOTO, YTO B XpOMOCOMaX €IIe HET JIBYHUTEBBIX Pa3pbIBOB
JHK. D10 ciy’KUT UCKITIOYCHUEM M3 OOIIETO MPpaBUiia 3aBUCUMOCTY WHUITUAIIUN CUHATI-
cuca u popmupoBanust CK ot nosBieHus AByHUTeBbIX pa3pbiBoB JJHK 1 Hauana popmu-
POBaHHS MTPOMEKYTOUHBIX MTPOIYKTOB PEKOMOHUHAIIHH.

Ecnu u3-3a mytanuii opmupoBanue 1ieHTpaibHol 30ub1 CK HapyiieHo, TO AaibHEH-
mee pasputue cuHarcuca (popmuposanust CK) ocrtanaBimBaeTcs, IICHTPBI ClIAPUBAHUS
XpOMOCOM OCTAIOTCsl KIIAaCTPUPOBAHHBIMHM, U JajbHEHIIee pa3BUTHE Mel03a MpeKpala-
etcs (Smolikov et al., 2009; Lui, Colaiacovo, 2013). Takum 00pa3om, Kak 1 B KAHOHUYE-
ckoM Mmeiiose, popmupoBanue CK y C. elegans HeoOXOAMMO JJIs ITOJHOLICHHOTO CHUHATI-
crca XpOMOCOM, HO, TIOMAMO 3TOr0, 03 3aBepIICHHUs] CHHAIICKCA HA XPOMOCOMaX HaKa-
TUTMBAIOTCS M COXPAHSIOTCS A0 MO3IHEH MaxXUTEHbl MPOMEKYTOUHBIC TPOAYKTHI PEKOM-
ounanu — Qokycsl 0esika RAD-51, nepenocurka ogaonuteBoii JJHK B romosiornynyo
xpomocomy (MacQueen et al., 2002; Colaiacovo et al., 2003).

Manupauyisi pekoMmbyHauym

Jsynurtessie pa3peibl JJHK, namymupyemsie samonykieazoit SPO-11, Bnepsbie mo-
SIBJISTFOTCST B TpaH3uTHOM 30He ToHaAb! (Alpi et al., 2003; Colaiacovo et al., 2003; Mets,
Meyer, 2009). OnHako, B OTIHYHE OT IPYTHX OPraHU3MOB, CIIApUBaHUE U (OPMUPOBAHUE
CHUHAINTOHEMHBIX KOMILIEKCOB y C. elegans He 3aBUCAT HE TONBKO OT ABYHUTEBBIX Pa3phl-
BoB JIHK, HO 1 oT Hauana pexomOunaruu (Dernburg et al., 1998). bonee Toro, y3naBanue
TOMOJIOTOB MOKET OBITh 3KCTIEpUMEHTAIILHO oTAeseHo oT cuHarcuca (Colaiacovo et al.,
2003), omHako permapariis ABYHUTEBEIX pa3peiBoB JIHK mponcxomut mocie Hagaia mpo-
Iecca CHHAIICHCa XpOMOCOM B TIPUCYTCTBUH U ¢ ToMotnbio CK. DT1o obecrieunBaeT Kaxk-
JIOi Tape XpoMocoM (OpPMHUPOBAHKE 00s3aTETHHOTO KPOCCOBEPA M OJHOBPEMEHHO OTpa-
HUYHMBAET YUCIIO TIEPEKPECTOB € MOMOIIBIO HHTep(hepeHIInn KpoccuHroBepa. MaTtepde-
peHImio obecneunBaeT HenpepbiBHAs auHelHas cTpykrypa CK (MacQueen et al., 2002;
Alpi et al., 2003; Colaiacovo et al., 2003).
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MenoTtnyeckuin KPOCCUHIoBep

Kaxnas xpomocoma C. elegans (Kak ¥ y APYyTrUX OPTaHU3MOB) MpeTepIieBaeT MHO-
JKeCTBEHHBIE IBOMHbIE pa3pbiBbl JJHK, HO TONBKO OJJMH U3 HUX MPEBPAILAETCS B «KPOC-
COBEp» — MEPEKPECT TOMOJIOTOB B PE3YIAbTATE KPOCCUHIOBEPA MEKIY TOMOJOTUYHBI-
MH XpOMOCOMaMU B Kax o mape xpomocom (Barnes et al., 1995; Mets, Meyer, 2009).
OcTanpHbIC Pa3pPHIBHI MTOJIBEPTAOTCS penapaiuy (1 UMEHYIOTCS HEKPOCCOBEPHBIMHE CO-
OBITHSIMH, «HEKPOCCOBEPaAMM»).

Humepgpepenyusn kpoccunzosepay C. elegans. Y C. elegans B meiio3e IUKOro Tuna
MosIBJIEHUE KpoccoBepoB 3aBUcHT OT OenkoB HIM-14/MSH-4 u MSHS, xoropsie, coot-
BETCTBEHHO, SIBIISTIOTCS] TOMOJIOTaMHU JIPOXOKeBbIX OenkoB Msh4 u MshS (Page, Hawley,
2004). Ho ectb kpoccoBepsl, KoTopble 3aBucsaT oT O6enka MUS-81. Onu Bo3HHKAIOT, Ha-
MIpUMeEp, B CITy4ae, KOrja B pe3ylbrare y-00Iy4eHus TOsSBISICTCS U30BITOK JIBOMHBIX pa3-
peiBoB JIHK 1 He Bce oHM MOTYT OBITh penlapupOBaHbl KaK HEKPOCCOBEPHI. Takast ke cu-
Tyalusi CKJajbiBaeTcs, korna B kietkax C. elegans net xemukassl RTEL-1, kotopas siB-
nsieTcst romosiorom Oenka Srs2 mposxokeit (Youds et al., 2010).

Tak ke kak y aApyrux opranusmosn, y C. elegans uHTep]epeHIHsT KPOCCOBEPOB 3a-
BUCHUT OT HENPEPBIBHOCTU JATEPAIbHBIX 3JIEMEHTOB CUHAIITOHEMHBIX KOMIUIEKCOB. [1pu
MyTanuu him-3, BRI3BIBAIOIIEH TOSBJICHUE MTPEPHIBUCTHIX CHHAIITOHEMHBIX KOMILIEKCOB,
nHTep(EPEeHIIUS YMEHBIIIACTCS, U YUCIIO KPOCCOBEPOB Ha XPOMOCOMHBIN HA0Op yBeIH-
guBaercs (Nabeshima et al., 2004).

Ha nawano 2014 r. He 6110 HocToBepHO M3BecTHO (Lui, Colaiacovo, 2013), koraa coBepraeT-
sl BEIOOpP MEXTy KPOCCOBEPHOHN MJIM HEKPOCCOBEPHOW pemapaliield TBOWHbIX pa3pbBoB JJHK y
C. elegans: cpasy mocie UX BOZHHKHOBEHUS B paHHEH mpodase | (kak mpu KiIaccu4eckoM meio-
3€) WM Ha MO3IHHX dTanax penapanun. OIHAKO, YKe CYIICCTBOBAIN JAHHBIC B MOJIb3Y PAHHETO
peLICHHs, KaK U Y APYTUX OPraHU3MOB. B 4acTHOCTH, PU MyTallMU I'eHa KOHICHCHHA [, PUBOIsI-
nieil K yIUTMHCHN IO CHHANTOHEMHBIX KOMIUICKCOB 1 YBEJIMUCHHUIO YKCiIa ABOWHBIX pa3peiBoB THK,
OTHOBPEMEHHO YBEJIIMYMBAIOCH YUCIO KPOCCOBEPOB HA FEHOM M M3MEHSIIOCH MX PACIIPEACICHUH
o xpomocomam (Tsai et al., 2008; Mets, Meyer, 2009). ABTOpBI 3THX HCCIICOBAHUN BBIIBUHY-
JIM TUTIOTE3Y, COINIACHO KOTOPOH YAJIMHEHHE XPOMOCOMHBIX OCeil HeN30€XKHO JTOJKHO MPUBOAUTH
K YMEHBIICHHIO JUTHHBI JaTePABHBIX METeNIb XPOMATHHA M YBEITHMYCHHIO YHCIIA STHX METeNb, YTO
BIIMSIET Ha pacrpeerieHue ABOHHbIX pa3psiBoB JJHK Brome xpoMocoMbl. DTO JOKa3aHO Ha Ipy-
rux o0bekTax mytém cpaBHenust CK y camnos u camok (bornanos, Komomuern, 2007). [lanee, co-
[JIACHO 3TOi Tumorese, qBoitHble pa3pbiBbl JJHK BO3HHKAIOT MPEHMYIECTBEHHO B MEJIKUX ICT-
JISIX XpPOMATHHA M JIerdye MPUTATUBAIOTCS HECECTPUHCKUMHU XPOMATHAAMU K XPOMOCOMHBIM OCSIM.
[Mockoneky 6enok HIM-3 B3ammoneiictyet ¢ 6enmkom MRE-11, obneruarormmm pacmmpenue ope-
meit paspesannoii JJTHK (Goodyer et al., 2008), npursrusanue paspe3annsix koHos JJHK k xpo-
MOCOMHOU OCH MOXKET OCYLIECTBISITHCS C MOMOILBIO IIPSIMOT0 B3aUMOJCHCTBHS 3THX OenkoB. [1o-
9TOMY y KIETOK ¢ MyTHPOBAaHHBIM KOHICHCHHOM W YBEIMYCHHBIM YHCIIOM IETENTb XPOMATHHA
(¥ yBEITMUYCHHOH TUIOTHOCTBIO MX PACIIOIOKEHHS), HECYIIUX ABOWHBIC Pa3pbIBbI, YBEIHYHBACTCS
MOTEHILIMAI BEPOSITHBIX KpoccoBepoB. Ho, ¢ npyroii cTOpoHbI, BBINOJIHCHA CEpHst IKCIIECPUMEHTOB,
B KOTOPBIX pa3sHbIMH MPUEMaMH (BHEAPESHUEM TPAHCIO30HOB HJIM MOHU3UPYIOLIMMH HU3ITyYCHHS-
MH) HCCIIEJIOBATENHN BBI3BIBAJIN JTOMONHHUTEIBbHBIC BOMHBIC pa3pbiBbl JJHK 1 npexneBpeMeHHYO
JIMCCOLMALINIO JIaTepalbHbIX d7eMeHToB CK, HO Takue MO37HO BO3HHUKAIOIIHE Pa3phIBbI HE TPH-
BOJIWJIM K TIOSIBJICHNIO HOBBIX KpoccoBepoB (Couteau, Zetka, 2011). Takum o6pazom, B ipodase |
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Mmeiio3a y C. elegans MOXeT CylIeCTBOBATh J[Ba BPEMEHHBIX HHTEPBaJIa, BO BPEMsi KOTOPBIX IIPOUC-
XOJIMT ITpeBpalieHue IBOHHbBIX pa3pbiBoB JJHK B kpoccoBepbl: paHHSIs JIENTOTEHA WM 3UTOTEHA U
no3auss naxurena (Lui, Colaiacovo, 2013). [Tpu atom nBoitabie paspeissl JJHK, Bo3HuKIINE 1107
BJIMSTHHEM TPAHCIIO30HOB YK€ [0CJIE TOro, Kak C()OPMUPOBAHBI CHHAITOHEMHbIE KOMILIEKCHI, NH-
TepdepupyIoT ¢ pa3pbiBaMy, BOZHUKIIUMY B JIEITOTEHE, KOO B UTOre B Ka)J10M OuBajieHTe Qop-
MHUpYETCs TOJIbKO ofuH Kpoccosep (Rosu et al., 2011).

DaxkTopoM, TMOHIDKAIOIIMM YacTOTY KPOCCHHIOBEpa, OKa3bIBAaeTCsl MPEKACBPEMEHHAs JANUCCO-
LALLM JIaTepaIbHBIX AJIEMEHTOB CHHAIITOHEMHBIX KOMIUIEKCOB. Takasi CUTyaIisi HMEET MECTO Yy
MyTaHToB msh-5 C. elegans, a Taxxe B pe3yybTare BHECEHHs IBOMHBIX pa3pbiBoB JJHK ¢ momo-
11bt0 HOHM3Upytomux u3nydenuit (Couteau, Zetka, 2011). Dto uHTEpnpeTUpyeTCs Kak HEOOX0IH-
MOCTb COXPAHEHHsSI CHHAIITOHEMHBIX KOMIUIEKCOB JJIS 3aBEPILIAIOIIEro dTarna MpeBpalieHus ABy-
HuteBoro paspeiBa JIHK B kpoccoBep. B npotuBHOM citydae, 3TOT pa3phiB penapupyercs Kak He-
KkpoccoBep. CyIIeCTBEHHO, YTO MPEKAEBPEMEHHAs IUCCOLMAIMS aTepanbHbIX demMeHToB CK
COTNPOBOXKAAETCS TOTEPEN YPOBHS alleTUIIMPOBaHUS Ju3uHa S B Tuctone H2A, 4To, B CBOIO Oue-
pens (y C. elegans), 3aBucut ot 6eika HTP-3 (Couteau, Zetka, 2011). CyIiecTByeT KOppesiust
anerumpoBanus LysSH2A ¢ uenoctrocteio CK y C. elegans — JOTNOMHUTENBHBIN apryMEeHT B
T0JIb3Y YYACTHSI 9TOTO alleTHIMPOBAHHOTO THCTOHA B (POPMUPOBAHUN B3aUMOJICHCTBHSI XPOMATH-
Ha C OCEBBIMH 3JIEMEHTaMU XPOMOCOM U JIaTepaibHbIMU 21eMeHTaMu CK.

Ocob6eHHocTn cobbrmuin pekombuHauym y C. elegans

MeiioTnueckasi peKOMOMHALNS Y HEMATOAbI, KaK U Yy BCEX OPraHU3MOB, HAUNHAETCS C
TTOSIBJICHMSI TBOMHBIX pa3pbiBoB JIHK moxn Brusamem sunonykieassl SPO-11. DT pas-
PBIBBI 3aTeM PACIIUPSIOTCS ¢ moMorbio 0enmkoB MRE-11, RAD-50, COM-1, xoTopsie
OTCEKar0T HEKOTOPOE KOJIMYECTBO HYKJICOTHIOB HAa 000MX 5°-KOHLaX pas3phlBa; 0Opasy-
FOTCSI [TBA JUTMHHBIX 3’-KoHIa omHoHUTeBOoW JIHK. DTN OMHOHWTEBBIE KOHITHI MTOKPHIBA-
foTCst 6enmkoM, momoOHBIM Oeky RecA Escherichia coli. Y mpoxokeit S. cerevisiae onuH
3'-xoHer okpeiBaeTcs 6enkoMm Rad51, apyroii 3’-KoHEI — roMOJIOTHYHBIM eMy OeITKOM
Dmcl (orcyrcrByer y C. elegans), m 00pa3yroTcs IIMHHbBIE HYKJICOTPOTEHIHbIE (hra-
MEHTHI. Y HeMaTo/bl OHU cTabunm3upytoTcs 6erxom BRC-2, romonmorom 6enxa BRCA2
npyrux opranu3MoB. SWI2/SNF2 — Genok pemonennpoBaHus XpoMmaTHHa (TOMOJIOT
RADS54 npoxokelt 1 yelioBeKa) — ydJacTBYeT B IIEPEHOCE HYKJICONpPOTEeUIHOro (hria-
MEHTa ¥ €ro MHBAa3UM B JIBOWHYIO CHMpaJlb TOMOJIOTUYHOIO CaiiTa TOMOJIOTMYHON XpO-
MocoMbl. B orcyTcTBre 6enka SWI2/SNF2 nBoiinsie paspriBel JIHK He penapupytorcs u
HakaruBatotcs (Mets, Meyer, 2009).

Kax coobmranocs B 1. 4, nHBas3wst HykieornpoteunHoro ¢pumamenta JJHK-RAD-51 B romo-
norugaayro monexyiry JIHK mpuBomuT k hopmMHupoBaHmto Tak Ha3biBaeMoit D-TieTi B MOJTeKys1e-
pELMINEHTe, KaK U B KJIACCHYECKOM Meio3e. «ACCHCTeHTOM» B 3ToM npouecce y C. elegans
ciyxut RTEL-1, romornor Genka Srs2 apoxokeit (Barber et al., 2008). On Taxke HyXeH Uit
nocnenytomero cuateza JAHK, st 3akpeitust «Opelim» 1o TUIy KPOCCHHIOBEpA WM pera-
PaLMK 1, TEM CaMbIM, ISl BCEX MOCIESAYIOIINX SBICHNH («BBIOOpa» MEXTY KPOCCHHIOBEPOM-
HEKPOCCHHTOBEPOM, MKy MHTepdepeHIuei u e€ orcyrctereM (Youds et al., 2010)).

OT1imune nopsiaka coObiTUii npu pexkomoOuHanumn y C. elegans ot opraHusmMoB C
KaHOHWYECKHM MEH030M COCTOHT B TOM, 4TO nepeHoc ¢punamenTos JJHK-RAD-51 B ro-
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MOJIOTHUHYI0 XpoMocomy y C. elegans nabntogaercs He BO BpeMs JICNTOTCHbI HIIU 3U-
TOTEHBI, a Mo37Hee — BO BpeMs maxuteHsl (Alpi et al., 2003; Colaiacovo et al., 2003),
To ecTh nocne 3aBepuieHus Gopmuposanus CK. [Iuk B auHaMuKe STUX COOBITUH JOKY-
MEHTHUPYETCs 110 yucity GokycoB diayopecuenmuu oenka RAD-51 B KJISTOUHBIX sipax.
[Mostomy nepenoc ¢punamenta JJHK-RAD-51 He yyacTByeT B MHUIIMALIUU CHHAIICHCA
rOMOJIOTHYHBIX XpoMocoM Yy C. elegans, Kak 5TO UMEET MECTO B KAHOHMYECKOM Meiio-
3¢ (cM. . 4). Kak ykazaHo B paszzgenax mpo CHHAIICUC M CHHANTOHEMHBI KOMILIEKC B
naHHOU Tase, cuHancuc y C. elegans MHUIIMUPYETCS] aKTUBHOCTBIO «IIEHTPOB CHapH-
BaHUS» XPOMOCOM M UX OenkoB. CuuTaercs, YTO MPOMOTOPAMH CIIAPUBAHMS M CHHAII-
cuca y Hematobl ciayxar Oeiku (Giroux et al., 1989; Weiner, Kleckner, 1994; Philips
et al., 2005), koTopsie 00pa3ylTCs B TOM MECTE KIETOUYHOTO sJIpa, T TPYINIUPYIOTCS
LEHTPHI CIIAPUBAHUS.

Opunounslii 3’-xoneny onHonuteBoil J|HK, BHenpénuslii B D-mermio cecTpuHCKOn
XpOMAaTHIbl, ECTECTBEHHO, HE IPUBOAUT K KPOCCHHTOBEDY, a JIUIIb K CECTPUHCKOMY XPO-
MaTUJHOMY OOMEeHY (HEKPOCCOBEPHBIH MyTh penapanun). MuBazus 060ux 3’-KOHIOB B
TOMOJIOTHYHYIO XPOMOCOMY MPOUCXOIUT MOOUEPEIHO U TIPUBOAUT K MIOCTPOCHUIO IBOMA-
HOTO COeIUHEHUsT XOJUIU e, KOTOPOE MOXKET MIPEBPATUTHCA B KpoccoBep. B caifrax 06-
nuratHo popmupyroiierocs kpoccorepa y C. elegans oOHapyxkeH 6enok ZHP-3 — romo-
JIOT TIPOMOTOPA KPOCCHHTOBEpa Zip3 MOUYKYIOLIUXCS IPOKIKEH, JIOKATU3YIOIMICS Ha O~
HepeyHbIX (HUIaMeHTaX CHHAITOHEMHBIX KOMIUIEKCOB. B To BpeMs kak B MHBa3WU Mep-
BOTO OJTMHOYHOTO 3’- koHIa yyactByeT SWI2/SNF2, muis nHBa3uM B rOMOJIOTUYHYIO XPO-
Mocomy Broporo 3’-koHIa jiBoitHoro paspsiBa JIHK y S. cerevisiae ucnonb3syercst 6esok
Rad52 (Lao et al., 2008 ap.), ay C. elegans 3ta pepMeHTaTUBHAS AKTUBHOCTh IIPUITHCHI-
BaeTcs oproJiory 3toro 6einka BRC-2 (Petalcorin et al., 2006). benku MSH-4/HIM-14 u
MSH-5 Taxke y4acTBYIOT B ITOCIIeIOBaTeIbHBIX CTaAUsX 3Toro mporecca (Winand et al.,
1998; Zalevsky et al., 1999; Colaiacovo et al., 2003).

OcBoOoykaeHre oT coeAnHeHni Xoutnaes TpeOyeT pa3pe3aHusi COSAMHUTENbHbIX HY-
KJICOTHIHBIX HHUTEH 3TOH CTPyKTyphl. CHMMETpUYHOE pa3pe3aHne 00enx HUTEH JTOJIK-
HO COIPOBOXKJATHCS HEMEIUICHHBIM JIMTHPOBAHUEM KOHIIOB JUISi BOCCTAHOBJICHUSI JIBYX
Tenephb y)Ke He CBA3aHHBIX MEXIy coOoi nBoiHbix crupaineit JJHK. Accumerpuunsiii
paspe3 TpebyeT AalibHEHIIero npoueccuira — o0padOTKU KOHIOB. [TIaBHBIN (epMEHT
(pe3onBasa), kotopbiii ocBoOOXkmaeT aBe Mojekyinbl JJHK ot coenunenunii Xosmumes
y C. elegans u npyrux MojaeabHbIX 00bekTOB, K 2013 . emé He ObUT UACHTUDUITUPO-
BaH (Lui, Colaiacovo, 2013). Takoit pepMmeHT ObLT HaljieH Julb Y S. pombe. D10 pe-
3omBaza Mus81 (Boddy et al., 2001). T'omonoruunslii ¢epMeHT (QYHKIMOHUPYET
ny C. elegans, 60 y MyTaHTOB mus-81 MEHOTHUECKUE KICTKH OCTAHABIUBAIOTCS B pa3-
BUTHHU IOCJIE TIPOXOXKICHUS TTAXUTEHBI, ¥ 3TO MHTEPIPETHPYETCS KaK HECIIOCOOHOCTD
coeMHEeHMI XOJUTHJIes] TIPOUTH MyTh, HEOOXOAMMBIHN IS Bbixoaa u3 naxuteHsl (Lui,
Colaiacovo, 2013). Y npo3o¢uiisl 1 y uesioBeka 0OHApYKeHbI pa3HbIe Pe30JIBa3bl, OTINY-
Hble 0T Mus81 nposokeit, Ho Hi O/IMH U3 3THX (EPMEHTOB HE SIBIISICTCS JIOCTATOYHBIM JUTS
MPOIIECCUPOBAHUS BCEX MPOMEKYTOUHBIX MPOJYKTOB PEKOMOMHAIIMN — BCEX COCIMHE-
nuit Xommuaes (Lui, Colaiacovo, 2013; Kohl, Sekelsky, 2013).

Anvmepnamuegnsie nymu pekomounayuu. YrpasisiemMas HOPMaJIbHO QyHKIIMOHUPY-
oIel TIporpaMMoi Meio3a permaparus JBOWHBIX pa3pbiBoB JJHK nampaBiena Ha obe-
CTICYCHHUE JJOCTATOYHOTO YPOBHSI KPOCCHHTOBEPA, KOTOPBIH HEOOXOIMM JIJIsl HOPMATIbHOI
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cerperauyy roMoJOrHYHBIX XpoMocoM. OIHAKO CYIIECTBYET allbTepHATUBHBIN MyTh pe-
napanuy JBOWHBIX Pa3pbIBOB: HErOMOJOTMYHOE COEAMHEHHE KOHIOB (nonhomologous
end joining, NHEJ). B stom ciyuyae ¢yHnkiuonupyer pepment yuraza LIG-4, Hampsi-
Myto coeaunsromuii kouipl JJHK (Smolikov et al., 2007). Bo Bpemst HOpManbHOTO Meii-
03a 3TOT MyTh penapalyy He urpaet cyuiecTBeHHoi ponu (Martin et al., 2005), onHaxo
B CJIy4ae OTCYTCTBHUSI CHHAIICHCA TOMOJIOTUYHBIX XPOMOCOM HITH NPH JIe(eKTax KOre3uu
CECTPUHCKHX XPOMAaTU 3TOT MyTh penapaunu aktuBupyetcs (Colaiacovo et al., 2003;
Smolikov et al., 2009). Hanpumep, y acuHanTuaeckux MyTanToB syp-3 C. elegans Hexo-
Tophle aABOMHBIE pa3pbiBbl JIHK penapupytorcs, U B pe3yaprare HeMaTo bl IPOU3BOIAT
HeOobIoe yuciio motoMkoB (Smolikov et al., 2007). DTo 03HaYaeT, 4TO SUIEKICTKH,
JIaBIIME HAYaJI0 STUM OTOMKaM, TPOLIIH Yepe3 Meiio3 u n30exan ryouTenbHol aney-
wiouanu. OHAKO, €CJI Y TaKUX MyTaHTOB HeT Oenka REC-8 (B pesynbrare 6J0KMpoBa-
Hus ero cuaTtesa myteM PHK-unTepdepennm), To penapanus myTeM IpsiMoro coeiHe-
Hust koHnoB JIHK momasnsieTcs.

VY C. elegans, B oTMuue OT JPyruX 3yKapuoT, He 00HAPYKEHO OPTOJIOTOB TaKHUX Oell-
KOB pekoMOuHanumu, kak Dmcl, Hop2 u Mnd1 (Villeneuve, Hillers, 2001; MacQueen et
al., 2002). [Ipeamonaraercs, 4To BHIOOp MyTH penapanuu JBOHHBIX pa3pbiBoB JJHK B
MOJIb3y KPOCCHHIOBEPA CTUMYIIUPYETCS TIOBEICHMEM XPOMOCOMHBIX OCEH 10 HacTyIuIe-
HUS paHHEH maxurteHbl. B panneil nmpogasze | HaOmonaeTcs Havano CBA3bIBaHUS Oenka
RAD-51 ¢ xpoMOCOMHBIMH OCSIMH (ITHK JIOKQJIM3allMKd — T03Ke). DTOT MpPOIecC 3aBH-
cut ot RAD-50 (Hayashi et al., 2007). «3arpy3ka» RAD-51 B XpoMOCOMBI KOppeIupyeT
C MpHOOpEeTEeHNEM XPOMOCOMaMH CIOCOOHOCTH BCTYIIATh B KPOCCHHIOBEP C FOMOJIOTHY-
HOW XpPOMOCOMOM BMECTO CITy4ailHOW peKOMOMHAIIMU C HETOMOJIOTUYHOM XPOMOCOMOM.
Onnako 3aBucHUMOCTh 3arpy3ku RAD-51 ot npeasaputensHoro npucyrctsus RAD-50
MCUe3aeT B CpelHel MaxuTeHe, U, BO3MOXKHO, 9TO CBA3aHO C «KUHETHUECKUM ITPUHYK/Ie-
HUEM» XPOMOCOMHBIX OCEH TOMOJIOTHYHBIX XPOMOCOM (BCTYIHMBIIUX B KOHTAaKT B IICH-
Tpax ClapuBaHMs) MPOAOKUTH MPOLECC CHHAICHCA C TOMOJIOTHYHON XpOMOCOMOii, He
«OTBJICKAsICh» Ha HeroMoJyioruuHbie KOHTakThl (Goldfarb, Lichten, 2002). Takum oOpa-
30M, TIOMCK XpPOMOCOMaMH TOMOJIOTHYHOTO MapTHepa [uist cuHancuca y C. elegans He 3a-
BucUT OT nHBazuu 3’-koHia JIHK u oOpazoBanus JIHK-MOCTHKOB ¢ roMOIOroM, Kaxk y
OpPTaHU3MOB C KAHOHHYECKUM MEH030M, HE 3aBUCHT OT LIUC-aKTHBHBIX PailOHOB XPOMO-
coM, Kak y Drosophila (1. 11), 1 OT yHIYTUPYIOUIUX JIBHIKSHHI «KOHCKOTO XBOCTa, KaK
y S. pombe (1. 9). B omiin4ue OT nepeyrciieHHbIX BCIIOMOTaTeIbHBIX MEXaHU3MOB, CIia-
puBanuto y C. elegans ciocoOCTBYET IIPUCYTCTBHE B XPOMOCOMaX IIEHTPOB CIIAPUBAHMSL.
Kak 00BACHSUIOCH B IEPBOIT YaCTH ATOM CTaThU, OHHU CO3JAI0T YCIOBHUS JJISl TIEPBHYHOTO
KOHTaKTa TOMOJIOTHYHBIX XPOMOCOM.

Baxwo, uto y C. elegans KpocCHHTOBEp He CIy4ailHO B MSTh Pa3 yallle IPOUCXOIUT B
TEPMUHAIBHBIX 00JIACTIX XPOMOCOM, COCTABJISIFOIIMX 1/3 AITMHBI XpOMOCOM Ha TOM KOH-
e, Tae pacrnonoxeHsl neHTpsl cniapusanus (Hillers, Villeneuve, 2003). Ot obnmactu y
C. elegans 6ennbl reHamu (Barnes et al., 1995). Jnst cpaBHEHHS: Yy TIOUKYFOIIIUXCS POXK-
el ropsure TOUKH JBYHHUTEBBIX pa3pbiBoB JIHK mpenmymecTBeHHO pacrnonaratoTcs B
MIPOMOTOPHBIX O0JIACTSX TEHOB, BO BHYTPEHHUX palioHax xpomocoM (Pan et al., 2011).
B omnuune ot Bcero 3Toro y Melmieil MoJ0BHHA COOBITUH PEKOMOMHAIIMU ITPOUCXOIUT
cpeau JoKycoB reHoB (Smagulova et al., 2011).



174 1O.®. bozoanos, T M. I' puwaesa KoHcepBaTu3M, H3MEHUYUBOCTh U HBOJIIONNA Meiio3a

[TaxuteHa

Bo Bpems paHHel naxuTeHbl HAYMHACTCS TIepepacipeaenacHne xpomaruaa aoias CK.
CHayana OH PBIXJIO KOHIICHTPUPYETCS y OJHOTO U3 MOJIIOCOB S/1pa, HO 3aTeM OoJiee HiH
MeHee PaBHOMEPHO MOKpbIBaeT AMuHy Kaxjaoro CK u HauMHaeT mpuierarb K saepHOR
000JI0UKe, ¥ B KOHIE CTaJUM IMaxXUTEHbl XPOMAaTWH BHICTHJIAET M3HYTPH BCIO MOBEPX-
HOCTB siIEpHOI 00osouku. Bo BpeMsi paHHEW MaxWTEeHBI MPOUCXOIUT perapanusl mod-
TH BCeX JABYHUTEBBIX pa3priBoB JJHK, U caiiTl 3pesibIx KpoCcCOBEPOB CTAHOBATCS BUANU-
MBIMHU BO BpeMsI O3JHEH MaXUTEHBI (C MOMOILBI0 HX MApKEPOB — MO3JHUX PEKOMOHMHA-
LIMOHHBIX y3elKoB-pokycoB Oenka ZHP-3 (Bhalla et al., 2008; Yokoo et al., 2012; Rog,
Dernburg, 2013)).

PexomOnHanust IpoXoauT MO KIACCHUECKON CXeMe, TO €CTh perapanusi IBOMHBIX pas-
priBoB [IHK naer mo HemoBpe:KAEHHOW MaTpHLie TOMOJIOTHYHON XPOMOCOMBI, HO 00s-
3arenbHO B mpucyTcTBuu 3penoro CK u, oueBuaHO, ¢ ero yuactuem (Alpi et al., 2003;
Colaiacovo et al., 2003; MacQueen et al., 2002).

B koHIle maxWTeHbl WM Havyalle TUIUIOTEHBI B KaxkaoM mape xpomocoM C. elegans
BO3HUKAaeT OJMH KpoccoBep — Xxua3Ma. Kak mpaBwiio, KpoccoBep JIOKanuzyeTcs Oiu-
e K TOMY KOHILy, KOTOpbIi HeceT Ha cebe ueHtp cnapusanus. [Ipu stom CK paspymra-
eTcsl, TOMOJIOTHYHBIE XPOMOCOMBI B3aUMHO OTTaJIKMBAIOTCS, U 00pasyercsi KpectooOpas-
Hast KOH(UTypays, B KOTOPOH TOUKa NepeKpecTa (Xrua3Ma) pacroiokeHa acCuMMEeTpHY-
Ho. OHa ynepKMBaeT rOMOJOTUM B COCTaBe OHMBajieHTa. BCIOMHHM, YTO XPOMOCOMBI
C. elegans — xonouenTpuyeckue (MOJIULUEHTPUUYECKHUE), U MBI ObI HE MOIJIH TOBOPHUTH O
IUIe4ax XpOMOCOM (KOTOpbIE Y MOHOIICHTPUYECKHX XPOMOCOM Pa3lelIsioTCs IEHTPOMe-
poii), eciiu ObI He Ta Xuazma. Ho nmeHHO Xua3ma paszenser OMBaJICHT Ha IBE HEPAaBHBIC
0 JUIMHE YacTH, 1 OHM B Melio3e y C. elegans Ha3bIBAIOTCS COOTBETCTBEHHO KOPOTKUM
U JUIMHHBIM nievamu 6usanenma. B meragasze I kopoTkoe miedo ocTaércs Ha HKBaTope
BEpeTeHa AEJICHUS, MHOKECTBEHHbIE IEHTPOMEPHI KOPOTKOTO Ijieda (1 BCE MiIev0) Tepsi-
10T CBOIO KHHETHYECKYIO aKTUBHOCTb. JIJTMHHOE TIJIEYO B 9TO BPEMsI BBITSATHUBACTCS OT JK-
BaToOpa BepeTeHa B CTOPOHY €ro nomoca. [Ipu 3ToM AIMHHOE TIEU0 OAETO «YEXJIOM) aK-
TUBHBIX KHHETOXOPOB, K KOTOPBIM KPETSITCS MHOTOUYHCIICHHBIE TYOyTHHOBBIE MUKPOTPY-
0OuKHU BepeTeHa JICJICHHS.

B xonue cragum maxuteHsl oouutThl C. elegans TPOXONAT KOHTPOJBHBIA ITYHKT
(checkpoint). KieTku ¢ He3aBeplICEHHBIM CHHAIICUCOM, XOTs Obl B OHOHM mape Xpo-
MocoM, ¢ aedexramu GopmupoBanusi CK He mporyckaroTcs 4epe3 3TOT KOHTPOIb-
HBII MYHKT ¥ MOJBEPraroTcsl IPUHYAUTEIbHON rnbenn — anontosy (Bhalla, Dernburg,
2005). Jnst ycnemHoro ()yHKIIMOHUPOBAHHS STOT KOHTPOJIBHBIM MMyHKT HYXKJAETCS B
MPUCYTCTBUM U aKTHBHOCTH kuHa3bl PLK-2 n AAA-anenosuntpudocdarazsr PCH-2
(Bhalla, Dernburg, 2005; Harper et al., 2011). 13 s3kciepuMeHTOB Ha APOXKIKAX U JPO-
30¢uie u3BecTHo, uTo romonoru PCH-2 HyXHBI HE TOJNBKO AJI1 MOHUTOPHHIA 3aBep-
LUICHHOCTH CHUHAIICHCA XPOMOCOM, HO U JJIsl MOp(horeHe3a XpoMOCOMHBIX OCeH, U JIJIst
MPaBUJILHOTO 3aBepllieHus pekoMOuHaiuu u e€ uarepdepennuu (Wu, Burges, 2006;
Joyce, McKim, 2009; Joshi et al., 2009). Takum o6pa3om, popMupoBaHUe U TEMOHTAK
CHUHANTOHEMHBIX KoMIieKkcoB y C. elegans HaXOAATCS MO KOHTPOJIEM HECKOJIBKHX pe-
TYJIUPYIOLIIMX MEXaHH3MOB.
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PemopenvpoBaHue XpoMOCOM B no3aHen npodase |

Cranus nurutorensl HaunHaercs ¢ paspymenus CK (Nabeshima et al., 2005), u Torna
XHMa3Mbl CTAHOBATCS BUAUMBIMHE (cxeMa Ha puc. 10.4). Bo Bpemst muaknHe3a KOHIIEHCH-
PYIOTCS M CTAHOBSITCS OTYETIIMBO BUJIUMBIMH IIECTh ayTOCOMHBIX OMBAJICHTOB, KaXIbIil
13 HUX TOJIBKO C OHOM XMa3MOi. DTO CBUACTENIBCTBYET O YETKOW paboTe MeXxaHU3Ma HH-
tepdepeHn KpoccuHrosepa. Bo Bpems auaknHe3a MeHOTHYECKHE sSApa MOKUIAIOT M-
TOIUIA3MATUYCCKUH CHHIIUTUI 1 000Ca0IMBAIOTCS B WHAUBHTyaTbHBIX KIIETKAX.

Bo Bpems auakunesa B OuBasieHTe He ocraercs cienoB CK (puc. 10.4), xpome Toro
JIOKyca, TIie HaxoauTcs Xxuazma. B e€¢ ¢popmupoBanue Bosieuens! 6enku ZHP-3, MSH-3,
MSH-5 (Nabeshima et al., 2005; Bhalla et al., 2008). berox ZHP-3 — 310 nuraza SUMO
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Puc. 10.4. CtpyKkTypHbBIe I3MEHEHHS B ITape FOMOJIOTMYHBIX XpoMocoM B xozie Meiiosa 1y C. elegans.
B npodaze I cecrpunckue xpomaruisl coeauusitores kiericnnom REC-8 u 6enmkamu s1arepaiib-
seIX snemenToB CK: HIM-3, HTP-1/2, HTP-3, LAB-1. Ha cTamuu 3uroTeHBI TOMOJIOTHYHBIC XPO-
MOCOMEI COSIMHSFOTCS B IIeHTpax crapuBanus («C» B 0Bajie), U HAYMHACT (POPMHUPOBATHCS CH-
HANTOHEMHBIN KoMIUTeKC. [TosiBistroTest Genku mmorepednbix grmamentoB CK — SYP-1, 2, 3,

4 — n nynuressle pa3psieel JJHK (DSB). Bo Bpemst maxurens! 3aBepiiaercst kpoccuHrosep. Tou-
Ka KPOCCHHTOBEpa pa3IeiiseT MOMUIICHTPHYCCKIE XPOMOCOMBI Ha KOPOTKOE ¥ JUTHHHOE TIICUH.

L, n L, — JUIMHHBIE TJI€YH TOMOJIOTHYHBIX XPOMOCOM. B HUX MEXTy CECTPHHCKMMH XpOMAaTH/Ia-
MU B JIMTLIOTEHE M TMakuHese coxpansiores 6enxkn REC-8, HIM-3, HTP-1/2, HTP-3, LAB-1. S n
S, — KOpOTKHe ITEIM XPOMOCOM. B HHX MeX /Ty CECTPUHCKHMH XPOMAaTH/IaMH COXPaHArOTCs Oell-
ku REC-8, HIM-3, HTP-3 u Genku morepeunsix rmameHToB (SYP-1, 2, 3, 4), HO B TO3/1HEM IH-
axunese u Metadase [ 6enxu SYP-1, 2, 3, 4 ucuesatot u 3amensrores 6enmkom AIR-2. TTo: Lui,
Colaiacovo, 2013, ¢ TOMOTHECHUSIMHU.



176 1O.®. bozoanos, T M. I' puwaesa KoHcepBaTu3M, H3MEHUYUBOCTh U HBOJIIONNA Meiio3a

E3, coenunstonias kouibl mosiekyn JIHK B Touke kpoccoBepa. OHa roMoiorudHa 0esnKy
Zip3 apoxokeii S. cerevisiae. Y HeMaTollbl, B OTJIUYUE OT JPOXKIKEH, STOT OCJIOK HE MPH-
HUMAaeT yyacTusi B GOPMHUPOBAHMH LieHTpasbHOro npocTpancTBa CK, HO Ge3 Hero HeBo3-
MOYKHO 3aBepIleHHE TPoIecca KpOCCHHTOBEPA.

CHauaja, a IMEHHO, BO BpeMs CTaJiuu MaxuteHsl, Oesiok ZHP-3 pacmnonaraercs mo
Bceil niuHe CK, HO BO BpeMs MO3AHEH MaxXWUTEHBI OH MCUe3aeT U3 BCEX JIOKYCOB, KPO-
Me JIOKyca KpoccuHToBepa, u Mapkupyet ero (Jantsch et al., 2004; Bhalla et al., 2008).
B ompiTax ¢ MyTaHTaMu U TPAHCTEHHBIMU HEMATOJIaMH, Y KOTOPBIX ObLIa BOCCTAHOBJICHA
¢dynkms 6enka, Hecymiero nonunentug SUMO, ObUIO yCTaHOBIICHO, YTO OH HYKEH JIJIsI
yaanenust CK U3 Bcex JOKyCcOB, KPOME JIOKYCa XHA3MBI.

OxoHyarenbHOE (OPMHUPOBAHHE OMBAJICHTOB B JIMAKMHE3E¢ U IMOJTrOTOBKA MX K TIO-
CTPOEHHUIO Ha JKBAaTOpPE BepeTeHa Melo3a | 3aBUCUT OT COXpaHEHHs KOT€3UU CECTPHUH-
CKHX XpoMaruj. JTO, B CBOIO OUYepe/lb, 3aBUCHT OT OrpaHHUCHUS JeHCTBUS (HOCHOKH-
Ha3el AIR-2 (de Carvalio et al., 2008) — romomnora kuHa3sl Aurora B, HeoOxomumoit
JUTSL TUZPOJIN3a KOTE€3MHOB, COCAMHSIONIUX CECTPUHCKUE XPOMATHUIBL. DTO OTpaHUYe-
HUe (3ampeT TUIPOJU3a) B KAHOHUYECKOM MeHo3e 00eCIeUHBACTCS MEHOTHYECKUMHU
mryromuHaMu. Ilpenmonaraercsi, 4to OCIKOM, HTPAIONIUM pPOJIb IIYTOIIMHA B MEHO03e
y C. elegans, cnyxut 6enok LAB-1 (Kitajima et al., 2004; de Carvalio et al., 2008). B
orcyrcrBue LAB-1 kunaza AIR-2 akTuBHA, 1 HAONKOACTCS HEMPABUIIbHAS OPTaHU3AIIUS
xomroneHToB CK. IIpu atom nemonTaxx CK Bo Bpemsi IUIIJIOTEHBI U IUMAKUHE3A 3a]ep-
JKUBAETCs, U 3TO HAPYUIAET TEUCHUE MEN03a.

XOJIOLEHTPUYECKAsT TPUPOIA XPOMOCOM HEMATo/bl TPEOYEeT YHUKATBHOIO MEXaHW3Ma — aH-
caMOI1s1 OEITKOB TS Cerperaii roMOJIOTHYHBIX XPOMOCOM B MEii03¢ 10 CPaBHEHHIO ¢ MOHOLICH-
TPUYSCKUMH XPOMOCOMAaMH OOJBIIHHCTBA OPraHU3MOB C KAHOHHYCCKHM MHTO30M M MEHO30M.
B muto3e y C. elegans KHHETOXOPBI MOKPBIBAIOT TIOYTH BCIO JUTHHY CECTPUHCKUAX XPOMATHI, U K
HUM KpersiTess MUKpoTpyoouku BepereHa (Albertson, Thomson, 1982). B meiio3e xononeHTpuye-
ckue xpomocoMsl C. elegans GOPMUPYIOT CTPYKTYPY, TOXOKYIO Ha KOJITA4OK, KOTOPbIH MOKPHIBA-
eT [UIMHHOE TUIeYo OuBaneHTa. MUKpOTpyOOUKH 00pa3yroT IMy4OK, KOTOPbIH MPOTSITHBACTCS Ta-
paJuIeNbHO JUIMHHOM ocu Kaxkaoro ousanenrta (Wignall, Villeneuve, 2009). K xoniy OuBanenra
MPUKPEIUIAETCS] HEOOIBIIOE YUCI0 MUKPOTPYOOUEK, TOITOMY OpHEHTAIHs OMBAJICHTA B BEPETCHE
JICJICHHS YIIPABIISICTCSI B3AUMO/ICHCTBUEM KHHETOXOPOB, JISKAIIHUX BIOJb JJIMHHOTO IIeYa C JaTe-
paJIbHBIMK ITy4KaMu MHKpoTpyOouek (Wignall, Villeneuve, 2009; Dumont et al., 2010). 3o no-
3BOJISICT MAPE CECTPUHCKUX XPOMATH/I OHOTO TOMOJIOra OPHEHTHPOBAThCS Ha OJIUH TIOIIOC Bepe-
TEHa, a Mape XPOMaTH/I APYroro roMoiora — Ha Apyroit nontoc. Bo Bpems cxxatus BepeTeHa Ko-
POTKHE TUICYH TOMOJIOTOB B OMBAJICHTAX OCTAIOTCS MPHIICTAOIIMMHE APYT K APYTY B LICHTPE Bepe-
TeHa. HecMOTpst Ha TO, 4TO KMHETOXOPHI CIOCOOCTBYIOT MPABUIIbHOM (U151 pEAyKIIMOHHOTO Jee-
HHSI) OPUCHTALIMKM XPOMOCOM B BEPETCHE, OHHM HE OKa3bIBAIOT PELIAIOIICTO BIMSHHS HAa cerpera-
LIUIO TOMOJIOTMYHBIX XpOMOCOM BO Bpemst anadassl | (Dumont et al., 2010).

Jleso B TOM, 4TO MUKPOTPYOOUKH 0OPa3yIOT My40K MEKIY KOPOTKHMH IICYaAMH U MOTYT pa3-
JIBUTaTh M TOJIKATH TOMOJIOTMYHBIC XPOMOCOMBI B ITPOTHBOIONOXKHBIC cTOpoHbI (Dumont et al.,
2010). Pemaromtyto poss urpaet 6esok AIR-2, pacnonararomuiics Ha KOPOTKHX TUIEYaxX XPOMO-
com. OH mpuBnekaer k cebe u aktuBupyet pocoknnazy BUB-1, HeoOXoqumMyro Uist IPOXOXKIE-
HUSI KOHTPOJIBHOTO MYHKTa (DYHKIHOHUPOBAHHUSI BEPETCHA, M TAKXKE PEKPYTUPYeET (MPUBICKACT U
aktuBupyet) MotopHsle 6enku KLP-19 u CEMP-F u 6enok CLS-1 (CLASP), crabunusupyronmii
MuKpotpy6ouku (Dumont et al., 2010).
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Takum 006paszom, Oe1ok AIR-2 BBITIONHSET MHOXXECTBEHHBIC (DYHKIHMH: OH CIYKHT MapKepOM
Juis Havasa paciieruienns koreauna REC-8 u pexpyTrpyer aHcaMOi1b O€IKOB, KOTOPBIE CO3AAI0T
«MAIIMHY» JJIs1 aKTUBHOTO Pa3beIUHCHUS TOMOJIOTHUHBIX XpoMocoM (Kaitna et al., 2002).

PenykumoHHOEe neneHre XpoMocoMm B menose |

s Toro, 9TOOBI 00€ CeCTpUHCKUE XPOMATHIBI B COCTaBe KaXKIOTO TOMOJIOTa coXpa-
HSJTUCh COCTUHEHHBIMH B 00JIaCTH IEHTpoMephl B MeTadase I n anadase I, HykxHO co-
XPaHUTh KOTE3UI0 CECTPUHCKHUX XpoMaTHn B meHTpoMepe. Cumraetcs, uto y C. elegans
oemok LAB-1 sBisercs antaroauctoMm dochopmtazsr AIR-2. bemok LAB-1 pekpytupy-
et PPI-dbocdarazer GSP-1 u GSP-2, xotopsie nedochopunupyror REC-8 u Tem caMmbim
MPEIOTBPAIAIOT €ro paclieryieHHe cermapa3oi B JUIMHHBIX Tuiedax OmBasneHTOB (Rogers
et al., 2002).

B utore meiioza I mects map xpomocom C. elegans ¢ KONMa4KOBBIMHA KHHETOXOPaMHU
Ha OTHOM W3 KOHIIOB PACXOSATCS PEIYyKIIMOHHO.

3akio4yeHme.
OBOJIIOLIMOHHDIV acnekT udyvyeHust menosay C. elegans

HeoObruHas 111 OOJIBIIMHCTBA 3YKAPHOT MOCIICI0OBATEIILHOCTh COOBITUI B XOJIE MEHi-
o3ay C. elegans — cHauana ciapuBaHue M CTAPT CHHATICHCA TOMOJIOTHYHBIX XPOMOCOM,
a TIOTOM MHMUIIMAIUS COOBITHI KpPOCCHHIOBEpa — IMO3BOJISIET U3y4aTh UX Kak J[Ba Mapaj-
JIeNTBHBIX TPOIIecca, CBSI3aHHBIX, OJTHAKO, B3aUMHBIMHU CBsI3siIMH. HeoObIuHbIE OEeKOBbIE
CTPYKTYPBI XpOMOCOM — LEHTPBI CIIApUBAHUSA — JI0 CUX TOP SIBJIIOTCS JJIS HCCIIei0Ba-
TeJel YHUKaJIbHBIMU CTPYKTYPaMH B IJIaHE SBOJIIOLMU MEXaHU3MOB Meiio3a. He uckiiro-
YEHO, YTO LIEHTPHI CIapUBaHUsI TIOSIBUIIUCH B Mpoliecce Bupoodpazosanus C. elegans xak
BBIHYKJIEHHOE pellleHHe MpoOIeMbl HHUITUAIIMY CHHAIICHCA TTOJTUIIEHTPHUUECKUX XPOMO-
COM, MeperpyKeHHBIX MHO)KECTBEHHBIMI KHHETOXOPaMH.

B nesom meito3 y 3Toil HeMaro[bl BECbMa COBEPIIEHEH, HECMOTPsI HA MOJMULEHTPU-
YECKYI0 CTPYKTYPY XPOMOCOM, 3aTPYIHSIONIYI0 pab0Ty KMHETHYECKOTro anmnapara Meno-
3a. MoJeKynspHbId MexaHu3M KpoccuHroBepa y C. elegans oka3alicsi HACTOIBKO HaIEXK-
HBIM OJarofapsi CBoei BHICOKOI KOHCEPBAaTMBHOCTH, a 3HAYNT, COBEPIICHCTBRY JeTaleil,
YTO BeCh KHHETHUECKHUI armapar pacxoxaeHust XxpomocoM B aHadase | mpucmocoomics
JUTSL KCTIONIb30BaHMSI €TUHCTBEHHOM XHa3Mbl B KaKJJOM OHMBasieHTe. DTO OTJIMYaeT Meiio3
y C. elegans ot Meiio3a y ApyTruX >KUBOTHBIX C TIOJHIIEHTPUYECKUMU XPOMOCOMaMH —
yepseloB 1 muToBoK (Coccoidea), a Takke Tiei (Aphidoidea), — y KOTOpbIX U3-3a (hyHK-
LIMOHUPOBAHUS MHOXKECTBEHHbBIX KMHETHYECKUX IIEHTPOB (MTOJUIEHTPUUYECKHE XPOMO-
COMBI) TOMOJIOTUYHBIE XPOMOCOMEI TIOTEPSUTH CIIOCOOHOCTh cerperuponars B anadase I,
Y TIepBOE JICIICHUE Meii03a 0Ka3aJoCh HKBAIIMOHHBIM (kKak muto3) (bormanos, 2016a, 0).
OTUM opraHuzMam NoTpedoBasoCh MOBTOPHOE CIIapUBAaHUK XpoMmaTua B Merose 11, uro-
OBl OCYIIECTBHUTH IAIUIONIU3AIHIO ramMmeT. Kak MbI BUZIENHN B IPEIbIAYIIEM pasJielie, TeHO-
My C. elegans TPUIILIOCH U300pECTH PEMOICTUPOBAHNE KHHETOXOPHOH TIIACTHHKH, T10-
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KpbIBaBIIeH B mpodasze | 3HaYMTEeNbHYI0 YacTh IJIMHBI XPOMOCOM, M CO3/1aTh HEKHi MaJi-
JMaTHB MOHOLIEHTPUYECKON OpraHu3anu XpoMocoM. VIMeHHO 3To obecreunsio coxpa-
HEHHME PEeIyKLUMOHHOTO XapakTepa melo3a [: cerperanuio roMOJOrHYHBIX XPOMOCOM B
Meiioze [, B oTimune OT MHBEPTUPOBAHHOTO MEH03a y KOKLMUA U TIIEH C XOJIOKMHETHUYE-
ckumu xpomocomamu (bornanos, 2016a, 6; Heckman et al., 2014). B xozne storo 3Boito-
LUOHHOTO MTpeo0pa3oBaHusl KIETOK 3apobIIeBoro myTn Hemarogam C. elegans ynanoch
MPEeBPaTUTh KWHETOXOPHYIO TNIACTUHKY B BECbMa OPUTMHAIBHBIA KHHETOXOPHBIHM KoJma-
YOK Ha KOHIIE KaXJI0i XpoMocoMbl. B Tex u apyrux ciayuasx —y C. elegans u'y aApyrux
OPTaHU3MOB C MOJIUICHTPUICCKIMU XPOMOCOMaMU — MEXaHU3M KPOCCHHIOBEpa OCTall-
cs oquaakoBbiM (Heckman et al., 2014; Borganos, 2016a, 6). DTO CIIyKUT MOATBEPKIC-
HUEM TOTO, YTO PEKOMOMHAIUS — MOJICKYJIsipHas ocHoBa Meiio3a (bormanos, 20160).
[Tpu 5TOM MOATBEPKIACTCSI, YTO CHHANITOHEMHBIH KOMITIEKC — BCIIOMOTaTeNibHast CTPYK-
Typa, 0e3 KOTOpOil 00XOIATCS, HAIpUMEp, IPpOXKU Schizosaccharomyces pombe, HO KO-
TOpas oKa3alach OYEHb TOJIE3HOW BO BCEX MPOTPECCUBHBIX (PUIOTEHETHUECKHUX JIMHHUAX
sykapuoT. KoHcepBaTuBHas cxema Meiio3a HaCTOJNIBKO MOIIIHA, YTO i MaJIo MPEeNsTCTRY-
0T Ja)Ke apXandHasi OpraHu3alys 1 HeynoOCTBO ISl KIIETOUYHOTO JIeTICHNsI TAKUX XPOMO-
COM, KaKHMH SIBIISIIOTCS XOJIOLEHTPHUECKUE XPOMOCOMBI HEMATO/], KOKIIU 1 HEKOTOPBIX
pacrenwuii (bornanos, 2016a; Heckman et al., 2014). KoHcepBaTu3mM 0CHOBHBIX MOJICKY-
JISIPHBIX MPOIIECCOB MeH03a CyIIECTBYET, KaK 3TO HU CTPaHHO, HECMOTPS Ha TO, YTO KITIO-
4yeBbie Melo3-crienuduuecke Oenku, GepMEHThI U MEIUAaTOPhl KPOCCHHIOBEPA Y Pa3-
HBIX OPTaHU3MOB UMEIOT BECbMa HU3KYIO CTETICHb TOMOJIOTHH.



Thaesa 11.
HecraHnpgaptHbiii Meino3 y apo3odwibl —
KJIAaCCMYECKOro o6peKkra reHeTMKu

Meiio3 y apo30Giiisl OTIIMYACTCS OT KAHOHMYECKOrO THIIA. Y CaMIIOB HET CHHAIITO-
HEMHBIX KOMIIJIEKCOB, HET XMa3M U HET KPOCCHHIOBEpa. DTH KJIAaCCUYECKUE MPU3HAKU
Meiio3a ecTh TOJIBKO Y caMoK. Ho y caMoK Jip030(hWITbl HET THITUYHOTO JIJIsl OOJIBIIIH-
CTBa DYKapHOT IIOCTPOCHHS XpOMOCOM B mpodase | meiio3a B Bune Oykera — BCHO-
MOTaTeIbHOTO MEXaHU3Ma ISl CHHAIICHCa TOMOJIOTHIHBIX XpOMOcOoM. BmecTo aToro
MIPUTICHTPOMEPHBIE TETEPOXPOMATHICCKIE PAHOHBI XPOMOCOM CIIMBAIOTCS B XPOMO-
LEHTpP. DTO MPUBOAUT K OCOOEHHOCTSM CIIapUBaHMUs, CHHAIICHCA U CeTPEeraIiu Xpo-
MOCOM M K TaK Ha3bIBACMbIM MEKXPOMOCOMHBIM siBlicHUsIM (3 dextam). B mozaueit
podase [ y camok qpo30¢ bl XpOMOCOMBI YIIAKOBAaHBI B KAPHOCOMY, UTO MIPUCYIIE
caMKaM M JIpYT'HUX >KUBOTHBIX C HYTPUMEHTApHBIM TUIIOM IHUTaHUs siekieTok. OT-
JTUYUS MeHo3a y IPpo30(MITEI OT KIIACCHYECKON CXEMBI HE CKa3hIBAIOTCA CYIIICCTBCH-
HBIM 00pa30oM Ha ero TeHeTUYECKUX MOCIenCTBUAX. Cpeay MOJCTBHBIX 0OBEKTOB IS
HCCIIeIOBaHMS Meii03a Ipo30(dhiia 3aHUMaeT 0cob0e MECTO.

Meiio3 y npo3oduibsl n3ydaercs qaBHO U noapoOHo. [Tpuunn sTomy nBe. Bo-niepBoix,
npo3odria ABISETCS MePBBIM reHeTHIecKUM 00BhekToM (¢ 1910 1.) M monroe BpeMs Oblia
OZIHUM M3 HEMHOTHX MOJEJIbHBIX 00BEKTOB I'€HETHKH. Bo-BTOphIX, Apo3oduia ocTaer-
Csl BO MHOTOM YHHUKaJbHOH B IUIaHE LIUTOTCHETHKH, B TOM YHCJE LMUTOJIOTUU MeHo3a.
B Ouonoruu 4acTo UCKIIOUUTEbHBIE Cy4an 00eCIeurnBaOT BaXKHbIM BKJIAJ B IOHUMA-
Hue (QyHAaMEHTaJbHBIX MEXaHM3MOB. DTO 0COOCHHO BEPHO B Cllyyae Meiio3a y Apo30-
¢umer (Orr-Weaver, 1995).

Meii03 y 1po30(hniIbl OTINYAeTCss OT KAHOHUYECKOTO PAIOM Crienn(uIecKux ocoOeH-
HocTell. Bo-nepBbIX, y caMoB Apo30(HiIbl HET CHHAIITOHEMHBIX KOMIUIEKCOB, HET TIe-
HETHYECKOM PEKOMOMHALMK M HET XHa3M. Bo-BTOpBIX, y caMOK HET TUIIMYHOIO JUIs a0-
COJIFOTHOTO OOJIBIIMHCTBA 3YKapUOT SIBJICHHS KJIACTPUPOBAHUS TEJIOMEP B OAHOM 30HE
sapa B npodase I 1 mocTpoeHnss XpoMocoM B BUJE OyKeTa — Ba)KHOTO BCIIOMOTaTEllb-
HOT'O MEeXaHH3Ma JJIsl CHHAICcHca TOMOJIOIHYHbBIX XpoMocoM. BMecTo sToro B npodase |
BCE XPOMOCOMBI COCIMHSIIOTCSI LIEHTPOMEPHBIMU pailoHaMK B €AMHBIA XPOMOLICHTD, UTO,
BEPOSITHO, 3aMEHSET KJIAaCTPUPOBAHHUE TEJIOMEP, HO CO3AaeT OCOOCHHOCTH CIIapUBaHM,
CHHAIICHCA U Cerperanuy XpoOMOCOM M TaK Ha3blBa€Mble MEKXPOMOCOMHBIE 3 (EKThI
(Orr-Weaver, 1995). B-tpetsux, B mo3aHeit nmpodaze [ y caMok Bce XpoMOCOMBI yra-
KOBaHBI B KOMIIAKTHYIO KapHOCOMY, 4TO, BIIPOYEM, IPUCYIIE CAMKAM U JIPYyTUX >KUBOT-
HBIX C HyTPUMEHTApHBIM THUIIOM NHTaHUs sinexnerok (Gruzova et al., 1972; I'py3oBa,
1975; Orr-Weaver, 1995). B-ueTBepThIX, MalieHbKasi YeTBEpTask XpOMOCOMa He TpeTep-
IeBaeT KPOCCUHIOBEPa, HE 00pa3yeT Xua3mbl, HO cerperupyer ycrneuso. [lpennomnaraer-
Csl, UTO IUIOTHAs yIIAaKOBKAa XPOMOCOM B KapHOCOME MOAJEPKHUBACT ACCOLMALUI0 TOMO-
JIOTOB JIa)kKe B HEOOMEHHBIX (HEeKpOoccoBepHBIX) OuBaneHTax (Orr-Weaver, 1995). Xaynu
c coanT. (Hawley et al., 1993) nokazanu, 9To sl TPaBUIHBHOTO PACXOXKICHUS HEOOMEH-
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HBIX XpOMOCOM Hy»Ha romoJjiorus. B psje ciydaeB MOTYT pacXoUThCs U T€TEpOJIOTHY-
HbIE XPOMOCOMBI, HO 3a CUET JIPyroro MexaHusMa (cM. paszzien «XpoMmoLeHTp»). B utore
y CaMOK Ap030QHIIbl MEi03 MPOTEKaeT C XapaKTePHBIMU MOP(POIOrHIECKIUMHU OTINYHSI-
MU OT KJIACCHYECKOW CXEMBI, UTO, OJHAKO, HE CKa3bIBACTCsl CYyLICCTBEHHBIM 00pa3oM Ha
€ro reHeTU4YeCKUX MOCIIEACTBUAX.

O6wwas mopdonorusi roHag, y Apo30¢pwIibl

Mopdghonozus zonao y camox. Qozenes. Slmaauku Apo30GUIBI IPEACTABIISIOT COOO0M
napHble 00pa30BaHus, PaCIONIOKEHHBIE B CpPeHEH JacTu Opromika. Pa3meps! sSsIMUHUKOB
y 3penbix Myx gocturatoT 100 mxm. Kaknprit suaamnk coctout n3 10—-30 mapamienbHbIX
STMIIEBBIX TPyOOUYeK — oBapuoi. Kaxknas oBapmona moapa3nessieTcs Ha TepMapuii U BU-
Teusipuii. B camoii BepxHel wactu repmapus (puc. 11.1, paiton 1) HaXOmUTCS CTBOJIO-
Bas KJIETKa, IEPHOANYECKH JIEISIIASACS Ha JIBE HE CBSI3aHHBIE MEX/Ty COOO0H KIETKH, OfHA
13 KOTOPBIX OCTAaeTCs CTBOJIOBOH, a JIpyras IyTeM IOCIIeA0BaTeIbHBIX MHTO30B 00pasy-
eT 16-KIeTOUHBIN KIacTep. DTO MPOUCXOIUT B TEPMAPHH.

Bce ximetkn 16-kmeTodHoro kiactepa (IIUCTOIMTHI) CBA3aHBI MEXKIY COOOW ITSITHAI-
LaThIO MPABWIIBHO PACIIPEIEICHHBIMH KOJIBIIEBBIMU KaHAJAMH, TaK YTO JBa IIUCTOIUTA
AMEIOT 110 4 KaHaJa, 1Ba — T0 3 KaHaja, 9eThIpe — I10 2 KaHaJla 1 BOCEMb — IT0 OJTHO-
My (puc. 11.1, HIOKHAA 9acTh). [IBe KIIETKM C YETHIPbMS KOJBIIEBHIMU KaHAJIAMH OTIIH-
YaIOTCSA OT OCTALHBIX KIIETOK KJIacTepa TUIIOM simepHoi nuddepeHnnpoBky (oHH 00€
BCTymnarioT B mpodasy meitosa B parione 2 repmapus) (Cahoon, Hawley, 2013). Otu xiet-
KM Ha3BIBAIOTCS TIpo-oorutamMu (puc. 11.1, BepXHsis yacTh, paiioH 2a), a OCTaIbHBIC KIICT-
KU — TIPEIIeCTBEHHUKaMH MUTAIONINX KIETOK.

JlanbHeiliee pa3BUTHE MPO-O0IMTOB IPOUCXOJUT B BUTEIIApUU. Burensapuid conep-
KUT 4-9 TMHEWHO PACIIONOKCHHBIX SIMIeBRIX Kamep (JIutBurOBa, 1977; King, 1970a, b;
Spradling, 1993).

Ha s1ekTpoHHO-MHUKPOCKOMMYECKOM YPOBHE MPO-OOIMTHI XapaKTePU3YIOTCS HaJH-
gueM cuHanToHeMHBIX KoMimiekcoB (CK) (King, 1970a,b; Egel, 1978; Buning, 1994;
McKim et al., 2002). [Tozxe CK pa3BHBarOTCsI B pa3HOW CTEIICHU W B JAPYTUX KJIETKaX
KJIacTepa ¢ MEHBIINM KOJIMYECTBOM KOJBIIEBBIX KaHAJIOB, T7I€ MEHO03 JOXOJUT /IO CTa-
muu surorensl (Carpenter, 1975a, 1994; Liu et al., 2002). Bonee Toro, MoneKkyaspHbIC
komrtoHeHTHI CK B IpHUIIeHTpOMEpHOIT 00IaCTH BBISBICHBI JaXKE B KIETKaX, ACITAIINXCS
MHTOTHUYECKH, B patioHe 1 repmapus (Christophorou et al., 2013). ITokazano, 9uTo Takoe
LIEHTPOMEPHOE CIIapHBaHNE B MUTO3€ O0JIeTYaeT KIIaCTPUPOBaHNE IIEHTPOMEp B Meiio3e
(mompobHEe 00 3TOM CM. HIXKE).

AKTHBHOE JIeIeHHE TTOJIOBBIX KJIETOK IMTPOMCXOINT B TOHAIaX MOJIOABIX TMYUHOK (JIuT-
BHHOBA, 1977). OOpa3oBaHue IUCTONNUTOB U UX AU GEPCHIIMPOBKA HA 1B THITA KICTOK
HauMHAIOTCS Y KYKOJKH M TIPOJOKAIOTCS y B3pOCION MyXu. Bee aTw mporiecchl mpoxo-
IIIT B BEpXHEH TpeTu repmapus. Jlaee kiiactep HaYMHAST JBUTATHCS BHU3 TI0 TEPMapPHIO,
MTOKPBIBasICh cioeM ¢oumKkyaspHbix kietok (King, 1970a,b; Egel, 1978; McKim et al.,
2002). B repmapun 00HapyKHBaeTCS pa3HOE KOJIMUIECTBO 16-KICTOUHBIX KJIACTEPOB —
OT 4YeThIpex A0 onuHHaauaTi. OHU PacIIONIOKEHBI B OMPEIEIIEHHOM MOPSIKE, XOTSI U HE
muHeiHo (Carpenter, 1975a; McKim et al., 2002).
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Puc. 11.1. Pannwmii oorenes y apo3oduisl (mo Huynh, Johnson, 2004, ¢ m3MeHeHUSAMH).
[Toxa3zaHbl repMapuii U IepBBIC SHIIEBbIC KaMephl (BEPXHUN PSAL), 3aTeM TepMapuii KpyT-

HBIM TUTAaHOM ¢ 0003HAYCHHBIMU B HEM paiioHaMU (CPeIHUH M), a TAKXKE cXeMa 00pa30BaHU
16-xeToyHOTO KIacTepa (HIKHHUN ps). a (anterior) — MepeIHuil OTAeT OBapUOIIBI,

p (posterior) — 3aAHU OTIET OBAPHOIEL.

[Ipu nepexone u3 repmapus B BuTesapuil (puc. 11.1, paiion 20) B siipe o1HOTO U3
npo-oorutoB CK mocrenenHo ncueszaer. Takum oOpa3oM, Meiio3 B 3TOH KieTke He 3a-
BEpUIAETCS, U OHA CTAHOBUTCS MUTaroLle KieTkoi. IIpogomkaer pa3BUBaThCS TOIBKO
omuH ooruT (puc. 11.1, paiion 3), u TONBKO B HEM MPOUCXOAUT Mei03. Bribop oorura
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U3 JIBYX MIPO-OOLUTOB ONPENENSETCS] yCTAHOBICHUEM OIPEACICHHON aCHMMETPHH elle
BO BpeMs MEPBOTo JelieHHus IUCTO0IacTa, U 3Ta aCHMMETPHUS MOIACPKUBACTCSL BILIOTh
no nupdepenunanmu oouuta (Huynh, Johnson, 2004). HaunHast ¢ 3Tor0 BpemeHnu, 00-
LIUT PacIiojiaraeTcs B HWKHEH 4acTU KJacTepa, a Kiactep npuodperaet (opmy Iapa
(Rasmussen, 1974; Huynh, Johnson, 2004). B 310 BpeMsi MUTOXOH/IPUH, LIEHTPOCOMBI,
my3bIpbku [onbmxu, MmapkepHbie Oenku (BicD, Orb, Btz, Cup) u MPHK (osk, BicD, orb)
00pasyroT B nepeHeil yacTh ooluTa THmYHoe Tenble bansOuanu. Panee 6b1u10 mokasa-
HO, YTO OOLIUTOM CTAaHOBHUTCS TOT U3 JBYX IPO-OOIMTOB, KOTOPBIH HMEET OOJIBIIYIO 10~
11a b KOHTakTa ¢ pomikymsipaeiMu kiretkamu (Koch et al., 1967).

Butennspuit nmogpaznensercsa Ha siieBbie KaMepbl. OHU MPOXOAST PSI MOCIEA0BA-
TEJILHBIX CTaMH (S, B repMapuu U S-S, B BUTEJUIAPHMH), 3aKaHYMBAs CTaAUEN S, —
3pesbIM IEPBUYHBIM 00UUTOM. Ha cranusx S —S  Bce 16 KIETOK KiiacTepa pacTyT OJuHa-
koBO. [ToToM OOLUT pacTeT 3HAYUTENHHO OBICTPEe MUTAIOUIMX KIETOK, KOTOpBIE MOCTe-
nenHo aereHepupyrot (King, 1970a,b). XpomMocoMbl HauMHAIOT KOHACHCHPOBATHCS HA
crajuu S, ¥ cOOMPAIOTCS B KOMITAKTHYIO Kapuocomy. Kaprocombl HaOMOIal0TCs B 0OTe-
HE3€ HACEKOMBbIX, HEKOTOPBIX YepBeil, runp u nusiBok. Y D. virilis u C. elegans kapuoco-
Ma popmupyeTcs U B My>KCKoM Meiioze (Bogolyubov, 2018).

Kapuocoma y camok Jpo30Hiibl pacroyioKeHa B LEHTPE sAApa U UMEeT HeOOJbIlne
pasmepsl (1,5-2 Mkm). OOBIYHO KaprOCOMa UCTIONB3YETCS JIJIS 3aMaTYUBaHMsI XPOMAaTH-
na. Ho y nposopuiel 3amanuusanue Henonuoe. Ha crapusax S-S, mpoucxoaut pacuim-
peHME KaprOoCOMBI, HHIUBHUIyaau3anus xpomocom 1 cuute3 PHK, mocne yero ona onare
KoMnakTuzyercs. Kaprocoma cBsizana ¢ HEXpOMOCOMHBIMH CTPYKTYpaMH, B YaCTHOCTH,
¢ simepHbIM TenblieM (nuclear body). CHavana 3To Tenblie UMeeT OOJIbIINE pa3Mepsl, CO-
MIOCTaBUMBIE C pa3MepaMu KapuOCOMBI, a TIOTOM PachaiaeTcs Ha HECKOIBKO MEJKHX Te-
ner. Celidac sijiepHOE TeJblie CUuTaroT crierduaeckum TenbiieM Kaxana (Cajal body).
Kapnocoma ciocoOcTByeT npaBuibHOMY (POPMHUPOBaHUIO MUKPOTPYOOUEK BEpETEHA BO-
kpyr ceds (Bogolyubov, 2018).

Jiist popMUpOBaHUS KAPHOCOMBI HEOOXOANMBI MHOTHE OEITKH, YU4aCTBYIOIIUE B 3aBEP-
LICHUW MeiHo3a U ooreHese (HO He OeNIKM CMHANTOHEMHOTo KoMIuliekca). B wactHocTH,
HYyXHBI 0enkn cemeiictBa SMC (He KOTe3UHBI), a TAaKXKe aKTHH.

Ha craquu S ;, korna ncyesaer sjepHas 000J1049Ka, KapHOCOMa OKa3bIBAETCS B OOTLIA3-
Me M HazbiBaeTcs yxe kapuochepoii (King, 1970a,b). 3penoe aio «3acTeiBacT» Ha CTa-
nun Metadasel | (JIutBunoBa, 1977).

Cmpoenue 20na0 y camuos oposzoguivt. Cnepmamozene3. CeMEHHUKU JTPO30(DUITBI
MPEACTABISIOT OO0 CUPaIbHO 3aKpyUYeHHBbIE TPYOOUKH JUTMHOW OKOJIO JBYX MHJUIU-
MeTpOB U AuameTpoM okosio 100 MxkMm. B TpyOouke ceMeHHMKa BEPXHIOIO YacTh 3aHUMa-
10T TIEpBUYHBIC TIOJIOBBIC KIETKH. Jlanee pacronararorcs KJacTephbl ClIepMaTolKTOB, 3a-
HUMarolIre okono 1/3 nmuHel TpyOouku. OcTajbHas 4acTh CEMEHHHMKA 3aHsATa ITyYKaMu
yUIMHEHHBIX criepMatu] (JlutsuHoBa, 1977).

Kaxxapiit Bropuunbiii ciepmaroronuit naet 16 nepsuunsix crepmatonutoB (I1C), us
KOTOPBIX B pe3yabTare IBYX NeJICHUi Meio3a oopasyrorcesa 64 cnepmaruisl. Bee kietku
knacrepa [1C o0pa3yloT CHHIMTHI ¥ COEIMHEHbI KOJIBLEBBIMU KaHanamu. Pacripenerne-
HUE KaHAJIOB TI0 KJIETKaM MPeIIOoNI0KUTEIBHO TaKoe ke, KaKk y caMOK. PazBuThe KieTok
KJIacTepa CHHXPOHHO.
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Hauano meno3sa:
MHULIMaLMS CriapyBaHUs TOMOJIOTMYHbIX XPOMOCOM

B Meiio3e y GOJBIIMHCTBA 3yKapHOT MHUIIUAIMS CLIAPUBAHHSI TOMOJIOMMYHBIX XPOMOCOM Ha-
yuHaeTcst nocie opmupoBanust ABoIHBIX paspbiBoB JJHK (DSBs, double strand breaks). Onu
BO3HHUKAIOT ¢ TIoMoIIIbio dHAoHyKiIeassl SPO11 (Page, Hawley, 2003). OnHako y HEKOTOPBIX
OpraHu3MoB, Bkitouas Hemarony Caenorhabditis elegans v npo3oduity, TOMOJIOTUYHOE Clia-
pHUBaHKE OCYIIECTBIIETCS B HOPME B OTCYTCTBHE MBOMHBIX pa3pbiBoB JJHK. Takoe crapusa-
HHE MOJKET 00eCTIeUnBaThCs MO0 MEXaHU3MOM COXPaHEHHS PEMEHOTHYECKOTO CIIApUBAHUS,
0O CriaprBaHEM TOMOJIOTOB HA OCHOBE arperaryy OeJKOB, CIIC(HIECKU CBSI3bIBAIOIINX-
ca ¢ JIHK. Jlonroe Bpemst CIUTAIIOCH, YTO Y JPO30(HMIIBI MUTOTHYECKOE CITapUBaHHE TIPE/IIiie-
CTBYET MEHOTHYECKOMY, OOJIEryasi ero B OTCYTCTBHE JIBOMHBIX pa3pbiBoB JJHK. OnHako Henas-
HFE WCCIICIOBAHMS MTOKA3aJIH, YTO TIPOUCXOILT coBceM JpyrHe mporiecchl (Cahoon, Hawley,
2013). Bo-niepBbIX, TOMOJIOTUYHBIE XPOMOCOMBI HE CITAPEHBI B CTBOJIOBBIX KJIETKAX 3apOIbl-
1meBoi JiuHUK. VX criapvBaHie HAYMHAETCA 3a MATh MUTOTUYECKUX JIEIEHUI 10 Melrio3a. Bo-
BTOPBIX, B 3TUX KJIETKaX (B COCTaBEe 4-KJICTOUHOM LINCTHI) OOHAPYKEHBI OSITKM CHHAITTOHEMHBIX
KOMIUIEKCOB, aCCOIMUPOBAHHBIC C TIEPUIICHTPOMEPHBIMHE paiionamu xpoMocoM (Christophorou
et al., 2013). Takum 00pa3oM, MEHOTHYECKOE CIIAPUBAHUE XPOMOCOM Y JPO30(HIbI HAUUHACT-
CsI TOpa3a0 paHblIle, YeM CUUTAIOCh, @ UMEHHO, BO BpeMs JCNIEHHUH IyTeM MHUTO03a, TPe/Lie-
CTBYIOIIMX MEHO3y. YCTaHOBJIEHO, YTO HEKOTOphIe Oenku, Bxozsime B coctaB CK, — Cona
1 C(3)G — npucyTcTBYIOT B paiione 1 repmapus (puc. 11.1), B nemsmuxcs yTeM MUTO3a KJITeT-
kax (Christophorou et al, 2013) 1 BbI3bIBaIOT ClIAPUBAHNE LICHTPOMEPHBIX 00JIaCTEH XPOMOCOM.
HermonsitHO, Kak B 9TOM ciTy4ae CECTPUHCKHE XPOMATHIbI MOTYT PAaCXOAWTHCS O€3 OIIHOOK.
BeickazaHo nipeionoxkenue, 9to 3ToT «ieHTpoMepHbIii CK» 00roHneB ommyaercst oT UCTHH-
HOTO MEHOTHYECKOTO, XapaKTEpHOTO I BCEH JUTMHBI XPOMOCOM OOLUTOB.

He[laBHO 6blﬂ0 MOKa3aHoO, 4YTO CYIIECTBYIOT TPpU CTaJWM MHHUIHUAIUK CUHAIICHUCa TOMOJIOTHNY-
HBIX XpomocoM (Tanneti et al., 2011). B oonurax Ha cTajguu paHHEH 3UTOTEHbI CHHAIICHC HAOIIO-
JTAeTCsI TOJILKO B LICHTPOMEPHO#t obsiacTu. B oorurax cpenneii 3urorensl CK HaunHaet Gpopmupo-
BaTbCs B HECCKOJIBKHX 3YyXPOMAaTHHOBBIX caﬁTax, 1 3TOT MPOUECC 3aBUCUT OT KOI'C3MHOBOT'O Oeka
ORD. B no3nneii 3urorene CK popmupyrorest y:xe BO MHOXKECTBE CalUTOB, M ISl 9TOTO Tpoliecca
HeobxonuM 6eok C(2)M. CoObITHS B MO3IHEH 3UTOTCHE HE 3aBUCSIT OT COOBITHI B CPETHEH 3UTO-
TEHe, XOTsl I 00enX cTauii HeoOxoauMo Hasmuue kore3nHoB SMC1 u SMC3. ABTOpbI paboThI
MPEANOI0KUIN, YTO KOHICHTpAlUusA KOIC3MHOBBIX OEJIKOB B OIPCACIICHHBIX canTax HeO6XOHl/IMa
JJI THAOUaOUKY ClIapuBaHUsl TOMOJIOTHUYHBIX XPOMOCOM B OTCYTCTBUE HBOﬁHbIX Ppa3pbIBOB HHK

CHHaNTOHEMHBIN KOMIUIEKC Y CAMOK AP030dWb

Mopgponozua CK. CuHanTOHEMHBIH KOMIUIEKC y CaMOK JPO30(HIBI HMEET THITHY-
we1it Bux (Carpenter, 1975a, 1979). Oto TpexuiieHHas JICHTOIOAO0HAs CTPYKTYpa, COCTO-
SIIast U3 IBYX JIaTepaTbHBIX JIEMEHTOB (IIUPHUHA KaXKI0TO OKOJIO 17 HM) U IIEHTpaIbHO-
ro NpocTpaHcTBa Mex ]y HUMH mupuHoit 100—120 HM. B cepenrne 1ieHTpaIbHOTO MPo-
CTPAHCTBA JIE)KHUT XOPOIIO CTPYKTYPHUPOBAHHBINA MPOMOIBHBIA IEHTPATBHBIN 3JIEMEHT
(puc. 11.2).
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Puc. 11.2. Cxema crpoenus cunanroneMHoro komiekca (CK) npo3oduiisr.

[Toxa3zano TpexmepHoe nzoopaxkenne CK u cpe3sl B Tpex miockocTsx. JID — narepanbHbIe die-
MeHThl CK, 11D — neHnTpanbHblii a7eMeHT, PY — pekoMOUWHAIIMOHHBIN y3€JI0K, Xp — MeTIH
xpomatuHa, h — ycnoBnas Beicota CK, w — mmpuna CK, 1 — mgmuna CK. ITo: Carpenter, 1979,
C UBMCHCHUSIMU.

®opmuposanne CK y apo3o¢puiiel MPOUCXOTUT HE TaK, KaK y APYTHX OPraHH3MOB.
OceBble TSXKH, OHH e — HECHapeHHbIe JlaTepaibHble deMeHTsl (JID), B menToTeHe He
BeusiBIsitoTes (Rasmussen, 1974). ®@opmupoBanne CK HaumHaeTcst B 3urotreHe, mpore-
Kaloliel B repMapuu, a NonHocTbio chopmupoBaHublii CK BBISBISIETCS B MaxUTEHE, KO-
Topas Toxe HaunHaeTcsi B repmapuu (Carpenter, 1975a). Mnorna y npo3oduisl Habmo-
JlaeTcsl MOJIHOE WIIM YaCTMYHOE OTCYTCTBHE CHHAIICKCA B LIEJIOM IUI€Ye XPOMOCOMBI, a B
nuctanbHoi yactu X-xpomocombl CK wacto npepsiBuct (Carpenter, 1979). TenomepHbie
KOHIIbl OMBAJICHTOB MTPUKPETICHBI K SACPHON MeMOpaHe, HO HeT TUITUYHOU ISl APYTHX
BH/JIOB COCJIMHUTEIILHON IJIACTHHKH MEXIy TSJIIOMEPOW U siiepHOi MeMOpaHou. B nu-
ioteHe npoucxoaut ae3unrterpanus CK, u ocraroTcs nmuis ero amopgHsie pparMeHTsI.
Cynst o uccnenoBaHusIM Ha JpyTUX OpraHnu3Max, 3Th octaTku CK 10MKHBI COXPAHATHCSA
B Mecrax xua3m (Rasmussen, Holm, 1980; boctox, Camuep, 1981).

B mpodase 1 metiosa y 1po30¢uiisl XpoMOCOMbI 00bEANHEHBI B XpoMOLIeHTp. OTpaxe-
HUEM TaKOW OpraHu3aluy sIpa SBIseTcS Hannuue AByX Mopdonornueckux tumos CK —
9yXpOMaTHHOBOTO U FeTepOXpOMaTHHOBOTO. JyxpoMarnHoBblii CK nMeer yetkuit permer-
KOBUJIHBIN LICHTPAJILHBIA 3IEMEHT MIUPUHOHN 28—32 HM, CBSI3aHHBIH ¢ aMOP(QHBIMH J1aTe-
palibHBIMU dJIEMEHTaMK TOHKMMHU TioriepeuHbiMu punamentamu (Carpenter, 1975a). Beico-
ta CK BapbupyeT BHyTpH KJIETKH U MeXAy KieTkamu B npenenax 75—210 um. XpomaTux
He okpyxaeT Bech CK, a nexut cOoKy OT JlarepalibHbIX 31eMeHToB (puc. 11.2). Dyxpoma-
TUHOBBIA CK moiy)kecTKHii, OH MOXKET BpallaThCsi BOKPYT OCH HEHTPAIBLHOIO EMEHTa U
M3ru0aThCs B CaruTTaIbHON (BEPTUKAILHOM ) TNIOCKOCTH. Bo hpoHTaNIBHOI (TOpH30HTAIB-
HOI) IJIOCKOCTH BO3MOXKHOCTh M3rnba 3HaunTesibHo MeHblie (Carpenter, 1975a).

I'erepoxpomarnnoBbiii CK nmeeT 3HaUMTEIBHO MEHEe YETKYI0 CTPYKTYypy. LlenTpais-
HBIA DJIEMEHT aMop(QeH, JaTepalibHble 3JIEMEHTHl YacTO HEOTIMYMMBI OT XPOMAaTHHA.
[HupuHa nieHTpanbHOro paifoHa — kak y ayxpomaruHoBoro CK, a Beicota — 30—75 HM.
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Xpomarun Oosee koHJeHCcHpoBaH U okpyxkaeT Bech CK. Oror CK Oosnee rubkuii, yem
syxpomatuHOBbIN. Yem panbiie oT neHTpomepsl, TeM CK craHoBuTCcA BbilIe U Oosee
YEeTKO CTPYKTYpUPOBaH, IpuueM rerepoxpoMarnHoBbiii CK mepexonuT B 3yXpoMaTuHo-
BBl Oe3 nepephiBa.

Benxu, 6xodsauue 6 cocmas cunanmonemnozo komnaekca. Kax u3BecTHo, IpHu co-
XpaHeHUuM oO0Iell MOP(OIOTHH CHHAITOHEMHOTO KOMILIEKCa B Pa3HBIX AIBOJIOLUOH-
HBIX BETBSIX dYKapHOT (TpUObI, paCTEHHUS, )KUBOTHBIE) OCIIKH, BXOISIINE B COCTaB dTOH
CTPYKTYpBI, BecbMa paznuuatorcs (Penkina et al., 2002; Anuradha, Muniyappa, 2005;
Grishaeva, Bogdanov, 2014). OnunakoBast pyHkIus 6enkoB, coctaistomux CK, e cpsi-
3aHa C TOMOJIOTHUEH MX TIEPBUYHON CTPYKTYpHI. B 3TOM oTHOImIeHNH npo3oduina BooOIIe
SIBJIICTCSl YHUKAJIbHBIM OOBEKTOM, MOCKOJBKY Te Oeliku, koTophie Gopmupytor ee CK,
HE UMEIOT OpPTOJIOTOB y Apyrux opranuzmoB (McKim et al., 2002; Page et al., 2008;
Grishaeva, Bogdanov, 2014).

CHHancuc XpoMoCoM B Metio3e y ipo30(uiibl (JOPMHUPYETCs IO KOHTpoJieM rena ¢(3)G
(Smith, King, 1968), orkpsiToro B nanexkom 1922 rogy. B 2001 r. 66110 yCTaHOBIIEHO, YTO
0eJoK, KOIUpyeMBblii 3TUM reHoM, ¢opmupyet nomnepednsie ¢punamentsl CK npozodu-
ael (Page, Hawley, 2001; Grishaeva et al., 2001). I'en ¢(3)G, crossover suppressor on 3
of Gowen (TeHeTHUYECKHE KOOPIUHATHI — 3-58 (XpomMocoma 3); HUTONOTHYECKre KOop-
JUHATHI 110 KapTe bpumkeca — 89AS, nuck 89, cekuus AS) (FlyBase). DtoT Genok iiu-
HOW 744 a.K. UMEET MPOTSHKCHHBIN yY4aCTOK ab(a-ClUpaibHOW CTPYKTYPHI B IICHTPAIb-
HOU 4acTH MOJIEKyJbl. Takasi CTpyKTypa MO3BOJISIET ABYM MapajlIeIbHO YIOKESHHBIM MO-
nexynam 6enka C(3)G popMupoBaTh MajoYKOBUAHBIN AUMEp, a JBa MPOTHUBOTIOIOKHO
HampasieHHBIX JAuMepa Gopmupytor nonepeunsiid gunament CK (Roeder, 1997). be-
ok C(3)G mo cBoeMy pa3mepy, JOMEHHON OpraHu3alnuy U BTOPUYHON CTPYKType Io-
xox Ha O0enku SYCP1, Zipl u ZYP1, BeinonHstoNMe aHAJOTHYHYIO (PYHKIUIO Y MHO-
TOKJICTOYHBIX JKUBOTHBIX, 'PUOOB U pacTenuii coorsercTBeHHO (Grishaeva et al., 2001;
Bormanos u np., 2002). B coctaBe 3TOTO0 O€Ka BBISBIAIOTCS J1Ba OaKTEpHaIbHBIX J0-
MeHa SMC (structural maintenance of chromosomes), KOTOpbIe BCTpEYarOTCsl BO MHO-
rux Oeyikax, CTpyKTypupytommx xpomocomy (Grishaeva, Bogdanov, 2014). HekoTto-
poe cBoeobOpazue PU3NKO-XUMHUECKUX CBOMCTB ATOTO OeJIKa He MEIIAeT €My BBITIOJIHATh
TpeOyeMyto (GYHKIHIO, YTO IMOKa3aHO HAMHU IPU MOJEIMPOBAHUN B3aUMOJICHCTBHUS ABYX
mouiekys1 C(3)G (Bogdanov et al., 2007).

B cocras CK napo3zoduinsl Bxoaut takxke 6enok C(2)M (Manheim, McKim, 2003).
CooTBeTcTBYIOIIMI TeH — ¢(2)M, crossover suppressor on 2 of Manheim (2-52; 35F1)
(FlyBase). Xotst 6enok C(2)M umeer oTAajIeHHOE POJICTBO C KICHCHHAME JIPYyTUX Opra-
HU3MOB, K KOTOPBIM MTPUHAJICKUT Melo3-criennduunbiii kore3ud RECS8, BeposiTHO, OH
HE Y4acTBYyeT B KOT'€3MH CECTPUHCKHX XpPOMaTHI, a BbimonHseT ¢pyHkuun BHyTpu CK.
Orot 6en0k nmeeT JuMHY 570 a.K., B €ro cocTtaBe 0OHapyKeHbI KOT€3MHOBBIE JOMEHBI
RAD21 u RECS (Grishaeva, Bogdanov, 2014). Bo3MoxHO0, OH He SIBISIETCSI KOMITOHEH-
ToM JiatepasibHbIX teMeHToB CK, HO coenunsier 6enok C(3)G ¢ narepaibHbIM 3JIeMEH-
toM (puc. 11.3) (Hawley, 2011). DToT 6eN0K HE COACPKUT ab(da-CriupanbHBIX YIaCTKOB
(I'pumiaeBa, He OMyOIMKOBAHO).

Eute onun kanauaar B Oenku narepaibHbix memertoB CK y npozoduast — ORD —
ObLT OTKPHIT TocTarouHo aaBHO (Bickel et al., 1996), oqHako 0 ero BO3MOXHOW POy B TO-
crpoennu CK 3aropopuiu no3iuee (Hawley, 2011). Panee ObL10 H3BECTHO, YTO MyTaIlMK
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Puc. 11.3. CrpyKTypa CHHalITOHEMHOTO KOMILIEKCA JAPO30(UIIBL.

1 — 6enox ORD; 2 — 6enok C(2)M; 3 — nBa numepa 6enka C(3)G, pacnonoXeHHbIe TaHIeM-
HO, Ka)X/1bIli OEJIOK COCTOUT U3 MapajijIeIbHO PACHIONIOKEHHBIX MOJIEKYJI C JUTMHHBIMH allb(a-
cnmpaisiMu; 4 — Oestok Cona, 00pa3yromuiil muutapel; 5 — OeJKH JaTepaibHbIX ateMeHToB CK;
N, C ob6o3nauaror N- u C-xoHueBble oOyisipHble qomensl Oenka C(3)G. [To: Hawley, 2011, ¢
HU3MEHEHHSMH.

I10 TeHY, KOAUPYIOLIEMY 3TOT OEJIOK, HApYIIAlOT KOTe3UI0 CECTPUHCKUX XPOMATH/I U BBI3bI-
BalOT MX MPEXKJICBPEMEHHOE PACXOXKICHNUE B MEHO3e, a TaKKe CHIDKEHHE YacTOThI KpOc-
cunrosepa (I’ pumaesa, bormanos, 2000). benok ORD umeer muny 479 a.k., B €10 cocTaBe
OOHapyKHBaeTcsl HEOONIBIION JOMEH puOOHYyKIeoTHA-1udocarpeaykrassl. Kpome Toro,
B cpenHel yacTu Oeyika nMeeTcs HeOONBbIION Y4acTOK ajb(a-crupanbHOi KOHPUTYpauu
(I'puaeBa, He omy6nukoBano). benok kopupyercsa reaoM ord (2-102; 59D4) (FlyBase).
YetsepTolil nzBectHblil Ha cerogus 6enok CK y apozopumier — CORONA (CONA)
(Page et al., 2008). DToT HeOOMBIION OOk MIrHON 207 a.K. CTAOWIU3UPYET MoIeped-
ueie punamentsl CK, cocrosimue u3 qumepos C(3)G (puc. 11.3), u siBnsieTcs kinaccuye-
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CKUM «IHJLIAPOMY, TTOJICPKUBAIOIIUM HECKOJIBKO monepevnbix ¢guiaamentoB (Hawley,
2011). benok He conepkKUT aib(a-CIUPaTbHBIX YYaCTKOB, He UMEET (DYHKIMOHAIBHBIX
nomMeHoB. CooTBeTCTBYIOIIMIT TeH — corona (3-63; 91A5) (FlyBase).

Henauo 6b11 oTKpBIT IsATHIH Oeniok CK 'y npozoduisr — Corolla (Collins et al., 2014).
OH sBNsI€TCS KOMIIOHEHTOM IIeHTpasbHOro paitona CK (Bo3MOXKHO, faxe KOMIIOHEHTOM
nornepeunsix punamentoB CK) u Bzaumoneiicteyet ¢ 6exkom CONA. Ero mmna cocras-
qsieT 554 a.k., ¥ B €ro COCTaBe O0OHAPYKEHO TpH alib(ha-crupanbHbIX GparmMenta. B co-
craB Oenka BxoauT Taroke nomeH CDK-activating kinase assembly factor MAT1 (I'pua-
eBa, He onmyOnuKoBaHo). benok xomupyercst renom corolla (1-57; 16B10) (FlyBase). be-
nok Corolla nmeeT Tpu KOpOTKHX y4yacTka romosioruu ¢ 6enkom SYP-4 y C. elegans, Bxo-
nsimM B coctaB CK 310t HemaToibl ¥, BO3MOXKHO, sBisieTcs ero oprojiorom (Collins et
al., 2014). Dro enuHCTBEeHHBIH ciydail cxoncTBa 6enkoB CK npo3oduisl ¢ 6enkamu npy-
T'HX DYKapHOT, BHIOJIHSAIOUIMMH TaKKe e CTPyKTypHble yHkuuu B coctaBe ux CK. He-
M3BECTHO, Kakoe MecTo Oestok Corolla 3anumMaet B Monekyisipaoit crpykrype CK y apo-
30¢uiabl. OH He yka3aH Ha puc. 11.3; BO3MOXKHO, STOT MakeT MOJICKYJSpHOW OpraHu3a-
mun CK npo3zoduisl mperepnut B Onmxaiiniee BpeMsi HEKOTOPbIC N3MEHEHUSI.

KpoccuHrosep, pekOMOMHALMIOHHDIE Y3€JTKU, XMAa3Mbl

Kax 65110 yKa3ano panee, popmuposanne CK y 1po30¢h sl He 3aBUCHT OT ITOSBICHUS
nByxuernodednsix pa3psiBoB JJHK. Oxrako HaGmromaeTcst oOpaTHas 3aBUCUMOCTB: TSI
TIOSIBJICHESI M periaparuu aApyxienodednsix pa3peiBoB JJHK myxen CK. beinoxk MEI-P22
(ae opromor SPO11, opronorom sBisiercst MEI-W68) He nMeeT aHaIoOToOB y APYTHX Op-
TaHU3MOB, HO Y D. melanogaster nMeHHO OH HEOOX0AUM st POPMHUPOBAHUSA ABYXIICTIO-
geuHbIX paspeiBoB JIHK. MEI-P22 cagutcs Ha MecTa, KOoTOpbie B OymyIeM CTaHyT caii-
Tamu Takux pas3peiBoB (McKim et al., 2002). ®okycsl 3TOro Oenka MOsBISIFOTCS HEHa-
noyro B panHel npodase I meiio3a Ha cTtaguu 2a pa3zsutus repmapus (puc. 11.1). doxky-
coI pochopumupoBaHHOTO THCTOHA YH2A X, SIBISIOIIETOCS MapKepOM JBYXIIETIOYEIHBIX
paspeiBoB JIHK, mosiBisiroTcst Ha XpoMmocomax 1ocie 3aepirerus moctpoiiku CK. Komu-
9eCTBO MBOMHBIX pa3peiBoB JIHK y camok mpo30dmiiel, BUIUMO, pEeTyIHpyeTcs Kak pa3
OTPaHUYCHHBIM JTIOCTYIIOM K XpoMocoMmaM 11 Oesrka MEI-P22. MokeT OBITh, 3TOMY CITO-
COOCTBYIOT YIIOMSIHYTHI€ BbIIe n3MeHeHust B Mopdomorun CK B Xoie maxuTeHbl — ero
ykopouenne u yrommenue (Carpenter, 1975a). Beero y npo3odwisl popmupyercs mo
24 neoiubix pa3peBoB JJHK Ha kietky (Jang et al., 2003; Lake, Hawley, 2012). bemok
MEI-P22 xomgupyetcs renom mei-P22 (3-19; 65E9) (FlyBase).

CHHanTOHEeMHBIN KOMIUIEKC HEOOXOMUM TaKKe /IS YCIEITHOTO MPOXOXKACHUS KPOoc-
cuarosepa (Heyting, 1996; Page, Hawley, 2004). B gactHocTtn, ygactne CK B More-
KyJISIPHOM MeXaHU3Me KPOCCHHTOBEpa y APO30(IIIBI CBA3BIBAIOT C aKTUBHOCTHIO OJTHO-
ro u3 kommoaeHToB CK — Genka C(2)M (McKim et al., 2002). D10 otnudaet apo3odu-
Ty OT IPYTHX MOJIETBHBIX BUAOB, HAITPUMEP, APOXOKEH S. cerevisiae, y KOTOPBIX B OTCYT-
ctBue CK y MyTaHTOB zip/ 9acTOoTa KPOCCHHTOBEpa HE CTPEMHUTCS K HYJIIO, a COKpaIa-
€TCsl TUIIb HATIOJIOBUHY.

Mapxkepamu y9acTKOB peKOMOMHAIINN Ha XPOMOCOMaX SIBIISIOTCS TaK HAa3bIBAEMBIE pe-
KOMOMHAIMOHHBIE y3eNKH (PY) — 31eKTpOHHO-TIIIOTHBIE CTPYKTYPHI, ACCOIIMUPOBAHHBIC
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C CHHANTOHEMHBIM KOMIUIEKCOM (puc. 11.2) u cocTosiiiue U3 1einoro KoMIUieKca 0eKoB,
yuacTByromux B pekomounanmu (Penkina et al., 2002; Basheva et al., 2008). PY npucyrt-
CTBYIOT B IIaXUTEHE Y BCEX OpraHM3MOB, NpeTepreBaroimux pexkomounamnuio (Carpenter,
1979). Y npo3oduiisl BeisiBIeHO 1Ba MOpdonoruyeckux Tuma PY — chepudeckue u aim-
muncouanbie (Carpenter, 1975b). JIBa Buia PY nabGironanu Takxke y 3eJ€HON BOIOPOCITH
XJIAMHIOMOHA/IbI, TprOa HEMPOCIIOpBl M MHOTUX Apyrux opranu3mos (Zickler, Kleckner,
1999). Onu pazinyaroTcs 10 pa3Mepy, KOJIHUECTBY Ha SIPO, PACIPEACICHHUIO BJOJb TUIeY
OMBaJICHTOB, BPEMEHH UX TOSBJICHUS U COCTABY COIEPIKAIIMXCS B HUX OCJIKOB. DJUTUII-
counneie PY mosBnsitorcs u ucye3aroT panbine. OHU pacipeeneHbl 0ojee Win MeHee
OZIHOOOPA3HO BJOJb IJIEY XPOMOCOM, UX KOJHMUYECTBO OOJbIIE, YeM KOJHUYECTBO chepu-
yeckux PY. Pacnpenencuue chepuueckux PY coBmamaer ¢ pacnpenesieHueM COOBITHIA
KpoccuHrosepa. OHu, Kak U XHa3Mbl, IPOSBIISIFOT MHTEP(EPEHIHI0, Yero He HabIroaaeT-
CsI IS IUTUIICOMIHBIX PY. Bo3mokHo, smnuncouasie PY orMeuaroT MecTa reHHOM KOH-
Bepcuu (HepeuunpokHoro oomena) (Carpenter, 1979). B oboux tunax PY mpoucxomur
cunre3 JIHK, uto moaTBepkaeT ux yyactue B COOBITHSIX T€HETHUECKOH pEKOMOUMHALIUH
(Carpenter, 1981).

EnuHCTBEHHBIM HICHTU(OUIIMPOBAHHBIM HA CETOJIHS CTPYKTYPHBIM KOMIIOHEHTOM PY
y Apo3oduisl siBusieTcst 6enok Vilya qumHoit 237 a.x. (reH vilya, koopnunatsl 1-1,5; 3B3)
(FlyBase). On otHOcuTCs kK cemelicTBy OenkoB RING Finger u Hecet B cebe 1oMeH zinc-
RING finger u cynepcnupann3oBaHHBIA JOMEH, XapaKTEPHBIN s OSJIKOB, aCCOLMHUPO-
BaHHBIX C MOJSIPHBIM TeJbIIEM BepeTeHa. DTOT OeJIOK TOMOJIOTHYeH Zip3-1mogo0HbIM Oel-
Kam, orpeaesstomumM cyns0y DSBs y npyrux opranu3MoB. Y Apo30(Quiibl OH MapKUpyeT
caiiTel kpoccunrorepa (Lake et al., 2015).

Komruieke OenkoB, BXoasimux B PY, TOBOJBHO MOJIHO U3YYEH Y JPOXOIKEH M MIICKO-
nutatonux (Ross-Macdonald, Roeder, 1994; Hollingsworth et al., 1995; Hunter, Borts,
1997; Chua, Roeder, 1998; Moens et al., 2001; Basheva et al., 2008) u, B cuty KoHCep-
BaTH3Ma MOJIEKYJIIPHBIX OCHOB (MEXaHMU3MOB) M€#03a, 3TH MPEACTABICHUS IEPEHOCAT-
cs ¥ Ha npo3o¢uiy. Tem He MeHee, Oenku PY, HecomMHeHHO, OyIyT HCCIeIoBaThCs U Yy
JPO30(UIIBI, U 3TO MOXKET YBEIMYUTh 00BbEM MPEACTABICHUI 00 M3MEHUYHMBOCTH BaX-
HBIX crienupuIecKux OeIKoB Meiio3a.

Komrutekc OenkoB, Bxomsimux B PY, Mensiercst B xone npodasel. B ero cocras BXomsT GpepMeH-
TBl PEKOMOMHALIMK ¥ CTPYKTypHbIe Oesiku. 113 uccienoBanuii Ha nqpoxcokax S. cerevisiae U3BecT-
Ho, uto SPOI11 (3n70HYyKII€a3a) co3aaeT aByxuenodednsie paszpbiBbl B JJHK. 3arem nossisior-
cst pannue PY. B Hux copeprxurcs komruieke 6eskoB Rad50/Mrel1/Xrs2, HeoOX0UMBIH 171t Ipo-
neccupoBanus ogHoHUTeBbIX KOHIIOB JIHK B caiitax DSBs (Chua, Roeder, 1998). DMC1 (meiio-
tudeckuit romosior RAD21) HanpaisieT 3’-KOHIBI K XpoMaTuje pyroro romosnora, RADS1 B3a-
HUMOJICHCTBYET ¢ OEJIKaMM, KOTOPhIC BBI3BIBAIOT Jierpanamuio 5’ -koHioB. [lotom RPA u RADS2
BeITecHsIOT RADS1/DMCI u3 PV, tyna e canutcs 6enok BLM (Moens et al., 2001). B cocras
no3aHuX PY BXomuT epMeHT 3aMeHbl HEeNPaBHIbHO BCTaBJICHHBIX HyKJIeoTHI0B — MLH1, kak
9TO YCTaHOBJICHO Ha MiiekonuTaromux (Basheva et al., 2008) u gpoxokax (Hunter, Borts, 1997).
VY npoxokeit B coctaBe PY onpenensitorest Taoke gpepmentsl Msh4 u Msh5 (Ross-Macdonald,
Roeder, 1994; Hollingsworth et al., 1995).

Baxnblil Bonpoc — pacnpezeneHue coObITUI KpOCCHHIoBepa (M Xrua3M) BIOJIb IieY
XpoMOCcoM. Y 1po30(QuiIbl aHOMAIMK Mei03a Ha BCEX CTaIusIX MEHOTHYeCKOW pekoMOu-
HaI[UH JI0 Pa3pelieHust CTPYKTYpbl XOJUTHISs BIMSIFOT Ha pacipeiesicHue COObITHIT oOMe-



Thasa 11. HectanaapTHblii Meii03 y 1po30(uibl 189

Ha BI10JIb XpoMocoM (McKim et al., 2002). DTo Ba)KHO IOTOMY, 4TO JUCTAIbHBIC XUA3MBI
HE MOTYT JIOJDKHBIM 00pa3oM yjiepKHBaTh XpOMOCOMbI B MeTadase I, a mpokcumalibHbIe
(Om3kKe K LeHTpOMEpe) TPYAHO Pa3pelaroTcs, MOCKOJIbKY 3TOT HMPOLECC MPOUCXOIUT
HE BCIIEACTBUC UX TCPMUHATIU3ALINY, A IyTEM MOTEPU KOHTAKTa (KOTE3UM) CECTPUHCKHUX
xpomatu. [1o TaHHBIM CTaTUCTHUKH, HA OJTHO TIEYO OOJIBIION XPOMOCOMBI Y JIPO30(HIIBI
MPUXOIUTCS 4yTh OOJiee OHOTO KPOCCHHIOBEPa M, COOTBETCTBEHHO, OJIHA XHa3Ma, Mpu-
4yeM ¢ OOJIbIIeH BEpOSTHOCTHIO MOXKHO CKa3aTh, YTO 3TO OyJeT 0OMeH B CpelHel 4acTu
wieda (Hawley et al., 1993). Bonusu neaTpoMepsl KPOCCHHIOBEP MOAABICH, YTO MOXKET
OOBSICHATHCS HAJIMYMEM T'€TEPOXPOMATUHOBOIO XPOMOIICHTpA. [ eTepoxpomaruH Bcerna
WHTUOMpYeT KpoccuHToBep B cocequux Jokycax (Lima-de Faria, 1983; Ilpoxodnesa-
Benbrosckas, 1986). Oqnako HaOMIOAAN U UCKITFOUCHUS U3 3TOTO MpaBuia. Tak, u30bl-
TOK JIBOMHBIX OOMEHOB OBLJ BBISIBIICH B MEPUIICHTPOMEPHOM CErMEHTE XPOMOCOMEI 3,
npuuéM ero reHeTHUYECKast JITTMHA COCTaBIIsIa Beero 4 ¢M, a ¢pusuyeckas — 25% myiuHbI
Bcelt xpomocomsl (Sinclair, 1975). Takue nanHble ObUTH MOTYYCHBI U IS IPYTUX ayTO-
coM Jipo3oduibl, HO He It X-XxpoMocombl (cM. Aggarwal et al., 2015).

WHTepecHO BO3/ICHCTBIE PA3IMYHBIX [IEPECTPOEK XPOMOCOM Ha YaCTOTY M JIOKAIU3ALMIO CO-
ObITHT KpoCCHHTOBEpa Y 1po30oduiibl. Tak, reTepo3UroTHbIC HHBEPCHHU 3aTPYAHSIOT ClIAPUBAHUE
U KPOCCHHIOBEP B MHBEPTUPOBAHHBIX PAiOHAX, HO YBEJIMYMBAIOT YaCTOTY KPOCCHHIOBEPA B He-
nnBeprupoBaHHbIx (Grell, 1976). Kpome Toro, reTepo3uroTHbie HHBEPCHH BIHMAIOT HA KPOCCHH-
roBep B JPYIMX XPOMOCOMaXx (Tak Ha3blBaeMblii MexxxpomocoMmHublid 3¢ dexr) (Lucchesi, Suzuki,
1968; Lucchesi, 1976). Takum xe 3¢pdekroM 001a1at0T 1 TeTCPO3UTOTHBIC TPAHCIOKAIIUH, a TaK-
xe kommayHel XY n XX (Suzuki, 1963). [Tyrem nepectpoek rerepoxpomarrHa Oblia IokKazaHa
TaK¥Ke ero poJjib B peryisinuu pekomOunanuu. OKa3anock, 4To JeJIeuH reTepoXpoMaTuHa yMEHb-
[IAIOT KPOCCHHIOBEDP HE TOJIBKO B CBOEH XPOMOCOME, HO M B JPYTHX, HHTAKTHBIX XPOMOCOMAX
(Yamomoto, 1979).

XpOMOLIEHTP

Wzyuenne moBeleHHss XpOMOCOM B MeH03€ y CaMOK JPO30(HIbI BBISBUIIO PSIIT YEPT,
CBHUJICTEIHCTBYIONIMX 00 OTCYTCTBHH HE3aBHCHUMOTO TIOBEICHHSI HETOMOJIIOTHYHBIX XPO-
MocoM. [Ipudem 3To KacaeTcsl He TOJIBKO KOOPUEHTAIMH XPOMOCOM BO BpEMsl TIEPBOTO
IeJIeHUsT Meiio3a, HO M 9acTOTHI KPOCCHHTOBEpa BO BceM TeHome apo3odmisl (Hawley
et al., 1993). K HCOOBIUHBIM TeHETHYECKIM (hEHOMEHAM B MeH03¢ YV Ap030(hUIIBI MOXKHO
OTHECTH peako HabIromaeMoe HepacxokaeHue xpomocoM (Carpenter, 1973), Heciryqaii-
HOE pacrpenesieHne HeroMoJorudHbIx XxpoMocoM (Oksala, 1962) u MeKXpOMOCOMHBIN
adhdexT Ha HepacxokaeHue XpoMocoM U Ha kpoccuaToBep (Cooper et al., 1955). B ciy-
Yyae HapyILICHHUS CIIAPUBAHUS XOTS Obl B OJJHOM ITape roMOJIOTOB WIIA B MIPUCYTCTBHHU JI0-
0aBOYHBIX XPOMOCOM (YHUBAJICHTOB) HAOMIOMATH HEPACXOKICHUE XPOMOCOM, KOOPHCH-
TaIMI0 HETOMOJIOTOB B MeTadasze | 1 MoBbIIIEHHE YaCTOThl KPOCCUHTOBEPa B HOPMAJIb-
HO CHIApUBIIUXCS palioOHax U IelbIX XpoMocomax. Habmonanu Takke oTcyTcTBrIe 00Me-
HOB B XpOMOCOMax IPH UX IMIEPBUYHOM WU BTOPHUIHOM Hepacxoxkaenuu (Grell, 1976).

OOBICHEHHE MEXXPOMOCOMHBIX d(PPEKTOB MHOTHE HCCIICAOBATEIH CBA3BIBAIH C IIPH-
CYTCTBHEM XPOMOIICHTPA, OOBEJNHSIONIETO BCE MPHUIICHTPOMEPHBIE PAiOHBI XPOMOCOM
npo3odmiel B ennHoe 1enoe (Davring, Sunner, 1973; Nokkala, Puro, 1976; Novitski,
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Puro, 1978, uut. no: IlpokodneBa-benbrosekas, 1986). XpoMoueHTp — 3TO BHYTpHUS-
JepHasi CTPYKTypa, oOpa3oBaHHasl B pe3yJbTaTe acCOLHMAlUK MPHIEHTPOMEPHBIX reTe-
POXPOMAaTUYECKUX PAllOHOB BCEX WMJIM OTACIBHBIX I'PyII XpOMOCOM. EnuHBINA XpoMo-
LeHTp oOpasyercst He Bo BeeX siipax. [IpumepHo 25% 00LUTOB HMEIOT J1Ba XPOMOLIEHTPA
u okoJio 5% — tpu (Carpenter, 1979). Dta cTpykTypa HabIr0MaeTCS B MHTEpda3e u Meii-
oruueckoit podase | y GonpmMHCTBA BUIOB Ip030(DUIL, y IPOXKIKEH, pacTeH i, 3eMHO-
BOJIHBIX, MJICKOTIMTAIONUX U HacekoMbix (Monaxosa, 1973; [IpokodbeBa-benbrobckas,
1986; Funabiki et al., 1993 u ap.).

Kpome MeHOTHUYECKOTO criapuBaHMsI TOMOJIOTOB, Y MHOTHUX HACEKOMBIX M JIBYKPBI-
JBIX, B YaCTHOCTH, HAOIIOAAETCS MUTOTHYECKOE WIIM COMAaTHUECKOE CIIapHBaHUE TO-
mostorndHbix xpomocoMm (Kaufman, 1934; IIpokodneBa-benbrosckas, 1986). Accoru-
alnys NPUIEHTPOMEPHBIX TeTEPOXPOMATHHOBBIX PaiOHOB OOHApy)KeHa TaKKe B HMHTEP-
(daze u mpodaze KIETOK HEPBHBIX T'aHIIKEB THUUMHOK Ipo3oduisl (Halfer, Barigozzi,
1973; IlpokodreBa-benbrosekas, 1986). XpoMoneHTp B MHTO3€ CYLIECTBYET BILIOTH JI0
MmeTadasbl, a HEHTPOMEpPHbIE PaHOHBI HETOMOJIOTHYHBIX XPOMOCOM CBSI3aHBI XpOMAaTH-
HOBbIMU HHUTAMHU (CemeHoB, CMmupHOB, 1979). ['mrantckue MnosuTeHHbIE XPOMOCOMBI
CIIIOHHBIX KeJie3 APO30HIIbl TaKke 00bennHeHbl B xpoMoueHTp (Painter, 1933, uut. mo
[Ipoxodnepoii-benbrosekoit, 1986).

Uccnenosanus B.JI. Uyosikuna (1995, 2001, 2009) momoriu co3arh AeTaabHYO Kap-
TUHY (GOPMHUPOBAHUS XpOMOIIeHTpa B ipodaze | meiio3a y npozoduisl. CTpyKTypa Xpo-
MOLIEHTpa IeHETUYIECKU JeTepMuHupoBana. B G,-(aze nmpeMeHoTH4ECKOro KIE€TOYHO-
ro IHMKJIa 00pa3yloTcs ABE TPYIIIBI XPOMOCOM, aCCOLMUPOBAHHBIX B MPUIIEHTPOMEPHBIX
paiioHax, a mo3xe MPOUCXOAUT 0ObEJMHEHHE BCEX XPOMOCOM B XpoMorieHTpe. OHU pac-
MOJIOKEHHI B onpeneiaeHHoM nopsiake: X-2L-2R-3L-3R-4 (puc. 11.4). B meiio3e xpomo-
LEHTP UMEET JABYKOJBIEBYIO CTPYKTYPY, COPMUPOBAHHYIO CBS3SIMU I'€TEPOIKTOIINYC-
CKOH ITPHUPO/IBI, KOTOPBIE 00pa3yIOTCs MEX/y HETOMOJIOTaMH B aCHHANITUPOBAHHBIX MPU-
LEHTPOMEPHBIX paiioHax OuBasieHTOB. [lodTamHbIil cCUHATICKC TOMOJIOTOB B mpodase |
Meii03a MHUIUUPYETCS JI0 UM OHOBPEMEHHO ¢ opMUpOBaHUEM xpoMorieHTpa. [locne
CHHAICHCa 3YXPOMaTHHOBBIX pailOHOB CJIEAyeT BTOPOH 3Tal — cCHapuBaHUE FeTepoxpo-
maruHa. CPOpPMUPOBAHHBIA XPOMOLIEHTD BBIABIAETCS Ha CTAMAX S.—S, pa3sBUTHs OOLH-
Ta. B mpuueaTpomMepHOit 001acTi POpMUPYIOTCS CBSI3U, KOOPHEHTHPYIOLIHE FOMOJIOTHY-
HbIE XpOMOCOMBI K Pa3HBIM TOJIIOCaM MepBoro AefeHus merosa (puc. 11.4, a). Hapyme-
HUE ATUX CBsI3el (Hampumep, BCIACACTBHE CTPYKTYPHBIX WIIM JIOKYCHBIX MYTaIfii) KOM-
MEHCUPYETCsl HAIMYMEM XHa3M MEXIy TOMOJIOTaMH B MPHUIEHTPOMEPHOM paiioHEe WU
COXPaHSIOUIMMUCS 10 npoMeTadaszbl XPOMOLEHTPAIBHBIME CBSI3SIMH MEKAY HEroMoJo-
ramu. B mocnenHem ciydyae HaOMHOMACTCSI «MEKXPOMOCOMHBIN APPEKT» Ha pacxoke-
HHE XPOMOCOM (HEroMOJIOTH PACXOJATCS HE HE3aBUCHMO).

B mpomeradase I melio3a mpoucxonuT akTUBAIMS OJHOTO U3 KHHETOXOPOB B COCTaBE
OuBajeHTa W MPUKPEIJICHNE K HeMy CTaOMIbHBIX HUTEH BepereHa (puc. 11.4, 6). [Tocne
3TOTO MPOUCXOIUT JeTpasiallisi XpOMOLIEHTPAIBHBIX CBA3€H MeX/ly HETOMOJIOIaMHU U KO-
OPUEHTHUPYIOLIUX CBsI3€H MEX/1y FOMOJIOraMH. 3aTeéM rOMOJIOTHYHbIE XPOMOCOMBI PAacXo-
JATCS K TIPOTHBOTIOIOKHBIM ITOJTFOCAM.

B omnume ot Melio3a, B MUTOTHYECKUX KIIETKax (OpMUpPOBaHUE XPOMOIICHTPA HAYH-
HaeTcs yke B uHTepdase u 3aBepiaercs B npodaze MuTo3za. OCOOEHHOCTh XPOMOLICHTPa
3aKJII0YaeTcs B OTCYTCTBHM CBSI3€H MEXKAY NMPHUIICHTPOMEPHBIMH paiioHaMHU TOMOJIOTOB,
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Puc. 11.4. Cxema peopranu3aiiuy XpoMoIIeHTpa B ipoMeTadase | (kaprocome) Meiio3a caMoK.
a — JABOMHOE KOJIBL[O XPOMOILIEHTPA CO3/aeT YCIOBUS sl KOOPUEHTAIIUU TOMOJIOTOB B OTCYT-
CTBHE NMPHULIEHTPOMEPHOTO CHHAIICHCA; 6 — 3aMEHa XPOMOICHTPAJIbHBIX CBsI3ei Ha TOMOJIOTHY-
HBIE B TIPUIIEHTPOMEPHBIX FE€TEPOXPOMATHHOBBIX paiioHax. CTpesky yKa3bIBalOT HalpaBlIeHHE
JBIDKeHUs1 xpomocoM B anadase . [To: UyOsikun, 2009 ¢ n3MeHeHHUIMH.

UX JIECHHAIICUCE U JIeTpa/lalliy CBA3€H Mek1y HETOMOJIOraMu 710 00pa3oBaHus U cTaOu-
JU3AIMN BepeTeHa JIeJICHHsI. JTH YCIOBHSI HEOOXOAMMBI JJIsi aKTUBAIIMN BCEX KHUHETOXO-
poB cectpuHckux xpomarug (Uyosikun, 1995, 2001, 2009).

OcobeHHOCT JeneHnr merosa y Apo30dwibl

Ocobennocmu denenuii meiioza 8 oozenesze. O0IIEH YepTOI KEHCKOTO Mei03a y He-
KOTOPBIX OPraHU3MOB SIBJIIETCS OTCYTCTBHE LEHTPOCOM M LICHTPUOJIEH, XOTS IIPU 3TOM
dhopMupyeTcss OUTIONAPHOE BEPETeHO. Y IPO30(MUITEI Y-TYOYIHH, SBISIOIIHIACS IIEHTPO-
COMHBIM KOMIIOHEHTOM, HE KOHLIEHTPUPYETCS Ha MOJI0CAX IEJIECHUs, HO IIPH 3TOM OH He-
obxomuM 1 Merio3a. @opMHUpOBaHKE BepeTeHa aefieHus B MeTadase | HaumHaeTcs He ¢
TIOJTIOCOB, @ C «IPOPACTAHMSD MUKPOTPYOOUEK OT XpOMOCOM K momrocaM. Kaxknas xpo-
Mocoma popMHUpPYET cBoe OumnosipHoe MuHH-BepeTeHo (McKim et al., 2002). [l dhop-
MHpPOBaHUS BepeTeHa HeobxonuMel 6ekn NCD, NOD, SUB, MSPS, D-TACC, ASP.

Benox NOD pasmepom 666 a.k. kopupyeTcst reHoM nod, no distributive disjunction (ou xe Kif
22, 1-36; 10C7-8), ero nmapraep — NCD — umeer pazmep 700 a.x. u Komupyercs TeHoM ncd,
non-claret disjunctional (panee — ca™, claret nondisjunctional, 3-99; 99C1) (FlyBase). O6a 6en-
Ka MPUHAIIIEKAT K CylepceMeiicTBy TSDKEIOH Leny KMHe3WHa (KMHEe3WHBI BKIIOYEHBI B TPaHC-
opT opranen, 6enkoBeix koMiuiekcoB, MPHK, B amxkenne Bepetena u xpomocom (FlyBase)).
Benox SUB mnmuo# 628 a.k. ABIsETCSA MPOXYKTOM TeHa sub, subito (paHee U3BeCTHOTO Kak Dub,
Double or nothing (Moore et al., 1994)); koopauaats! rena — 2-84; 54E7 (FlyBase). berok — ro-
MOJIOT KHHE3HHA-6 — CBSA3BIBACTCS C aHTUIIAPAJUICIIEHBIMU MUKpOTpyOoukamu. MSPS nmeer He-
CKOJIBKO M30dopM amuHOH oT 2042 mo 2082 a.x., KogupyeTcs TeHoM msps, mini spindles (3-58;
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89B1-2). DtoT Oenok cBs3bIBaeTCs C TYOYJIIMHOM MUKPOTpYyOOo4eKk Oiarogaps HECKOIBKUM (yHK-
roHansHeIM foMeHaM (HEAT, TOG u np.). Eme oqun xomnoneHT BepereHa — D-TACC — sB-
JsieTes MponyKToM rena Dmell\tace, transforming acidic coiled-coil protein (3-47; 82D2), u ume-
eT auHy oT 245 o 1322 a.x. (HacuuteiBaet 13 m3odopm). CBsi3bIBaeTCS C MUKPOTPYOOUKaMH Be-
petena (FlyBase). Hakoner, 6eox ASP umeer pasmep 1954 a.k. u siBIsieTCs IPOIYKTOM I'eHa asp,
abnormal spindle (3-85; 96A19-20). Cs3piBaeTcs ¢ Jerkoi menbio muosuHa (FlyBase).

J1o OI10J0TBOPEHUS SIAIIO IPO30(UIIBI «3aCThIBACT» (TIOJBEPIaeTCsl «apecTy» Ha CTa-
nn Metadassl [). DTOT MOMEHT SBISICTCS «KOHTPOJIBHBIM ITyHKTOM» Meio3a. Ecnu xu-
a3Mbl MEXAY FOMOJOTMYHBIMU XPOMOCOMAaMHU OTCYTCTBYIOT, OOLIUThI paHblll€ BPEMEHU
BXOZAT B aHadasy I u mpoxonar o6a nenenns meiosa Ha craauu S, (McKim et al., 2002).
Hopwmanbablii Beixox oonurta u3 Meradassl | n nepexon k anadaze | mpoucxoaut npu
ydactuu crierupuueckux oeakoB. OnHum u3 ocHoBHbBIX sBisieTcss Ca(2+)/Calmodulin-
3aBucHMas pocdarasa KanblUHEYpHH. J[J1s ee akTUBalluy U 3aBepllcHMs aHa(a3bl HEOO-
xonuM Oeltok Sarah, KOTOpBI, B CBOIO OYepe/ib, JOIKEH ObITh (pochopuaIupoBaH ¢ moMo-
uibto Shaggy/GSK-3p (glycogen synthase kinase) (Takeo et al., 2012).

Pacckaxem HemHOTO 00 3THX Oenkax. KanplmHeyprH COCTOHMT U3 JIByX KOMIIOHEHTOB — A u B.
[lepBbIit 0ONaaeT KaTaIUTHYECKOW aKTUBHOCTBIO (MeTasuio-3aBrucumast ocdarasa), Bropoii odecrie-
YHMBACT YyBCTBUTEIBHOCTD K Kaibluio. Kanbimaeypun Al umeer Tpu n3ohopMsl pazmepoM ot 596
10 622 a.x. u komupyercsi renoM Calcineurin A1 (3-102; 100B1). Mmeercs Takke OSlIOK KaJbIIUHEY-
put Al Ha 14F, ero ren pacnionoxen B cekiu 14E3-14F1 nepBoit XpoMOCOMBI (TeHETHYECKHE KOOp-
quHatel 1-54). Benok nmeer pazmep 584 a.k. Kanmneypun B — neGonbImoi 6enok umHoi 170 a.k.,
MMEIOIIHI CalT CBSI3bIBAHNS KaJIbLIUs;, T€H PacroioxkeH Ha repBoit xpomocome (1-11; 4F5). Hakower,
KaJIbIIMHEYPUH B2, 110 /UTHHE 1 110 CBOHCTBAM HACHTUYHBIH MPEIBIIYIIEMY, KOTHPYESTCsl TCHOM Ha BTO-
poit xpomocome (2-57; 43E16). AktuBarop kanblHeypuHa — Oernok Sarah jymHoM 292 a.K. — MMe-
et omeH, y3raromuii PHK. Komupyercs rerom sarah (3-58; 89B7-89B12). ®ocdopumupyercst Oeok
Sarah ¢ momomuipio mMKoreH-cuHTa3-kuHasbl Shaggy/GSK-3f. Benok komupyercs renom shaggy (1-1;
3A8-3B1) u umeer okono 20 uzodopm pazmepamu ot 416 10 1168 a.k. (FlyBase).

Meiio3 y camuoe opozoghunsi. Jns Meiiosza y camIioB Jpo30QHIbl XapaKTEPHO OTCYT-
CTBUE CUHAIITOHEMHBIX KOMIUIEKCOB M KPOCCHHIOBEpA, BCJIEACTBUE YErO MPOUCXOIUT
HEKOTOPOE «YIMPOIIECHUE» MEH03a, BBIMOIHSIONIETO TOJIBKO CerperaiuoHHy 0 (PYHKIINO
(Carotti, 1973).

YV caMok Jp030(uIIbl CYIIECTBYIOT 0COObIE MEXaHU3MBbI IS Cerperaiuy HeOOMEHHBIX
(axmazMaTU4eCcKux) XpOMOCOM: OMH HCIOJIB3YET TOMOJIOTHIO YYaCTKOB Te€TePOXPOMATH-
Ha, JIPYroil — CXOZICTBO XpOMOCOM 110 pasmepy u ¢opme (Hawley et al., 1992). Onnako B
Meito3e y caMiioB Drosophila melanogaster He UCTIONB3YOTCS MEXaHU3MBI, JISHCTBYIOIINE
B Meii03e y caMOK. MyTaIiu TeHOB, 3aTParuBaroIIuX Cerperaiio HEOOMEHHBIX XPOMOCOM
y CaMOK, KaK ITpaBuiio, HE IEUCTBYIOT HA XpPOMOCOMHYIO CETPETaltio y CaMIlOB.

[{uTonoruyeckoe UCCIeIOBaHUE Meii03a y CaMIIOB JPO30(HIIbI TOKA3aJI0, YTO TOMO-
JIOTUYHBIC XPOMOCOMBI CITAPEHBI Ha cTajusx oT mpomeradassl I 1o Havana anadassl |
(Vazquez et al., 2002). AyTocoMmsbl Jiexar HapajiiebHO, TOTIa KaK MOJ0BBIC XPOMOCOMBI
KOHTaKTUPYIOT B IUCKPETHBIX cailTax. Bo3aMOXHO nake, YTO FOMOJIOTHYHBIE XPOMOCO-
MBI CTIapeHbl BO BpeMs ctaauu G, 1 0CTaloTCs CHapeHHBIMU B TedeHue S-dasel. B mosto-
apIx cnepmaronuTax (cramguu G —-G,) HaOJIIOAJIM TaK)KE MHOTOYUCIIEHHBIE KOHTAKTEI I'e-
TEPOXPOMATHUYECKUX PaliOHOB HETOMOJIOTHYHBIX XPOMOCOM — XPOMOIIEHTPHI (Vazquez
et al., 2002).
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Eme B 1964 r. Kymiep, uccieys moBeecHUE MOJIOBBIX XpOMOCOM B mpodase | Melio3a y camIioB
Tpo30(HITEI, 0OHAPYKUIT HEKOTOPBIE 3aKOHOMEPHOCTH 3TOTO Mporecca. Tak, Y-XxpoMocoma Bcer-
J1a KOHBIOTUPOBAJIa C TETEPOXPOMATHICCKOH YacThi0 X-XpOMOCOMBI, HO HUKOTAa — C 3yXpoMa-
THYECKOH. B CBOIO oYepenb, YUaCTKH IeTepOXPOMATHUESCKON YacTh X-XPOMOCOMBI KOHBIOTHPO-
BaJTH KaK ¢ KOPOTKUM TIIEIOM Y-XPOMOCOMBI (Yalle), Tak U ¢ JUTHHHBIM. [IJTiHHA KOHBIOTHPYIOIIe-
ro (parMenTa Bceraa Obliia O4eHb MaJeHbKOM. Kyrep nmpeaiokui TepMuH «KOJLTOXOpbD» st 060-
3HAYCHHS TAKHX PAfOHOB MOJOBBIX XpOMOcoM. [1o3ke OBUTO MOKA3aHO, YTO CANTHI ClIAPHBAHUS
X- 1 Y-XpoMocoM Jiexkar BHyTpH odnacti nosropos p/IHK.

Bonee coBpeMeHHbBIE MCCIIEIOBAHMSI TO3BOJIMIIM MTOHSTH MOCIIEA0BATEILHOCTh COOBI-
THH B MeH03¢e y caMIIOoB Jipo30o¢uibl (puc. 11.5). DyxpoMaruueckue palioOHbI TOMOJIOTHY-
HBIX XPOMOCOM CIIApEHbI B CIEPMATOrOHUAX U HA PAaHHUX CTaAUSAX Pa3BUTHUS CIIEPMATO-
LIUTOB. 3aTeM MPOUCXOTUT HHTCHCUBHOE Pa3/ICJICHIE TOMOJIOTOB U CECTPUHCKHUX XpOMa-
THJ1 BJIOJIb LI XPOMOCOM. DTo HabmonaeTcs B cepenune craauu G,, 3a HECKONIBKO Ya-
COB JI0 nepBoro Meiioruueckoro neienus (Vazquez et al., 2002). LleHTpomMepsl TOMOJIO-
TUYHBIX XPOMOCOM CIIAPUBAIOTCSI CIICIIU(UYHO B CEPESIIMHE CTATUU Gz. Ho k xoH1y 310
CTaJMH X KOHTAKT TepseTcs (IIEHTPOMEPHI CECTPUHCKUX XPOMATHU]T OCTAIOTCS B TECHOM
accornmanuu). TakuMm 00pa3oM, B3aUMOICHCTBHE 3YXPOMATUIECKUX PAalOHOB ayTOCOM B
CIIEPMATOIMTAX HEOOXOIUMO JJI1 MHUIIMAIINY, HO HE IS MOAICPKaHUSI MEHOTHIECKOTO
CIIapUBaHUS y CaMIOB AP030(HiIbl. ABTOPBI HCCIICIOBAHUS TPEATIOIOKHUIIH, YTO HEOOXO-
JIMMO Y4acTHE€ TeTepOXpOMATUUECKUX PAOHOB MJIM KAaKOE-TO CIUIETEHUE XPOMAaTHL JJIs

CnapviBaHue O6meH KoopuneHTauua
—
. .
KaHoHuyecKunin meinos
.n

Puc. 11.5. CpaBHeHue Meiio3a y caMIloB 1po30(HiIbl ¢ KAHOHUYSCKHM MEH030M

[TokazaHbl OCHOBHBIE ATaIlbl Meii03a — ClIapUBaHUE TOMOJIOTOB, 0OMEH (KPOCCHHIOBED), KOOPH-
SHTaIMsl XPOMOCOM Ha dKaartope epereHa B M1, 000co01eHre XpOMOCOMHBIX TEPPUTOPHUIL.

B — Mukporpy0ouku BepereHa, X — roMOJIOIMYHbIE XPOMOCOMBI Ha 9KBATOPE BepeTeHa Jiele-
nust (o Hawley, 2002, ¢ uameHeHusIMH).
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HOJIIEPKAHUS ACCOLMALMU TOMOJIOroB B nosanei dase G,. BosMoxkHO Taxike, 4To Pop-
MHUPOBAHUE XPOMOCOMHBIX TEPPUTOPHI B sIApE CIIEPMATOLIUTA MOKET UTPaTh aKTHBHYIO
poIb B obecriedeHnH crien(pUIHOCTH MEHOTHYECKOTO CrIapuBaHus B 1o31HeH npodase |
Melo3a, pa3pbiBasi B3aUMOJICHCTBAE HETOMOJIOTHYHBIX XpoMocoM (Vazquez et al., 2002).

Kakumu Ob1 HE OBUTH aCCOLMALIUK TOMOJIOTMYHBIX XPOMOCOM Y CaMIIOB JPO30(HIIbI,
HX JOCTATOYHO, YTOOBI BMECTO XHa3M YPaBHOBECHTH CHJIbI, TAHYIIHE XPOMOCOMBI K TIO-
arocaM B anadase 1-ro genenus merosa. [Ipu 5ToM B pacxoskaeHUH ayTOCOM H MOJOBBIX
XPOMOCOM y4YacTBYIOT pa3zHble OeskoBble KoMILIeKchl (Arya et al., 2006).

Bo Bpemst npodassl I Melio3a B siipax MepBUYHBIX CIIEPMATOIIMTOB HAOIIOAAETCSl CKOIUICHHE
OJICKTPOHHO-IUIOTHBIX HUTCBUAHBIX CTPYKTYP, Ha3BaHHbIX PaCMyCCCHOM npeaAmeCTBEHHUKaMU
HEHTPAJIbHBIX 3JICMEHTOB CUHAIITOHECMHOI'O KOMIIJIEKCA. O1H CTPYKTYPbI UMCHOT IUAMETP 18 um
" pacCIlOJIOKEHbI B MCHEEC IJIOTHOM MATPHUKCE C IlIPIpP[HOﬁ MIpoCTpaHCTBA 90 um. Ilo MEpe pa3s-
BUTUA KJIaCTEpa CICPMATOLUTOB CTPYKTYPhbI HpHOGpeTaIOT NOMNEPEYHYI0O UCUCPUCHHOCTD U CTa-
HOBSITCS 00J1€€ YeTKUMH. AHAJIOrHYHEIC CTPYKTYPhbI PaCMyCCCH Ha6mouan MECKAY KOHBIOTUpY-
FOIIUMHU TOMOJIOTaMHU B Meio3e y caMok 110 oOpaszoBanus TunuyHoro CK (Rasmussen, 1974).
210 Ha6J'IIO)IeHI/I€, BIpOYECM, OBLIO NOABCPIrHyTO COMHCHUIO. KapneHTep BbICKa3aljia MmpeArojao-
KCHUC, UTO Ha6J'IIO)IaBHII/IeC$I PaCMyCC@HOM Yy CaMOK «HIpeAICCTBCHHUKN) LEHTPAJIBbHOT'O dJIC-
menra CK sasisrorcs 1ubo HOPMAJIbHBIM 3YXPOMAaTUHOBBIM CK B carurrajbHOM pas3pese, 6o
HEHTPAJIbHBIM 3JIEMEHTOM I'€TCPOXPOMATUHOBOTO CK, 1100 «IIPOAYKTOM HHTOXI/IMI/I‘ICCKOﬁ 00-
pabotkm» (Carpenter, 1975a).

B npomeradasze | xpoMocoMbl MUTPUPYIOT OT nepuepuu sApa K ero HeHTpy 1 ObICTPO
KoHzAeHcupytoTcsi. CecTpHHCKHE XPOMAaTH bl Ha 3TOM CTaJny JIeKaT He Tak OJIHM3KO IpyT
K JIpYTy, KaK Ha panHei ctagun G,, HO OCTalOTCS TECHO CBA3aHHBIMU JIaXKe B TEJIOMEP-
HbIX paiioHax. Tak jxe TeCHO CBsi3aHbI M TOMOJIOIHYHbBIE ayTocoMbl (Vazquez et al., 2002).

B npomeradaze [ OuBaneHTbI IpeTepreBaroT CI0KHbIE ABHKCHUS, BKITIOYAIOLIHE KparT-
KOBpPEMEHHYIO OUTIOJIIPHYIO OPUEHTAIMIO, OTHOBPEMEHHYIO PEOPUEHTALIUIO TOMOJIOTHY-
HBIX KHHETOXOPOB, a TaKKe JBIKEHUS BIOJb SACPHOM MEMOpaHbI U IBM)KEHHS, HE Ta-
pajuIenbHbIe OCH BepeTeHa Jenenus. [Ipennonaraercs, 4To Bce 3TH ABMKEHUST 00y CIIOB-
JICHBI KHHETOXOpHBIMU MHKpoTpyOoukamu (Church, Lin, 1985).

3akmoyeHme

OcHOBHBIE OTIINYHS MeH03a Y Ipo30(HIiIbl OT MeH03a y IPYyTUX OpraHu3MOB TIepeUHcIe-
HBI B BOJHOH yacT Hamen cratbi. Cpean HUX Hanbonee BayKHBIM M HEOOBIYHBIM SIBIISCT-
Csl OTCYTCTBHE y CaMIIOB KPOCCHHIOBEpa — IMPHU3HAKA, 00A3aTEIHLHOTO IS KIACCHYECKO-
ro metiosa. Jlaxke y apoxkeit Schizosaccharomyces pombe, He UMEIOIIMX CHHAIITOHEMHBIX
KOMITJICKCOB, CYIIIECTBYIOT MEHOTHUYECKasl peKoMOmMHaIus u kpoccuurosep (Lorenz et al.,
2006). IMeHHO ATO MPUHITUIHAIFHOE OTIIMYHE MEHO03a Y CaMIIOB JPO30(IIIBI 3aCTyKIUBA-
€T CIIeIHANBHOTO 00CyKaeHus. OCOOCHHO 3TO MHTEPECHO ITOTOMY, YTO CHHAITOHEMHBIX
KOMIUIEKCOB HET TOJIFKO Y CaMIIOB APO30(MIBI 1 9TO UIMEHHO CaMIIbl UMEIOT OeCKpOCCco-
BEPHBII MEH03, TO €CTh Meii03 0oJIee MPUMHUTHUBHBIN, YeM Y JCIISAIITIXCS TPOXKIKEH.

YV Bcex 9yKapHoT, y KOTOPBIX H3ydeH Ha0op criennpuaHbIX 11 Melio3a OenkoB, dep-
MEHTOB W MeIMaTOpOB MEHOTHYECKOW PEeKOMOWHAIMH, 3Ta PEKOMOWHAINS HadYWHAET-
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csl C IPOrpaMMHUPYeMOro (popMHUpOBaHMsI MHOKECTBA ABYXIeMoueyHbIX pa3pbiBoB JJHK
C TIOMOUIBI0 Melo3-crieluPUIHbIX SHIOHYKIea3. [locine 3Toro mpoucxXomuT B3aUMHOE
y3HaBaHUE JIOKYCOB TOMOJIOTHYHBIX XPOMOCOM C TIOMOIIBIO OTHOLIETIOYEYHBIX 3’-KOHIIOB
JHK, nokpeiTeix 6enkamu Rad51 niau Dmcl (Page, Hawley, 2004), u HaunHaeTcst Gpop-
MHUPOBaHHUE TPOMEKYTOUHBIX CTPYKTYp peKOMOMHAINU — CTPYKTYp Xomuuaes. OHaKo
W3BECTHHI JBa OPraHnW3Ma, Y KOTOPBIX 9Ta KOHCepBaTUBHAS MOCIIEA0BATEIILHOCTE COOBI-
TUI MHBEPTUPOBaHa B caMOM Hauauie: 3To Hemarona C. elegans w Drosophila. Y oboux
OpTraHU3MOB CHavaja OPMUPYIOTCSI CHHAIITOHEMHBIE KOMIUIEKCHI, U TOJIBKO IIOTOM Ha UX
OCJIKOBBIX YABTPACTPYKTYPHBIX JIEMEHTaX (PUKCUPYIOTCS SHJIOHYKIICa3bl, KOTOPHIE pa3-
pe3ator aByxienoueynyto JJHK u ununumpyror pexomouHaiuio. Tak IpoUCXOIsiT COObI-
THS1 y 000HX MOJIOB HEMATOABI U Y CaMOK APO30(HIIbL. A Y CaMIIOB APO30(HIIBI CHHAIITO-
HEMHBIX KOMILJICKCOB HE ObIBAET M, COOTBETCTBEHHO, HET BHYTPHUSICPHBIX YIBTPacTPyK-
TYPHBIX KOMITAPTMEHTOB ISl QYHKIIMOHHUPOBAHUS SHIOHYKIIea3 U Havaja HEeTouKy po-
LIECCOB, MPUBOASAIINX K KpOoCCHHTOBEpY. HUTB mporieccoB pekoMOMHany o0opBaHa B ca-
MoM Haudase. Ho moueMy MMEHHO y caMIIOB HET CHHAIITOHEMHBIX KOMILIEKCOB? YKe 1aB-
HO OBUIO YCTaHOBIICHO, YTO (POPMHUPOBAHUE 110N Y APO30(HIIBI TTOMUUHACTCS TaK Ha3bl-
Ba€MOMY '€HHOMY OaJlaHCy, TO €CTh OTHOIICHUIO KOJTMYECTBA X-XPOMOCOM K KOJTHUECTBY
Habopos ayTocom (Bridges, 1925).

[puunner orcyrerBusi CK y camioB po30¢uisl ObUTH W3y4YeHbl HAMH B CEPHU DKC-
MIEPUMEHTOB C 3JIEKTPOHHO-MUKPOCKOITMUECKUM HCCIIEIOBAHNEM CEMEHHHKOB JpP030-
¢un, B Xoze KOTOPOro Mbl MpHCTaibHO rckanu npusHaku CK B criepmaronuTax I mopsin-
Ka CaMIIOB U MHTEPCEKCOB IPO30(HIIBI C pa3IMuHBIMU NepecTpoiikamu renoma ([ pumae-
Ba, bormanor 1986; Grishaeva, Bogdanov, 1988). bbiio ycTaHOBIEHO, YTO X-XpOMOCOMa
Drosophila melanogaster conepxut rensl, Bnustonye Ha popmuposanue CK, a B cemen-
HHUKaxX BO BpeMs Melo3a (B OTIIMYKE OT MOJIUTCHHBIX XPOMOCOM CITFOHHBIX JKelle3) He Cy-
IIECTBYET KOMIICHCAIMH J03bI TeHOB. [ eHOTHIIBI ¢ HabopaMu xpomocoM XY +2A; X0+2A,
a tarke XY+2A ¢ nymmkanusmu cekipii 1-3A u 18A-20 X-xpoMocoMmsl, Oyydu caMmiia-
MU, HE CIIOCOOHBI (POPMHUPOBATH CHHAIITOHEMHBIE KOMIUIEKCHL. CaMIlbl ¢ AYTUTHKAHSIMH
cekuuit 8C-11A HEXHM3HECTIOCOOHBI, CAMKH C TaKOH e AYIUTHMKAIMEH UMEIOT HapyIICHUsI
B popmuposanuu CK, y caMoKk c jiesieliueii 3Toro paiioHa HapyIieHbl )KU3HECIIOCOOHOCTD U
nuddepeHIMpoBKa KIETOK ssMuHuKa. Hamu ObLT clienan BBIBO O TOM, UYTO 3a JOPMHUPOBa-
HUe Tonia y po3oduIibl 1 3a Gopmuposanue CK 0TBeUaroT reHsl, JIOKaIn30BaHHbIC B CEK-
musix 8C-11A X-xpomocomsl (I'pumaesa, bornanos, 1986; Grishaeva, Bogdanov, 1988).
B sTOoM paiione pacrionaraetcsi OMH U3 T€HOB-HYMEpPATopoB (sis-A), KOTOpble TepesaroT
CHI'HAJI O COOTHOILICHUH XPOMOCOM 10 [ETOYKE TeHOB, KOHTPOIUPYIOIUX (OPMHUPOBAHUE
noia y npo3oduisl (Cline, Meyer, 1996; FlyBase). MbI nipeaiosiaraeM, 94to OHOM J103bI
T'€HOB, JIOKAJIM30BaHHBIX B cekiusix 8C-11A X-xpoMocoMbl, HeroctarouHo st Gopmu-
posanust CK. Ho, B omtnume oT apyrux 3yKapuoT, CHHAIITOHEMHBIH KOMIUIEKC HEOOX0IUM
nposoduite (Tak ke, kak Hemarone C. elegans) Ui CO3MaHUsI BHYTPUSICPHBIX (BHYTpHU-
KJICTOUHBIX ) YCIIOBHH, TIOMOTAIONINX JIOKAIN30BaTh U HAKATUTMBATH (DEPMEHTBI, HHUIIUUPY-
fonme aByxuenodeunsie pa3pbiBbl JJHK. M3-3a oTcyTCTBUSI CHHAITOHEMHBIX KOMILICKCOB
U IByXx1ienoveuHbix pa3peiBoB JJHK y camiioB OnokupyeTcs Bech Kacka METa0OINUeCKIX
mporieccoB, npuBoAAnmx K pekom6bunarmu JIHK u kxpoccunrosepy.
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Axmnazmatnyeckmm Memnos
y CAMOK TyTOBOIO Luesnkonpsiga Bombyx mori
1 OCOOEHHOCTU Mel03a Y ero NnoJMvionaoB

Meiio3 y caMok mmenkonpsiia Bombyx mori obnuraTHo-axua3MaTU4eH U JIUIIEH
KPOCCHHTOBEpa. BUBaIeHTHI XpOMOCOM YIIEpKUBAIOTCS HAa 9KBAaTOPE BEpEeTeHa B Me-
tadaze | c nomoIpo MoanUINPOBAHHBIX CHHANITOHEMHBIX kKomIuiekcoB (CK), co-
XPaHSIOMWINXCS 10 JTOH Mo31HeH cTagunu. MaccuBHBIE Tena MOAN(HUINPOBAHHBIX
CK n301mpy1oT 0JHy TOMOJIOTHYHYIO XPOMOCOMY OT JIpYTOH H TO3BOJISTIOT KaXJ10-
My TOMOJIOTY COEIMHATBCS TOIBKO C OAHUM TIOJIFOCOM BEPETEeHA. DTO SBICHHUE BbI-
Hy’kJJaeT TOMOJIOTUYHBIE XPOMOCOMBI 0a00UEK KOOPUEHTHUPOBATHCS Ha 9KBAaTOPE BE-
peTeHa JeNeHNs, KaK B KJIAaCCHYEeCKOM Meio3e, 1 3aTeM 00€MM CECTPHHCKUM XpoMa-
THJIaM OTXOAUTH K OJIHOMY Toutocy B aHadase I.

VY camuoB B. mori Bo BpeMst Meiio3a pa3Burtue u gerpaganusa CK moguuHsioTcs ka-
HOHHYECKUM IpaBmiaM. Bo Bpemst TUIIoTeHb! (POPMUPYIOTCSI XHa3Mbl. XpOMOCO-
MBI TEPSIOT MOJIULEHTPUIHOCTD, KOTOPOI 007IaJaii BO BpeMsl MUTO3a, TIpeBpalia-
I0TCS B MOHOLICHTPUYECKUE, KOOPHEHTUPYIOTCSI Ha HKBATOpE BepeTeHa B MeTadasze
I Tak ke, Kak MOHOIICHTPUYCCKUE B OOBIKHOBCHHOM Meiio3e, U B aHadase I pacxo-
JATCS peTyKIIMOHHO.

buonorus u reHeTHKa TYTOBOTO HISIKONPsAa TTOJIBEPIIIHCH BeChbMa JeTaTbHOMY U3Y-
4yeHUI0 B XX BEKe B CBA3HU € ICHHOCTHIO 3TOTO YKUBOTHOTO KaK MPOU3BOAMTEIISI HATYpallb-
Horo ménka (AcraypoB, 1940, 1977; Tadzima, 1978). [Tonumionas! menonpsjia Obun
nony4yersl B CCCP B.JI. ActaypoBbIM U €ro COTpYIHHKaMH IyTeM OJOKUPOBaHUS Tep-
BOTO JICJICHUSI MeH03a BBICOKOU TeMiieparypoit (1968), a netaibHOE HCCIenoOBaHUE X0Ia
Mei03a y DyTUIONI0B U TIOJTUILTION OB MISIKOMpsiaa BeimonHeHo B 1970-80-¢ rT. B Jlanuu
(Rasmussen, 1976, 1977a, b; Rasmussen, Holm, 1982).

Hunuionnsr Bomyx mori ©IMEIOT 2n=56 XpOMOCOM, TPUILUIOUIBI — 3n=84 U TeTpario-
uibl — 4n=112 xpomocoMm. VY Imenkomnpsaa, Kak vy Apyrux 6adbouex, My>KCKO#l 1Mot siB-
JISI€TCSI TOMOTaMETHBIM (TI0JIOBBIE XPOMOCOMBI ZZ), a 5K€HCKUI — reTeporaMeTHBIM (I10-
JIOBbIe XpoMOcoMbI ZW). Z-xpoMocoma oboraiieHa reHaMHu, CliennUIecKn TPaHCKpH-
oupyrommmucs B ceMeHHHKax (Arunkumar et al., 2009).

Meiio3 y caMIIOB U CaMOK HAauYMHAETCsI Ha JIMYMHOYHOM CTaJuH OHTOreHe3a — Y Ty-
cenul 3-ro Bo3pacrta. Y camuos | u Il nenenns meilio3a mpoucXonaT Ha CTaIUH I'yCEHHUIT
MIOCJIE/THETO 5-T0 BO3pacTa, U U3 KOKOHOB BBUTYIUISIOTCS TTOJIOBO3PEIIBIE CaMIIbl. Y CaMOK
Mei03 oCTaHaBIMBaeTCs Ha cTaauu Metadassl | Bo Bpems pa3BUTHsI KYKOJIKH. AHadasza
I u meiio3 Il coBepiatorcs mocie omI00TBOPEHUS BbUIETEBIINX 0a0o4yek. OmiIoa0TBO-
PEHHBIE STHIIa OTKIIABIBAIOTCS B BHJIE TPEHBI.
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Meiio3 y aunnounos. [Ipodaza |

JnuHHbBIE MapHbIE CEMEHHUKH I'yCeHHUI] 4-r0 BO3pacTa 3aroIHEeHbI LIUCTAMHU, COIEpPKa-
LUIUMU Ka)1asi HECKOJIBKO JECSATKOB CIEpMaTOLUUTOB 1-ro mopsiaka. BuyTpu onHoil nu-
CTBI CIIEPMATOLUTHI PA3BUBAIOTCS CHHXPOHHO, TO €CTh B KaXKIblii MOMEHT BPEMEHH OKa-
3BIBAIOTCS HA OJIMHAKOBOU cyOcTamuu npodassl I. [IpokcuManbHble OTCIBI CEMEHHHKA
(pacnonokeHHBIC OJIMKE K €0 BEPXYIIKE) COJIEpIKaT CIIEPMAaTOIUTHI Ha paHHUX CyOCTa-
nmusix ipodassl I, a qucranpHBIe OTAETB — Ooee mo3nHue cyocraauu npodassl I. Awuy-
HHUKY 3aII0JTHEHE] BOCEMUKIECTOYHBIMU IIMCTaMH. TOBKO OTHA M3 3TUX KJICTOK CTAaHOBHT-
Csl OOLIUTOM IEPBOTO Mopsika. OCTalbHBIE PEBPAINAIOTCS B KICTKU-KOPMUIBIIEI (TPO-
¢douuter) (cM. 1. 6. puc. 6.1).

XpoMocombl menkonpsiaa B npodasze | Meiio3a mpakTHYeCKH HE MMEIOT IUTOJIOTH-
YECKUX MapKEPOB, KpOME JBYX Tap HambOolsiee JIUHHBIX XPOMOCOM, OJHA U3 KOTOPBIX
HECeT y3€JKU KOHACHCHUPOBAHHOTO XpOMAaTHHA (BEPOSITHO, FETEPOXPOMATUHOBOU MpPHU-
pOIbl), BTOpas mapa — SIPBILIKOBBINM opranuzatop. OcraibHble 26 map MEHOTHUYECKUX
poa3HBIX XPOMOCOM, MPH HEOOXOAUMOCTH UX KaPUOTHIIMPOBAHUS, MOTYT OBITh paH-
JKUPOBAHBI MO JJIMHE. Z-XpoMocoMa (BbLIEIsIEMAas JIUIIb YCIOBHO MO KOCBEHHBIM IPHU-
3HaKaM) SIBJISICTCSI, BEPOSITHO, TPEThEH 110 JUIMHE B KAPUOTHUIIE U OJIMHAKOBA y CAMIIOB H
camok. J[simHa rarmaouiHoro Habopa OCEeBBIX JIEMEHTOB XPOMOCOM BO BpEeMsl paHHEH 31-
roteHsl coctapisieT 196—198 mxm (Rasmussen, Holm, 1982).

Huronornueckue KapTUHBI MeH03a B CHEPMATOLUTAX U OOLUTAX MEPBOTO MOpPsaKa
OJIMHAKOBBI JIO CTAJIUU MaxuTeHbl. Bece 56 xpomocom dopMupyroT Gurypy «Oykeray» BoO
BpeMs JICITOTEHBI U 3UrOTeHbl. CUHANCUC HAYUHACTCS C KOHIIOB XPOMOCOM H COIPOBO-
JKJIaeTCsl TIOSBJICHUEM MHOTOUMCIICHHBIX paHHUX PEKOMOMHAIIMOHHBIX y3enkoB Ha CK.

MHOTOYHCICHHOCTh XPOMOCOM Y B. mori I03BOJISIET O0OpaTUTh BHUMaHUE Ha OCOOCH-
HOCTh (hopmupoBanusi CK Bo Bpems 3UTOTEHBI — Ha B3aMMHBIA 3aXBaT (MHTEPIIOKUHT)
CK Bo Bpems mocreneHHoro ¢opmupoBanus MHorouucieHHbix CK B X0jie 3UTOTEHBI.
DTO SBJIICHUE CIIOPANUECKH BCTpevaeTcs B mpodase | B MelonuTax mpakTHYECKH Y BCEX
OpPraHM3MOB, HO YeM OOJIBIIIE XPOMOCOM B KApUOTHIIE, TEM BBIIIC JIJIsl HAOMFOAATEIS Be-
POSITHOCTb BCTPETUTD ABJICHUE UHTEPIOKUHTA. Y MICIKONPSIa, B CPESAHEM, HA OHO SIAPO
criepmaronuTa HaOmonaercs 1,6 sSBICHUS MHTEPIOKUHTA (3aXBara) OJMHOYHOTO OCEBO-
ro snemenTa apyrum CK u 2,4 3axBara nenoro CK apyruM cCMHaANTOHEMHBIM KOMILICK-
coM. Kpome Toro, HabIrOMA0TCS pa3phIBBI KaK OJJMHOYHBIX OCEBBIX M JIATSPAIILHBIX 3JIc-
MeHTOoB CK, Tak n nensix CK (puc. 12.1). OnHako Ko BpeMEHU HACTYIUIEHHUS MAXUTEHBI
3aXBaThl U Pa3pbIBbHI JTaTEPAIbHBIX 3JIECMEHTOB HcUe3atoT. Ha ocHOBaHMM 3TOro [enanoch
pa3yMHOE MPEIOII0KESHHUE, YTO OCBOOOKICHUE OT UHTSPIIOKUHTOB MOXKET TIPOUCXOIUTh
IIyTeM pa3pbiBa U BOCCOCAUHEHUS PA30PBAHHBIX KOHIIOB JaTepaibHBIX AIEMEHTOB. DTO
JIETKO MIPEJICTABUTH ce0e, €CIIU BTOPO JIaTepaIbHbBIN AIEMEHT (TOMOJIOTUYHON XPOMOCO-
Mbl) B CK ocTaBaics HeibiM U CITyKHIT «HAMTPABIISIIONICH 7151 MPaBUILHOTO COMOCTAaB-
JICHUSI Pa30PBAHHBIX KOHIIOB.

Opnaxo uucio uatepaokuHros 1enoro CK mpesbimnaet uncino pa3peiBoB nenoro CK,
Y BO3MOXKHO, YTO HE BCE MHTEPNOKUHTH 1es10ro CK TUKBUANPYIOTCS IMyTEM pa3pbiBa U
BOCCOCIUHCHUS JIaTepaIbHbIX AneMeHToB (Rasmussen, Holm, 1982). 3araaka, kakum 00-
pa3om CK ocB0oOOKIaeTCS OT B3aMMHBIX 3aXBAaTOB — MHTEPJIOKHHIOB, — OCTACTCsI Hepe-
menHo# (Zickler, Kleckner, 2015).
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Puc. 12.1. VHTEpnokuHT (3aXBar) OMHUM MaXUTCHHBIM OMBAJICHTOM JIPYTOr0 Y TYTOBOTO
LIEJIKOIPSIIA.

3apucoBka pe3ynbraroB pekoHCTpyKiyn CK Ha 0CHOBe cepuyl yIbTPaTOHKUX CPe30B (110
Pacmycceny u Xonbmy, 1981 ¢ usmenennsimu). [Ipennomnaraercs, uto CK ocBoboxnatorcest ot
HMHTEPJIOKUHIa C IOMOIIBIO Pa3pbIBOB UX JaTePaIbHbIX JIEMEHTOB.

Ilaxumena y camuyoe u camox. Hauanom maxuTeHbl y BCEX OpPraHM3MOB, BKIIOYAs
mienKonpsiaa, cuuraercs nocrpoenne CK mo mimHe Bcex OMBajeHTOB M pacmaz Qury-
pBl «OykeTa» XpomMocoM. TesoMepbl XpOMOCOM Pa3ABUratOTCs M0 BCEH BHYTPEHHEH I10-
BEPXHOCTH sIepHOI 00051049KH. B 3T0 Bpems Ha 3D-peKOHCTPYKIMAX YIBTPATOHKHUX Cpe-
30B CIIEPMATOLUTOB U OOLUTOB B. mori He HAOMOAACTCSl HUKAKUX UHTEPIOKUHIOB. LleH-
TpaJIbHOE MPOCTPAHCTBO MEX Ly JIaTepalibHbIMK 31eMeHTaMu CK y B. mori umeet «iect-
HUYHYIO» CTPYKTYpY: HONepeyHble (PUIaMEHThl HEPECEKat0T €ro OT OJHOTO JIaTepalibHO-
r'0 3JIEMEHTA JI0 APYIoro, He BCTpeyas Ha CBOEM IMYTH HUKAKUX LIEHTPAIbHBIX 3JIEMEH-
ToB. Jlo cyOcTanuu cpenHell maxuTeHbl HE HAOIIOAATIOCH PA3IUYUil B YIBTPACTPYKTY-
pe CK y camioB u camok 3a oqauM uckimodenuem: CK B cmepmaronurax nuMeeT MIHpH-
ny 100-120 am (King. Akai, 1971), B To BpeMs Kak B OOLUTAxX MIHUPHUHA LEHTPAIBLHOTO
npoctpancTBa cocraBuaeT 70-80 um (Rassmussen, 1976). D10 pasnuuue ucciaegopare-
JIM CKJIOHHBI CBSI3bIBAaTh C OTCYTCTBHEM KPOCCHHIOBepa y caMok B. mori (Rassmussen,
Holm, 1982). Oxgnako 3To He enquHcTBeHHOE pasianyue B cTpykrype CK y oOnagarommx
KPOCCHHIOBEPOM M XHa3MaMH CaMIIOB U OECKPOCCOBEPHBIX, aXHa3MaTHUECKUX CaAMOK.

Bo Bpewmst cpenneli maxuTeHsl y caMIOB HAOIIOAAIOTCS JIOKAJIbHbIE YYaCTKU MPOJOIb-
HOTO paclleryieHus jaTepaibHbiX dneMenToB CK Ha nBe cTpyKTypbl, Kak Obl COOTBET-
CTBYIOILIME CECTPUHCKUM XpoMaruaaM. Yalie Takue aBjIeHuUs HaOII0AaloTCs Ha TeJoMep-
Heix koHIax CK. ¥V caMok Takoro siBieHus Ha 3TOi cyOctaauu npodassl He Habmona-
nock. OHAKO cyliecTBeHHbIE pa3inuus B cTpykrype CK y camMiioB 1 caMOK BO3HHKAIOT
B KOHIIE cyOcTaauy MaxuTeHsbl, npu nepexoae k auruoreHe. CK camok mperepnesator
CHJIbHBIE MOP(OJIOTMYECKIE U3MEHEHUSL.
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Ilepuoo naxumenvt — memadghaszot I y camok. Pazputre oonuTta meiakonpsga B Iepu-
O/l TaK HA3bIBAEMOTO CPEIHEro pocra (CM. II. 6) MPOUCXOJUT BO BPEMs IPOXOXKIACHHS
CaMKOH cTaJini paHHel Kykosiku. [laxureHa npoTeKkaeT B epBOil TPETH )KUZHH KyKOJIKH
(Rasmussen, 1977a).

Kak yka3piBasioch B M. 6, y CaMOK LIETKOTPSAa OOIMTOM CTaHOBHUTCSI TOJBKO OfHA
KJIETKa U3 BOCbMH KJIETOK — IMOTOMKOB ofHOTO ooronus (puc. 6.1). CK obpasyrorcs u B
COCEIHUX C OyAyIIMM OOIMTOM KJIETKaX, M 9TH KJICTKU BCTYIAIOT B PAHHIOK MaXUTEHY.
DTO JIIb HA OJHO KJICTOYHOE JICJICHUE OTIIMYACTCSl OT OOreHe3a B repMapuyMe sIM4HU-
kOB Apo3odmisl (1. 11), korna B coctaBe 16-KJIETOYHOTO KiacTepa, IOMUMO UCTHHHO-
r0 00LIUTA, POPMHUPYETCS] BTOPOU «IIPO-OOLUTY, HE CTAHOBSIIIUNACS UCTUHHBIM OOLIUTOM.
UYro KacaeTcsl HICIKOMPsAA, TO UCCIIEAOBATENIM HE YTOYHWIIN, CYIIECTBYET JIM B 8-Kje-
TOYHOM KJIACTEPEe OJIMH MJIH OOJIbIle TaKuX Mpo-oouuToB (Rasmussen, Holm, 1982). Co-
001IaJ7I0Ch TOJNBKO, YTO B KJIETKaX §-KJIETOYHOTO KiacTepa, CTAHOBSALIMXCS KIIETKaMU-
KOpMIJIbLIaMH 0o1HTa, 00pasytorces CK, HO B TO BpeMsl, KOT/Ia OOLUT MEPEXOAUT U3 Ia-

Puc. 12.2. VaprpacTpyKkTypa OMBajI€HTOB XpOMOCOM M CHHAIITOHEMHBIX KOMILJICKCOB B
CHepMaToLuTax mesKonpsaa Bombyx mori.
A — cpenusis maxutreHa. b — no3ausst maxutena. B — meradasa I, ysenmuuenue x 100 000

it Aub,ux 12 500 mus B (u3 von Wettstein, 1984 ¢ u3mMeHeHusiMn).
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XUTEHbI B qumioreny, Bce CK B KiIeTKax-KOpMUIbLax OTAEISIIOTCS OT XpOMaTHHA, COOH-
paroTcs B KOHIIIoOMepathl, nHorAa HanomuHaronue CK-monukomrmiekesl (em. 1. 14), u
JIeTpaiupyIoT.

B oonmTe menkonpsna Ha ctaauu cpeaHeid naxuteHsl CK HeoTmMYMMBbl MO ynbTpa-
ctpykrype ot CK camioB (puc. 12.2A u 12.3A), HO B m03/1HEN MaXUTEHE HAYMHAIOT-
Csl CYILIECTBEHHbIE U3MEHEHUs (B aHIIOA3BIYHOM JUTEpaType s ONUCAHUS TaKuX CO-
ObITHI JTIOOST MPUMEHSTH BBIPAKEHHUE «ApaMaTHYeCKHe HM3MEHEHHus»). JlarepanbHble
JIEMEHTHI CHayana cUiabHO yTommatores (puc. 12.3b), 3aTtem cimBaroTcst ¢ MaTepraioM
LeHTpaigbHoro npoctpancTBa CK, 3amosHss ero CIUIONIHON TroMOreHHON maccoi (puc.
12.3B). XpoMaTHH TOMOJIOTUYHBIX XPOMOCOM BMECTO CTpykTypupoBanHoro CK oka3bi-
BaeTCs pa3feNeHHBIM (M OJHOBPEMEHHO — COEIMHEHHBIM) OJHOPOAHOMN «I1alOYKOBU/I-
HoI» Maccolt (puc. 12.310).

Crauu IMIJI0TeHbI B 00I[UTAX LIEJKONPAIA HeT, H00 HeT xua3Mm. EcTb ToibKo ma-
JIOYKOBUIHbIC OWBAJICHTHI C TECHO COCTMHEHHBIMH TI0 BCEH MX JJIMHE TOMOJIOTUYHBIMHU
xpoMocomaMu. Takue OMBaJCHThI HHOTJA COSTUHSIIOTCSl KOHIIAMU TI0 JIBa-TpW OMBajeH-
Ta B OJHY «Iaj04Ky». [Ipy 3TOM OHHM YTOJIIIEHBI U COKpAIIECHbI B JUIMHE. DTa CTaus 3a-
MEHsIeT KAHOHMYECKHI AUaKnHe3. ABTOPBI 3THX padoT st 00pa3HOCTH CpaBHUBAIOT Ta-
Kue OuBajeHTHI ¢ Kojboackamu (Rasmussen, 1977a; Rasmussen, Holm, 1982). DtoT ne-
PHO pa3BUTHSL OOIUTA — CTaIUs «OONBIIOTO POCTay» — MPOTEKaeT B MOCICIHUN ACHb
Pa3BUTHUS KyKOJIKH.

[Tocne mpeBpatenus neHTpanbHoi 300k CK B roMOreHHYI0 Maccy (CTaausi OMHOPOIHBIX
MAJIOYCK MM «KOJIOACOK») OMBAJICHTBI BBICTPAMBAIOTCS HAa SKBaTope BepereHa MeTadassi I,
IIPY 3TOM OHH OKa3bIBAIOTCS COEIMHEHBI KOHIIAMHU B OJJHY «IIaJIOUKY», TOUHEE, B TOHKYIO IUIa-
CTHHY Ha ’kBaTope BepereHa (puc. 12.31"). B TakoMm cocTosHMM HacTymaeT nay3a B Xo/ie Mei-
03a 0O0IINTA, KOTOPas MPEKPAIIACTCS TOIBKO IMOCIIE OTUIOAOTBOPEHUS (CM. II1. 6).

Junnomenay camuyoe. B ciepmaronyTax nepexos K JUIIOTEHE COMPOBOXKIAETCS Jie-
KOHJIEHCallel XpoMaTiuHa U rocteneHHsIM ncuesHosenneM CK. B spax crepmaroru-
TOB COXPAHSIOTCS TOJIBKO PEKOMOMHAIIMOHHBIE y3enKkH (PY), yacTo ¢ mpuMBIKaIOIMMHU K
HUM C JIByX CTOPOH KOPOTKHMH (OCTaTOYHBIMHU) (parMeHTaMH JIaTepaIbHbIX 3JIEMEHTOB
CK — ocrarkamu naxuteHusix CK. @opma PY mensercs: B nuruiorene PY ynnunsioT-
Csl ¥ CTaHOBSITCSI OOJIee MAaCCHBHBIMU (XOTSI BCE 3TH NPeoOpa30BaHUsI U3MEHSIOT pa3Me-
pe1 PY Ha equnnnbs HaHoMeTpoB). Kpome PY, tokann30BaHHBIX B IIpejienax HEHTPaIbHO-
ro npoctpancTBa CK, MosSBISIOTCS yIUIOTHEHHBIE yyacTKH XpomarnHa Boimm3u CK, ¢ ko-
TopbiMu PY criBarorcsi. OHu ObLUTH Ha3BaHbBI «XPOMATHHOBBIMH y3eiakaMm» (Rasmussen,
Holm, 1982). Ha snekTpoHHO-MHKpOCKOMYeCcKHX (oTorpadusix JUIIIOTCHHBIX CIIepMa-
TOLUTOB 1MouTH Bce PY mpuobOperaror Takoii Bu. JlnHaMuka 3TUX U3MEHEHHH B 1dpax
TaKoBa: B KOHIIE 3UroTeHbl HaOmonaercs 103 PY nHa aapo cnepmaronnTa, a Ha IpOTsIKe-
HUU TMaXUTEHBI 3TO YHCIIO BapbUpyeT OT 55 no 71 (mpu uncie 6MBajIeHTOB, paBHOM 28).
Konb ckopo PV sBisierca koMmapTMEHTOM Xua3Mbl (1. 3), MpUBOANMBIE KoudecTBa PY
03HAYAIOT, YTO CTATUCTUYCCKU KAKIBIM OMBaieHT oOecredeH oqHuM-1ByMs PY 1, coot-
BETCTBEHHO, HE MEHee YeM OJIHOM XHMa3MOH, 4yTo U TpebyeTrcs AJs YCIeIIHOM cerpera-
LMK BCEX MMap TOMOJIOTHYHBIX XpoMocoM B aHadase | y camiio. [To nuuHomy cooOrire-
auto [1.b. Xonema (1979), uncio peKOMOMHAITMOHHBIX Y3€JIKOB C OCTaTOYHBIMH DJIEMCH-
tamu CK Ha cTaanu TUIUIOTeHbI-TUaKWHE3a B criepMaronnTax Bombyx mori craTuctude-
CKH COBIIaJIaeT C YHCJIOM XHa3M Yy CaMIIOB.
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Puc. 12.3. VnprpacTpykTypa OMBajJ€eHTOB XpOMOCOM M CHHAaNTOHEMHBIX KoMmIuiekcoB (CK)

B ooIUTax Mmenkonpsaa Bombyx mori. CipaBa — pucynok C.B. Pacmyccena, KOTOpbIM OH
TMOSICHSIET, KaK MPeo0pas3yloTCcsl CHHAITOHEMHBIE KOMIUIEKCHI 1 XPOMOCOMBI B aXHa3MaTHuECKOM
Meiio3e y CaMOK MIEJIKOIPS/Ia U KaK PacXoIsTCs TOMOJIOTHYHbIE XPOMOCOMBI B aHadase 1mepBoro
JIeJIEHHs] TAKOTO0 MeHo03a.

A — cpennsist naxureHa. b — mo3aHss naxutena. B — craaums, koTopas HauMHAETCs 1ociie
naxureHsl 1 3amensiet aumuioreny; CK coxpaHsercs, HO ero HeHTpalbHOE MPOCTPAHCTBO
3aIloJIHSETCSl TOMOTeHHbIM MatepuaioM. I — meradasa . YBeauuenue x 100 000 (A, b u B),

x 12 500 (I') (mo Rasmussen, 1977a ¢ u3MeHeHUsIMN).

Bo BpeMmst BBIONHEHMS ATUX UCCIIEAOBAHUH, K COXKAICHUIO, HE OBUT PA3BUT HMMY-
HO(IyOpeCUEeHTHBII METO BBISIBICHUS (pepMeHTOB pekoMOuHanuu RADS1 u MLH1 B
KJIETOYHBIX JIpax in Situ. ITOT METOJI BOIIIEJ B TPAKTUKY HaunHas ¢ 90-x ro10B X X Beka
(cMm. 1. 2—4). BeicokonpodeccruoHadbHbIC HCCASAOBATSIM MEHO03a y MICJIKOMIPSIa
S.W. Rasmussen u P.B. Holm, pa6orasmme B Kapncoeprckoii nabopatopun (Konen-
rareH) y npodeccopa /1. ¢pon Berrmraiina npu konuepue Carlsberg, B 80-¢ To/1bI BbI-
HYKJICHBI OBUIH MPEKPATUTh pa0OTy C ICIKOMPSIOM M TEPEKIIOUUTHCS Ha OMOTEXHO-
JoTHYecKHe uccienoBanus ssamers. C Tex 1mop B IUTeparype He BCTPEUaoCh JIOTHYE-
CKOTO TIPOJIOJDKEHUS CCIeI0OBaHUi MeHo3a y HISTKONPsJia C UCIOJIb30BaHHEM METOoa
BBISIBJICHUSI )EPMEHTOB | JPyrux OenkoB pekomOuHanmu. PacmycceH n XonbM ocra-
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HOBWJIMCH Ha KOHCTaranuu (¢akra orcyrcrBust PY Ha CK y caMok 1ienkonpsijia u onpe-
JeneHuu koauuecTsa PY y caMIioB, KOTopoe COBIAalI0 ¢ YUCIOM XHa3M y 3TOTO MoJIa.

B criepMaronuTax XpomMaruH BPEMEHHO ACKOHIACHCUPYETCA BO BPEMs JUIIIOTCHLI U
CHOBA KOHJEHCUPYETCS BO BpeEMsl JUAKHUHE3A.

HO}I OJICKTPOHHBIM MHUKPOCKOIIOM IIPpH NEPEXOAC CIICPMATOUUTOB OT MNAXHUTCHLI YCPE3
AUIUIOTCHY K TUAKUHE3Y Ha6HIOI[a.HI/ICI) NepeMelICHUs HCHTpHOHCP'I 1 UBMCHCHUA UX MOP-
(onorun — AOMOTHUTEBHBIE MApKePhl YIIOMSHYTBIX cyOcTanuii mpogassl [ y menxomnpsi-
na. B cpenneit naxurene JBe mapbl IEHTPHOJEH COMPUKACATIMCH C HAPYKHOH MOBEPXHO-
CTBIO SIEPHOM 000JIOUKY; B CpeiHEN TUILIOTEHE LIEHTPUOIN OTACIISUIUCE OT 3TOH 0005104-
KM 1 paCXOoanJIUCh B Pa3HbIC CTOPOHLI, OCTAaBJIAA HA IOKMHYTOM MECTC MHBAIr MHAIIUIO AJICP-
HOW 000JI04YKH, a BO BpeMsi TuakuHe3a U B MeTadaze | 3aHuManm quamerpaibHO MPOTH-
BOIIOJIO’KHBIE TIO3UIIMH, MapKHUpYyst Totoca BepereHa aeneHus (Holm, Rasmussen, 1980).

MeTtadasa | n anadaza l y camuos

ITonmumieHTpUYecKui XapakTep XpoMocoM y Bombyx mori, kKak u y Bcex 6abodex,
CO37aeT 0COObIC YCIOBUS (FIIH TPEOOBAHMS) MIJIST pACXOXKICHUS CECTPUHCKAX XPOMATH/T
BO BpeMs MHTO3a. B MuTO3¢ XpOMaTHJIbI JBMKYTCS K MOJIOCAM, pacloiarasch mep-
MEHIUKYIISIPHO OCH BEPETCHA, KaK MaJOUKH, IJIBIBYIUE 110 TCUCHHIO, HO PACTIOI0KEH-
HbIe TIONIEPEK BEKTOpa JBMKECHUS. MUKPOTPYOOUKH BEpeTeHA MPUKPEILICHbI K KaK-
JIOW XpOoMaTHJie B HECKOJBKUX MecTaX. Takas MOJNMIIOKaJIbHAS OpraHu3alys IeHTPO-
Mep (M KHHETOXOPOB) JIOJKHA CO3/1aBaTh CIOKHOCTH TPU CErPeranuy roMOJOTHYHBIX
XpoMocoM B Meio3e. OiHaKo B Mei03e y CaMIIOB MPOUCXOIUT «PEMOICITHPOBAHHE)
LEHTPOMEP, BOBMOKHO, OJTM3KOE K TOMY, KAKOE HMEET MECTO B XPOMOCOMAaX HEMAaTOIbI
C. elegans (tn. 10). JleTanbHOTO UCCIEAOBAHUS MOJEKYIISIPHOTO MEXaHU3Ma 3TOTO SIB-
JieHus He ObLI0, HO Pe3yJbTaThl PeMOICTUPOBaHHS U3BECTHBI. C MOMOIIBIO AIEKTPOH-
HOTO MHUKpockoma B Metadasze | y camIioB B KakJIoM OWBajeHTE OOHAPYKEHO TOJIb-
KO YEThIpEe KMHETOXOpa: M0 OHOMY Ha Kakmoi xpomarune (Rasmussen, Holm, 1982).
Takast ynpTpacTpykTypa HEHTPOMEpP COOTBETCTBYET KAHOHUYECKOMY CTPOCHHIO KHHE-
TOXOPOB B MOHOIICHTHYECKUX XPOMOCOMax. ABTOPBI, OOHAPYKHUBIIKE ITO, IIUTUPYIOT
TaK¥Ke paboThI IPYTHX UCCIIe0BaTelNei, 00HAPYKUBIIUX TAKYIO )K€ CTPYKTYPY IIEHTPO-
Mep B Meito3e y TyToBoro menkonpsana (Murakami, Imai, 1974; Maeda, 1980, riurt. mo:
Rasmussen, Holm, 1982), a taxke u y HeKOTOpbIX Hemiptera — mory>KeCKOKPBIIBIX
HACEKOMBIX, KOTOphIC MMEIOT B MHTO3¢ MOJIMIEHTpUYeckue xpomocombl (Hughes-
Schrader, Schrader, 1961; Rasmussen, Holm, 1982).

[lepBoe aeneHve Meiosa 1 3aBepLIeHNE MeNno3ay CaMoK

B pykoBozactse mist cenekunonepos (Sakagushi, 1978) yka3biBaercsi, 4TO OIUIOJOTBO-
PEHHBIE SiIIa TYTOBOTO LIEJIKOIPSAa OTKIIAIBIBAIOTCS 0a00UKOM «I10CIIEe OTISNICHNUS Tep-
BOTO TIOJISIPHOTO TEJIBIIa», TO €CTh MOCIE 3aBepIICHMS MEePBOTO JeieHus Meiio3a. MH-
TepBaJ BpeMeHH Mexay Metadas3oil | m Hagamom BTOpOro JieNieHus] MeiHo3a B yCIIOBH-
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SIX HEXKApKOM JeTHEH Mmoroasl coctasisieT okoio 60 muH. Llutonor, neraapHo Ucciaeno-
BaBIIUI YIBTPACTPYKTYPY OOIIMTOB TYTOBOT'O IIEJIKONPs/A, BKIIKOYAsl CTaIU0 MeTada-
3b1 I (S.W. Rasmussen), coobmmn corpyauuue b.JI. Acrayposa B.H. Bepeiickoii, 4to
rocye OIUIoNOTBOpeHus (B Tene 0a00YKM) M MOCe OTKIAIAKH OIJIONOTBOPEHHBIX SIUI]
(a3l mMeiio3a | — meradasa | (yxe mocie npoHUKHOBeHHs criepmusi), aHadasa | u Te-
nodaza [ — mares «He 6onee 10-20 MuH kaxnaas». st uccnenopanus meradasbl [ o
(DUKCUPOBAI OTJIOKEHHBIC SiIIa B TEYCHUE TIEPBBIX 5 MUHYT MOCJE X OTKIAJAKU 0a004-
KOH. B 3THX JaHHBIX €CTh HEKOTOPBIE PACXOKACHUA. Y UUTHIBAsI TOUHOCTh JEKTPOHHO-
MHUKPOCKOIIMYECKUX KapTHH, OMyOiauKkoBaHHBIX Pacmyccenom (Rasmussen, 1977), cie-
IyeT OTAaTh MPeANoYTeHUE TaHHbIM PacMycceHa, a He Cakarymy.

Meradasa I, koTopast HaUMHaeTCs B MOCIETHIN EHb TPEXIHEBHOM )KU3HU KYKOJIKH,
3aKaHYMBAETCsl TOCJIE OIJIONOTBOPEHMS BBILICANICH U3 KyKOIKU Oabouku-umaro. dop-
MHUPOBaHHUE TUHOTO KOMIUIEKCA OMBAJICHTOB, COCAMHEHHBIX KOHIIAMHU B MeTadase |, onu-
caHo BhIie (pa3nen [1epuoo naxumenvt — memaghaswl 1 y camox).

B ormmuue ot Hemaronwl C. elegans, y 6abouek B. mori u Ephestia kuehniella meii-
03 «u3beraeT» MHBEPCUU TOpsiKa coObITHH (cM. 1. 13) Onaromapsi Apyromy MexXaHU3MY.
Metiio3 y caMOK HIeNKomnpsiia — OoOMUratHo-axua3MarnieH. bruBaeHTsl XpoMocoM yrep-
JKMBAIOTCS HA 9KBarope BepereHa B MeTadase I ¢ momomsio mogupunmposanubsix CK, co-
XPaHSIFOIIUXCs 710 3ToH nmo3aHel craauu (Rasmussen, 1977; Rasmussen, Holm, 1980; Pac-
MycceH, XonbM, 1981). Kceraru, To ske camoe HaOJIrOaeTCs Uy JIpyroro Bujaa 6abouek,
Ephestia kuehniella (Traut, 1977). MaccuBnble Tena moqudunmpoBanubix CK nzonupyror
O/IHY TOMOJIOTHYHYIO XPOMOCOMY OT IPYTOH U MO3BOJISIIOT KAKIOMY TOMOJIOTY COCHHSITh-
Csl TOJIBKO C OJTHAM TIOJIFOCOM BEpETeHA. JTO SIBICHUE BBIHYKIAET TOMOJIOTHYHBIE XPOMO-
COMBI 62004YeK KOOPUECHTHPOBATHCSI HA IKBATOPE BEpPETCHA JICICHHS, KaK B KIIACCHYECKOM
Meiio3e, U 3aTeM 00eM CECTPUHCKHM XpOMAaTHIaM OTXOAUTH K OJJHOMY TIOJIFOCY B aHadase
I. Y camok Tak ke, Kak U y CaMIIOB, XpOMOCOMBI B COCTaBe OMBajIeHTOB B MeTadase | BbI-
JISIIAT TIOA AJIEKTPOHHBIM MUKPOCKOTIOM KaK MOHOIIEHTprueckue (cM. puc. 12.3T).

Bo Bpewmst aHadassl | B oonmTax MOHOIEHTPHYECKUE XPOMOCOMBI PacXoJsTcs K TO-
JII0CaM, a Ha HKBaTOpe BEpeTeHa JIEJIEHUS OCTAIOTCs OeJIKOBBIE Teja, 00pa30BaBIINECs U3
moaudumposanubix CK (Rasmussen, 1977a). Takue OenkoBbie Tena B anagase [ u te-
nodasze | meiio3a y menkonpsga u apyrux 6adbouex HaOMIOAaIMCh HECKOJILKUMH HCCIIe-
JIOBAaTEJISIMU T10]] CBETOBBIM MUKPOCKOITOM J10 TTyOukaiuu Pacmyccena (cm. Rasmussen,
1977a) n noxy4Yuau Ha3BaHUE «ITOOOUHBIX S7EepP», KOTOPbIe, KCTaTH, OKPAIINBAIUCH ITH-
TOXMMHUYECKUMHU METOJaMHU KaK cojepiKalue 0eJoK, U TOJIBKO mociie myonukanuu Pac-
MycCCeHa CTajo SICHO UX TPOUCXOXKCHNE KaK 0CBOOOXKIICHHBIX OT XpOMAaTHHA OCTAaTKOB
punonsmenusmnxcs CK.

Meno3s y nonmrsionaos

[Mommrmmonast (3n 1 4n) TyToBOTO MIETKONIpsiAa B. mori Obutn moydens! b.JI. Acray-
poBeiM 1 B.H. Bepetickoii (Acraypos, Bepeiickas, 1960; Bepeiickas, Actaypos, 1962;
Acraypos, 1977) B BuIe TOOOYHOTO pe3yabTara €ro MHOTOJETHHX TPYAOB IO CO3/Ia-
HUIO MApTECHOTCHETHYECKNX KIIOHOB JIOMAIIHETO TYTOBOTO Hieikompsiaa. VckyccTBeH-
HBIH TIAPTCHOTeHE3 Y €AMHUYHBIX 0CcO0CH TyTOBOTO IMISNKOMPSIa BIEPBBIC OBLI MOJY-
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yeH A.A. TuxomupossiM (1886). Ho B ero ombITax mapTeHOreHETHUECKOE PA3BUTHE HE
110 Janee paHHuX craauii smOpuorenesa. B 30-x ronax XX B. H.K. Konbos Bo3o6HO-
BWJI UCCIIEIOBaHUsSI 10 MCKYCCTBEHHOMY MapTEeHOreHe3y, MPUMEHHB ISl TOW LEIH XU-
Muueckue Bo3aeiicTBus. Ho Tonmbko ero yuenuky b.JI. AcraypoBy B 1931-1933 rr. yna-
JOCh pa3paboTarh METOA MONTyYeHHs NapTeHOTCHETHUECKUX (GOpPM IyTeM TeMIlepaTyp-
HOTO BO3JICHCTBHSI HA CaMOK LIETKoNpsiaa. B MoHorpaduyeckoM Buae pesynbTarhl ObUTH
oryOMKoBaHbI 1o3ke (Actaypo, 1940). HaiineHHbIH pocToil U 04eHb AP PEKTUBHBIN
METO] 3aKJII0YaJICSI B AKTHBALUK HEOIUIOJOTBOPEHHBIX SHII ITyTEM UX J03UPOBAHHOU Te-
IUIOBOM 00paboTKH: morpyxeHus (Opromka 6ab0YKH) Ha CTPOTO OMpelesiEHHOE BpeMs
B BOJly ¢ KOHTponupyemoi Temmeparypoii 46°C. Temneparypa u Bpems ObLTH moo0pa-
HBI B CEPHH OIBITOB, B KOTOPBIX OMPEACIHIN 3aBUCUMOCTH 3 dekTa oT 1036l U BpeMEeH!
00paboTKH. Bpta packpbiTa HUTONIOTHYECKAs! KAPTUHA Pa3BUTHSI TEMIIEPaTypHOTo map-
TEHOTeHe3a, yCTAHOBJICHO, YTO TEIUIOBOW IIOK MHAYIHMPYET MepBoe AeJCHuEe MeHo3a U
cpasy ke JICHaTypUpyeT BEPETEHO 3TOr0 PeyKIIMOHHOTO faeneHus. [Ipu cBoeBpeMeHHOM
MPEeKpaIeHUH TeMIIepaTypHOi 00pabOoTKK 0CTAeTCs He 3aTPOHYTHIM BTOPOE — IKBAIIU-
OHHOE — JIeJIeHHE Mei03a, M 3TO 0OecreYnBaeT TUIIIONAHOCTh MapTCHOTCHETHYECKO-
r0 Pa3BUTHUS U TOXKJIECTBO MAPTCHOTCHETUUECKUX TTOTOMKOB (BCEria CaMOK) C MX Marte-
prio. MccnenoBanst o mapTeHOTeHE3y CTali EPBBIM 3BEHOM JajibHEHIINX paboT, Ipo-
BOJIMBIIHXCS B HECKOJILKUX HarpaBieHusX. OJHUM U3 HUX OBUIO MOTyYCHUE MOTUIIION-
JIOB ILIEJKOMIPsIJIa ¥ UCCIIEJOBAaHUE MeH03a Y MOTUILIIOUI0B.

Kaxk B mpuposie, Tak U B 9KCIIEpUMEHTaX MapTeHOTeHe3 OUYeHb YacTO COYETACTCS C SIB-
JeHusMu monumionuu. ActayposbiM (1940) ObuTo MOKa3aHo, YTO KPYIHBIE OOLUTHI,
BCTpEUAIOIINECs Y OY€Hb MHOTHX MaPTEHOTCHETHYECKIX CAMOK, TeTparionaHbL. [TyTem
YCIICHIHOW TePMOAKTHBAIIMH HEOIUIOAOTBOPEHHBIX TETPAILIOUIHBIX UL OBLIH MOTy4e-
HBI TETPAIJIOWJHbIE CAMKH, CIIOCOOHBIE KaK K MapTeHOTeHETHYECKOMY Pa3MHOXKCHUIO,
TaK ¥ K pa3MHOKEHUIO TIyTeM CKpEIBaHus. B mepBoM ciydae moiydainch ayToTeTpa-
IUTOUTHBIE KJIOHBL. [Ipn CKpelmnBaHuy ke TeTPAIIONIHBIX CAMOK C JTUTMIIOUJIHBIMU CaM-
amu ObUTH TIOJTyYeHBI TPUIIOUIHBIE 0COOM 000UX TI0JIOB, A0COTIOTHO OECIIIIONHBIC KaK
[IPU CKPEIIUBAHUU MEXY COOOM, TaKk M MPH CKPEUIMBAHHH C HOPMAJIbHBIMU JAMILIOH/I-
HBIMU OpPMaMH.

OpnHako B JalbHEWIIEM TOCIe TPOBEACHUS IIUTOJIOTHYECKOIO aHAIM3a OOTeHe3a aK-
TUBUPOBAaHHBIX TEIUIOBBIM BO3JCHCTBHEM OOLMTOB OTKPHUIACH BOSMOXXHOCTH pa3Bejie-
HUS JTaKe 3TUX OCCIUIOHBIX TPUILUIOHIHBIX CAMOK, HO HE OOBIYHBIM 000CTIOJBIM Iy TEM,
a TaKKe IyTeM TeMIlepaTypHOro nmapreHorenesa. B nadoparopun b.JI. Acrayposa Oblin
MOJTy4YeHbl MHOTHE THICSYM TPHUILIOUIHBIX 0COOEH, BCETIa CAMOK, a TAK)KE TPUITLIONTHBIE
MapTeHOTeHeTHYeCKre KIOHBL. Cpein TMONyYeHHBIX MyTeM MapTeHOreHe3a TPHILIOHI-
HBIX CaMOK, B OTJIMYME OT UX MOJHOCTHIO OECIIOAHBIX MaTepeid, HHOTIA OOHAPYKUBAITU
CaMOK C YaCTUYHOW TUIOZOBUTOCTBIO MTPH CKPEHIMBAHUH UX C JUIJIOWIHBIMU CAMIIAMH.

Tpuruioninele U TETPAIUIOWAHbIE CaMKH, MoylydeHHble Bepeiickoii B maboparopun
ActaypoBa (ActaypoB, Bepeiickas, 1960; Bepeiickas, Acraypos, 1962), 6pun nperno-
crapnenbl C.B. Pacmycceny miist IeTambHOTO 2JIEKTPOHHO-MHUKPOCKOITHYECKOTO HCCIIe-
JIOBaHMS Meiio3a.

Camku mpunioudoe. llpu peKOHCTPYKIIUU CHHANITOHEMHBIX KOMJICKCOB Ha CEPHIi-
HBIX Cpe3ax OOIMTOB TpurutouaHOH camku (3n=84) Pacmyccen (Rasmussen, 1977b) 06-
HapYXKHII, YTO BO BPEMs 3UTOTCHBI M paHHEH MMaXUTEHbI OOJBIIMHCTBO XPOMOCOM CHHAII-
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Puc. 12.4. 3aprucoBka TpexMepHON PEKOHCTPYKIIMHA CHHATTOHEMHBIX KOMIUICKCOB U3 CEpPHH
YABTPATOHKMX CPE30B YACTH SIpa OOLUTA HA CTaJUM PaHHEH MaXUTEHBI Y aBTOTETPATNIONAHON
CaMKM LIeskonpsna B. mori.

Homepa xpomocom ykazans! mudpamu: 3, 7, 9, 11, 16, 21. YeTsipe romornora Kaykaoi XpoMOCOMBI
0003HauCHBI JTATHHCKIMHU OykBamMH. XpoMocoma 4 B 3TOH 9acTH sA/ipa OKa3anach MpecTaBIeHa
yHuBaneHToM (1o Pacmycceny n XonsMy ¢ m3MEeHEHUSIMH U3: von Wettstain, 1984).

TUPYET MOMAPHO, HO MPHU ITOM TPEThSI TOMOJIIOTUYHAS XPOMOCOMA JIOKHUTCS Mapaieib-
HOo CK ¥ Ha OTAENbHBIX yYacTKax BCTyHaeT B CUHAIICUC KOHKYPEHTHO C OHUM U3 JIByX
romosioroB, oopasyrommx CK, u BeITeCHsIET «TpeThero JmiHeroy. [Ipu nepexozae ot 3u-
roTeHsl k naxureHe konmdyectBo CK, oOHapyxkeHHOe PacMycceHoM, paBHsIIOCH 22, a B
CpeHEeH U MO3HeH MaxuTeHe Aocturaino 26—27 (13 28 Bo3MOKHbBIX). UHCIIO TpUBaJICH-
TOB HE MPEBBIIANO0 6 (B MO3/HEH 3UTOTEHE), @ YNCIIO YHUBAJICHTOB HA CTAAMSIX TO3HEH
3UTOTEHBI, PAHHEH U CpelHel MXUTEHBI B CPEAHEM Ha KIIETKY COCTaBsiio 22, 23,5 u 18,6,
COOTBETCTBEHHO. YHUBAJICHTHI B CPEJIHCH 3UTOTCHE YacTO CHHANTUPYIOT CaMH C COOOI,
o0pazys rereponoruunbie CK. Cpean CK-OuBasieHTOB Takke MHOTA HAOMIOIaeTCs He-
PaBHBIN CHHATICUC, HAIPUMEP, CUHATICUC CO CABUTOM KOHIIOB WJIM IPYTUEe BapUAHTHI He-
TOMOJIOTHYHOTO CHHAICHCa B Tpesenax ogHoro ousaieHra (Rasmussen, Holm, 1982).
DT aBTOPBI 3aKITIOYAIOT, YTO Y TPUIUIOUIOB MOKHO (DOPMaIbHO BBIICIUTH JIBE (Pa3bl CH-
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Harcuca: CHaJyaia MpOUCXOUT TOMOJIOTUYHBIA CHHAIICUC, & 3aTeM — IeTePOJIOTMUHBII.
OHU TaKXKe 3aKJIFYAIOT, YTO HETOMOJIOIMYHOMY CHHAIICUCY Y TPUILUIOUIOB CIIOCOOCTBY-
€T OTCYTCTBUE KPOCCHUHTOBEPA Y TPUILTOUIHBIX CAMOK.

Koppekuyusa cunancuca xpomocom y mempannouoog. Y TETPAILIOUIHBIX CaMOK, TaK
)K€ KaK y TPUIUIOUTHBIX, IPU TIEPEXO/IE OT 3UTOTEHBI K MaXUTEHE CUHATICUC UJIET MO Mpa-
BHJIaM KOHKYPEHIIUH U UCKIIOUCHHS] TPETHETrO JUIITHETO B KaXKIOM JIOKYCE CIIapUBaHUS
(puc. 12.4).

[Ipu 5TOM KO BpeMEHHU 3aBEpIICHUS TUHAMUYECKOTO Ipoliecca crapuBaHus (K Havya-
JIy MIaXUTEHbI) HAOIIOANIOCh B cpeiHeM 8,4 TeTpaBajicHTa Ha 0oIuT, 2,0 YHUBAJICHTA U
0,7 TpuBanenta (T.c., TPUBAJICHTHI OBLIU HE B KXk A0M 00IuTe). OCTaNbHBIE XPOMOCOMBI
(hopMupoBany OMBAJIICHTHI. DTH MCCIICIOBAHUS OBLIM TAKXKE MPOBEICHBI TyTEM PEKOH-
crpykiuii CK Ha cepuiHBIX YIBTPATOHKUX Cpe3ax siIep OOLUTOB TETPAIJIOUIHBIX Tyce-
HHUII, TTOJTy4eHHBIX B Tabopatopuu b.JI. Actayposa.



Thasa 13.
NHBEepTMpPOBaHHbI MENO3 U €0 MECTO
B DBOJTIOLIMM MyTEMN MOJIOBOrO PAa3UHOKEHMSI

HHBepTHpOBaHHBIA MeW03 0OHApPY)KEH y PACTEHUH U HACEKOMBIX C XOJIOIIEHTPH-
YECKMMHU XPOMOCOMAaMH, y KOTOPBIX LEeHTpoMepbl 3aHuMaroT 70-90% niauHbl Me-
taga3HbIXx XpoMocoM. B niepBom nenennu (meiios 1) popmupyrorest xua3mel, 6uBa-
JICHTHI C KOHIIEBBIMU XHa3MaMH (T1aJJOYKOBHIHBIE) OPHEHTUPYIOTCS SKBAIIMOHHO, U
B aHadase | k momocaM pacxomsTcss CECTPUHCKHAE XPOMATH/IBI; TUTIONTHOE YHC-
JIO XpOMOCOM COXpaHseTcs. X1a3Mbl (DOPMHUPYIOTCSI ¢ OMOIIBIO TSDKEH XpOMaTH-
Ha, cofepxamux careumtHyto JIHK. HececTpuHckue XpoMaTHIbl TOMOJIOTHYHBIX
XPOMOCOM COXPaHSIIOT KOHTAaKT B MHTepKHHe3e, B ipodase 11 u meradase I u pac-
xomsrest B aHadase 11, popmupys rammonansie Habopsl XpomMocoM. Pacxoxnenne
CECTPHHCKHUX XpOMaTHI B Meio3e | 1oka3aHo Ha mpuMepe TpeX BHIOB PACTEHHH C
TeTePO3UTOTHBIMHU MapKepaMu XPOMOCOM.

B npodase I meiio3a MaTepuHCKUX KIICTOK MBUTBITHI Luzula elegans m Rhynchospora
pubera GyHKIMOHUPYIOT TUIMYHBIE IS KJIACCHYECKOro Meio3a (epMeHTHI Meii-
ornueckoil pexombuHamu Spoll u Rad51 u oOHapykeHbl CHHANITOHEMHBIE KOM-
TUICKCHI ¥ UX THITMYHbIE OCJIKK. Y CaMIIOB KOKIMJ M TJIEH OMMCaHO HECKOJBbKO Ba-
pHaHTOB 0a30BOTO THITAa MHBEPTHPOBAHHOTO Meio3a. MeToasl MOJEKYIISIpHOH 1H-
TOTCHETHKH /IS aHAJIN3a HHBEPTHPOBAHHOIO Mei03a Y KOKIHM/ ¥ TIIeH /10 CHX TIop
HE MIPUMEHSIINCH.

W3znaraetcs runoresa, 00bSICHAIOMIA MOJIEKYIISIPHYIO 3aIlIUTy IEHTPOMED CECTPUH-
CKUX XPOMAaTHJI XOJIOKUHETHYECKUX XPOMOCOM OT UX PACXOXJICHHsSI B MIEPBOM Jie-
JICHUY MHBEPTHPOBAHHOTO Meiio3a. VIHBepTUPOBaHHBIH Mei03, T0-BUIUMOMY, BO3-
HUK BTOPHYHO, KaK aJanTanns MOJICKYJSIPHOTO anrapara KJIacCHYecKoro Meiosa K
crenudrKe XOJOKHHETHIECKUX XPOMOCOM.

BriepBble Meli03 ¢ ©I3MEHEHHBIM MTOPSAKOM COOBITHIA OBLT 0OHAPYKEH Y PACTEHUI 0XKU-
ku Luzula n3 cemeiictBa Juncaceae (Malheiros et al., 1947) u y HaceKOMBIX M3 TPYIIIbI
4yepBeloB U muToBOK (Kokmu, Coccoidea), a Takxke e (Aphidae) (Hughes-Schrader,
1948), mosToMy B CTapbIX MyONMKaUMsAX OH MHOTJAA MMEHyeTcs MeiozoM tuna Luzula
nuny Tuna Kokuua. OQHako B COOMpaTeIbHOM CMBICIIE OH Ha3bIBAa€TCsl HHBEPTHPOBAHHBIM
metrio3om (Rhoades, 1961; John, 1990; Cabral et al., 2014; Heckmann et al., 2014), u B
9THX UCTOYHHUKAX OMKCAaHA LUTOJIOTUS TAKOTO MeHo3a.

WHBepTUpOBaHHBIM MEH03 MPUCYIL] MHOTUM (HO HE BCEM) OpPraHu3MaM C XOJIOLEH-
tpuueckumu (holocentric) xpomMmocoMaMu, OHH KE — XOJIOKHUHETUYECKHE XPOMOCO-
MBI, TO €CTh TaKH€ XPOMOCOMBI, Y KOTOPBIX MHOXECTBEHHBIE LIEHTPOMEPHI paclpo-
CTPaHEHBbI MOYTH Ha BCIO JAJUHY XPOMOCOM, KPOME CYOTEIIOMEPHBIX U TEIOMEPHBIX
paiioHOB.
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CyTb MHBEpPCUU Meio3a

CyTb UHBEpCHU MeH03a COCTOMT B TOM, 4TO B aHagase | pacxomsarcs K moirocam He To-
MOJIOTUYHBIE XPOMOCOMBI (KaK B OOBIYHOM, KJIACCHYECKOM MeiO03¢e), a CECTPUHCKHE XPO-
MaTtuIbl (KaK B MUTO3€), U [IOCIE TIEPBOTO ACJIEHHs TAKOro Melo3a JoYepHHE KIIETKU OCTa-
I0TCSI TUTUIOMIHBIMY; B aHadase [I pacxoasaTcst HeceCTpUHCKHE XPOMAaTHIbL, U YEThIPE IPOo-
JyKTa JABYX ACJCHHUI MeH03a CTaHOBATCS, HAKOHEL, TAIJIONTHBIMU KileTKaMu. CxeMa JByX
KJICTOUHBIX JIeJIeHNH MHBEPTUPOBAHHOTO Meio3a mokazana Ha puc. 13.1. [Ipuunnel u3zme-
HEHUS TOps/IKa COOBITHIA B ATOM THIIE Mei03a I0Iroe BpeMsi OCTaBaIiCh HEM3BECTHBIMU,
U IyTH K UX BBISABICHHIO (HO el¢ He MOJHOE PELICHHE) YIAIOCh HAITH TOJIBKO MOCTIe BHE-
JPEHUS B IPAKTUKY METOAOB uryopecueHTHOH in situ-ruopunuzaunu JHK (FISH) u dmy-
OPECLIEHTHON MMMYHOLIMTOXMMHUH OesikoB. B Hanbonee oTuémimBoil hopme 3TO yaaioch
crenarb Ha mpumepe Meiosa y Luzula elegans (Heckmann et al., 2014).

HUccnenoBanue BapuaHTOB Meii03a, OTIIMYAIOLINXCS OT BApUAHTA, KOTOPBIN 3aKpenui-
Cs B XOJI€ 9BOJIIOIMHU Y OOJIBIIMHCTBA OPTaHU3MOB, BXKHO JUISl IOHUMAHUS TOTO, KaK BO-
o01e mpou3oIen Meio3. 3aMeTHbIe YCIeXH B MOHMMaHHU MOJICKYJISIPHBIX MPOIIECCOB
WHBEPTHPOBAHHOTO Mei03a TOCTUTHYTHI MIPU €0 MCCICJOBAaHUH Y PACTCHUH M3 PONIOB
Rhynchospora (Cabral et al., 2014) u Luzula (Heckmann et al., 2014; Ma et al., 2016).
OTH 0TIINYHKS BBI3BaHBI, B IEPBYIO O4€PEab, 0COOCHHOCTSMH XOJIOLEHTPHUUECKUX XPOMO-
COM B NPOTHBOIOJIOKHOCTE MOHOLEHTPHUECKUM XPOMOCOMaM OpPraHM3MOB, 00Jaiaro-
LIMX KJIACCHYECKUM MEH030M

XornoueHTpUYeCKue XpOMOCOMBbI

B XononeHTpu4yeckux XpoMOCOMax MHOXXECTBEHHBIC IIEHTPOMEPHI PacIoyaraloTcs
«ITyHKTUPHOY» TIO JUIMHE KaxkJ0H Xxpomocombl (Marques et al., 2015; Ma et al., 2016), B
OTJINYME OT LEHTPOMEP MOHOLECHTPUYECKUX XPOMOCOM, HPUCYIIUX OOJBIIMHCTBY BHU-
JIOB pacTeHU, rpru0OB M )KUBOTHBIX. Bo Bpemst mpodassl MUTO32 1 Meli03a MHOKECTBEH-
HBIC LIEHTPOMEPHI pa3iecHbl IPOMEXKXYTKAMU XpOMaTHHa, Hecyllero reusl. Ho Bo Bpe-
Mst MeTada3bl Kak B MUTO3€, TaK M B Mei03e, KOrJ]a XpOMOCOMBI TIPE/IeTbHO KOHIEHCHPO-
BaHbI, UX LEHTPOMEPHI U KHHETOXOPHI CONMMKAIOTCS ¥ BUHBI TTO]] 3JIEKTPOHHBIM MUKPO-
CKOTIOM WJIM C TIOMOIIBIO aHTUTEN K UX OeJIKaM Kak CIUTOIIHAS JTMHUS UM KHHETOXOpHAS
IJIACTUHKA BJIOJb XpoMOCcOMbI. OHa mokpbiBaeT 10 90% anuHbl MeTada3sHOH XpoMOCo-
MBI, OCTaBJISISI CBOOOTHBIMU TOJIEKO CYyOTEIIOMEPHBIC U TEIOMEPHBIC PaliOHBI XPOMOCOM.
B meradaze | mMeiioza 3Ta «II1acTHHKa» y HEKOTOPBIX 00BEKTOB OBIBAET 3aMaCKUpPOBaHA
KOHJICHCUPOBAaHHBIM XPOMAaTHHOM, H CO3J]AaeTCsl BICYATICHHE, YTO MUKPOTPYOOUKH Be-
peTeHa MpocTo MOTPy>KeHbI B XPOMATHH. B pe3ynbraTe YHUKaILHOTO UCCIIEIOBAHUS, BbI-
MOJTHEHHOTO € TMOMOIIBIO IEKTPOHHOTO MHKPOCKOIIA, YTBEPKIAIOCh, 4TO B Mpodase |
Meii03a XOJOIEHTPHYECKIE XPOMOCOMEBI Y Hacekomoro Oncopeltus fasciatus BooOIIe He
nmerot kuaetoxopos (Comings, Okada, 1972). OqHaxo A pacnpocTpaHeHUs TOTO BbI-
BOJIa Ha XOJIOICHTPHYECKHE XPOMOCOMBI IPYTHX OPraHU3MOB HY)KHA CepbE3HAs ITPOBep-
Ka IMMYHOIIUTOXUMHUYECKUMH MeTofiaMu. DyHiaMeHTa IbHbIC HCCIIEeI0BAaHHS B ATOH 00-
nacTy npoBeneHsl B MHCcTUTYyTE TeHeTHKH 1 pacteHueBoncTa B [arepcnebene, ['epma-
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Puc. 13.1. Cxema pacxoxICHNS TOMOJIOTHYHBIX XPOMOCOM M CECTPUHCKUX XPOMATH ITPH UH-
BEPTHPOBAHHOM THIIE Mei03a y OPraHU3MOB C XOJIOKHHETHYECKUMU XPOMOCOMaMHU B CPaBHEHUH
¢ OOBIYHBIM MEH030M IPH MOHOLIEHTPUYECKHX XPOMOCOMAX.

ITo: Rhoades, 1961, ¢ u3aMeHEeHHSIMH.
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Hus (Leibniz Institute of Plant Genetics and Crop Plant Research (IPK) Gatersleben) (Ma
et al., 2016).

CrenyeT HamOMHUTB, YTO B Y3KOM CMBICIIE IEHTPOMEPOH MPHHSATO Ha3bIBATh CHELIU-
¢uueckyro nocnenoBaTeabHOCTh HyKiIeoTuaoB JJHK, a KuHeToXxopoM — OEIKOBYIO Yilb-
TpacTPyKTypy, JIOKaJIM30BaHHYI0 Ha leHTpoMmepHoit JJHK u koHTakTHpYIOIIyI0 C MUKPO-
TpyOoukamu BepeteHa fenenus. Cy/st o HOBEHIIUM MyOIMKALUsIM, 3TO MOXKET OKa3aTh-
Csl HE TaK 10 OTHOIIEHHIO K XOJOLEHTPHYECKUM XPOMOCOMaM Y PACTCHUH U3 CEMENCTB
Cyperaceae u Juncaceae, n00 y 9THX pacTeHHH MPUCYTCTBHE MHOKECTBEHHBIX [IEHTPO-
Mep (moBTopoB neHTpomepHoii JJHK) Obl10 yCTaHOBIGHO JHIIL C MMOMOIIBIO aHTUTEI
K 1eHTpoMepHbIM TucToHam (Cabral et al., 2014; Heckmann et al., 2014), a umenHo, k
CENH3 (on s)xe CENP-A) 1 H2AThr120ph, a uMMyHOAETEKIHIO OETTKOB BHEIIIHETO CIIOSI
kuHeToxopoB (CENP-C) ne npoBoannu. Ho 3aTeM mosiBuiinch MyOIMKalUK ¢ YIOMHHA-
HUEM KWHETOXOpHBIX OeikoB (Marques et al., 2015; Ma et al., 2016), u oguH U3 TUIEPOB
9THX UCCIIeIOBaHUM COOOIIMI: « S TyMalo, 4TO CYIIECTBYIOT Pa3HbIe TUIIBI KHHETOXOPOB,
BKJIFOYAsI XOJIOIEHTPUYECKHE BU/IBI. MBI MOKEM UIEHTH()UIIMPOBATH pa3Hble KWHETOXOP-
HbIe OeskK B TpaHckpunroMax Luzula v Rhynchospora. OnHako 10 CUX TIOp MBI IeTallb-
HO 0XapaKTepU30BaJIH TOJBKO HEKOTOPBIC U3 HUX, M HAM €IE TPEICTOUT MPOAeIaTh MHO-
ro pabotel» (A. Houben, tnunoe coobmenue 10.®. bornanosy, 2016).

Y Luzula v Rhynhospora MuKpoTpyOOUKH TPUKPETUISIOTCS KO MHOTHM TECHO PAacCIio-
JIO)KEHHBIM B JIMHHIO IEHTpOMepaM (KUHEeToXopaM) u Bo BpeMsi aHadassl [ meifo3a TsHyT
K TIOJIIOCaM JITTMHHOE «TEJI0» XPOMAaTH/IBI, JIeXkallee MepreHANKYIIPHO K HalPaBICHHUIO
€ro JABMKCHUSI.

Ozpanuuennasa ecmpeuaemocms UHEEPCUU Mell03a CPeOU HCUBOMHBIX C XO0N0UEH-
mpuueckumu xpomocomamu. llomumo pacrenuit u3 cemeiicts Juncaceae u Cyperaceae,
XOJIOLEHTPHUECKUE XPOMOCOMBI €cTh y Kpymibix uepBed (Nematoda), y HaceKOMBIX
u3 otpsiga Hemiptera, momorpsaa Homoptera: tneit (Aphidae), yepBenoB u HIMTOBOK
(Coccoidea), y kmonos (Heteroptera) u y uenryekpsiibix (Lepidoptera) (em. . 12). B
MEPEYNCIICHHBIX TAKCOHAX PACTCHUH 1 )KUBOTHBIX €CTh BUJBI C HHBEPTUPOBAHHBIM MEH-
030M, PaBHO KakK U BUJIbI, Y KOTOPBIX MEi03 IpoTeKaeT 00bIYHbIM crioco0oM. K oObekram
C XOJIOLIEHTPUYECKUMHU XPOMOCOMaMH, HO C OOBIYHBIM MOPSAKOM COOBITHI B MeH03€ OT-
HOCSTCSl HEMaTo/a, MOJIeNIbHBIN 00bekT reHetuku Caenorhabditis elegans (cm. 1. 10), u
MPEJICTABUTENb YEITYSKPBUIbIX TYTOBBIH 1IeaKonpsi Bombyx mori (tn. 12). Y C. elegans
BO BpeMms mpodasbl | Melio3a MPOMCXOIUT TaK Ha3blBAEMOE PEMOJIEINPOBAHUE XPOMO-
COM: IIEHTPOMEpPHI MHTEPCTHIHAIBHBIX PAliOHOB XPOMOCOM TEPSIIOT CBOI KHHETHYe-
CKYI0 (DYHKIIMIO, BCSI 3Ta aKTUBHOCTH COCPEOTAYMBACTCSI Ha OTHOM U3 KOHIIOB KaX/IOH
XPOMOCOMBI. XPOMOCOMBI CTAHOBSITCS TEJIOIIEHTPUICCKHMH U BeIyT ceOsl B Meiio3e Kak
OOBIYHBIE MOHOIIGHTPUYECKHE XPOMOCOMEBI. Y 0abouek B. mori u Ephestia kuehniella
Mei03 «mu30eraeT» HHBEPCUH Oilaroaapsi MpeBpamieHHio XpOMOCOM B CyOMeTaleHTpuye-
ckue (1. 12).

0O030p pa3HBIX BapUAHTOB aXHWa3MaTHUECKOrO Meio3a omyoOnukoBaH KysHeroBoil u
I'poseoii (2010). 13 aToro o630pa ciemyer, 4To axua3MaTH4ecKuid Meio3 He ObIBaeT
MHBEpTUPOBaHHBIM. OJTHAKO €CTh COOOIEHHE 00 MCKIIIOUMTENILHOM Cllydae MHBEpPTH-
POBaHHOTO M€H03a y axua3MaTHUeCKOTO pacTeHust Rhynchospora tenuis n3 cemeiicTBa
Cyperaceae (Cabral, 2014). DTOT UCKIIFOUUTEIBHBIN Cy4ail ONMUCaH B OJHOM U3 pasfie-
JIOB IaHHOM IJIaBEL.
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NHBepcus menosa y pacteHumin

Meiio3 y Luzula, cemeiicmeo Juncaceae. Bun L. elegans (Lowe) umeet Tpu mapbl xXo-
JIOIIEHTPHUYECKUX XpoMocoM (2n=6). B meradase | meiio3a Ha 3xBatope BepeTeHa jele-
HUSl BBICTPAUBAIOTCSI TpU OWBaJieHTa. B 3TWX OMBajeHTaX TOMOJIOTUYHBIC XPOMOCOMBI
COCJIMHEHBI KOHIIAMH C IMIOMOIIBIO TSKEW XpOMaTWHA U UMEIOT MaIOYKOBUIHYIO (POpPMY
(puc. 13.2). TommuHa COCAMHUTENBHBIX TSHKEW cocTaBisieT MeHee 0,5 MKM, a UX JJTH-
Ha — 110 6 MmxM (Heckmann et al., 2014).

C nomomisio Metoaa FISH »Tu aBTOpBI yCTaHOBUIIM, YTO COCAUHUTEIBHBIC TSHKHU
xpomatuna cofepxar careuutayto JHK u apyrue JJHK-nostops! (puc. 13.3) . Hy-
KJICOTUHbIE TocnenoBareabHocTH caremutHol JITHK B MEXXpOMOCOMHBIX TshKax
XpPOMAaTUHA Pa3IMYaOTCS B PA3HBIX XPOMOCOMAaX M COACPKAT HE TOJIBKO OJUH THUII
JHK-carennura, a umenno, LeSAT7, vo u caremummtel LeSAT28 u LeSAT63, omHako
He BO Bcex OuBaneHTax. M3 50 cnenuanbHO W3yYCHHBIX OWBAIEHTOB TOJIBKO 27 comep-
xanmu rayopeciieHTHYI0 MeTKy catesuta LeSAT28. BecbMa cyiecTBeHHO, 4TO TeM
KE METOJIOM TaKHUE e KOHTAKThl ObLTH OOHAPYKEHBI MEXK]Ty KOHIIAMH TOMOJIOTHYHBIX
XpPOMOCOM U Ha cTajiud naxuTeHbl. CIeIoBaTeIbHO, KOHTAKT, HEOOXOMUMBIN IS TI0-

a . 0 CecTpuHCKMe XxpomaTugbl

[omonornyHble
XPOMOCOMb!

w.e
Tenomepbl LeHTpomepbl

Puc. 13.2. MukpodoTtorpadus n cxema najJouKOBUIHBIX OMBAJIIEHTOB XpoMOcoM y Luzula
elegans.

a — ¢umyopecuenTHas MUKpodoTorpadus 1ByX OMBaJICHTOB; YEPHBIE TOUKH —
¢yopecuenTHble Gokychl cBeueHus TenomepHoi JJHK (rubpuausanum ¢ 30H10M TEIIOMEpHOH
JIHK). 'omonoruyabie XpoMOCOMBI COEMHEHBI KOHIIaMU (cTpenka). B meBom OnBaseHTe BUIHBI
BCE YEThIPE XPOMATHU/IbI, B IPABOM — TOJIBKO JIBE HECECTPUHCKUE XPOMATU/bI, IPHHAJIEKAIIHIE
TOMOJIOTMYHBIM XpOMOcoMaM (BHJI Ha OMBaJIeHT «c peOpa»). MacmtaOHast smHelika 10 MKM.

0 — cxemaTH4eckoe H300pakeHHe OJHOTO OMBAJIEHTA U TSDKEH XpOMAaTHHA, COSINHSIOIINX
KOHIIBI TOMOJIOTHYHBIX XpOMOCOM. KpacHBIMH TOUKaMH YCIIOBHO 0003HaueHbI (DOKYCHI CBEUCHUS
tenomepHoit JIHK. TTo: Heckmann et al., 2014, ¢ u3MeHEHUSIMH.
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LeSAT7 ~ W= LeSAT11

Puc. 13.3. KoHTaKTbI TOMOJIOTHYHBIX XPOMOCOM Ha cTaauu auakuuesza u M1y L. elegans,
BBISBIIsIEMbIC ¢ rTomoInbio Metona FISH ¢ 3onnamu caremnurHoi JJHK.

Spkue doxycel cBeuenust — ¢uyopecuentHoie JJHK-30u161 LeSAT7 (a, 6) u LeSAT11(B).
TomoBkamu cTpeiok ykaszaubl pokycel cBeueHus Termomeproi JJHK. Ctpenkamu yka3aHbl TSOKA
JIHK Mexay JT0OKycaMu TOMOJIOTHYHBIX XpOMOCOM, HecyInue duryopeciieHTHbIe curHaisl LeSAT7
niau LeSAT11. Macmrabusle muneiiku — 10 mxm. 13 Heckmann et al., 2014, ¢ 10nONHEHUSIMH.

CTPOCHHS TOMOIIOTOB Ha 3KBaTOpe BepeTeHa B MeTadase | Melio3a, Bo3HUKaeT 3a0i1aro-
BpEMEHHO BO BpeMst mmpodassl [. DTo cooTBeTCTBYyeT BpeMeHH (pOpPMHUPOBAHUS XHa3M B
KJIACCUYECKOM MeHo3e.

C nomortipro Tpex 30H70B catesuuTHOM JIHK, MeueHHBIX pasHbIME QIyopoXpoMaMu,
yAAIIOCh UACHTU(UIIUPOBATH BCE XPOMOCOMEI L .elegans v ux OUBajeHTHI B Meiio3e. bia-
rojiapsi ’TOMY BBISICHHUIH, YTO JIF0OOOM M3 JABYX KOHIIOB Ka)KJOW XPOMOCOMBI MOXET KOH-
TakTUpoBarh BO Bpemsi Metadasbl I (MI) ¢ moObiM U3 JBYX KOHIIOB TOMOJOTHYHOW H
TOJILKO TOMOJIOTHYHON XpoMocoMbl (Heckmann et al., 2014). Ha sxBatope BepeTena ne-
neHus: B MI KOHTakTUpyIOlue KOHUAMU TOMOJIOTHYHBIE XPOMOCOMBI Paclojaraiorcs B
JIMHUIO, M OMBAJICHT BBIIIIUT KaK TAJIOYKa, JIekKallas IMONepeKk OCcu BepeTeHa. Takas
koH(purypamus xpomocom B MI obecrieunBaeT OpUEHTAINNIO IIEHTPOMEDP CECTPUHCKUX
XPOMATH/I Ha MIPOTUBOIIOJIOKHBIC TIOTIOCA (AyTOOPUEHTAINS) M YCIIOBUS ISl pa3beIuHE-
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HUS M PaCXOXKICHHS CECTPUHCKHX XpomaTu] B anadase [ (Al). Pacxoxxaenue xpomocom
L. elegans B Al oka3bIBaeTCsl SKBAI[IOHHBIM.

Bosznukaror Bompocsl: 1) Kak MPOUCXOAUT CllapUBaHHE TOMOJOTMYHBIX XPOMOCOM U
¢dopmupoBanne 6uBaneHToB B mpodaze I meiiosa y Luzula u (2) korga BOZHUKAIOT yCio-
BUsL 17151 QOPMHUPOBAHHS TAJIOYKOBUIHBIX OMBaJICHTOB?

Cunancuc u cunanmounemuslii Komniaexc. Ha cramusix JIenTOTeHBl M 3UTOTCHBI B
SApax MaTepUHCKHUX KIETOK MbUIbIbBI L. elegans Obuid OOHapy>KEHbI MHOTOYHCIICH-
HbIC HUTEBHIHBIC CTPYKTYpBI, OKpalleHHbIE (IIyOpEeCHEeHTHBIMU aHTHTEIAMH K OeJKy
ASY1 — ocHOBHOMY 0eJKy J1aTepalibHbIX 2JIEMEHTOB CHHAITOHEMHBIX KOMITJIEKCOB pac-
TeHMi (MCTIoNB30BaHbl anTUTeNa K 0enKy ASY'1 A. thaliana). Ilo Bcelt BUAMMOCTH, 3TH
HUTEBUHBIC CTPYKTYPBI SIBISIOTCSI OCEBBIMHU JIEMEHTAMH XPOMOCOM, KOTOPBIE CTaHO-
BATCS B aXUTeHe JarepadbHbIMU dnieMeHTaMu CK.

Emé Gosee BayKHO, YTO HA CTaJIUSIX 3UTOTEHBI M TAXUTEHBI HAOMIONATHCh HUTCBHTHBIE
Tpeku (HoKycoB duiyopecieHuu antuten kK ZYP1 — Oeiky HeHTpalbHBIX 3JIEMEHTOB
CK. Cosmemienus pokycos dayopecuenunu ASY 1 u ZYP1 B oqHoM siape (Ui qokasa-
TEJBCTBA UX CBSI3H B IPOCTPAHCTBE) aBTOPHI ATOM pabOTHI HE IEIalli, HO B LIEJIOM HMMY-
Ho(ryopecueHTHbIE poTOrpaduu aBTOPOB MOKHO CUUTATh YIOBIETBOPUTEIHHBIM JJOKa-
3arenbeTBOM (popmupoBanus CK B metiose y L. elegans (Heckman et al., 2014). Dtu aB-
TOpPHI Takke HaOmonamu Gurypy Oykera CHHaNTHPYIOLIMX XPOMOCOM Ha CTa/INHU 3UTOTe-
HBL Y L. elegans.

TakuMm 00pazoM, criapuBaHKe U CHHATICHC TOMOJIOTHYHBIX XpoMocoM y Luzula coBep-
LIAIOTCS TaK JKe, KaK y paCTeHUH C MOHOLECHTPHUECKUMH XPOMOCOMaMH, U Pa3Inius B
opueHTanuu OuBanieHToB B MeTadase | He 3aBUCIT OT paHHUX cTaaui npodassl 1. Cre-
JOYIOUIMK BOTIPOC: KaK OPMUPYIOTCSl XHa3Mbl MEXKILy TOMOJNIOTaMu y L. elegans n 410 C
HUMH TIPOUCXONT TIPH MIEpexojie OT TuaKuHe3a K meradase [.

Xuazmol u ousanenmsi. {1 n3ydenns: KOHQUTypauu XpoMOCOM B IUTUIOTEHE U JTU-
akuHese y Luzula ncnnenosarenu (Heckmann et al., 2014) npuMeHHIN MMMYHOIIUTO-
XMUMUYECKHI aHaJIN3 XOJIOKUHETHYECKUX IIEHTpOMEp. Bblin MCIoIbh30BaHbl aHTHTENA K
creunu(prUUecKUM TUCTOHaM IICHTPOMEPHBIX PalloHOB XpoMocoM: rTuctony H2A, dhocdo-
punupoBanHoMy B iosioxkennu Thr120, u neHTpomepHomMy ructony H3, Hocsmemy Ha-
3panne CENH3, on sxe — 6emok CENP-A.

Bo Bpemst MUTO3a B cOMaTHYECKUX KiIeTKax y Luzula GiyopecueHTHbIE CUTHAIBI ATHX
THECTOHOB 00pa3yroT JiBe TapaulebHbIe CBETSAIINECS JIMHUN (TTOIMIIOKaIbHbBIC [IEHTPO-
MEpBI), KaxJ1asi U3 KOTOPBIX MapKUPYET OIHY M3 CECTPUHCKUX XpoMaTu. Bo BpeMs mpo-
¢da3el 1 MeTadaszpl MUTO3a (OKYCHI IIEHTPOMEPHBIX THCTOHOB MOKPBIBAIOT TIOYTH BCIO
JUITMHY XpOMATH]l, KpOME TEIOMep.

B meiio3e, Ha cTaguu NaxuTeHsbl, y L. elegans KIETOYHOE SIAPO 3anojHEeHO audPy3-
HOM ceTkol ceTsuxcsi pokycoB dayopecuenmu anTu-CENH3. Bo Bpems aurmiore-
HBI 3TH (OKYCBHI BRICTPAaUBAIOTCS B TIapaJlieNIbHbIC JIMHUY (KaK B Tpodaze MUTO3a) U Ta-
KHM 00pa3oM MapKUPYIOT XOJOUEHTPUYCCKUE TICHTPOMEPBI. DTH JIMHEHHBIE XOJIOICH-
TpHUUYECKHE IIEHTPOMEPHI COXPAHSIOTCS U Ha CTaiK IMaKuHe3a. biarogaps um yaanoch
MpoCeInuTh KOHPHUTypaliio OMBaIIeHTOB U Xxua3mbl (puc. 13.4). Takum oOpas3om, mna-
JIOYKOBUIHAS CTPYKTYpa XpOMOCOM M UX OMBaJICHTOB Ha DKBaTOpe BepeTeHa B Metada-
3e | onpeaensieTcs JKECTKOCTHIO IICHTPOMEPHOH MJIACTUHKHA U TEPMUHAIBHBIM paciio-
JIOKCHUEM XHa3M.
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Puc. 13.4. Mukpogororpadun MHOXKECTBEHHBIX LICHTPOMED (LIEHTPOMEPHBIX «IIACTHHKOK») XPO-
MocoM y L. elegans na cranusix iuakunesa (a) u meragassbl | (0, B), BBISIBICHHBIX C TOMOIIIBIO HMMY-
HOOKpACKH aHTUTeNIaMH K 1ieHTpomepHoMy riuctony CENH3, n Myssbkn GMBajIeHTOB XpOMOCOM.
LleHTpOMEpHBIE TUIACTHHKH MOKPBHIBAIOT IOYTH BCIO JUIMHY XPOMOCOM 33 HCKJIIOUEHUEM TEJIOMED.
JIOTIOTHUTEIIBHO K 3TOMY XPOMOCOMBI ObUTH OKparieHbl kpacutesaem DAPI (na atux dororpadu-
X He 1okazano). [loatomy ynanock pekoHCTpyUpoBaTh KOH(GUIyparuo OMBaneHTOB (II0Ka3aHbI B
BUJIE MyJsDKel) 1 pacnionoxenne xuasm. [To: Heckmann et al., 2014, ¢ cokparieHusmu.

Memadgpaza I u xuazmor. Emg B 1962 rony Hopneniens (Nordenskiold, 1962), uccie-
Iysl Meli03 y OKUKH L. purpurea (2n=12), 0OHapyXWJI TpPH BapHaHTa XUa3M B MeTada3HbIX
OuBasieHTax. B nccnenoanuu Hopelinumx apropoB (Heckmann et al., 2014) Ha L. elegans
ObuT 0OHApPYKEHBI TaKHe JK€ BapHaHTHI paciipeaeneHns xua3M. OHU TaKOBBI: O/IHA KOHIIE-
Bas XMa3zMa Ha OMBaAJIEHT (MTAJIOYKOBUIHBINA OMBAJIEHT), WM JIBE KOHIEBBIE XUa3MbI (KOJIb-
1I€BOI OMBAJICHT), WJIM OJTHA WHTEPCTUIHAIFHAS X1a3Ma (KPECTOBUIHBIN OnBasieHT). Beero
y L. elegans aBropamu 6bU10 n3ydeHo 289 OuBasieHTOB, N3 HUX 43% OBLIH MaJIOYKOUIHbI-
MmHu, 47,3% — konblieBbiMU 1 9,7% — kpectoBuanabiMu (Heckmann et al., 2014).

Mopdonoruueckn OJMHAKOBBIC TPH MOHOXPOMHOH OKpacke TPH Hapbl XPOMOCOM
ObuTH HIIeHTU(UIMPOBaHBI Onaronapst ux pasnomy pucynky FISH ¢ JJHK-3on1amu pas-
HBIX TMOBTOPSIOUINXCS TIOCIIENOBATEIbHOCTEH HYKICOTHA0B. [103TOMYy yIUBUTENBEHBIM
Kaxkercs: yTBepkaenue apropoB (Heckmann et al., 2014), uro kaxpiii 13 OUBAJIICHTOB
MOKET UMETh JII00YI0 U3 TpeX yKa3aHHBIX KOH(PUTypaluil. OTO O3HAYAET, UTO 8 KAHCOOU
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nape TOMOJIOTHYHBIX XPOMOCOM XHa3Mbl MOTYT
(hopMHpOBaTHCS B TPeX JIOKycax: BOIU3HU TOIBKO
OJIHOTO W3 KOHIIOB, BOJIM3U 000UX KOHIIOB (CyO-
TEJIOMEPHO) U MHTEPCTUIIUAIBHO (HO OJIMKe K
OJTHOMY U3 KOHII0B). Eciii aBTOpBI TpaBbI B 3TOM
YTBEPXkKACHNUHU, TO BEPOSTHOCTb BCTPEUAEMOCTH
TaKOro PacHoJIOKEHHUs XHa3M B KaKJIO0W XpOMO-
COME paBHa COOTBETCTBEHHO TEM IPOLIEHTaM
BCTPEYaeMOCTH TPEX THUIIOB OMBAJIEHTOB, KOTO-
phI€ yKa3aHHBI BBILIE.

Cy1iecTBeHHO TO, YTO XPOMAaTHHOBBIE HUTH,
COEMHSIOINE KOHIIBI TOMOJIOTHYHBIX XPOMO-
coM, B maxuteHe u B metadaze 1 y L. elegans
MPUKPEIIISIIOTCS. HEe K TeIoMepaM, a K cyoTeno-
MEPHBIM CerMEHTaM XpoMocoM (puc. 13.5).

Metonom FISH Obu10 ycTaHOBIEHO, YTO Te-
JIOMEpHBIE TOBTOPHI B 00JIaCTH KOHTAKTa KOHIIOB
TOMOJIOTMYHBIX XPOMOCOM TIOJIOTHYTHI TaK, YTO
«3aMBIKAIOTCS», COCOUHSSACH C 0OoJiee MPOKCH-
MaJIbHBIMH JIOKyCaMH XPOMOCOM, U ITI03TOMY 00-
pasytot nietu (puc. 13.5). [losTomy BronHE Be-
POSATHO, YTO CIPABEUINBO MPEATIOIOKEHHE HC-
ciezioBaTesieil 0 TOM, YTO XPOMAaTHHOBBIE TSKHU
MEXJly TOMOJOTMYHBIMH XPOMOCOMaMU — 3TO
XHMa3Mbl, COXpaHHUBIIHECS TOIBKO B cyOTenomep-
HBIX pailoHaX, Ha KOTOpbIe HE PaclpoCTpaHseT-
Cs LICHTPOMEpHasl TUIaCTUHKA. B KOHIEBBIX paii-
OHax xpomocoM HeT eHTpomepHoii JIHK, u atu
JIOKYCBI XpOMOCOM JIOCTYTIHBI JJ1s1 KPOCCHUHIOBE-
pa u hopMHPOBaHHS XHa3M. DTO COIIACYETCS €
MpaBUJIaMU pacrpeiesIeHHs JIOKYCOB KPOCCHH-
roBepa 1o XpoMocoMam, a UMEHHO: Y MOHOIICH-
TPUYECKHX XPOMOCOM KpPOCCHHIOBEpa He ObI-
BaeT B MPHUIIEHTPOMEPHBIX palfoHaX XpOMOCOM,
COCTOSIIIIUX U3 TE€TePOXpPOMaTHHA.

B anaghaze 1 y L. elegans pacxonmsarcsi ce-
CTPUHCKHE XPOMaTHUJIbl Ka’KJOW TOMOJIOTMYHON
XpoMocoMbl. OTHaKO OHM OCTAIOTCS COETUHEH-
HBIMH KOHIIAMHU C HECECTPUHCKUMHM XPOMAaTHAA-
MU CBOHMX roMosioroB. Takum oOpa3om, B jouep-
HHUE KJIETKU T0CJe MEPBOro JeNIEHUs MMOMalaloT
napbl HECECTPUHCKUX XPOMATH/I, TIPUHAIEKA-
M€ TOMOJIOTMYHBIM XpPOMOCOMaM.

Meito3z I1. Tlocne 0ObIYHOTO MHTEpPKUHE3a U
npodassl I y L. elegans Ha skBaTOpe BepeTeHa

Puc. 13.5. IIpon3BosibHas 3apUCOBKa,
o onucanusiM aBropos (Heckmann
et al., 2014), Tspka XpomarruHa
(YKazaH CTpENKoi), COeTUHSIONIETO
cyOTenomMepHbie 00IacTH
TOMOJIOTHYHBIX XpOMOcoM L. elegans.
TenomepHbie KOHIBI 00pa3yIoT METIIH.

Puc. 13.6. Meiio3 y Luzula purpurea
(2n=12), cragus NaXuTEHBI.
Moposiorusi naXxuTeHHBIX XPOMOCOM
HE OTIIMYaeTCsi OT MOP(OIIOrHn
XPOMOCOM Ha TaKhX K€ CTaUsIX

y 371aKOB, HAIPUMEP, Y KYKYPY3bl,
HMMEIOIUX KJIACCUYECKUN MEN03.
CrpenkaMu yKa3aHbl XpPOMOMEPHI.

U3 Rhoades, 1961, ¢ u3mMeHEeHUSAMHU.
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Puc. 13.7. UaBepTupoBaHHbIil Mei03 y L. purpurea.

a — JMaKWHEe3, BUAHBI IIeCTh OMBAJICHTOB ¢ Xuazmamu; 6 — metadasa I. Bugao, 9yTo KaskapIit
OMBaJICHT COCTOMT M3 YETBIPEX XPOMATH]; B—11 — pasHble cTaauu aHadasel I. Pacxomsarcs k
IIOJTI0CaM CeCTpUHCKHE XpomaTtibl. CTpelIKaMu yKa3aHsl Ipe/oaracMple MecTa KOHTaKTa
(Xma3m) HECECTPUHCKUX XpoMaTu; e — Tenodasa . Mukpodororpaduu u3 Rhoades, 1961 ¢
COKpAIIEHUSIMU, N3MEHEHUSAMH B 0003HAYEHUSIX 1 KOMMEHTAPHUSIX.

BO BpeMs meTadassl I BEICTpanBarOTCsl OMBAJICHTHI, COCTOSIITNE KX BCETO U3 JIBYyX
XpOMaTH/I, PACTIOIOKEHHBIX MapauIeTbHO M KOHTAKTUPYIOMIMX OOK 0 0OK. DTH Xpoma-
TUABI — HececTpuHckue. buBanents! B mpodase I n metadaze II o6ocHoBaHHO Ha3bIBa-
IOTCA «KBTOPUYHBIMHA 6I/IBaHeHTaMI/I», B OTJIMYHME OT OOBIYHBLIX OMBAJIECHTOB B JUAKHUHE3€ U
MeTtadase [, cocToAmuX 13 9eThIPeX XPOMaTHI.

LleaTpomMepsl BTOPUYHBIX OMBaJIEHTOB YHUTIONSAPHBI. OHU pacXoAsTCs K MOJI0caM
B aHadaze II. [ToaTomy peaykumsi 9Yucia XpoOMOCOM MPOUCXOJUT TOIBKO B XOJI€
meio3sa II.

Iuronormueckas kapTuHa Meiio3a y L. purpurea ipeActariena Ha puc. 13.6. u 13.7.



Iasa 13. VIHBepTUPOBAaHHBIN MEH03 U €r0 MECTO B DBOJIIOIIMH 217

JokasarenbCTBO SKBALMOHHOIO Xapakrepa menosa ly Luzula

Meito3 y 2emepo3uzom no xpomocomusim nepecmpouxam. Pacxoxaenue B aHada-
3¢ | kK momrocaM UMEHHO CECTPUHCKUX XPOMATHI U OTCYTCTBUE PEIYKIIUMHA YUCIIa XPOMO-

COM B IEPBOM JIeJICHHH Meiio3a ObLIo
MOJTHOCTBIO JIOKAa3aHO IyTEeM aHaJIn3a
Meio3a y TeTepO3UTrOTHBIX PacTEHUM
L. purpurea (Nordenskiold, 1963) u
L. elegans (Heckmann et al., 2014).
OKCTIEpUMEHTHI OBUTH OMHAKOBHIMHU.
ABtops! myonukaruu 2014 1. Bocmpo-
W3BEJIH Ha CBOEM MaTepHale dKCIepH-
MCHT, ClleJ'[aHHBIﬁ 3a ITOJIBCKA 10 HUX,
W HaOIIONAIN aHATOTUYHYIO [UTOJIO-
rudeckyio kaptuny. OmHa U3 mectu
xpomocoM pactenus Luzula 6puta pa-
30pBaHa C TOMOIIBIO O0TydeHHS pEHT-
TEeHOBCKMMH JIydaMH Ha JBE YaCTH.
O06e YacTh XPOMOCOMBI COXPaHSITH
KHHETUYECKYIO0 aKTHBHOCTh B MHUTO3€
1 Mei03e, TOCKOIBbKY NMETH MHOXKe-
CTBEHHBIE IIEHTpOMEpHl. B ombiTe Ha
L. purpurea (Nordenskiold, 1963) nBa
(parmeHTa pa3opBaHHON XPOMOCOMBI
VMMENH OJJTHAKOBYIO JIJTUHY, & B OIBITE
Ha L. elegans (Heckmann et al., 2014)
OJMH W3 TOMOJIOTOB XPOMOCOMBI 1
OBLT pa3opBaH Ha OOJIBIION M MaJIbIi
KHHETUYECKH aKTUBHBIE (ParMEHTHI.
B skcnepumente 2014 1. 6110 ycTa-
HOBJIEHO, YTO (parMeHTHI CECTPHH-
CKUX XpOMAaTHIl pPacxXofsaTcsi B aHa-
¢aze | k pa3HBIM TIOTIOCAM: K KaXK[0-
My TIOJIOCY OTXOAMJIH IBa (hparMeH-
Ta (OONBIION W MAaJblif) XPOMAaTHIIBI
pa30pBaHHOTO TOMOJIOTa M MO OXHOH
XpOMaTHIe HEMOBPEXIEHHOTO TOMO-
mora. TakuM oOpa3zomM, B Meito3e | Ha-
OIIOIAT0OCh MCTHHHOE DJKBAIlMOHHOE
JielieHue 000MX TOMOJIOTOB XPOMOCO-
MBI HOMep 1. AHaJOTHYHEIN 3KCTIepH-
meHT HopneHmensaa Ha L. purpurea
mosicHsIeTCsT cxeMoit (puc. 13.8).
Hopaenmens mposeput dhepTrinb-
HOCTh PacTeHHS, TeTEPO3UTOTHOTO IO

lomonornyHbie XPOMOCOMbI

Pa3pbiB 0gHON XPOMOCOMbI

l

At

3uroTteHa
S S
ISR T
XX unnoteHa, x1a3mbl
S S
5L \S Meradasal, xnasmbl
D¢
S L S
AHadazal |
IEEE
T
S S~ AHadazal
S S
Yy ;—.(‘
(A RA
BropuyHoe cnapuBaHue
= . M Il
S S eTa¢asa B metioze Il
NoKasaHoi
44 XPOMOCOMbI
s Lo AHadaza Il 00HOU Knemku
by v v

Puc. 13.8. Cxema pacxoxxaeHus B Meio3e
reTepoMo(HOr0 OMBAJIEHTA XOJIOLEHTPHYECKUX
XpOMOCOM Y pactenusi L. purpurea,
TeTEePO3UIOTHOTO IO Pa3pbIBy B 3TOH XPOMOCOME.
L — unrakTHas Xxpomocoma. PazopBaHHast
XpOMOCOMa COCTOUT U3 JIBYX XOJOIEHTPUUECKIX
(parmenToB (S, S), cOXpaHIOMNX KHHETHYECKYIO
AKTUBHOCTh B MUTO3€ U Melo3e. buBaneHT nmeer
nBe cyoTepMuHanbHbIX Xua3Mmel. [1o: Nordenskiold,
1963, u3 John, 1990, ¢ u3MeHEHUIMHU.
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XPOMOCOMHO# TiepecTpoiike (Ha KOTOPOM BBITIOJIHUI CBOM OIBIT), U YOSIUJIICS B HKHU3HE-
CIOCOOHOCTH MOTOMCTBA 3TOro yHuKanbHoro pactenus (Nordenskiold, 1963). On omnbl-
JIMJT pacTeHHe, TeTePO3UTOTHOE 10 Pa3pbIBy XPOMOCOMBI, €r0 COOCTBEHHOM MBbLILIION U
IOJTy4YHJI TOMO3UTOTY 110 pa30pBaHHON XPOMOCOME, TO €CTh pacTeHue L. purpurea ¢ Xpo-
MOCOMaMH 21n=8, N3 KOTOPBIX YEThIPE XPOMOCOMBI OBbIJI HOPMAJIBHOM JJTMHBI, a elle Ye-
TBIPE — KOPOTKUMH, HOO OHH OBLIN YacCTSMH Pa30pPBaHHBIX XPOMOCOM.

NHBeptnpoBaHHbI Meno3 y Rhynchospora,
cemeincteo Cyperaceae

[Ba Buma pacrenuii u3 cemeiictBa Cyperaceac — Rhynchospora pubera (2n=10) u
R. tenuis (2n=4), — Tax ke Kak u Luzula, IMEIOT XOJIOIEHTPHYECKIE XPOMOCOMBI U THBEP-
THUPOBaHHBIN Mei03. CpaBHEHHE MHBEPTUPOBAHHOTO Mei03a y ABYX BUIOB Rhynchospora
HMHTEPECHO TEM, YTO y OJHOTO U3 BUAOB B MEH03€ €CTh XHa3Mbl, a Y APYroro Meno3 axu-
azMaruueckuii. XuasMaTudeckuii Meiio3 y R. pubera poTeKaeT MO TOW Ke CXeMe, YTo
Melo3 y Bcex Luzula. Axuazmatudeckuii Meiio3 y R. fenuis OTIMYAeTCs OT axha3MarH-
YecKoro Meiio3a y Apyrux oObeKToB (HalpuMmep, y HaceKOMBbIX 13 oTpsaoB Lepidoptera u
Heteroptera), n6o, B oTiin4me ot HAX, OH OKa3ajcs nHBepTHpoBaHHbIM (Cabral et al., 2014).

Y xuasmarnueckoro Buzaa R. pubera B npodase | Habmroganucs MHOroYMciaeHHbIE ¢o-
KyCbl aHTUTeN K Oenky pekomOunauuu RADS1. CnenoBarenbHo, IPOUCXOAMIIO TpoOLIEC-
CHpOBaHNE MHOKECTBEHHBIX IByHUTEBBIX pa3pbiBoB JJHK. Ota npodasa [ meiio3a umena
KJIACCUYECKHUI BHJI TOJI CBETOBBIM MHKPOCKOIOM. bbin oOHapykeHbl TpekH (yopec-
LEHTHBIX curHajoB ASY 1 — Oenka narepanbHbix s1eMeHToB CK (HO npucyTcTBre mMin
orcyrctBue CK mof 31eKTpOHHBIM MUKPOCKOIIOM He HcciieioBain). B auaknnese u me-
tadasze | GonbIMHCTBO XpOMOCOM ObUTO BUIHO B (hopme OuBanentoB. Cpeau 1380 usy-
YEeHHBIX Map XxpoMocoM 73,3% ObL10 ¢ OAHON TepMHUHAIBHON XHa3MoH, 25,2% — c IBy-
Ms1 TepPMUHAIBHBIMU XHa3MaMu, HO B 3,5% cilyuaeB BCTpeyaluCch YHUBAJICHTHL. B mera-
¢aze I xpoMocombl ObUIN CBsI3aHBI MUKPOTPYOOUYKaMHU BEpeTeHa ¢ 00OMMH €ro HoJoca-
MH, HO KaX/1asi U3 IByX CECTPUHCKUX XPOMATH — TOJBKO C OJHUM IOJIIOCOM, IOITOMY
B aHadaze | pacxoannuce cecTpuHCKUE XpoMaruabl. Takum oOpa3om, nepBoe AeJeHUe
Meii03a MPOUCXOIUT MO TUITY MHBEPTUPOBAHHOIO Meio3a, Kak y Luzula. OpHako naiib-
Helliee pa3BuTHE MeH03a BECbMa apXanuydHo.

B npodase I Toabko B 25,5% Ki1eTOK HECECTPUHCKUE XPOMaTUAbI IPETEPIEBAIOT BTO-
pUYHOE CHapUBaHUE, XapaKTEpPHOE JUIsi MHBEPTHUPOBAHHOrO MeHo3a. B aTmx kmerkax
¢dopmupytoTcs oxugaemsle mate Ousanentos (Cabral et al., 2014). B 3Tux BropuuHbIX
OMBajeHTaX XpOMaTHIbl KOHTAKTUPYIOT MeX1y co0oii ¢ momompto Tsokeit JJHK, Tak xe
Kak BO BTOPUYHBIX OmBaneHtax y Luzula, nHo naentuduuuposats 31y JJHK He yaamocs.
B ocranbHBIX KIIETKax 4MciI0 OMBaJCHTOB CHHYKAIOCH 1O 3aKOHY YOBIBaHUS PEIKUX CITY-
YaiiHbIX cOOBITHI (B 45% KIIeTOK — ueThIpe OuBaneHTa, B 29,5% — Tpu nnu asa Ousa-
nenta u B 9% kieTok — ofuH win () OMBaJICHTOB).

B mpodaze Il nu metadaze Il nabmoganacy HeXBaTKa BUAMMBIX M0J MHKPOCKOIIOM
BTOPUYHBIX KOHTAKTOB HECECTPUHCKUX XPOMAaTH[, TO €CTh HEXBaTKa BTOPUYHBIX OMBa-
JICHTOB B OoNbIIMHCTBE Ki1eToK. HecMmoTps Ha a10, B anadasze Il y R. pubera B 80% xie-
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TOK HECECTPHUHCKHE XPOMATHIBI PACXOAMINCH PEIYyKIIMOHHO U MOPOBHY ¥ (POPMUPOBAIIN
rarionIHble Habopbl XPOMOCOM B MHUKPOCIIOPAX, TO €CTh MPOUCXOIUIIO PEIyKIIMOHHOE
nenenue. Ho moutn B 20% kiieTok HaOII0AaI0Ch HEPABHOE PACXOXKICHHE HECECTPHH-
CKUX XpOMAaTHJI K MOII0CaM, H XpOMOCOMHbIE HAaOOpBl B MUKPOCIIOpaX OKa3bIBAIUCH He-
cOalaHCUPOBaHHBIMY (aHEYTIOUTHBIMHU). COOTBETCTBEHHO HAOIONAINCh CTEPUIILHBIC
MBUIBIEBbIC 3€PHA.

Takum oOpazoM, y R. pubera MHBEpTHPOBAHHBII MEHO3 B LIEJIOM MPOXOJIUII JOBOJIBHO
OnarormoirydHo, HecMoTpst Ha 20% Heynad 3a cuéT Ju00 MoTepH Xuas3m, JIM00 OTCYTCTBUS
BTOPUYHOTO CTIAPUBAHUS HECECTPUHCKUX XPOMATH/I.

Ha omnom m3 pacrennit R. pubera ObI0 BBINOIHEHO Takoe e HaONloIeHne, Kak Ha
pPaCTeHHUSX JBYX BUAOB Luzula, TeTEpPO3UTOTHBIX IO XPOMOCOMHOM TepecTpoike (4To
OIMCAHO B MPEJBLAYILEM pasjienie). Y 3Toro pacteHust R. pubera oviH U3 TOMOJIOTOB XPO-
MOCOMBI 2 UMEN pa3pbiB, U XOJOLEHTPHUUECKUE (PPAarMEHThI STOr0 TOMOJIOTa PaCXOAu-
JIUCh SKBAIIMOHHO B aHadase | u penykimonHo B anagase I1.

Y axmasMmatudeckoro Bunaa R. tenuis (2n=4) o0e mapbl XOJIOIEHTPHUISCKUX XPOMOCOM
XOpOIIO MICHTU(UIMPYIOTCS Oiaroaapsi pasivuuio B pasMepax 3Tux xpomocom. Kpo-
M€ TOT0, Tapa KOPOTKHX XPOMOCOM MapKHPYETCsI OKPACKOM SIIPHIIIKOBOTO OpraHn3aTopa
¢dryopoxpomom CMA, a napa JIMHHBIX XPOMOCOM HJICHTU(UIMPYETCs Oaronaps npu-
cyrctuto kiaacrepa 5SS p/IHK (BeisBisiercs metogom FISH). Ha craguu panneit npoda-
36l | HaOmomamu dokycel 6enka RADS1 Ha XxpomocoMax, a B KJIETKax, ACISIIUXCS ITy-
TeM MHTO3a, TaKuX (OKyCOB 3TH aBTOpbI He oOHapyxuau (Cabral et al., 2014). Cneno-
BaTeJIbHO, HA PAHHUX CTAJIMSIX MeH03a BO3HUKaJIH AByHHUTEeBBbIE pa3pbiBbl JJHK, koTopbie
MpoleccupoBainch ¢ momonipio 6enka RADS1. B npodase | BoisiBIsHCh OCeBbIE dIie-
MEHTBI XpoMocoM, cozeprkariue 6enok ASY 1, kak u 'y Buna R. pubera. CieoBarelsHo,
CyIIECTBOBaIa XapaKTepHas AJIsl Melio3a oceBasi opranusaius Xxpomocom. [Ipucyrcreue
i orcyterBue CK aBTOpHI He McCieJ0BaIN WIH HE CyMEIH HCCIIEI0BATh, HO YCTaHOBH-
Ju, 9To B panHel npodase I B 71% kierok (n3yueHo 90 KJIETOK) JBE KOPOTKUE XPOMOCO-
MbI KOHTAKTUPYIOT KOHIIaMH, B TO BpEMsI KaK acCOIMAIIHSI ATHX XPOMOCOM OOK 0 60K (J1a-
TepajabHO) BCTPEUaeTCs «pekey (0e3 yKa3aHus 4aCTOThI 3TUX COOBITHIT). MapKEPHI ABYX
JUTMHHBIX XpoMocoM B 80% KkJ1eTok B mpodase | He KOHTaKTHPOBAIN MEX Ty co00ii (ObLTO
rccaenoBano 30 KJIETOK), U3 YEro aBTOPHI CACNIAU MOCTICIIHBIN BBIBO, YTO XPOMOCOMBI
9TOH Mapbl TaK)Ke HE CHHANITHPOBANH J1aTepasibHO. OJTHOr0 MapKepHOTO JIOKyca Ha Xpo-
MOCOMY HEJIOCTAaTOYHO, YTOOBI yTBEPK/IaTh, UTO MAPKEPHI JPYTHX JIOKYCOB TOXKE HE CIIa-
puBatorcsi. OiHaKO BaXKHO, 4TO B MeTadase | Bo Bcex M3yd4eHHbBIX KIeTKaxX HaOJIIoNanuch
TOJILKO YHUBAJICHTBI, XMa3M He ObL10 0OHapyxeHo. B anadase I Bceraa pacxonuiucs ce-
CTPUHCKHE XPOMATHJIbL. B Tabl MUKPOCTIOp MOTaIali TOJILKO cOaTaHCUpOBaHHbBIC Ha-
OOpHI 13 YeThIpEX XpoMaTH/l. BEIOOpKa M3y4eHHBIX KIIETOK OblIa BeCbMa pPerpe3eHTaTuB-
HOM: n3ydeno 107 kieToxk.

B mpodaze [l y R. tenuis Habmonanuch KOHTaKThI HECECTPUHCKUX XPOMaTHI. DTH KOH-
TaKThl OBUIM KaK KOHIIEBBIMH, TaK W JIaTepajJbHBIMU. YacTo MpOCIeKUBAINCH KOHTAKTHI
¢ nomorisio Tsoxer JITHK (okpacka ¢ momoinkto kpacutenss DAPI). B anadase I u Teno-
¢aze 11 B 30% wncciaenoBaHHBIX KJIETOK y TIOTIOCOB HAOMIOAAINCHh HECOATaHCUPOBAHHBIC
HaOOpBI XPOMOCOM, MIPUYEM B KXKJIOM YETBEPTOM CIIydae B OIHY KJIIETKY B pE3yJbTare
anadaspl 1l monananm Be HECECTPUHCKHE XPOMATHIBI OJTHOW Taphl, TO €CTh PEIYKIIU-
OHHOTO JIJIEHUS 3TOW mapbl XpoMocoM He O0b110. COOTBETCTBEHHO, HAOII01a7I0Ch MHOTO
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a0OPTHBHBIX MBUIBLEBHIX 3epeH. CTOJIb BBICOKHI MPOLEHT aHOMAJIMI BTOPOTO JICJICHHS
Meiio3a yauBHTelNeH, MocKoibKy B MeTadase 11 (nccnenosano 142 xierku) u B aHadasze 11
(54 xyeTkH) Bce HECECTPHHCKHME XPOMaTH bl ObLIM YHUIOJSIPHBL. DTO OBLIO yCTaHOBIIE-
HO C TIOMOIIBIO (DTyOPECLEHTHBIX aHTUTEN K OelTkaM MUKpPOTPYOOUeK BepeTeHa: OHU BCer-
Jla COSIMHSUIN XPOMATHU/TY TOJIBKO C OJJHUM IOJIFOCOM BepereHa B Metadase 11 u anadase 11.
B sToM uccnenoBanuu AByX BUIOB RAynchospora ¢ XONOUEHTPUYECKUMHU XPOMOCO-
Mamu 13 cemeiictBa Cyperacea ObLTO CTPOTO JOKa3aHO, YTO UX MEH03 UMEET HHBEPTHPO-
BaHHBIM XapakTep. Ho npu 3ToM y Xnazmaruueckoro Buna A. pubera mMeiios BecbMa co-
BEpIICHEH, a aXUa3MaTHUECKUH BUA A. tenuis IMeeT HeHaAEKHOe BTOpOE JeJieHrne Meio-
3a C HECOBEPILICHHBIM MEXaHU3MOM Cerperaiy HeCECTPHHCKUX XpPOMaTH/I B 3TOM JieJie-
HUM. BO3MOXHO, YTO 3TOT BH/J] BBDKUII TOJIBKO TIOTOMY, YTO OH 00JIaIaeT BCETOo ABYMsI Ia-
paMu XpoMOCOM, U JaKe CITydailHOe pacxoKJIeHHE BceX YeThIpex Xxpomarua B aHadasze 11
CTaTUCTUYECKH rapaHTHPYET IMOYTH B MTOJIOBUHE ClTyyaeB cOaaHCUpOBaHHbIC HAOOPHI U3
JIBYX HETOMOJIOTUYHBIX XPOMATH] Y MTOJIOCOB JICTICHUS M BBDKHUBAHUE STHX MUKPOCIIOP.

HBEepTHPOBaHHbIN MENO3 Y HACEKOMbIX

Meito3 npu cnepmamozene3e. ABTOPUTETHBIM aMEpPUKAHCKUW LUTOTeHETHK Pojec
(Rhoades, 1961) mucam o 607bIIOM Pa3HOOOPA3UHN ITUTOIOTHIECKUX KapTHH MEo3a y
Pa3HBIX TPYMIT KOKIUI, HO HanOoJee MPOCTHIM MTPUMEPOM, BO3MOKHO, HCXOIHBIM apXe-
TUTIOM MeH03a CUNTAT MeH03 Yy KOKIIUABI Pufo W TPearonarai, 4To STOT THI MOT CTaTh
0a30BBIM THIIOM [T OOJIEE CIIOKHBIX CHCTEM Meio3a.

B wmeiiose y 06oux monoB Puto hopMUPYIOTCS OMBAJICHTHI C XHa3MaMH. XHa3MBbI TTOJI-
HOCTBIO TEpMUHANM3YIOTCS B MeTadase I, a OuBajIeHTHI IpeBpaIiaoTcs B Hapbl XpOMO-
COM, COeTMHEHHBIX TaHJEMHO, U BBIINIAIAT B BHJIE MAJIOYKH U3 IBYX XPOMOCOM, COEIH-
HEHHBIX KOHEI] B KOHEIl, HO Ka)K7asl «IajJ04Ka» COCTOHUT M3 JABYX XPOMATHJ, CKICCHHBIX
6okamu. Kaxxmass XpoMocoMa OKa3bIBaeTCsl «ayTO-OPUEHTHPOBAHHOW» 1 «OUITONISAPHOI»
Ha dKBarope BepeTeHa neneHus meito3a I (Rhoades, 1961).

B anadaze [ y Pufo x momrocaM pacxomsTcsl CECTPUHCKHE XpOMaThuabl. bomee Tod-
HO — pa3beauHSIOTCS (IKBAIIMOHHO) HEKPOCCOBEPHBIE CETMEHTHI CECTPUHCKUX XpoMa-
tun (puc. 13.9).

Bo Bpems nHTEpKHHE3a HECECTPHUHCKHE XPOMATHIIBI OCTAIOTCS CKPETUIEHHBIMHU KOHEII B KO-
HeIl Xha3MaMH (Tak JKe KaK Y OKHUKH L. elegans) M 3aTeM CITAPUBAIOTCST OOKAMHU («BTOPHIHOEH
CrapuBaHye). JTO CrIapuBaHUe UM HY)KHO TSl IOCTPOCHHS Ha DKBATOPE BEPETEHA JCTICHUSI.
Bropudnbie OMBaneHThI HECECTPHHCKHUX XPOMATH]T BEICTPAUBAIOTCS Ha DKBATOPE BEpETEHA JIe-
nenns B Metadase [I. OHr KOOpHEeHTHPOBAHEL, T.€. KayKasi XpOMAaTHA COSIMHEHA TONBKO C Of-
HHUM TIOJTFOCOM BepeTeHa, U B anadase Il HececTpuHCKIE XpOMaTHIABI PACXOAATCS K TTOTFOCAM.
Jl1s HEKpPOCCOBEPHBIX CETMEHTOB XpoMOCcoM Meio3 11 oka3bIBaeTCsl peyKIIMOHHBIM.

Kraccudukarnys THITOB MTHBEPTHPOBAHOTO MEH03a y KOKITH OblIa ClIelaHa B KIIACCH-
geckoM 0030pe Xpro3-1pamep (Hughes-Schrader, 1948). B Hem omucaHo TSATH TUIIOB Ta-
KOTo Meiio3a.

IlepBbIii THN OTHICaH BHIIIE, dTO «0A30BEIM» THIT Meio3a KOKIuA poma Puto. Bro-
poii TUI BcTpevaeTcs, HanpuMep, y Matsucoccicus. OH Takke TPeCTaBIAeTCs KaK MpH-
MHUTHBHBIA MEH03, 3a NCKITIOYCHUEM TTOBEICHUS MHOTOYHCIICHHBIX X-xpoMocom. Cpe-



Iasa 13. IaBepTHPOBAHHBINA MeH03 U €0 MECTO B SBOJIOLHH 221

OvinnoTeHa /\

JL
wr
<>
~—__4
<>
QO

IOnaknHes Ml Al WHTEepKuHe3 Mil All

Puc. 13.9. Cxema noBesieHUs1 OJHOM Mapbl TOMOJIOTMYHBIX XOJOKUHETHUECKUX XPOMOCOM
(0003HAUCHBI PAa3HBIM IIBETOM) M UX CECTPUHCKUX XpoMaTujl (OJMHAKOBEIH I[BET) B
WHBEPTUPOBAHHOM Mei03e Y KOKIUAbI Puto albicans.

U3 John, 1990, ¢ u3smMeHEHUSIMHU.

JI1 HUX HET FTOMOJIOroB. DTO Kak Obl 0/{Ha X-XpOMOCOMa, COCTOSIIAsl U3 IIECTH XOJIOLEH-
TpUYECKUX (ParMeHTOB (MHOT/A YHOTPEOJSETCS TEPMHUH «KOMIAyHJI X-XPOMOCOMY).
B xone criepmarorenesa, B Meragase I, mectb X-XpoMOCOM BBICTPauBAIOTCS KOJIBIIOM Ha
9KBaTOPE BEPETCHA BOKPYT ayTOCOM, HaXOSIIMXCSI BHYTPH BEpETCHA, OJIMKE K €ro Mpo-
nonbHOU ocH. B anadasze I Bce X-XpoMOCOMBI YXOZISIT K OMHOMY TOJIOCY, TOITOMY Mek-
03 [ s X-xpoMocoM peayKIIMOHHEIHN, a Metio3 11 171 HuX — SKBAaIlMOHHBIN. AyTOCOMBI
BE/IYT cebsl TaK ’Ke, KaK BCe XPOMOCOMBI y Pufo, TO €CTh epBOE JIeNICHHE /ISl HEKPOCCO-
BEPHBIX CEIMEHTOB XPOMATH/I YKBAIIUOHHOE, BTOPOE — PEAYKIIMOHHOE.

Tpernii THN Melio3a, HAOTOIAEMBIN y CaAMIIOB UIICPUHOBBIX KOKIIHJ, €IIE MpoIe, HOO
ATH CaMIIbl TaIIOUAHBL. «Mei03)» y HUX COCTOHUT U3 OJHOTO KJIETOYHOTO JICICHUS, KOTOPOE,
KOHEYHO, 9KBalioHHOe. EmE 0/1Ha 0COOEHHOCTB ATOr0 MEi03a B TOM, YTO BEPETCHO JCTICHHUS
3aKJIaJIbIBACTCS M BBITIONTHSICT CBOIO (DYHKIIUEO BHYTPH SIZICPHON 000JI0UKH, Kak y Protozoa.

YeTBepThIii THII HHBEPTUPOBAHHOTO Mei03a oOHapykeH y Laveia bouvari i UMeHy-
etcs Tuniom Laveia. OH cymiecTBeHHO OoJjiee cioxkeH. Bo Bpems npodassl [ siapo pacna-
JIaeTCs HAa HECKOJIBKO MUKPOSIJICD: KaXK/Iblii OMBAJICHT (MJIM YHUBAJICHT B CJIydac acHUHall-
cuca TOMOJIOTOB) OKpYXaeTcsi COOCTBEHHOU siiepHON MeMOpaHoit. Kaxpiii OuBajeHT
WM YHUBAJICHT (OPMUPYET COOCTBEHHOE BEPETEHO JCJICHUS. DT UHIUBU/yaIbHbBIC BE-
peTéHa yKiIapIBaloTCA MapajuieIbHO, UMUTHPYS €IMHOE BEpETeHO. ACHHAIICHC TOMOJIO-
TOB Maphl caMbIX KOPOTKHUX XpOMOCOM HaOmofaeTcs peryisipHo B 5% melionurtoB. Bee
XpOMOCOMBI — CHHANTHYECKHE (B COCTaBe OMBAJICHTOB) M aCHHANTHYECKUE (YHUBAJICHT-
Hble) — B aHada3se | pacxomsarcs skannonHo. B mpodaze Il mpoucxomut BTOpUYHOE
CIlapMBaHUE HECECTPUHCKUX XpOMaTHI, a B aHadase Il mpoucxoaut penyKIMoHHOE pac-
XOKJICHUE ATUX XPOMATUJ. ITOT THUI Mei03a, M0 CyTH, HAIIOMUHAET MEePBBIA THUN (THUII
Puto), 3a ucxiroueHneM UHANBUAYATHHBIX BEPETEH KAXKIOH XPOMOCOMBL.
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Eme ogun BapuaHT Meiio3a 3TOro TUIA HAOIIONANCs y caMIoB Protortonia primitiva,
HMMEIOIIHX JIBE Maphl ayTOCOM U OIMHOYHYI0 X-Xxpomocomy (Rhoades, 1961). IIpu nepe-
X0Je OT Tenodasbl MOCIEIHET0 MUTO3a CIIepPMaTOroHueB K npodase I meiio3a Bce msTh
XPOMOCOM pa3zbeUHAIOTCS Ha XpomaTuibl. [IpodazHoe sapo pazbequHseTcst Ha MEKPOS-
Ipa (B mpHUHIHIE, KaK Y Lavenia), HO 3TH MUKPOsIIpa HECYT pa3Hoe comepxkumoe. Kpym-
HOE MUKPOSAJPO CONEPKUT UeThIpe XPOMAaTH/IbI, MPUHAJIEeKAIIUE MTape KPYIHBIX ayTo-
coM. OHU COEMHEHBI B 1IeTb, OYEBHJIHO, KOHIIEBBIMU XHa3MaMu. Llens u3 1Byx map xpo-
MaTH/Jl BBITATMBAETCS BAOJIb JJIMHHONH OCH MUKpOsApa. XpoMaTH bl BTOPOH Mapbl Xpo-
MOCOM OKa3bIBaIOTCS BHYTPHU JBYX MHKPOSJIEP MEHBIIEro pazMmepa, B KaxXJIOM MHKPO-
siipe — MO0 JIBE€ CECTPUHCKUX XpomaTuabl. HakoHel, yeTBepToe MUKPOSIAPO CONEPIKUT
Iapy CECTPUHCKUX Xpomaruj] X-xpoMocoMbl. Meio3 I HacTynaer it 3TUX MUKpPOSIAEP
ACHHXPOHHO. SliepHble MEeMOpaHbl HCYE3al0T, LIENb U3 YEThIPEX XPOMAaTHJI TepseT oce-
ByI0 opueHTanuo. Ocoboi opueHTalK ap XpoMaTu/] B BepeTeHe He HabofaeTcs, u
4acTO XpOMATHIBI Pa3HBIX MAp PACXOASTCS K IMotocaM B aHadase | acHHXpOHHO 110 0THO-
mienuto k apyrum napam (Rhoades, 1961). BaskHo, 4To Bce mapbl XpoMaTH]I PACXOASTCS
B aHadasze | sxBaumonHo. B nmpodasze I nmpoucxoaut BTopuyHOE cCriapuBaHue: CliapuBa-
I0TCSI HECECTPUHCKHE XpOMaTHIbl. PeyKIIMOHHOE JlelleHrne — BTOpoe JIeNieHne Meiio3a.

HerpynHo 3ameTHTh, YTO BTOPOH, TPETUI M YETBEPTHIM TUIIBI MEH03a SABJISIFOTCSI BUIOU3-
MEHEHUSIMH MIEPBOT0, KOCHOBHOTOY, THITa MEi03a KOKIIH/I, TPEACTaBICHHOroO Ha puc. 13.9.

Haxkonern, npu nsTOM THIIE HHBEPTUPOBAHHOIO Meil03a y caMIIOB KOKI[UJI, HA3BaHHO-
ro JekanouaHbIM TurioM (Rhoades, 1961), Hanpumep, y MyuHoro uepsenia Planococcus
citri (Bongiorni et al., 2004), Meii03 XapaKTepu3yeTcsl pEryJIspHbIM pa3/IeICHUEM Ha JBa
raluIoNIHBIX TeHOMa 0e3 MpelBapuTEeIHLHOTO MOMAPHOTO CHHAIICA XPOMOCOM B Meiioze |
1 6e3 BTOpUYHOTO criapuBaHus romojoros B Meitose Il (puc. 13.10). Tounoe pazwenune-
HUE TalUIONTHBIX TEHOMOB JIOCTUTAETCSI APYTHM CIIOCOOOM. [artoniabsie Habophl Xpo-
MOCOM Y CaMIIOB Pa3n4aioTcs CIOoCcOO0M KOHJIEHCAIIMM U TOBEIECHUS B CIIEPMATOIUTE
nepBoro nopsiaka. OAuH ranjaouHbI Habop XpOMOCOM MOCTOSTHHO OCTAaeTCs KOHJCH-
CHUPOBAHHBIM (T€PEepPOITMKHOTUYHBIM, T€TePOXPOMATHHU3NPOBAHHBIM), APYTOH TaIrIonI-
HBIA HA0Op HAXOJUTCS B JICKOHJACHCHPOBAHHOM (9YXPOMATHHH3HPOBAHHOM) COCTOSTHHH.
[Tepen meTada3oii | creneHb KOHACHCAIIMU 3TUX HAOOPOB BBIPABHUBACTCS, M B MeTada-
3e | oHM HeoTTMUMMBI OJTUH OT Jipyroro. B anadase | pacxonsrcs cecTpiHCKHE XpOMaTH-
IbL. Y Kax1oro noitoca B aHadase [ rpyrma XxpoMocoM COIEPKUT PaBHOE YHCIIO U3 XPO-
MOCOM U3 «TeTePOXPOMAaTHHU3UPOBAHHOTO» U U3 «IyXPOMATHHU3UPOBAHHOT0» HAOOPOB,
u B podaze Il xietkn comepkar mo 2n xpomocom. B meiioze 11 Tonpko XpomaTuisl u3
OBIBIIIETO 3 YXPOMAaTHHU3HPOBAHHOTO HAb0opa XpoMocoM (pOPMUPYIOT MOHOTIONIIPHOE Be-
peteHo (mojoBHUHY BepeTeHa). OHM OTXOST K MOJTIOCY BEpeTeHa U OTIEISIOTCS OT Taruio-
WHOTO HaOOpa HECECTPHUHCKUX XPOMATHJI, KOTOPBIE OCTAIOTCSI HETTOJABHKHBIMY U BHOBb
rerepoxpoMaruauzupytorcst (puc. 13.10). B Tenodaze 11 Habiromaercss yetbipe rpyii-
bl XPOMATH/I: IB€ TPYTIIBI ¢ OBIBIIUMH T'€TEPONUKHOTUYHBIMU XPOMaTHIaMHU U JIBE —
¢ OBIBIIMMH DYXpPOMAaTHHH3MPOBAHHBIMH XpoMaTHIaMu. TOJBKO JiBa spa ¢ dyXpoma-
TUHU3UPOBAaHHBIMU XPOMAaTHIaMHU JIAIOT Hayajo cliepMaTHaaM, a o cyap0de JBYX saep
C paHee KOHJICHCHPOBAaHHBIMH XpOMOCOMaMHU HHYero He coobmaercs: (Rhoades, 1961;
Bongiorni et al., 2004). 3To HanboJiee apXandHbIN TUIT Mei03a.

NHBepTHPOBaHHBII Mel03 B 00reHe3e y KOKIM/ U TJIei. Meilo3 B ooreHese y HeKo-
TOPBIX KOKIIWJ] TIPOXOJUT IO TaKOM JKe cXeMme, Kak IpH criepMarorenese y poaa Puto, HO
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Puc. 13.10. Cxema noBeeHUS XPOMOCOM B MY>KCKOM H )KEHCKOM MeH03€ y My9HOTO YepBera
Planococcus citri.
[Mosicuenuss — B Tekcte. M3 Bongiorni et al., 2004, ¢ U3MEHEHUSIMH.

BeTpeuatoTcs Mmonudukannu (Rhoades, 1961; Bongiorni et al., 2004). JloBosisHO pacmpo-
cTpaHEéHHAs cxema Meio3a B ooreHese nokasasa Ha puc. 13.10.

Hekoropsie BUABI KOKIIW UMEIOT OOIUTaTHBIN NUTUIONAHBIN mapTeHoreHe3 (Rhoades,
1961). Ilpu 3ToM B XOIle €IMHCTBEHHOTO M TIPU 3TOM JKBAIIMOHHOTO JIEJIEHUS TaKOTO
«Meli03a» HET criapuBaHus XpoMocoM. DakTuyecku Meio3 3aMeHeH MuTo3oM. Jluriio-
WJHBIN MPOHYKJICYC Siilla PEeTepIIeBaeT JIeIeHUs 0e3 OTUIOIOTBOPEHUS, U U3 TAKUX HEO-
IJIOAOTBOPEHHBIX UL BHIBOAATCS TOJIBKO CAMKHU.

VY npyrux BHIOB KOKLWA BCTpedaeTcs (pakyiabTaTUBHBINA mapreHoreHes. Ilpu sTtom
Mei03 IpoTeKaeT TakK ke, Kak y caMuoB Puto. B pesynbrare Meiio3a o0pa3yroTcs rarmio-
WAHOE SAWUI0 W HalpaBUTEIbHBIE TENbLA, HO BTOPOE HANMPABUTEILHOE TEJIbLIE CIUBACT-
csl C SIUIOM, «OIUIONOTBOPSISY €ro, U 00pa3yeTcsl AUTUIOMIHOE U0, KOTOPOE HAYMHAET
npobutbes. B motomMcTBe, ecTeCTBEHHO, Takke HAOMIONAI0TCS TONBKO caMKu. Criepmaro-
30H]Ibl CAMIIOB TOXE MOTYT OIUIOJOTBOPATH SHIA 3TOTO THIA, HO CaMIbl B MOMYJSIHMAX
BCTPEUAIOTCSI OYEHDb PEAKO.

Paznoobpasue cnoco00B mapreHOreHe3a y HaCEKOMBIX € XOJIOKMHETHYECKUMH XPOMO-
coMaMHU JIOBOJIBHO Bennko (Srinivasan et al., 2010, 2014) u TpeOyeTt oTaensHOr0 0030pa.
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CmeluaHHbI TUI MeOo3a Yy MOJTY>KECTKOKPbUTbIX HACEKOMBIX
(Hemiptera, Heteroptera)

[Ipu 5TOM THTIE Meii03a MOIOBBIE XPOMOCOMBI M ayTOCOMBI BEYT ce0sl TI0-pPa3HOMY.
[TonoBbie XpPOMOCOMBI PacXo/sATCs SKBaMOHHO B aHadase | u Toiabko BO Bpemsl aHa-
¢assr 11 pacxogsTcst peyKIMOHHO. AYyTOCOMBI B 000UX JENeHHsIX Melo3a BeAyT ceOs
KJIaCCHYECKHM CIIOCOOOM: TOMOJIOTH pacxonaTcs B Meio3e I, a cecTpuHCKue Xpoma-
Tuael — B Mero3e 1. Takoi Tum meio3a, a UMEHHO, SKBAaIITMOHHOE JICJICHUE ITOJOBBIX
xpomocoM B Mmeio3e I, tunnuen jyis Heteroptera (Grozeva et al., 2006; Viera et al.,
2009). MoxxHO Ha3BaTh 3TO HETOJHON MHBEpCcUEH Meito3a. OnHako cpenu Heteroptera
CYLIECTBYIOT pEAKHE HCKIIOYEHUS: HalpuMep, Y OIHOTO M3 MYYHHCTHIX YepBElOB
(Pseudococcideae) mosoBbie XpoMocoMbl B Meiio3e | nensarcs penykiuonno (Grozeva
et al., 2000).

Jpyrum nmpuMepoM CMENIaHHOTO THIA CIYKHUT MEH03 y CaMIIOB OHOTO M3 TPaBSIHBIX
kionoB (milkweed bug) Oncopeltus fasciatus (Hemiptera) ¢ XOJOKUHETUYECKUMHU XPO-
Mocomamu (2n=16, XY) (John, 1990). B MuTO3€¢ XONOKHHETHYECKUE LIEHTPOMEPHI TIO-
KpbIBatOT 75% niuHbl XpoMocoM. B pannelt npodase | monoBsie XpoMoCOMBI (B OT/IH-
YyHe OT ayTOCOM) CHIIbHO KOHIEHCHPOBaHBI (TeTeponuKHOTHYHEI). [locie cTtaanm 3uro-
TEHBI ayTOCOMBI JICKOHICHCUPYIOTCS, CTAHOBATCS «TU(QQy3HBIMI», B TO BpeMs KaK I0-
JIOBBIE XPOMOCOMBI OCTAIOTCS TeTePONUKHOTHYHBIMU. CeMb Tap XOJOKHHETUYECKUX ay-
TOCOM PEMOJIEITUPYTCsi BO BpeMsi HX JU(P(PY3HOTO COCTOSHHS M CTAHOBSITCS MOHOIICH-
TPUYHBIMH, HO CHOBAa KOHJEHCHPYIOTCA B JHaKUHe3e, a X- U Y-XPOMOCOMBI OCTAIOTCA
KOHJICHCUPOBaHHBIMH BcE Bpemst. Bo Bpemst meradaszsl [ xpomocombl X 1 'Y OKa3bIBaOT-
cs1 JIexaruMu OOK 0 OOK B LIEHTpPE BEpeTeHa JIeIeHNs, a OUBAJIEHTHI ayTOCOM OKPY>KatoT
HX CO BCEX CTOPOH, pacroyarasich mo nepudepun seperena. B anadase [ ayrocomsr pac-
XOJIIATCS PEAYKIIMOHHO, a TIOJIOBBIE XPOMOCOMBI — 3KBaIlMOHHO. Heo6xonnMo o0paTuth
BHUMaHUE Ha TO, 4TO BO Bpemst MeTadasbl I X- u Y-xpomocomsl O. fasciatus HAXOIATCS
B CITAPCHHOM COCTOSTHUH (HE M3BECTHO, 3 CUCT XHUA3MBI HIIA APYTUM CITIOCOOOM), HO OHU
ayTO-OPHEHTHUPOBAHBI, TO €CTh OPHEHTHPOBAHBI IO OTHOIIEHHIO K IMOJI0CaM HE3aBUCH-
MO OJfHa OT JIPYTO#, M UX CECTPUHCKHUE XPOMATHIBI COETUHSAIOTCS C PA3HBIMH MOJIOCAMHU.
DTOT cimydaii mokasaH Ha pucyHke 5.17 B kaure b. [[xona (John, 1990).

Emie ogHrM mpuMepoM CMENIaHHOTO THIIa MeH03a CIIY>)KUT MEHO03 y IHUPOKO pacipo-
CTPaHEHHOTO B CTpaHaxX CpPeAu3eMHOMOpBS TpaBsHoro kioma Graphosoma italicum
(Hemiptera, Heteroptera) ¢ xononenrpuaeckumu xpomocomamu (2n=14, XX/XY). B mu-
TO3€ XPOMAaTH/Ibl PACXOJISTCS THITUYHBIM ISl 3TOTO THIIA IIEHTpOMEp 00pa3oM: B aHadasze
JUTMHHAS OCh XPOMOCOMBI OCTA€TCs TMEPICHIUKYISIPHON HAIPABIECHUIO JBIKEHHS XPO-
marusl. Ho B melioze I Bcsi kKuHeTHyeckass akTUBHOCTh COCPEIOTauMBAETCA HA OJHOM U3
KOHIIOB Ka)KJJO XPOMOCOMBI, M OHH ABIKYTCS K IOJIIOCY 3THM KOHIIOM. IIpu 3ToMm ay-
TOCOMBI PACXOJIATCS PEAYKIIMOHHO, a TIOJIOBBIE XPOMOCOMBI — 3KBAaIlMOHHO. M TONMBKO B
metiose 11 mpoucxomut ux pemykus (Viera et al., 2009).

Bo Bpems maxutensl y camioB G. italicum ayTocOMBI BUIHBI Kak OMBasIeHTHL. B mu-
IJIOTEHE W JWaKWHE3€e B ayTOCOMHBIX OMBaJIeHTaX BUIHBI OJIHA WM JIBE XHa3Mbl. X- H
Y-XpOMOCOMBI BO BpeMsl TaXUTEHBI U TUTUIOTEHBI BUIHBI KaK €IHHOE T€TepPOTUKHOTHY-
HOE TeJblle XpOMaTHHA (TI0JI0BOM OMBAJIEHT), HO B TUaKWHe3a X- U Y-XPOMOCOMBI Jie-



Iasa 13. VIHBepTUPOBAaHHBIN MEH03 U €r0 MECTO B DBOJIIOIIMH 225

KOHJICHCUPYIOTCS, TEPSIOT T€TEPONUKHOTUYHOCTh U IIPEBPALLAIOTCS B yHUBaAJIEHTH. Ha
sKBaTope BepeTeHa B Meradase | xpomocombl X u Y Jiexar Jajieko OjiHa OT JPYToi, U B
anadase [ pacxonsarcs ux cectpuHckue Xxpomaruabl. Bo Bpemst metadassl 11 Hecectpun-
ckue XxpoMmaTuasl X U Y KOHTaKTUPYIOT MEXKIy cOOO0M, Kak MUIIYT aBTOPbI, 110 IPUHIIU-
ny «touch-and-go», u B ciepmMaTtonuTax 2-ro nopsaKa pacxoasarcs (peAyKIHOHHO) B pas-
uele knetku (Viera et al., 2009). HeoOxonumo nmoquepkayTh, 4TO X- H Y-XPOMOCOMBI Y
G. italicum axva3MaTU4HBI, HA YKBATOPE JCJCHUS JIekKaT MOPO3Hb, U MMOITOMY HX ayTO-
OpUEHTALUs U SKBALMOHHOE JICJICHUE — €CTECTBEHHBIE SIBJICHHSI, HE BbI3BIBAIOIIAE BO-
IIPOCOB O IIPUYNHAX.

PewéHHbie 1 HepeLuéHHbIEe BOMPOChI

Ycemanoenenusvie ghakmer. B pesynbrare SKCIEpUMEHTOB C PACTEHUSIMH U3 CEMEHCTB
Cyperaceae u Juncaceae, reTepO3UTOTHBIMU TI0 CTPYKTYPHBIM ITEPECTPONKAM XOIOKHHE-
TUYECKUX XPOMOCOM, YCTAaHOBIICHO, YTO Y HUX JE€HCTBUTEIBHO CYIIECTBYET HHBEPTHUPO-
BaHHBIN MTOPSIIOK IBYX KJICTOYHBIX JEJICHU BO BpeMs Meiio3a. B anadase I cerperupy-
0T CECTPUHCKHE XpoMaTupl, a B anadase 1l — HececTpuHcKkre XpOMaTHIbl, TO €CTh TO-
MOJIOTUYHBIE XPOMOCOMBI.

B npodaze I nHBepTHPOBAHHOTO MEH03a UMMYHOIIMTOXUMHUYECKIMHI METOIaM1 00OHa-
pyxensl 6enku pekomOuHanmu SPO11 m RADS1, a Takke OeJIKi CHHAITOHEMHBIX KOM-
miekcoB ASY 1 u ZYP1, u o 37eKTpOHHBIM MUKPOCKOTIOM OOHAPYKEHBI CAMH 3TH KOM-
miekcel (Ma et al., 2016). B meradase | BugHbBI COeTMHEHUS TOMOJIOTHIHBIX XPOMOCOM C
MTOMOIIBIO TSDKEH XpoMaTrhHa, KBATU(HUIHPYIONIHECcs Kak Xua3Mbl. EcTh ocHOBaHUS 110-
JlaraTh, 9YTO MPOUCXOAUT KPOCCHHTOBEP M (DYHKIIMOHUPYET CHHANTOHEMHBIN KOMILIEKC,
Kak Y MpHU KJIACCUYECKOM MeHo03e

B npodasze Il mpoucxomut BTOpUUHOE CIIapHBaHUE XPOMATHI, HAa dTOT pa3 — Hece-
ctpuHCcKuX. OHM 00pa3yIOT «BTOpUUYHBIC OWBAJICHTHI», B aHada3ze 11 pacxonsaTcs, 1 KiIeT-
KM CTAHOBATCS MCTHHHO TaIIONIHBIMU.

ITo Takoti ke, Kak y Luzula, cxeme IpOXOIUT HHBEPTHPOBAHHBINA MEH03 Y HACEKOMBIX —
KoKy 1 Tiei. OTHaKoO y MHOTHX APYTHX HaCEKOMBIX U3 oTpsna Heteroptera maBepTupo-
BaHHBII TIOPAIOK COOBITHI Meiio3a HaOIIOAAETCs TONBKO B OTHOIIEHHUH TTOJIOBBIX XPOMO-
COM, a ayTOCOMBI UMEIOT OOBIIHBIN TOPSIOK PACXOKIACHHS XpoMaTua. Meio3 y Takux Ha-
CEKOMBIX COUETAET JIBa TUIIA TIOBEICHHUS XPOMOCOM B OJTHOM XPOMOCOMHOM HaOope.

Hepewénnvie eonpocet. [1oka He M3BECTEH MOIHBIA CTUCOK OeKkoB-(hepMEHTOB, yda-
CTBYIOIINX B PEKOMOWHAITMH BO BpeMsI WHBEPTHPOBAHHOTO Mei03a, KOTOPHIH ObLT OBl
CpPaBHHUM TIO TIOJTHOTE ¢ OeKaM¥ peKOMOWHAIINM TIPH KIIacCHIeckoM Meiose. OcoOeH-
HO MHTEPECHBIM OBLIO OBl BBISICHUTH MPUCYTCTBUE WIIM OTCYTCTBHE MO3AHETO Oenka pe-
koMmOuHanun, anajorngHoro MLH1, HeoOXomumoro mjis penapamnuu ormudoK BCTpanBa-
HUS HYKJICOTHIOB MPHU PEeKOMOWHAINH. AHTHTENA K 3TOMY O€JIKy OOBIYHO HCIOIB3YIOT
B OTIBITAX JJIST MAapPKUPOBAaHMSI JIOKYycoB kKpoccuuroBepa (Torgasheva et al., 2013). Ho Bce
9TH HEJOCTAaTKH B MH(POPMAIINN HE TPETIATCTBYIOT 3aKIIOUEHHSIM O XOJIe COOBITHI TpH
WHBEPTHPOBAHHOM Mei03e, N3I0KEHHBIM BHIIIIE.

He xBaraer ToyHOTrO 3HaHHSA, KaKUM 00pa3oM MHKPOTPYOOUYKH BEpeTeHa MpHUKpe-
TUISIFOTCSE K MHO)KECTBEHHBIM IIEHTPOMEpPaM XOJIOKHHETHIECKHX XPOMOCOM, CYIIECTBY-
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0T JI1 OCJIKW KHHETOXOPOB MJIM KOHCTPYKLUS LIEHTPOMEPHBIX PAifOHOB OIpaHHMYUBACTCS
KaKHM-TO KOHTAaKTOM MHUKPOTPYOOUEK C HEHTPOMEPHBIMHU I'MCTOHAMHE?

Haunbonee mHTEpEeCHBIMM M MPHHIMIHAIBHBIMU SBJSIFOTCS HEPEUICHHBIE BOIPOCHI
(1) 06 0coOEHHOCTSX OCJIKOB, COCIUHSIFOIIUX XPOMATHJIbI XOJOKHHETUYECKUX XPOMO-
coMm, 1 (2) o ToM, 3a CYET KAKUX MOJICKYJSPHBIX B3aUMOACUCTBHH MEXKIY XPOMOCOMaMHU
MIPOUCXOAUT BTOPUYHOE CIIApHBAaHUE U JaTepabHbI CHHAICUC HECECTPUHCKUX XpoMa-
tux B mpodase 11 meiiosa.

B xiraccnueckoMm Melio3e CylecTBYET HEPOCTOW MOJIEKYJIIPHBIA MEXAHU3M JIOKAJIb-
HOM 3aIIUTHl KOT€3MHOB B LIEHTPOMEPHBIX pailoHaX XpOMOCOM, «CKJIEHBAIOLIUX» IEH-
TpPOMEpBI CECTPUHCKHUX XpomaTtua B Metadase | u anagasze I or rugponusa stux Oen-
KOB KOMITJIEKCOM O€IIKOB-cemnapas. Ta 3alluTa OCyIECTBISCTC S OeTKaMH-3allIUTHUKAMHU
uryromuaaMu — Sgol uimu Sgo2 — y pa3HbIX opranu3MoB. [Ipu 3Tom mryrommssl, nei-
CTBYIOLIME B Meiio3e, pa3nnyaioTcs y pacTeHuit u xuBoTHbIX (I'pummaesa u np., 2015).
OTH OeNKH 3BOIOIMOHHO U3MEHUUBBI, I UMEHHO B UX CTPYKTYpE U HX (QYHKIHMH MOX-
HO MCKaTh OTBET Ha 3arajky o MpUYMHAX PACXOXKJEHUS CECTPUHCKUX XpPOMAaTH[ B aHa-
¢aze [ npu nHBepTHPOBaHHOM Meiio3e. Kak n3BecTHO, IIyromHbl GyHKIMOHUPYIOT TO-
pa3zHoMy B MuTO3€¢ U Meio3e (Watanabe, 2005; Peters et al., 2008; Zamariola et al., 2014;
Gutierrez-Caballero et al., 2012; I'pumaesa u ap., 2015).

Mootcno 1u omeemums Ha 6onpoc: 6 Yem npuduna uneepcuu meioza? Ilonnoit un-
(dhopMarmu Jyist TAKOro OTBeTa 1Moka HeT. [To-BuauMoMy, 1e51o B OTCYTCTBUY ITPU HHBEPTHU-
POBaHHOM MeHO3€ 3allUThI IPUIICHTPOMEPHBIX KOTe3MHOB B MeTadase | oT pacuieruieHus
nX OEJIKOM CcemapuHOM (WU JIPYTHMH «cemapazammy). J{eno B ToM, 4TO MUTO3 U KJIacCH-
YecKui Meio3 | mpuHIMNHUanIsHO pa3nuyaroTcst o Ha0opy CTPYKTYPHBIX OSNKOB, JTOKAJIH-
30BaHHBIX B IIeHTpomepe. [Ipin MUTO3e KOTe3MHOBBIE KOJIbIIA, COSTUHAIOINE XPOMATHIBI
B IUIeYaX MOHOICHTPUYECKIX XPOMOCOM, «Pa3MBIKAIOTCsDy MMPOTEMHKKWHA301 Polo B xone
npodaskl, HO B IIEHTPOMEPE KOTE3MHBI OCTAIOTCS 3AIUIICHHBIMU CIICHU(PHICCKAM OCITKOM
LIyTomrHOM (Sg0), ¥ IOATOMY BO BpeMs MeTada3bl MUT03a 00€ CECTPUHCKUE XPOMATHIBI
YAEPKUBAIOTCS B COSJMHEHHOM COCTOSIHUM Ha 9KBaToOpe BepeTeHa M ayTOOPUEHTUPOBAHBI
(xakmast XpomaTHa OpUEHTUPOBaHA Ha «CBOID MOJIOC U MPUKPEIICHa K HEMY MUKPOTpY-
Ooukamu BepereHa). Konnom cragum mMeTtadasbl MUTO32 M HadyasioM aHadasHOTo JBHKe-
HUS CECTPUHCKUX XPOMATHU/I K MOTIOCAM CITYXKHUT TOT MOMEHT, KOT/ia IIyTOLINH HHAKTUBU-
PYETCS M MCUE3aeT CBsI3b MEX]y LIEHTpOMEpaMu XxpoMaTtul. Bo BpeMst Melio3a I cutyarus
npyrasi. B kiieTkax npucyTCTBYET M aKTUBUPYETCsl Melo3-criennpudeckuii mryrommt. O
OCTaeTCs aKTUBHBIM BO Bpems meTadassl [ 1 anadassl | 1 3ammiiaer neHTpoMepHbIe Kore-
3MHBI OT pa3pylIeHHs cenapuHoM wim apyriumu Gpepmentamu (Kitajima et al., 2004; Ipu-
maesa u Jip., 2015). IToatomy cecTprHCKHE XpOMaTHIBI OCTAIOTCA CHETJIeHHBIMU B 00J1a-
CTH LIEHTPOMEPHI M HIYT BMECTE K OJJHOMY TIONIfOCy B xoje aHadasbl I meiioza. K Hacry-
uieHHto Meiio3a [I Meiio3-crienmpryeckuii IyToIMH 0Ka3bIBACTCs yXKE N3PACXOJOBAHHBIM
u Gonee He cuHTe3upyeTcs. [1oaToMy OH HEe MOXKET 3aIIMTHTh CHETJIeHHE IEHTPOMep ce-
CTPUHCKHX XPOMaTHJI, ¥ OHU CETPETHPYIOT TaK ke, KaK BO BPeMsl MUTO3a.

[Ipocreiitiee npennogokKeHne COCTOUT B TOM, YTO y OPraHU3MOB C XOJIOLEHTpHUYe-
CKHMH XPOMOCOMAaMHU TMPOUCXONAT JBa B3aUMOCBS3aHHBIX sBicHUS. (1) OTCyTCTBYIOT
crienupuuecKie MEHOTHUECKUE ITYTOINHBI, U TSAHYIIHE CHIIbI BEPETCHA JICTICHUS JieT-
KO Pa3beNIMHSIIOT CECTPUHCKHUE XPOMaTHIbI B aHadase I, MOCKONbKY OTCYTCTBYET 3allHT-
HBIA (PakTop, OOBIYHO MPEMSATCTBYIOUIMN MX Pa3beIMHEHUIO B KlaccuieckoM Meiose I
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(2) KonueBbie Xxua3Mbl MEKy TOMOJIOTaMH HE MO3BOJSIOT PA3beIUHUTHCS KPOCCOBEP-
HBIM HECECTPUHCKHMM XpoMaruiaM B aHadasze | meiio3a. buBanentsl, cocrosiue u3 He-
CECTPUHCKHUX XPOMaTH/l, COEJMHEHHbIE OJIHUM U3 KOHIIOB B BUJE MAJIOYKH, ABHKYTCS K
OJTHOMY U3 TIOJIFOCOB (TIEPIEHIUKYIISIPHO OCH BepeTeHa). B pe3ynbrare XpoMOCOMBI pac-
XOJIATCS 9KBAIIMOHHO, HO 0053aTEeJIbHO B BUJE MAap HECECTPUHCKUX XPOMAaTH/I.

A 3arem, B meiiose 1, Bc& mpoucxoaut emni¢ mpoie: eCTh mapbl HECECTPUHCKUX XpOMa-
TUJ (BTOPUYHBIC OMBAJICHTHI), KXKIasi XpOMaTuIa MOHOMOJISIPHA, KaK 9TO OBIBACT BCEr/a B
Mmeitoze Il (1 B MUTO3€), M OHM pacXosATcs K HOBBIM HomocaM. Eciu aTa cxema npaBuiib-
Ha, TO MPUYMHBI U MEXaHN3M U3MEHEHUs MOps/IKa COOBITUI B K IHBEPTUPOBAHHOM Meio3e»
MIPEACTaBIISAIOTCS BecbMa ACHBIMU. OTHAKO UX HA/I0 SKCIIEPUMEHTAIILHO JI0Ka3aTh.

OpraHu3Mel, 00NaJaroIe HHBEPTUPOBAHHBIM MEH030M — XOPOILIe 0OBEKTHI IS CIIe-
LUAJIBHBIX MOJIEKYJISIPHO-IIUTOIOTHYECKUX HccieioBaHui. OTHAKO NX T€HOMBI, K coXkalie-
HUIO, TIOKA HE CEKBEHUPOBAHbI, @ IPOTEOMBI HE paclIn(pOBaHbl, ¥ B HACTOSILEE BpeMs He-
BO3MOKHO NIPOBECTH OMOMH(OPMATHIECKOE UCCIIEA0BAHIE MX KOTE3WHOB M IITYTOIIHHOB.

CymiectByeT Goibliias U3MEHYMBOCTH MEMOTHYECKUX KOT€3MHOB 10 CPABHEHHUIO C KOTe-
3uHaMu, QyHKIMOHMpYonmME B MUTo3e (Bogdanov et al., 2007; I'puiaesa u np., 2007).
Kpome Toro, CymiecTByroT JIMIIb MUHOPHBIE CTPYKTYPHBIE pa3inuus MEXTy MeHoTHue-
CKUMH M MUTOTHYECKUMH LIYTOIIMHAMH y GoJiee YeM JIByX JECSITKOB M3YUEeHHBIX OpraHu3-
MoB (Grishaeva et al., 2016). MoxkHO ake MpeAronararb, 4To B XOJOKUHETHYECKUAX XPO-
MOCOMax BO BpeMs Mei03a COXpaHseTCsl TOT JKe IIYTOIINH, KOTOPBIN €CTh BO BPEMsI MUTO-
3a. OTO MOXKET ObITh IPUUMHOMN €Tro JIerpaialiiy TeM ke IyTEM, YTO U B MUTO3€ U, TEM ca-
MBIM, TJIABHOM NPUYMHOMN 3KBALMOHHOTO XapakTepa IepBoro jeieHus meiosa. [ToMumo
9TOM, MOKa TUIOTETUYECKON, TPUYUHBI 3KBALIMOHHOMY pa3/IeIeHHI0 XpOMOCOM B Meiiose I,
HECOMHEHHO, JIOJDKHO CIIOCOOCTBOBATH MPUCYTCTBHE B KOH/ICHCUPOBAaHHBIX XPOMOCOMaX B
MeTtadase | IeHTpOMEepHBIX IUIACTHHOK, IIOKPBHIBAIOIIMX OOJIBIIYIO YaCTh TeJla XPOMOCOMBI.
Takast cTpyKTypa XpOMOCOM BBIHYKJIa€T XPOMOCOMBI OPHEHTHUPOBATHCS TEPIICHANKYIISAP-
HO OCH BepeTeHa JieNieHnsl. BmecTe ¢ TepMUHAIBHBIMU XHa3MaMH 9TO CO3JaeT Oiaronpu-
SITHBIE YCJIOBHS JUISl @y TO-OPUEHTALIMU XPOMOCOM — COEAMHEHHS CECTPUHCKHUX XPOMaTH/]
C MIPOTHBOIIONIOKHBIMH TTOJTIOCAMH BepeTeHa JAeIeHns. AyTO-OpHUEeHTAIH IOTIONHSET IJ1aB-
HYyI0 (IIpeAroIaraeMyIo aBTopaMu) PUIMHY HHBEPCUHU Mei03a — OTCYTCTBHE 3aILUTHI KO-
re3WHOB BO MHOJKECTBEHHBIX [IEHTPOMEpax OT paclieruieHus ux B meradase [.

[NonbITku peBr3uM NpeacTasneHn 06 MHBEPTUPOBAHHOM MENO3e

Onucanne NHBEPTUPOBAHHOTO MEi03a TaBHO BOIIJIO B MUPOBBIE PYKOBOZCTBA ITO IIH-
tonorum Mmeio3a (Rhoades, 1961; John, 1990). Ho cymecTByIOT MOTBITKH PEBU30BAThH
WHTEPIPETALNIO MEH03a STOTO THUTIA U CYUTATh, YTO MHBEPCHS MTOPSIKA PACXOKICHHS TO-
MOJIOTHYHBIX XPOMOCOM CYIIECTBYET TOJBKO Y TMOJOBBIX XpoMocoM Hemiptera u Hexo-
TOPBIX IPYTUX TPYIIT HACEKOMBIX M HE OTHOCHUTCS K ayrocomam (Viera et al., 2009). Ap-
TYMEHTOM CITy>KHUT OTCYTCTBHE MOP(OIOTHIECKIX MapKepOB, MO3BOJSAIONINX Pa3Inyarh
CECTPHUHCKHE M HECECTPUHCKHUE XPOMATHUJIBI, YTO B COYETAHNUH C MAJIBIM Pa3MEPOM U KOH-
JIEHCHPOBAHHBIM COCTOSTHHEM XpoMmocoM B MeTadaze | u I, sikoOw1, He TIO3BOJISET pas-
JTUYaTh SKBAIIMOHHBIN M PEAYKIIMOHHBIN THI PACXOXKICHUS XPOMOCOM B ATHX JICTICHHSIX.
OnHako OMBITH Ha PACTEHUSAX IABYX BHIOB Luzula, TeTEpPO3UTOTHBIX IO XPOMOCOMHBIM
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repecTpoiikaM, ONMCaHHbIE B JAaHHON KHHUIE, PELIatoT 3TOT BOIIPOC OIHO3HAYHO B MOJIb3Y
CYIIECTBOBaHMs MHBEPTUPOBAHHOTO MeH03a. ABTOpbI-peBU3HOHKCTHI (Viera et al., 2009)
OrOBapUBAIOT CBOM BO3PAKEHUS TEM, YTO 00 SKBALIMOHHOM MM PEAYKIMOHHOM cerpera-
LMK XpPOMaTH MOKHO TOBOPUTH TOJBKO IO OTHOIIEHHIO K CerMEHTaM MOHOLIEHTpHUYe-
CKHX XpOMOCOM, IPUJIEKAIINM K IIEHTPOMEpPE U HE IPETEPIIEBIINM KPOCCUHIOBEpa. JTO
3aMeuaHue COBEPLICHHO CIpPaBeIMBO, U MOJ00HAsI OTOBOPKA MIMPOKO IPUHSTA B pa3ie-
Je 0 Mello3e U KPOCCUHIOBEPE BO BCEX KypcaX KIaccuueckol reHetuxku. OnHaKo 3To 3a-
MeuaHHe He OCTIOKHSIET MPU3HAHHU MHBEPCUU MeH03a, 0O Y BCEX OpPraHu3MOB C HHBEP-
TUPOBAHHBIM MEH030M KPOCCOBEPHBIMU SIBJISIFOTCSI TOJIBKO TEJIOMEpPHBIE PAHOHBI XPOMO-
COM, TOCKOJIbKY LIEHTPOMEPHBIMU pallOHaMH, OOJUTaTHO JIMIIEHHBIMH KPOCCHHIOBEpA,
SIBIISIIOTCS IPOTSKEHHBIE YacTH XpoMocoM — OT 75 110 90% uX JUIMHBI, — U UMEHHO 3TH
YaCTH XPOMOCOM JIEJIATCS DKBALIMOHHO B X0ze Meio3a I.

MecTo MHBEpPTUPOBAHHOIO MENo3a
B DBOJIIOLIMM MyTEM MOJIOBOTO Pa3MHOXKEHMS

Meiio3 omin4yaeTcs OT MUTO3a HECKOJIbKMMHU Onokamu coObiTuid. B mMeiiose mpoucxo-
muT MaccoBasi pekomOnHanus JIHK cecTprHCKHX M HECECTPUHCKHX XPOMATHUJ, TPHUBO-
JiSITIast K eIMHUYHBIM KpoccoBepaM (BCIle[CTBHE HHTEP(EPEHIIMU KPOCCHHTOBEPa), TIPO-
WCXOJUT CIIAPWBAaHNE U TECHBIH CHMHAIICUC XPOMOCOM, TOMApHOE COSAMHEHUE TOMOJIO-
THYHBIX XPOMOCOM XHa3MaMH, HEPACXOXkKJICHNE CECTPUHCKUX IIEHTPOMED (M XPOMaTHh.)
B Meiio3e [, u3-3a 4ero KIeTOUHBIN UK OKa3bIBACTCS HE3aBEPIICHHBIM, a PETLIHKAIIHS
XpOMOCOM TOCJIe TIEPBOTO JeNieHns: Melio3a — HeHyxHoi (Murrey, Szostack, 1985). Io-
ATOMY BTOpOE JIeIeHHEe Meli03a OKa3bIBAeTCs BBIHYKJCHHBIM, U TOJIBKO B XOJIe BTOPOTO
JICJICHUS] CECTPUHCKHE XPOMATHIBI PA3bEeAMHSAIOTCS U PacXOATCs B pa3Hbie KieTku. [lo-
CJIe 3TOTO CTAHOBUTCS BO3MOXKHON HOBAs PEILTUKAIMS XPOMOCOM (YTO U TIPOMCXOIUT B
raroure y pacTeHui).

O xo71e HBOMIONINU MeH03a MBI MOXKEM JI0TaJIbIBaTHCS BEChbMa YCIOBHO. BeposiTHO, miep-
BEIM COOBITHEM OBLIO TMOSBICHUE JUTUIOMTHOCTH, KaK BHITOIHOW JTOJITOBPEMEHHOH ajian-
taryu (Cavalier-Smith, 2000; Egel, Penny, 2007; bormanos 2008), 3atem mosiBIeHHE pe-
KOMOWHAITMX TOMOJIOTUYHBIX XPOMOCOM Ha OCHOBE OoJiee IPEBHET0 MEXaHW3Ma MaTpH4-
noii penaparyu JIHK (Cavalier-Smith, 2000; Marcon, Moens, 2005). Crnexyromum 3ta-
IIOM MO)KHO CYMTATh IOSIBJICHUE TETENILHO-0CEBOW OPTraHM3alii XPOMOCOM H OEITKOBBIX
ocel XpOMOCOM, a 3aTe€M 1 CHHAIITOHEMHBIX KOMILJIEKCOB KaK BCIIOMOTATEIbHBIX CTPYKTYP
pexomoOunaimu (Cavalier-Smith, 2000; Egel, Penny, 2007; borganos, 2003, 2004, 2008).
V pacrenuii pona Luzula n pona Rhynchospora ¢ ”HBEpTHPOBaHHBIM MEH030M €CTh IV1aB-
HBIE DIIEMEHTBI BCEX ITHX IBOJFOIMOHHBIX TIPUOOPETSHUH, U 110 3TUM TPU3HAKAM OHH —
MIpeCTaBUTENH [IIABHOTO HANpaBJIeHHs (main stream) SBOJIFOIMY amiapara Meiio3a. Mimen-
HO TIOSIBJICHHE B XOJIE DBOJIOIMY CHHANTOHEMHBIX KOMIUIEKCOB — CTaOWIIM3aTOPOB TPO-
recca GOPMUPOBAHUS SIUHUYHBIX U HAJISKHBIX (3PEIbIX) XUa3M MEKIY TOMOJIOTMYHbI-
MH XPOMOCOMaMH — JIOJDKHO OBLIO MPHUBECTH K POPMUPOBAHUIO TIEPBOTO JCIICHUS MEHO-
3a KaK peayKuuoHHoro aenenust xpomocoM (bormanos, 2003, 2008). Hepacxoxnenue ce-
CTPUHCKHX XPOMATH][ B IIEPBOM JICIICHIH MeH03a JOMHKHO OBbLIIO aBTOMAaTUYECKU TPUBE-
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CTHU K TOSIBJICHHIO BTOPOTO JelieHus 06e3 npeasaputenbHoro cuntesa JIHK, 6e3 permka-
LUK XPOMOCOM, TIOTOMY 4TO XPOMOCOMBI MTOCJI€ MIEPBOIO JIENEHHs IPOAOIIKAIN COCTOSTh
W3 IBYX XpOMAaTH/I, U KOHTPOJbHBIN MYHKT (check point) 11 BKIIIOUeHUS poLiecca perin-
Kalliu XpOMOCOM OcTaBajics He BKIoueHHBIM (bormanos, 2003).

Bosznukaror Bonpocsl. 1. [ToueMy ke y OpraHu3MoB C XOJIOLEHTPUYECKUMH XPOMOCO-
MaMH BO3HUKJIa MHBEPCHUS MOPSIKA PACXOKICHNUA HECECTPUHCKUX U CECTPUHCKUX XPO-
Mmarua? 2. Heyxenu 3Ta uHBepcHs ObL1a BTOPHYHOMN?

[a, uaBepcust Meiio3a — BTOPUYHA, U MOSICHEHUE CIICAYET (2 Ha MEepBbI BOMPOC OT-
BET JIaH B pazJieie 0 CMEIIaHHOM Ture Meiio3a). [Ipeamnonoxenue o ToM, YTO HHBEPTUPO-
BAaHHBIN ME03 — JPEBHUM, UCTOPUYECKU UCXOJHBIN BapUaHT TaljIonIn3alui JUILIOUI-
HBIX KJIETOK, — OBLI0 ObI BecbMa yIpomeHHbIM. OHO MPeCTaBIseTCsl HECOCTOSATEIBHBIM.
OHO HepeaTnCcTHYHO MOTOMY, YTO, KaK MBI BUJICIH, HHBEPTHPOBAHHBIN Mei03 oOmamaet
TEMH K€ MEXaHHU3MaMH PEKOMOMHAIIMK XPOMOCOM, YTO U KIIACCHUYECKHUI Mei03 (peKoMOu-
Hall¥sg Ha OCHOBE pernapanuu JByHUTeBBIX pa3pbiBoB JIHK, croxHBINH BcrioMorarenbHbINH
MEXaHU3M CTaOMIM3alui PEKOMOMHAIIMK C TIOMOIBIO CHHANITOHEMHBIX KOMIUIEKCOB),
3TOT MEXaHU3M IBOJIFOLIMOHHO-UCTOPUYECKH, HECOMHEHHO, ObIIT OCHOBOM Meiio3a. OcTaét-
CsI IPEIIIOJIOKUTD, YTO MHBEPTUPOBAHHBIN Meii03 copMuposaiicsi BropuuHo. OH, 1Mo 000-
caoBanHoMmy MHeHHto (Wrensch et al., 1993), cran 10BOIBHO MPOCTHIM CIICICTBUEM TTPHU-
CTIOCOOJIEHHST XOIOIEHTPHYECKAX XPOMOCOM K (PyHIaMEHTAILHBIM MEXaHU3MaM PEKOM-
OVHALUK ¥ TeX BHYTPHKIETOYHBIX MOJICKYJSIPHBIX ITPOIIECCOB, O KOTOPBIX CKa3aHO B Hava-
JIe 3TOTO pa3ena. Takke BTOpUYHO BO3HUK MApTEHOTeHE3 Y T Acyrthosiphon pisum, n6o
npoduIIk SKCIIpeccuy e€ TeHOMa CBHJICTENILCTBYET O IPUCYTCTBHUH Y STOTO B OCHOBHBIX
reHOB MeHoTn4ecKkoil pekomOrHammu (Srinivasan et al., 2010, 2014).

MOHOIEHTPHYECKUE XPOMOCOMBI OPTaHM30BaHbI OoJiee BBHITOJHO, YeM XOJIOICHTPH-
qyeckue, Oonee yaIoOHBI ISl anmapara Jilo0oro KJIETOYHOTO JIeJICHHs, KAK MUTO03a, TaK
Meio3a. Kpome Toro, korna meHTpomMepa y XpoMOCOMBI €MHCTBEHHas!, TO 3TO JeJaeT
OOJIBIIYIO YaCTh XPOMOCOMBI JIOCTYITHOM Il PEKOMOWHAIINHY, KOO B MIPUIIEHTPOMEPHOM
XpOMaTuHe PeKOMOMHAINH He ObIBaeT. BcE 3T0 BMecTe — MpHU3HAK MPOrPEeCCHBHOM Op-
raHU3alui MOHOIIEHTPUYECKOM XPOMOCOMBI. XpPOMOCOMBI C MHOKECTBEHHBIMU LIEHTPO-
MepaMH MOIVIM BO3HUKHYTh NEPBUYHO, HO B XOJI€ IBOJIOIUU OHHU COXPAHUIIUCH JINIIb Y
apXanyHBIX OPTaHMU3MOB: YEITYEKPBIIbIX, TIeH, YePBEIIOB U IIUTOBOK, OKAa3aBIINXCA TY-
MTMKOBBIMH BETBSIMH 3BOMIONMHU. [Ipy HAMM4YMK B TeHEPaTUBHBIX KJIETKAaX Pa3BUTOTO Me-
XaHU3Ma PEeKOMOMHAIMH JIJIs 3aKpeTUIeHHS 3a TIOIMIEHTPHUYECKUMH (XOJIOIEHTPUYECKHU-
MH) XpOMOCOMaMH 3KBAlIMOHHOTO TEPBOTO JICJIEHHs MeH03a, BO3MOXKHO, HY>KHO OBLIO
TOJIBKO OJIHO: OTCYTCTBHE CIEHU(PHUECKOro Oelika, 3aIlMIIAI0NIero KOre3HHbl EHTPO-
MEpHBIX PaiOHOB CECTPUHCKHX XpoMaTua B xone MeTadassl | n anadassl [ oT «manoBo-
ro» pa3pylIeHus X CENapuHOM, TO €CTh COXPAHEHUS CTaTyca, XapaKTepHOTo JJIsl MUTO-
3a. 3alIUTHUKAMU [IEHTPOMEPHON KOTE€3UU XpoMaTu B Metiose | ciyxar MeioTudeckue
oenku-myromunbl (Watanabe, 2005; Peters et al., 2008; Gutierrez-Caballero et al., 2012;
Zamariola et al., 2014; I'pumaesa u ap., 2015). [Tpuxoaurcst NpeamoNoxKuTh, 4T0 y opra-
HU3MOB C HHBEPTHPOBaHHBIM MEHO30M HET crenn(puiecki MEHOTUIECKHUX IITYTOIIUHOB.
3TO MOXKHO TIPOBEPUTH, OTHAKO HAJ0 UMETh JaHHBIC O MOJHOM IpoTeoMe (Habope Oen-
KOB) 3THX opraHu3moB. CorllacHO MCCIIeIOBaHHIO, BHITIOJTHEHHOMY B Halllel Jlaboparo-
puH MeTonamMu OMOMH(OPMATUKH, MEHOTHUECKUE IIYTOIIUHBI, 3alUIIAIONIIe IEHTPO-
MEpHYIO KOT€3HI0 CeCTPUHCKHIX XpomaThl B MeTadase | u anadaze [, umeror Oonee koH-
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cepBaruBHBIH C-KOHIIEBOH MOTHB, YeM MUTOTHYECKHE IYTOMIMHBI. JTa criequduyecKas
[10CJIEZI0BATEIbHOCTh AMUHOKHUCIIOTHBIX OCTAaTKOB (PaJMKaIOB B MOJUMNENTHIHON LS )
oOoraileHa apruHMHOM (IO KpaifHel Mepe, y ITO3BOHOYHBIX) M UMEET MOBBIILIEHHYIO CIIO-
COOHOCTB CBsI3bIBaThCS BojopoaubiMu cBsizsamu ¢ JIHK (Grishaeva et al., 2016). Moxer
OBITh, UMEHHO TI03TOMY MeHoTndeckue myromunsl (kak SGO1, tak u SGO2), conepxa-
[IUE TOT AaMUHOKHUCIIOTHBIN MOTHUB, POYHEe CBsI3aHbI ¢ ienTpoMepHoii JIHK (B kmaccu-
YEeCKOM Me03€e), ¥ 3Ta CBA3b 3alUIIAeT UIYTOIINH, a TEM CaMbIM M KOT€3UH, OT Jerpaja-
uun B Metadase 1. Eciam xononeHTpruieckrne XpoMoCOMBI JIMIIEHB MEH03-CIeupUIHOTO
LIYTOIINHA, TOTJIa OHU BBIHYKACHBI OAUMHATHCS 3aKOHAM MHUTO3a U HE MOTYT MPEeaoT-
BpaTUTh Pa3beJUHEHUS CECTPUHCKHUX XpoMaTu B aHadase | 1 HKBaIlMOHHOM cerperaunu
XpPOMOCOM. DTO — OTBET Ha BTOPO BOIPOC, 3aJJaHHBII BBIIIIE.

Ho nouemy nocne meitosa | y opraHu3MoB ¢ HHBEPTUPOBAaHHBIM ME030M HE HauMHa-
€TCs HOBBIM LIMKJI pEIIMKAI[MK XpOMOCOM U Mei103 II HacTymaeT rnocie KOpoTKoro HHTep-
kuHe3a? OcTtaéres MpeanoiaokuTh, YTO MONAPHOE COCANHEHNE HececmpuHCKUx Xpoma-
THUJI BO BpeMsI MHTepKUHe3a (BToOpHUYHbIe OMBaieHThl, Bongiomi et al., 2004; Cabral et al.,
2014; Heckmann et al., 2014), onricanHOE B 3TO# IV1aBe, BOCIPUHUMAETCS KOHTPOJIbHBIM
nyHkToM perutnkanmu JIHK kak 3amper ams 3amycka 3Toil peruivkannm, To €CTh CIYKHUT
TaKUM JKe 3alIpeToM, KaKk COXpaHEHHe mociie Meio3a [ CBsI3u AByX CECTPHHCKUX XpoMa-
THUJI IPH KJIaccuaeckoM Meitose (Murrey, Szostack, 1985). Takas npuunna Tem Gonee Be-
pOATHA, YTO Y OpraHU3MOB C MHBEPTHPOBAHHBIM MEWO30M LIEHTPOMEPHI MHOKECTBEH-
HbIC, U HEOOXOIUMO HEU3MEPUMO OOJIbIIEe MOJICKYIT IIYTOIIMHA, YeM JJIsSi MOHOIICHTpPH-
YECKHX XPOMOCOM, YTOOBI OJIOKMPOBaTh pa3beJUHEHUE CECTPUHCKUX XpomaTu. [1o3To-
My ciabbiit MeloTHueckuit amiens reHa SGO Mor B X0JI€ SBOIIOIHNH Meiio3a y 3THX Op-
TraHU3MOB MIPUBECTH K TOTEPE CUETUIEHHOCTH (KOT€3UH) CECTPUHCKUX XPOMAaTH/I U K 3K-
BAI[MOHHOMY XapakKTepy MepBOro JAeJIeHHUs Meio3a. DTO yHpoIeHHOe TPEeAnoIoKeHHe,
HO €ro MOJKHO MPOBEPHUTH, KaK TOJILKO MOSBUTCS paciin(poBKa reHOMa Y OPTaHU3MOB C
WHBEPTHPOBAHHBIM MEH030M M JOCTATOYHAS HHPOPMAIIHS O CTPYKTYPE UX HIYTOLIHHOB.

B 1o1p3y BTOpUYHOTO NMPOUCXOKACHNUS MHBEPTHUPOBAHHOTO MeH03a CBUAETEIbCTBYET
TaKKe BTOPUYHO YIPOIIEHHAs: 0011asi MOp(HOJIOTrHs HACEKOMBIX, HOCUTEJICH TaKOTO Mek-
032 — KOKITH/I.

Bonpoc o naubonee opegnem mune uneepmuposannozo meiioza. IToT BOIPOC pe-
IaeTcs B MONIb3y Tuma Puto kak Hanbomnee yHUBEepcanbHOTO, 0a30BOr0 THMA Meiio3a. Ho
JIeKaHOWIHBIIN TUII TaKXKe, HECOMHEHHO, apXandeH, U, BO3MOYKHO, TAKUM MOT OBITh OJIMH
13 IPOTOTUIIOB MeH03a y JIPEBHUX OJHOKJIETOYHBIX 3YKapHOT, KaKk CIIoco0 BO3Bpara OT
JUTUIOMTHOTO COCTOSIHMSI K TaIUIOUIHOMY 0e3 pekoMOuHanuu xpomocoM (Raikov, 1995;
Cepagun, ['yakos, 1999; Cavalier-Smith, 2000; Egel, Penny 2007). OqHako 0CHOBHOMI
Ty Th HBOJIIOIIMH Mei03a IMOCTPOEH Ha IpeBHEM MeXaHU3Me PEKOMOMHAIIMOHHOM penapa-
uunu nospexaennit JIHK, npeBparusiiemcs: B peKoMONHAINIO TOMOJIOTHYHBIX XPOMOCOM
1 KpoccuHrosep. J1oT myTh Mertabonuszma JIHK BMecTe ¢ JOMONHUTENBHBIMUA CTPYK-
TypamMH U SBJICHMSAMHU (ammapar BepeTeHa KJIETOYHOro JeleHus, OJ0Kajga pazbeluHe-
HUS HEHTPOMEP CECTPUHCKUX XPOMATH/I) CTaJl OCHOBOM ISl MEXaHW3Ma «KaHOHUYECKO-
ro» meiio3a (bormanos, 2003, 2008; Marcon, Moens, 2005; Egel, Penny, 2007; Wilkins,
Holliday, 2009).
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KoHcepBatnam 1 U3BMEHYMBOCTb GEJIKOB
CUHANTOHEMHOTO KOMIUIEKCA

CunantoneMuble komruiekchl (CK) BpeMEeHHO COEAMHSIOT TOMOJOTHYHBIE XPOMO-
combl B Tipodaze | n co3maroT ycinoBus Ui TOYHOTO U PAaBHOTO KPOCCHUHIOBEpa U
ero untepdepenuun. benku CK obmanator 60-80%-Ho# romosorueii B npeaenax
KJlacca MIICKOIMTAIOIINX, HO oTiandatoTcst ot 6enxoB CK y rpuboB, HACEKOMBIX U
pacTeHni, OTHaKO UX JIOMEHHAs OpraHM3alns 1 KOH(POpMaIus aHATOTHIHBI. TakuM
o0pazom, HeromosnormgHble Oenku CK BBIMONHAIOT B pPa3HBIX TaKCOHAX OIWHAKO-
Bble (DyHKIMH. FIMEHHO CXOICTBO BHICIINX YPOBHEH OpraHU3aliy CIIeHU(PUIECKIX
0eKoB Meiio3a Mo3BOoJISIET UM (POPMHUPOBATH aHAJIOTMYHBIE CYOKIICTOYHBIE CTPYKTY-
PBI ¥ CO3/1aBaTh CXOACTBO [IUTOJIOTUYECKOI CTPYKTYPBI M (PyHKIUH MEHOTHYECKNX
kietok. Koncrpykiust CK y pa3HBIX OpraHu3MOB 3aBHCHUT OT (DPHU3HMUECKON JUTHHBI
HYKJICOTIPOTCHIHBIX (PIIaMEHTOB, 00pa30BaHHBIX 3’ -koHIamu onHoHUTeBOH JTHK
B caliTaX OBYHHUTEBHIX pa3pbiBoB JIHK ¥ MOKPHITHIX YEXJTOM M3 MOJEKYN OEIKOB
Rad51 unmu Rad51 u DMC1. B opranusaiu CK 005bIinyio posib Urpaet camocoop-
Ka ero CTPYKTYpPHBIX OCIIKOB.

VYV OMHOKJIETOYHBIX SYKApHOT C pa3MepaMu XpoMocoM cBeimie 107 map HyKJIeOTHIOB,
OpPraHM30BaHHbBIX CIOXKHEE, YeM y A. nidulans u S. pombe, XpOMOCOMHBIC OCH (JIMHEH-
HBIE DJIEMEHTBI XPOMOCOM) COEJIUHSIFOTCSI TIONMApHO C TIOMOIIBI0 OEITKOBON «3aCTEKKH-
MOJIHUM» B JIBYXOCEBYIO CTPYKTYpPY, IMEHYEMYIO CHHAIITOHEMHBIM KOMIIJIEKCOM (COKpa-
meraHo CK mmn SC B aHTIHIICKON TPAaHCKPHUIIINH, OT TPEUSCKUX CIIOB «Synaptos» — co-
CIIMHCHHBIH U «Nema» — HUTh). belkoBbIe XpOMOCOMHBIE OCH TIPEBPAIIAIOTCS B JlaTe-
panbHble 3neMeHThl (JID) 3Toit HoBOM OmnatepaibHOl CTPYyKTYypHl. I[lomapHoe coennne-
HUE OETKOBBIX OCel MPOUCXOAUT BO BpeMs mpodassl I Meiio3a u sABisgeTcs MEXaHU3MOM
CHHATCHCa (TECHOTO COCAMHEHMSI) XPOMOCOM. POJIb «3aCTEKKU-MOIHUI» Y JPOACKEH
S. cerevisiae BpmonsieT 0enok Zipl (puc. 14.1).

COG}II/IHGHI/Ie TMEPEKPLIBAOIIUXCA SY6]_IOB «B3aCTCXKKN» BLIITIAAUT OO 3JICKTPOHHBIM
MHUKPOCKOTIOM KaK TPEThs, IIeHTpanbHasd, nonoca (puc. 14.2 u 14.3) u umenyercs 1eH-
TpansHeIM deMeHToM CK, a xpoMocomubIe ocH, momnapHo coeanHeHnbie B CK, HOCIT
Ha3BaHUC C€To JIaTCpaIbHbIX 3JICMCHTOB. EZIBa JI1 HE €ANHCTBCHHBIM HCKIIOYCHUEM SB-
nsietcst Hemarona Caenorhabditis elegans, y KOTOpOH HET BBIPAKEHHOTO I[CHTPAIBHOIO
atemenTa (Goldstein, 1985). CK cyiiecTByeT OrpaHi4eHHOE BPEMS U TOJILKO BO BpeMs
CTaauu IMaXUTCHBI KIIACCUYCCKOI'O Meno3a n pacnagacTcsa myTeM MOoCTCIICHHOI'O «IE€MOH-
Taxka» B xoxe cranuu quiuioteHsl (Fedotova et al., 1989; Konomuern u ap., 2001, Cuma-
HOBCKHI1 1 1p., 2014).

Korna (B 50-e ronpr XX Beka) B MPAKTUKY IIUTOJIOTHUH BOILIA 3JIEKTPOHHAS MUKPOCKO-
IUA, UCCIICA0BATCIIN BIIEPBLIC YBUACIIU 1101 SJICKTPOHHBIM MUKPOCKOIIOM, YTO SIKOOBI my-
cTas LIEeJIb MEXY KOHBIOTUPYIOIUMA T'OMOJIOTHYHBIMU XPOMOCOMaMU CTPYKTYpHUPOBa-
Ha. DTa CyOMHKPOCKOMUYECKas CTPYKTypa (YIBTPacTpyKTypa) OKa3zajach BeChMa CI0XK-
HOH M OIMHAKOBOH B criepMaTonuTax y peanoro paka Cambarus clarkii (Moses, 1956) u
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Puc. 14.1. Cxema popMHupOBaHUS MONEPEUHBIX (HUIAMEHTOB (3yOLI0B 3aCTEKKH-CMOIHUM)
H3 TUMEPOB UHTECPMCIANATHBIX GCHKOB B ICHTPAJIbHOM ITPOCTPAHCTBEC CUHAIITOHEMHOI'O
KOMILJIEKCa.

VY S. cerevisiae 1o 6enok Zipl, y muekonuratonux — SCP1. C u N — cooTBeTcTByOIIHE
KOHIIbI OEJIKOBBIX MOJIEKYJI; X — YCJIIOBHOE 0003HAYCHHUE METENb XPOMaTHHa;

JID — narepanbHsiii anement CK. Ilo: bormanos u ap. 2002a, 0.

y nomoBo# Meimu (Fawsett, 1956), CtpykTypa Oblila Ha3BaHa CHHAIITOHEMHBIM KOMILIEK-
coM (CK, cm. Boitre). [1o Mepe HaKoOIUIEHHS TaHHBIX CTaJIO SICHO, YTO Y Pa3HBIX dyKapuoT
OT IpOxXcoKelt 1o yenoBeka 1uiaH crpoenus: CK ogrHakoB, XOTs pa3Mephl U IeTall TOHKON
CTPYKTYpbI ObIBaroT Buocnennduaasivu (Zickler, Kleckner, 1999).

CK oOnapysxeH B ipodase | Meiio3a y MHOTHX COTEH BHJIOB U3 BCEX LIAPCTB dYKapH-
OT, HaUWHAs C OTHOKJIETOYHBIX BOAOPOCIICH, rpOOB ¥ MIPOTHCTOB U BKIFOYAsT BCEX M3Y-
YEHHBIX MHOTOKJIETOYHBIX (puc. 14.2). EcTh eIMHUYHBIE NCKITFOYCHHS, CBA3aHHBIC C I10-
JIOM, ¥ O HUX cHenuanbHas peus B m1aBax 3, 4 u 10—13. Ctpykrype n ¢pynxuausm CK no-
CBSIIIIEHO MHOXKECTBO 0030pHBIX mybOnukanuii (Moses, 1968; bornanos, 1971, 1975; von
Wettstein et al., 1984; Raikov, 1995; Zickler, Kleckner, 1999; Borner et al., 2004; Page,
Hawley, 2004, Gerton, Hawley, 2005; bormanos, Konomuer, 2007, u ap.).

HeranbHas ynsrpactpykrypa CK m3yueHa y necsaTKOB OMOIOTUYECKUX BHIIOB, TIPE/I-
CTaBUTEJEH pa3HBIX IIAPCTB, OTHAKO COCTAB €T0 MOJICKYIIIPHBIX KOMITOHEHTOB — B OCHOB-
HOM, Y «MOJIEITHHBIX» OPTaHMU3MOB: acKOMUIIeTa S. cerevisiae, Hemaronbl Caenorhabditis
elegans, TOMOBOW MBITIH, Ta0OPATOPHON KPBICHI, YEIOBEKa U B MEHbBINICH CTETICHH — Y
Drosophila melanogaster, pacteanii Arabidopsis thaliana, Zea mays u 0JHOTO U3 BUJIOB
xomsukoB (Heyting, 1996; Ilenkuna u mp., 2002; Page, Hawley, 2004). 3nanus o 6en-
kax, popmupyronmx CK y pa3HBIX OPraHW3MOB, CYNIECTBEHHO MOMOJHIIINCH B Hadase
XXI B. 6maromapsi CEKBEHHPOBAaHUIO TEHOMOB U aHHOTHPOBAHHIO OEJIKOB HA OCHOBE Me-
tonoB ononHpopmaruku (I’ pumaesa, bornanos, 2013; Grishaeva, Bogdanov, 2014).

Uccnenosats CK OnHOKIETOYHBIX OpraHu3MOB cioxHee, yeM CK MHOrOKJIETOUHBIX,
M3-32 MaJIbIX Pa3MepoB ATUX OPraHU3MOB U Pa3HOOOPa3HBIX 0COOCHHOCTEW WX YKU3HEH-
HbIX nuKiIoB. Ho apxeackomuuetsl S. pombe (xnacc Taphrinomycetes) n HU3ILIME acko-
MUILETH S. cerevisiae (kacc Endomycetes) oka3zaimch yaauHbIMU MOJCIISIME JJISI U3yde-
HUS SBOJIIOIMH Me03a. DTH MPEJICTABUTENN JTOBOJILHO OOJBIIOTO OT/IENa ACKOMHUIIETOB,
HECMOTPS Ha HIMPOKYI0 M3MEHYMBOCTh U OBICTPYIO IMOTEPI0 U MPHUOOPETEHUE HOBBIX T'e-
HOB, HE BBIIIUIM M3 PAMOK CBOEH OHMOJIOTMU M OCTaJKCh JIPEBHEH KOHCEPBATHBHOW TPYII-



Iasa 14. Benku cHHATITOHEMHBIX KOMILIEKCOB 233

Puc. 14.2. DnekTpoHHO-MUKpOCKOTIYecKkas pororpadus yIsTpaTOHKOTO cpe3a KIETOYHOTO
spa CriepMaToNTa CBUHOM acKapuIbl Ascaris suum.

BuHb! IpoAoNbHbIE CPE3bl CHHAIITOHEMHBIX KOMILIEKCOB U OKPYXKAIOIIUE X XPOMOMEPBI —
DIBIOB! TIOTHOTO XpoMaTtuHa. OpHUrHHaIL.

- o™

Puc. 14.3. CunanToHEeMHBIE KOMIUIEKCHI B SAPE CIIEPMATOIUTA TOMOBON MBIIIIH.

DT0 yIABTPAaTOHKHUI cpe3, Mo3ToMy Ipu nmoBopote ATHHOTo CK («TBHCT») OMUH 13 JaTepaIbHbBIX
3JIEMEHTOB HE MOMNaJacT B cpe3. JByms OenbIMM CTpeIKaMu yKa3aH HOIEPEIHbIN Cpe3 Ipyroro
CK, 1 BUIHBI TOJIBKO €r0 JIaTepasIbHbIC JIEMEHTHI HEPABHOMN TOJIIMHEL Bble Genbivu

OykBamu yKka3aH kopoTkuii cpe3 Tpethero CK. Bokpyr Bcex CK BHIHBI Cpe3bl TaTepaIbHBIX
nerenb XxpomaruHa. SIM — snepuas memOpana. OM ¢dororpadus E.M. TopuyHr n3 apxusa
Jlaboparopun nutorenetnxu OI'en PAH.
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no#t (Dujon, 2006). BaxxHo, 4TO B 3TOM rpyIe cyM4aTblX aCKOMHUIIETOB MPOU3OLLIA JAU-
BEpreHnys 1Mo Npu3HakaMm Mmeiosa: S. pombe u S. cerevisiae UMEIOT OAMHAKOBBIC pa3me-
pbI reHOMOB (0koJ10 10°1.H.), HO Y S. pombe eCTb TOIBKO JIMHEHHBIC 3JIEMEHTBI XPOMOCOM,
ay S. cerevisiae — nomHouenusiii CK. [Ipu atom y S. pombe ramionanoe 4ucio Xpomo-
coM —3,ay S. cerevisiae — 16. B nanpHeiinemM U310KeHUN MbI OITUPAEMCS, B OCHOBHOM,
Ha JaHHBIE, ony4eHHble pu u3ydeHnn CK y S. cerevisiae, BbICIIMX pacTeHUH U MJIEKO-
MUTAIOIINX, UCIIONB3Ys TO 0OCTOSITENBCTBO, YTO CXEMa OPraHU3aLNH U YIBTPACTPYKTYpHAsI
mopdonorust CK y Hux He paznuuarorcs (Wettstein et al., 1984) u uTo cymiecTByOT psibl
TOMOJIOTHYHON (MyTanoHHOM) n3meHunBoctH CK, aHamormunsle BaBunoBckuM psaam
romostoruuHoi m3MeHunBocty (bormanos, 2003, 2004; Bogdanov et al., 2007).

OtHocurenbHo QyHKIM CK cynecTByeT HeCKOJIBKO MPEAONI0KEHUH, U IPU STOM HH
OJIHO M3 HUX HE UCKIIIoUaeT apyrux. Kakmpoe u3 HUX UMeeT Kakue-To MOATBEPKACHUS 1
HE UMEeT ONPOBEPKEHUIT; MO-BUANMOMY, BCE OHU cIipaBeanBbl. OCHOBHON BOMPOC, KO-
TOPBII OCTAETCs PeIUTh, COCTOUT B TOM, Kakasi W3 3TUX (YHKIUH ObUla MEpBUYHON B
xojie HBoJroNKH. [TopsoK H3I0KEeHUs STHX QYHKIMH N3MEHEH 10 CPaBHEHHIO C TPE/IbI-
nyuieit myonukanueii (bornanos, 2008).

@yukyua 1. CK ydacTByeT B opranuzanuu npodasHoil MEHOTHYECKOW XPOMOCOMBI.
OceBble IIEMEHTBI XPOMOCOM (Ha CTaJIHsIX JICITOTEHBI U 3UTOTEHBI Mel03a) cIIyKaT uje-
anbHBIMU OcsiMu, a CK Ha cTaann maxuTeHbl — KapKacoM, K KOTOPOMY KPEISITCS METIH
xpomaruHa. [Tockonbky CK pacrnionaraercsi o ocH MaxuTEHHOTO OMBAJICHTa, TO BO3HU-
KaeT OuiarepajibHas OpraHu3anusi OMBaJICHTa TOMOJIOTHYHBIX XPOMOCOM: TETIN XpoMa-
THHA pacnonaratorces mo 0oe ctopons! or CK. Takas opranusaius mapbl XpoMOCOM —
3pPeKTUBHOE «M300pEeTEHHE) MPUPOJIBI, TIO3BOIUBILEE TOYHO COTIOCTABIISITH OCHOBAHUS
HeTeNb XPOMaTHHA (TOMOJIOTHYHBIX XPOMOMED) B TPEXMEPHOM MPOCTPAHCTBE KIETOUHO-
ro siapa. [To-BuauMoMy, 3TO MPOCTEHUIINHI, €CJIM HE eMHCTBEHHBIH, clIocod BHECTH TO-
PSIOK ¥ TOYHOCTB B TMPOLIECC B3aMMHOTO Y3HABaHUS JIOKYCOB TOMOJIOTHYHBIX XPOMOCOM
U 00CCICYUTh JIOCTATOYHYIO TOYHOCThH (FOMOJIOTHIO) peKOMOMHAIMU B Meio3e. Takyro
poib CK B MexaHN3Me B3aMMHOTO «y3HAaBAaHHS» TOMOJIOTHYHBIX JIOKYCOB, UX CHHAIICHCA
(TecHOro NaTepaabHOTO KOHTAKTa) M KPOCCHHTOBEPa MPU3HAIOT aBTOPHI BCEX COBPEMEH-
HBIX MOJICJICH OpraHM3aluu MeoThudeckor xpomocomsl (Stack, Anderson, 2001; Jlana-
e u ap., 2005; Kleckner, 2006).

@yukyus 2. CK neodbxomaum i popmupoBanus xuazm. OOOCHOBaHUEM ITOTO CITy-
*uT 10, uT0 CK He hopMupyercs y TexX BUIOB HU3LIUX 3YKAPHOT (Harpumep, y S. pombe
u A. nidulans), y xotopbix Het xua3m (Roeder, 1997; Zickler, Kleckner, 1999). Yuactys
B (opmupoBanun xua3m, CK co3naer naTepdepeHIi0 KPOCCHHIOBEPA, T.e. OTPaHUYH-
BaeT YKMCIIO COOBITUI KPOCCHHTOBEPA, & UMEHHO: B pe3yJibTare HHTep(epeHIInH 3TH CO-
OBITHS MOTYT MPOUCXOIUTH HE ONIIKE OHO OT APYTOro, YeM Ha OMpPENeICHHOM PacCTo-
SIHUA TEHETHYECKON M (PU3UUECKOM KapThl XpoMocoM. HTepdepeHInu KpocCuHroBepa
HeT HU Y S. pombe, un 'y A. nidulans. Untepdepenius kpoccuHroepa (HO He caM Kpoc-
CUHIOBEp) MCUE3aeT Y MYTaHTOB zipl S. cerevisiae, y KOTOPbIX HapyiieHO (HOPMHUPOBaA-
aure CK (Tung, Roeder, 1998). [Ipu nHBepcuu Wiu TpaHCIIOKalMU UHTEp(EpEeHIUs Kpoc-
CHHTOBEpa U XHa3M y MBIIIU U KyKYpy3bl CHIJKACTCS M JJa)Ke MEHSAET 3HaK (T.€. JJOKYCHI
KPOCCHHTOBEpa COMMIKAIOTCS) OKOJIO TOYKH pa3pbIBa XpOMOCOM, IMEHHO TaM, TJie IPOHC-
XOJUT BBI3BaHHAS TEPECTPOHKON CMEHa MapTHEPOB CIIapUBaHMsI M CMEHA JIaTEPaTbHBIX
anemenToB CK (Borodin et al., 1991; Auger, Sheridan, 2001).
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dopmanbHast npuunHa, o kotopoit CK onpenenser naTepdEepeHII0 KPOCCHHIOBEpa,
COCTOUT B TOM, YTO OH HECET BHYTpH ce0s1 peKoMOMHAIMOHHbIE y3enku (PY) — cyOmu-
KPOCKOITMYECKHE CTPYKTYPBI, COAEPIKaIINe KOMIUIEKCH ()epMEHTOB pPEeKOMOWHALINT, — U
PV mno kaxoii-To npuurHe He MOTyT pacrojararbest Baoib CK Gnuxe, uem paccrosiHue
unrepdepenunn. [lpuunna «unrepdepenuum» camux PY ocraercs 3arankoi. @opmu-
pOBaHME U COXpaHEHHE XHa3M JI0 Hadana aHadasbl | Melio3a 1 peryisiuuio pacnpeaese-
HUS XMa3M 10 XPOMOCOME MOXHO Ha3BaTh reHetnueckoit ¢pynkuueii CK. JIrobas mapa ro-
MOJIOTHYHBIX XPOMOCOM MOXKET NMPaBUIILHO CErperuponarh B Meiose | monvko npu ycno-
6uu, 4TO B HEHl GOpMUpPYETCS U coXpaHsieTcs 10 Hadana aHadassl | XoTst Obl oHa XHa3-
Ma. B mpoTHBHOM ciydae ¢ BBICOKOH BEPOSITHOCTBIO BO3HHMKAET aHEYIUIOWIHS MO AaH-
HOH XpOMOCOME.

@ynukyus 3. CK HyX)eH 71 TOr0, YTOOBI TOMOJIOTUYHBIE XPOMOCOMEI TPU CHIapuBa-
HUH HE COeTUHSITICH OBl HEOOPAaTHMO, KaK B SIIpax KJIETOK CIIOHHBIX Kene3 y Ipo3odu-
nbl 1 Apyrux Diptera (e TOMOJIOTH CHHANTUPOBAHBI), HO COXPAHSIIM Obl BO3MOKHOCTh
paszoiituck B anadase I meiioza. Takum o6pazom, CK He TOJIBKO COCAMHSET FOMOIOTHY-
HBIE XPOMOCOMBI, HO TIPH 3TOM HE JIaeT UM «CKIICHTHCS», YIEPKHUBAsI UX HA PACCTOSHUU
70—-120 uMm, noctarouHoM st pabotel RecA-nono0OHeix OenkoB (Rad51, Dmcl), «imo-
CpeaHHUKOBY mpu kpoccuHrosepe (borganos, 1975). O0paTuMoCTh CHHAIICKCA a0COIOT-
HO HEoOXoJuMa, NOO MHAue TOMOJIOTUYHBIE XPOMOCOMBI HE CMOIIIM OBl PaCXOIHUTHCS K
Pa3HBIM MOIIOCaM, U BMECTO PEAYKIIMH YHCIIa XPOMOCOM MPOUCXOMIIa OBl UX TOJUTE-
Huzanmsa. OOpaTHMOCTh CHHAIICHCA Pean3yeTcsl BO BpeMsl CTaiuu TUILTOoTeHbI. Ha aToi
cragun CK pacnanmaercst BO Becex JIOKycax, KpoMe JIokycoB xua3Mm (Rasmussen, Holm,
1978; Kundu, Bogdanov, 1979; Fedotova et al., 1989). ['oMonorn4yaeie XpoMOCOMBI, B3a-
WMHO OTTOJIKHYBIIIUECS BO BCEX JIOKYCaX, KpOME JIOKYCOB XHa3M, BBICTPAHUBAIOTCS B BHJIC
OMBaJICHTOB Ha PKBaTOpEe BepeTeHa B MeTadase I. OHM rOTOBBI pa3beTUHHUTHCS U pa3oi-
THUCh K MOJFOCAM, KaK TOJIBKO OCBOOOISATCS OT XHa3M.

Urak, CK cranu Mop}h0o30M BBICHIETO MOPSIIKAa B SBOJIIOIUU OJHOKJIETOYHBIX DyKa-
pPHOT, 00ECTIEYNBIINM HOBYIO, MPOTPECCUBHYIO KIETOUYHYIO OpraHuzanuio. Tum neme-
HUS KJIeTKH, ucnonb3yromuil CK B kauecTBe CTPyKTYphl, KoTOopas o0ecredrBacT Ha-
JIeKHYI0O OpraHu3alMio0 KPOCCHHIOBEpa M XHa3M, MOMNapHOE COEeIMHEHHE XPOMOCOM,
a 3aTeM PeOyKIMIO MX YUCIa, CTall OCHOBHOW (HOPMOH KIETOYHOTO JEJICHUS B TOJIO-
BOM TIpOIIeCcCE BO BCEX HAPCTBAX 3YKAPHOT. DTOT THI JICJCHHUS Mbl HA3bIBAEM KJIACCH-
yecKkuM Mero3om. Crenyer 100aBUTh, YTO OTPAaHHUYCHHE YHCIa COOBITUI KPOCCHHTOBE-
pa Ha KKAYIO Mapy XpoMOcoM, 00yCIIOBICHHOE HHTep(hEepeHIIneH, — TOXKe TOJT0XKH-
TeJbHOE siBIeHHEe. Upe3MepHast 4acToTa KpOCCHHIOBEPa — HE CTOJIBKO «011aro» KoMou-
HATOPUKH, CKOJIBKO yrpo3a CTaOMIBbHOCTH aAalTallMOHHO BBITOAHBIX (DEHOTUIIOB. DTH
BOIPOCHI CTEIHAIBHO 00CYKIal0Tcs B APyrux myonukanusax (bormanos, 2003 u nutu-
pyemasi TaM JIuTepaTypa).

CK cranu apomopdozom (tepmun A.H. CeBepiioBa, npuMeHsIEMbI HAMH K OJIHO-
KJIETOYHBIM OpraHu3MaM) B BOJIIOIIMOHHOM Pa3BUTHUU OJHOKJIETOUYHBIX OPTaHU3MOB
(bormanos, 2003, 2008). OTa HOBalMs COXpPaHUIACH U NTPU MOSIBICHUN MHOTOKJIETOY-
HBIX 3yKapuoT. C MOSBIEHHEM MHOTOKJIETOYHOCTH U CHEIHUATN3aUN KIETOK, a 3a-
TeM TKaHel, QyHKIUs pa3MHOKEHUS JTOKAJIN30BaNIach B CIICIIMATM3UPOBAHHBIX TCHE-
paTHBHBIX KJIETKaX, KoTopble coxpaHmiu CK kak BBITOJHOE MPUOOpPETEHHE OTHOKIIC-
TOYHBIX DYKapHOT.
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DBOJTIIOLIMOHHA 3arazika 6ejyikoB
CUHAINTOHEMHbIX KOMIUIEKCOB U €€ peLleHne

Benku, u3 xotopeix chopmupoBanbl CK apoxokeii S. cerevisiae, He IMEIOT TOMOJIOTUU
nepBUYHOI cTpyKTypbl ¢ Oenkamu CK Hemaronsl C. elegans, npo30Guiibl, MIEKOTUTAIO-
LIMX ¥ PaCTEHHH. DTO HE YMBUTEIBHO, NOO IBOIIOIIMOHHOE PACCTOSTHAE MEXKY MIIEKOIIH-
TAIOIIMMHU U CyMYaTbIMU TPUOaMH BeTHKO. MI3BECTHO, 4TO MpH 00I1IeM OJJMHAKOBOM TLJIaHE
ctpoenust CK B 3TUX M IpyTryX TaKCOHAX MIMPHUHA U TOHKAs CTPYKTypa LEHTPAILHOTO MPo-
ctpanctBa CK 1 yabsTpacTpyKTypa ero jarepajibHbIX 3J€MEHTOB CHCHU(DUYHBI IJIs1 OTPS-
JIOB MJIM KJIACCOB, HO CHJIBHO Pa3InvaroTcs y TakcoHomuueckux turoB (Zickler, Kleckner,
1999; Ilenkuna u nap., 2002). Hanpuwmep, y ApoxoKe M HEMaTO IIUPUHA IIEHTPAJIHHOTO
npoctpancTBa CK (paccrosnue MexIy JarepaibHbIMU 31eMeHTaMu) — ropsaka 70 HM,

— %

, h o
KoresuHbl / 74 \‘v‘f

// J3: no:
Kpoccosepnas * Red1 | Zip1
HHK nnn nnv
SCP1

nnu BML

ci3)G ! Mih1

Puc. 14.4. Cxema ctpoenus cuHantToHeMHoro komiuiekca (CK).

1D — uenTpanbHblil 91emMenT, JID — natepaibHblil aneMeHT, OO — 0CeBOH dIeMEeHT
HEeCIMapeHHOH (JenToTeHHOH) XpoMocoMbl, JITIX — natepaibHble TETIN XPOMaTHHA,

CX — cecrpunckue xpomarusl, [1O — nonepeunsie GpuaMeHTs (3aCTeXKKA-MOIHHS),

PY — pexomOuHanmonHslit y3enok. Hopl, Redl, Zipl — Gesnxu apoxoxeit S. cerevisiae;

SCPI, 2, 3 — Oeaxy CHHANTOHEMHBIX KOMIIJIEKCOB MJICKOIIMTAIOIINX U YEJIOBEKA;

C(3)G — 6enok nmonepeunbix ¢puiamerroB CK D. melanogaster. [lon 0603HaueHIEM

PV BbIIIMCaHbl CUMBOJIBI OCHOBHBIX (DEPMEHTOB PEKOMOHMHAIINN, 0OHAPYKEHHBIX
UMMYHOLIMTOXMMUYECKH B PEKOMOMHALIMOHHBIX y3enkax. [1o: bornanos, 2003, ¢ ©3MEHEHUSIMH.
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a TOJIIKHA JaTepanbHbIX AneMeHToB CK — okono 15 aM. Y nTuil 310 cootBeTcTBEHHO 150
u 25 am (Wettstein et al., 1984). Ot uudpsl ciykaT COOTBETCTBEHHO HIKHHM H BEpX-
HUM Tpeaenamu nonepednsix pazmepoB CK mis Beex sykapuot. Pasmepst CK HacekoMbIx
1 MJICKOIUTAIOIINX COOTBETCTBYIOT CPEHEH 30HE 3TOro MHTEpBaja. Y HACEKOMBIX ICH-
TpajibHoe npoctpancTBo CK pemieryaroe, a y BRICHIMX paCTeHUH M MIEKOIHUTAIOIINX BECh-
Ma amopdHoe, Y Tpex BUIOB rpub0oB Ascobolus umeetcs BuaocnenupuuHas rnonepeyHas
HCYEPUYCHHOCTD JIaTepasibHbIX 2eMeHToB CK U, BeposTHO, BUoBas crienpuIHOCTh (Qop-
MUpYIOImMX ux 0enkoB (cM. bormanos, 1975). Bee 310 TOBOPHT 0 TOM, UTO B MAKPO360OMIO-
yuoHHOM TIIIaHe BUI0Bas yiabTpacTpykrypa CK — HeHTpanbHbIN MpH3HAK.

VYnuBurenbHo, uto st noctpoernss CK, mmeronero ognHaKoBbId IJIaH CTPOCHUS U
BBITOJTHSIOILIETO OIMHAKOBBIE (DYHKIMH, B SBOJIOIMOHHO IaJCKUX TaKCOHAX HCIIOJb3Y-
IOTCS CTPYKTYPHO HEroMoJornuHele Oenku (tadmn. 14.1, puc. 14.4).

Tabnuya 14.1.
Benku cunantoHeMubix kKomiiekcoB (CK) aykapuot. Ykaszaubl pyHKIIHOHAIBHbIE JJOMEHbI
B T€X CJIy4asix, KOIjia OHM U3BECTHBI, U KOJMYECTBO AaMHHOKHUCIIOT (a.K.) B GeJIKe.

BeJIkH HeHThaILHOro MpocTpancTBa CK Beiskn arepanbubix 31ementoB CK u npoune
1eHTp poctp oeaxn CK
O0o3Haye- | DYHKIHMOHAIbHbIE Amuna O0o3Hayenne PYHKUHOHATL- Amuna
e Genka [ — MOJIEKYJIbI, GenKa HbIE IOMEHbI | MOJIEKYJIbI,
a.K. oeaxa* a.K.
SMC
Zipl Sc** OakTepHabHbIH, 875 a.x. Hopl Sc HORMA 605 a.x.
Smc, AAA 13
ZYPlaAt |72 63“;;};3”"“"“ 871 ax. Redl Sc Recl0/Red1 827 a.x.
Hopl Sp —
JlBa GakTepHaIbHbIX KOMITIOHEHT
ZYP1b At SMC, PRK00409 856 a.x. MHEHHOTO RING finger 528 a.k.
SJIeMeHTa
Recl10 Sp —
C(3)G Dm | /B2 OaKTepuambhbix | oy, KOMITORCHT Recl10/Redl 791 a.x.
SMC JTMHEHHOTO
JNIeMEeHTa
CORONA HORMA,

Dm - 207 a.x. ASY1 At SWIRM 596 a.x.
SYP-1 Ce Smc 489 a.kx. ASY2 At HORMA 1399 a.k.
SYP-2 Ce - 213 ax. CQMDm | Rad2IRec8 N1 gpp,

KOTE€3MHOBBII
syp3ce | SN plant, 224 ax. HIM-3 Ce HORMA 291 ax.
lipase like
SYP-4 Ce — 605 a.x. SYCP2 Dr — 995 a.x.
SYCPI1 Dr SCP-1 537 a.x. SYCP3-like Dr CORI 240 a.x.
. SC65 Dr —
SYC]]gl—hke - 206 a.k. synaptonemal 6arl?§acﬁ5; zizlﬁ 426 a.x.
complex protein P
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Tabnuua 14.1. (oxonuanue)

BelkH HeHTDANBLHOIe HDocTpancrsa CK Beaxu aarepanbHbix 3eMenToB CK 1 mpoune
1enTp poctp oeaxn CK
O6o03Haue- | PyHKINOHAJIBHBIE Aomna O0o03HaUYeHnE PyHKUHOHATE- Amnna
e Genka OMeHBI GeTKa* MOJIEKYJIBI, Genka HbI€ JOMEHBI MOJIEKYJIbI,
a.K. oeaka* a.K.
SYCE2 Dr - 187 a.x. SYCP2 Mm 6 COG4399 . 1500 a.k.
AKTEePHATbHBIN
TEX12 Af - 135 a.x. SYCP3 Mm CORI1 254 a.x.
SC65 Mm —
SYCP1 Mm SCP-1 993 a.k. synaptonemal - 443 a.x.
complex protein
FKBP6 Mm
SMC — NCOTUANII-
SYCE1 Mm P 329 a.x. TIPOJTAJT FKBP C, TPR 327 a.x.
P UCTpaHC-
n3oMepasa
SYCE2 Mm - 177 a.x.
SYCE3 Mm - 88 a.x.
TEX12 Mm - 123 a.x.

* 110 pesynsrataM padbotsl mporpammsl CDART.

** Sc, Sp — mpoxoku Saccharomyces cerevisiae w Schizosaccharomyces pombe, Dm — Hacekomoe
Drosophila melanogaster, At — pactenue Arabidopsis thaliana, Ce — unemarona Caenorhabditis elegans,
Dr, Af — p1081 Danio rerio u Anoplopoma fimbria, Mm — muiexonuratomee Mus musculus. JJomenst SMC,
Smc, SCP-1, COR1, RAD21 xapakTepHBI AJs1 O€NKOB, CTPYKTypHpyrommx xpomocoMsl. lomer HORMA
y3HAET COCTOSIHME XPOMAaTHHA U CIIOCOOCTBYET B3auMoieiicTBUIO ¢ Apyrumu Oenkamu. PRK00409 ygactBy-
eT B pekoMOuHanuu. I{uc-Tpanc u3oMepasbl KaTaIn3upyOT H30MEPU3ALMI0 OSIKOBBIX MOJICKYJT IIPH HaJIU-
YU B HUX JBOMHBIX cBsi3eil. OCTallbHbIC JOMEHbI HE MMEIOT OTHOLICHHUS K MEHO3y.

MoxHo mpoBecTH aHajoruio npuHuuna nocrpoenusi CK y pasHbIX OpraHu3moB C
MIPUHLMIIOM IOCTPOEHUS JOMOB PAa3HOTO pa3Mepa, U3 pa3HbIX MaTePUaoB U IS Pa3HOTO
KJIMMaTa, HO CIJIAHWPOBAHHBIX 110 €AMHOMY IIPUHLUILY (€CTh CTEHBI, KPbIILIA, OKHA) U BbI-
MOJHSIOLINX OMHAKOBYIO (DYHKIIUIO — CIIYKUTh YKPbITHEM Ui UX oOuTareneil. Tak sxe
n CK ciayXuT «10MOM», YOEXKHIIEM JUIsl PEKOMONHUPYIOLINX CAalTOB XpoMOCcOoM. Bax-
HO, uT0o0b! CK BBIpaBHUBAII HapaJIeIbHO JISKAIINE TOMOJIOTHYHBIE XPOMOCOMBI, COXPa-
HSUT MEX1y HUIMHU NIPOCTPaHCTBO (LeHTpajibHoe npocTpancTBo CK), B KOTOpoM mpouncxo-
1t pexomOuHauus JJHK, n coxpansin Ob1 3TH yCI0BUS CTONb A0JITO, CKOJIBKO HEOOX0AH-
MO JUTsI 3aBepIIeHNs peKoMOHAIK U hopMHUpoBaHus Xua3m (puc. 14.5).

Wntepecno, uto npu GopmupoBanuu CK y 3BOIIOIMOHHO JalleKUX OPraHu3MOB, Ta-
KHX, KaK IpOXKU S. cerevisiae N MICKOTIUTAIOIINE, UCTIONb3YIOTCS «CTaHAAPTU3UPOBAH-
HbIE» 371eMeHThl KoHcTpyKuuu (bornanos, 2003). OnuHAaKOBYI0O KOHCTPYKLHIO MMEIOT,
HapHUMep, COSANHEHHBIE 3yOLbl 3aCTEKKU-MOTHUN. VX Mopdonorniueckoe Ha3BaHUuEe —
nonepeunslie GunamenTsl CK, a B TepMHUHAX HaIEro aJuleropuieckoro CpaBHEHHUs OHU
UTPAIOT POJIb «PACIIOPOK» HIIH «OaNOK», COSIUHSIONNX «CTEHBI I0May (T.€. JaTepalib-
uele 3neMenTbl CK). OHM cOCTOAT M3 JOBOJBHO MPOCTHIX OENKOB. Y ApOXiKel 310 Oe-
nok Zipl, y muexonuratomux — SCP1 (SYCP1). Otu Genku oTHOCSTCS K KJIaccy HHTEp-
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MeauarHbix 0enkoB. Kaxkplil U3 atux 0ei-
KOB COACPKUT TPH MOJUIEITHIHBIX JOME-
Ha. C- 1 N-KOHILIEBbIE IOMEHBI IMEIOT KBa-
3UMIO0YISIpHYIO (OpMY; LIEHTPATbHBIN J10-
MEH — TMaJOYKOBHIHYIO (hopMy 3a cueT
MPOTSHKEHHOM  JIMHEWHOW CyNepcnupaliu
(coiled coil), To ecTb BTOpUYHO crUpau-
30BaHHON o-criupanu. [Ipu 3Tom o6HApY-
JKEHA BBICOKas KOPPEIALUS MEXIy IJIH-
HOU 3TOTO MAJIOYKOBUAHOTO JIOMEHA U pac-
CTOSIHUEM MEX[Y JIaTepalbHBIMH dJIEMEH-
tamu CK. DT0 paBuMIIo OnpaBabIBaeTCs HE
TOJIBKO B OTHOUICHUH OPTaHU3MOB «IIHKO-
O THIIa», HO U JUISI CEpUH MYTaHTOB APOXK-
XKel ¢ JeNenrsMi BHYTPY MaJIOYKOBUIHO-
ro gomena (Tung, Roeder, 1998; cMm. Tak-
xe borganos u ip., 20026). Beicokas u 110-
CTOBEpHAsi KOPPENSLHs UIUHBI TMaJT0YKO-
BUHOTO JIOMEHA U IIUPUHBI [IEHTPATbHO-
ro npoctpanctea CK (r = 0,97, p < 0,001)
CBHUJICTEIHCTBYET O MPUYMHHON 3aBHCUMO-
CTH MEKAY JUIMHON IIEHTPATBHOTO JIOMEHA
9THX OEJIKOB M PAcCTOSTHHUEM MEXJy JaTe-
panbHbiME 3neMeHTamu CK (bormanoB u
ap., 2002a). Ananorusi BTOpUYHON U Tpe-
TUYHOH CTPYKTYp OCIKOB, (OPMHUPYIOIIUX
noriepeunsie ¢punamentel CK y nposokeit
(Zip1) u mnexonuraromux (SCP1/SYCP1),
W yKazaHHas BbILIEC KOPPEJSLUS TO3BOJIH-
JIM HaM MPEJIOJIOKHTh, YTO STH MPUHIIUIIBI PACTIPOCTPAHSIOTCS. HA OPTaHU3MBI U3 Jpy-
I'HX TakcOHOB. [10yb3ysCh 3TOH aHANOTHEH, yIanoch YCTaHOBUTD, YTO MONEpedHbIe (Qu-
namentbl CK y D. melanogaster hopmupytorcst u3 Oenka-tiponykra rena CG17604 (on
’Ke — JTaBHO M3BeCTHBIH r'eH ¢(3)G). [1on0oKuTeNbHbIN pe3ynbTaT KOMIIbIOTEPHOTO IOHC-
ka reHa ¢(3)G (Grishaeva et al., 2001; bormanos u nip., 2002a; Bogdanov et al., 2003) co-
BIIAJI C PE3yJIBTATOM SKCIEPUMEHTAILHOTO TIOMCKA HYKIICOTHTHOH MOCIIeI0BATEILHOCTH
reHa ¢(3)G merogamu MoJekynsipHoit nutoreHetuku (Page, Hawley, 2001). Ha ocHoe
CTpaTeruy KOMIbIOTEPHOTO MMOKUCKa, peIokeHHo# bornanossim u 1p. (Bogdanov et al.,
2003), ObLT MPEANPUHAT KCIIEPUMEHTAIBHBIN MIOMCK OelKa MONepevHbIX (GUIaMeHTOB y
pacrenus Arabidopsis thaliana, ananorununoro 6enkam Zipl apoxokeit, SCP1 muexonu-
taroux U C(3)G npo3zodubl.

IIpenckazannsrii Hamu (bormanos u np., 2002) 6emok, Kak moKa3aia SKCIIEPUMEHT, OKa-
3aJICS OMMUOOYHBIM, HO C TIOMOIIIBIO TOH e cTpaTeruu ObUT HAlZIeH HCTUHHBIN OEJIOK T10-
nepeunblx punamentoB CK y apadunoncuca — ZYP1 (Higgins et al., 2005).

[IpennoxeHHast crparerusi IOMCKa ChIrpaja CTUMYIUPYIONIYIO POJIb JUIS TOCTAHOBKH
skcriepuMenTa. M3yuenne crpykrypsl CK nponomkaercsi, 1 y MOJEIbHBIX OPraHU3MOB

Puc. 14.5. YcnoBHOE n300paKeHNE MONIEIN
OpTaHU3AINH CHHATITOHEMHOTO KOMILITEKCa
(CK) u metenp XpoMaTHHA HECECTPHHCKHUX
XpOMATH/] B TAXUTCHHOM OMBAaJICHTE.

1 — CK; 2 — paHHMi peKOMOMHAITMOHHBIN
Y3€JI0K B IIEHTpalbHOM mpocTpancTBe CK;
3 — JIHK-6enkoBbI#i KOMIUIEKC, COCTOSIIIHHA
u3 Alu-noBropoB u 6emkoB SMC u SCP2-
SCP3; 4 — nosrops! Tumna (I'T/LIA) B
JaTepalbHBIX METIIX XpoMatuHa. [1o:
Hanawes u np., 2005.
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BBISIBJISIFOTCSI YACTHBIC JISTAJIU, HAIIPUMEP, MUHOPHBIC OCJIKU, YKPEIUISIOIIUE 3yOIlbl «3a-
ctéxku» y Hemaroabl C. elegans m apo3o¢uisl (rasa 10, a Taxke Anderson et al., 2005;
Lui, Coloiacovo, 2013). Kpome Toro, BBISICHSETCS, YTO Y HEKOTOPBIX MOJIEJIBHBIX 00BEK-
TOB CTPYKTYpa CUHAIITOHEMHOTO KOMILJIEKCA OTKJIOHSETCA OT TPaAULIMOHHOM.

[Imexens u JJanexont B 1995 r. (Schmekel, Daneholt, 1995) na Tpéxmepnoit kaptuae CK 00-
HapyKWIK HE TOJIBKO TOTepeyHble (PMIIaMEHTBI, HO M CBSI3BIBAIOIINE MX M PACIIOJIOKEHHBIC TIep-
MECHAUKY/SIPHO K HAM HEKHE CTPYKTYpbI, Ha3BaHHbIe muutapamu (pillars). Hanudue momonHu-
TENIBHBIX OEJKOB B IIEHTPAJILHOM INPOCTpaHcTBe ObLIO mpenckasano emé B 1996 1. (Liu et al.,
1996), Ho ymtb B 2005 I. y MBIIIH OBUIH OTKPBITE HEOOJBIIUE OCIIKH, MTO-BUIMMOMY, BXOJISIIIHEC
B cocraB atux nuwiap — SYCE1 u CESCI (na3Bannsiii noxxe SYCE2) (Costa et al., 2005).
3a wumu nocaenosanu TEX12 meimu (Hamer et al., 2006) u CORONA y apo3odusr (Page et
al., 2008). beuto nokaszano, yro TEX12 venoseka oopasyer komruiekc ¢ SYCE2 (Davies et al.,
2012). Hakoner, coBceMm HenaBHo Obut Haiiner SYCE3 mpimu (Schramm et al., 2011), u 370, 11o-
BUAMMOMY, HE TIOCJICHHUI OEJIOK M3 3TOro psiia. Y piKM TaKKe MPEernoiaracTcsi Hajluanue JI0Iod-
HUTENBHOTO Oelka, o0beuHsoIero Guopussl, cocrosimue u3 oenka ZYP1 (Muxaitnosa u ap.,
2010). Kak ykazano B miaBe 10, y Hemaronsl Caenorhabditis elegans oOHapyX eHO, TI0 KpalHe
Mepe, 4eThIpe Oeltka, JIOKaIM30BaHHbIX B LeHTpaiabHOM npocTtpancTBe CK: ot SYP-1 (MacQueen
et al., 2002) 1o SYP-4 (Smolikov et al., 2009). 13 nHux Tonbko SYP-3 KOHTaKTHUpPYET ¢ Jarepajib-
HbiM 31eMeHToM CK (Smolikov et al., 2007, 2009). benkoM monepeuHbix GUIAMEHTOB B TPaIUIH-
OHHOM CMBICJIE MOXKHO Ha3BaTh TOJBKO 0eok SYP-1, KoTophlid MOXkeT 00pa3oBbIBaTh TOMOANME-
pst (Schild-Prufert et al., 2011) u ynoBneTBopsieT ApyruM TpeOOBaHMAM K OEJIKaM 3TOH TpyIbl,
M3JIOKeHHBIM BbIIe. YeTbipe Oenka SYP cobuparorcs B TerpaMep, COCTaBICHHBINH U3 JIBYX CTa-
O6mnbHbIX aumepoB: SYP-1+SYP-2, SYP-3+SYP-4. Oro, noxanyi, yHUKaIbHbIH Clly4dai, Koraa
YeThIpe HeOOJIBIINX Oelika BMECTE COCTABIISIIOT apy nomnepeynbix Gunamentos (Schild-Priifert et
al., 2011; Hawley, 2011). ¥ npo3oduibl, omiiyaromeicss cBoeodpa3uemM MHOTHX MTPOIIECCOB, Op-
ranusanus neHrpansHoro npocrpancrsa CK toxxe neoObuna (Hawley, 2011).

IToutn Bce Genku nonepeunbix GuamentoB CK, kak u oxuganock, 00IaaoT TpeX-
JIOMEHHON «KOHCTPYKLUEN» U OAUHAKOBON BTOPUYHOW M TPETUYHOU CTPYKTYPOU MOJIH-
MENTUIHBIX OJIOKOB (JOMEHOB), XOTS IIEPBUYHAS CTPYKTYpa dTHUX OCIIKOB y apaOuIoICcu-
ca, IPOAIKEN U KPBICHI HE UMEET CXO/CTBA.

®daxThl, MPUBEJCHHBIC BhIIIE, 03HAYAIOT, YTO B MPOIECCE IBOJIOIUU TeHbI U OCJIKU
CK Bo3HHKAIH HE3aBUCUMO Y TIPEKOB COBPEMEHHBIX DYKapUOT, JaBIINX HAYAIO PA3HBIM
KPYIHBIM BETBSM MHOTOKJICTOYHBIX OPraHU3MOB (PacTEHUsIM, rpudaM M KHUBOTHBIM).
OTt00p GenkoB, hopmupyroIuX nomnepeunbie punamenTsl CK (oHU ke 3yOIIbl 3aCTEKKH-
MOJIHHH), BEPOSITHO, IIIEJ MO TpeM HapamerpaM: 1) Oenok momkeH Obl ObITh «MHTEpPME-
JIMATHBIMY» . BOJIOKHHCTBIM, CITIOCOOHBIM YTO-TO COCJIUHSATH; 2) OH JIOJDKEH ObUT UMETh Ha
C-KOHIIE TaKHe 3apsijibl, KOTOPbIC CIIOCOOHBI (DOPMUPOBATh HOHHYIO (COJICBYIO) CBSI3b C
JIHK (C-koHIIeBbIC JJOMEHBI 3TUX OCJIKOB JOJKHBI OBITh OCHOBHBIMH, C U303JICKTPUYC-
cKoif Toukoit — pl — He Hmke 9); 3) Ha N-KoHIIe OeNKa TOMKHBI OBITh 3aPsIAbI, TPUTO-
HbIC JIJIs1 OEJI0K-0EIIKOBOTO B3aUMOJICHCTBHS ¢ MosieKyloi-aptHepoM (Bogdanov et al.,
2003, 2007), T.e. A5t COSAMHEHUS IBYX 3yOII0B 3aCTEKKU-MOJIHUY (CcM. puc. 14.1). B o1-
HOIIICHUH JJIMHBI MOJICKYJIbI Oeiika (hakTopoM OTOOpa CIIYXKHIIU, BEPOSITHO, TPEOOBAHHUS
Oonee npesHero, yem meiio3 u CK, MosiekynsipHOro MexaHu3ma pekoMmounanuu. Cymmap-
Hasl JUTMHA JIByX COCIMHUBIIHMXCSI OCITKOBBIX «3yOII0B» HE JIOJKHA MPEBHIIIATh JJIUHY O]
HouenoueuHnoro konna JIHK, oneroro «uexmom» RecA-nmomobHoro Oenka (T.e. RadS1),
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n0O0 AJIMHA STOr0 HYKJIEONPOTEHIHOTr0 (HiIaMeHTa Onpeaessiia JOMyCTHMOE paccTosi-
HHUE, Ha KOTOPOM MOYKET ITPOUCXOAUTD €ro MHBa3us B Apyryto monekyty JAHK. Otu tpe-
OoBaHMsI MOYKHO MJUTIOCTPUPOBATH CXEMOU Ha pucyHke 6 u3 crarbu [omyOoBckoii ¢ co-
aBropamu (Golubovskaya et al., 2006). DTOT pUCYHOK MOXKHO HUCIIOJIB30BATh JJisi 00BsIC-
HEHUs TUIIOTE3bl O TOM, YTO €CJIM PacCTOSIHME MEXy jJarepalbHbIMU 3iemMeHTamMu CK
MpEBBIIIAET ONpeneNEéHHbIN mpenen (Hanpumep, 150 HM), TO HHTEpMenUaThl PeKOMOU-
HanmMyu — opHoHuTeBble KoHIBI JIHK, omeThie «4yexiiom» H3 ECSTKOB MOJIEKYN Oelka
Rad51, — He cmoryT nmepeOpocuThesi B HECECTPHHCKYIO XPOMAaTHIy, U HE COCTOUTCS
nHBa3us oxHouenodyeyHoro konma JIHK B romonornunyro xpomocomy. B urore B man-
HOM caiiTe He MPOU30HAECT KPOCCUHTOBED U He chopmupyercs xuasma. [lomaraem, uto
MIePEUNCIICHHBIC BHIIIEC TPU YCIOBUS OMPEACIUIN pa3Mephl (IJIHHY 3yOIIOB) 3aCTEKKH-
monanu B CK, T.e., ObUTH CeNeKTHBHBIM ()aKTOPOM B OTOOpE OENKOB, PUTOAHBIX IS
9TOH IIeJTU B Pa3HBIX BETBIX HBOJIOIMHM MHOTOKJIETOYHBIX DYKapHOT.

A YTO CITYXHJIO CEJICKTUBHBIM (PaKTOPOM JIst 0TOOpa OCIIKOB, (POPMUPYIOIIUX JITTHH-
HbIC M 3JIaCTUYHBIC JaTepaibHbie 3eMeHThl CK? Uem ompenensauch TpeOOBaHUS K
«CTPOUTENILHOMY MarepHaiy» jarepaibHbix aieMeHToB CK? [lonbiTaemces oTBeTUTH Ha
9TH BOIIPOCHI, XOTS OBI B 001IIEM BUJIE.

Camoc60opKa NpOCTbiX 6GEIKOB —
MPVHLMIT MOCTPOEHMSI CUHAMITOHEMHOTO KOMIJIEKCA

Ha puc. 14.6 npencrasieno yHukanbHoe u3o0paxenue cpesa CK cBepuka Achaeta
domesticus. B odbeme 3toro cpesa (tonmuna 70—80 am) CK coBepni moBopoT BOKpYyT
MIPOJOIBHOM OCH, U YacTh cpe3a Mpoluia BAoJIb LeHTpaibHoro 31neMenTa CK. Pemerya-
THIA LEHTPAJIbHBIN 3JIEMEHT XOPOILIO BHUJCH B HameM [IpuiaokeHnH Ha PUCYHKE K IJIaBe
14. Tlpu cpaBHEHHMH THUX JIBYX ITIOYTH COCEIHUX CPE30B U3 CEPUH CPE30B OJHOIO U TOTO
e o0pasla BUIHO, YTO LEHTPAJIbHBIN 3JIEMEHT COCTOUT U3 CTAHJAPTHBIX CYyOBEIUHHIL,
HaIOMUHAIOIMX OCJIKOBbIE CyOBbEIUHUIBI 000JI0UKH BUpyca. B Hamem ciydae 3To cpe-
3aHHBIC CyOBeqUHUIBI LeHTpanbHoro »eMmeHTa CK. Kak coemuusioTcst Mexay coboit
O€JIKH-3BEHbBSI LIEHTPAILHOTO 31eMeHTa?

[Mpunimn coeanHeHns: OEIKOBBIX CyObEIMHUL BHYTPUKICTOUHBIX CTPYKTYP IaBHO H3Be-
CTEH B MOJICKYJISIPHOM Orosioruu. B ogHOM M3 M31aHMil pyKOBOJCTBA 10 MOJICKYJISIPHOH O1o-
noruu b. AnsOeprca ¢ coasr. (1986) on onmcan ciemyromumm obpasom: «IprHuu, o3Boss-
IOIIMH OEKOBBIM JOMEHAM aCCOLMUPOBAThH <...>, «paboTaeT» U NpH cOopke <...> KIeTou-
HBIX CTPYKTYp. HanmmonekymnsipHble CTPYKTYpbI, TAKUE KaK ()epMEHTHBIC KOMILIEKCHI, puOO-
COMBI, OEJTKOBBIE BOJIOKHA, BUPYCHI 1 MEMOpaHbl, HE CHHTE3UPYIOTCS B BUAE €IMHBIX THTaHT-
CKHMX MOJICKYJI, CBSI3aHHBIX KOBAJICHTHO, a COOMPAIOTCSI B pe3y/bTare HEKOBAJICHTHBIX arpe-
ranuii MaKpOMOJIEKYJISIPHBIX CyObeAMHUI (Anbbepte u ap., 1986, c.142). B ciydae meiioza
3TO NPSIMO OTHOCHUTCS K CaMOCOOpKe M3 MaJIOUKOBUIHBIX IoMeHOB OenkoB SCP1 neHTpas-
Horo s1emenTa CK 1 3al0JIHEHHIO BCEro 3TOro NPOCTPAHCTBA («CHHANTHYESCKON IS 110
CTapbpIM aBTOpaM) nonepeyHsiMu uiameHTamu. llonepeynsie GumaMeHTbl MEXIy JaTe-
panbHbIMU 3nieMeHTaMu CK cylecTBYIOT fake TOra, Koraa y TPUILUIOUIOB (HanmpuMmep, y
TPUILIONOB MenKonpsina Bombyx mori) CK dhopmupyercst MexKly HeroMOJIOTHYHBIMH XPO-
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MocoMamu (0cOOCHHO Ha TpeThel (pase cuHaricuca, mo Pacmycceny (Rasmussen, 1977b)).
Hcnonb3oBanue OEKOBBIX CYObSIMHHMI] sl TOCTPOCHUST OOJIBIINX CTPYKTYp MMEET He-
CKOJIBKO MPEUMYIIECTB: 1) [UIsl KOAMPOBaHUS CYOBSANHHUII MAJIOTO pa3Mepa TpeOyeTcs Malio
reHeTuyeckor nHdopmarmu; 2) cOopka 1 AUCCOLMAIMS CYObEMHUIL JISTKO TIOAIAeTCs KOH-
TPOJIIO, OO OHM CBSI3aHBI MEXKIY COO0W CPaBHUTENHHO ClIa0bIMU (HEKOBAJIEHTHBIMH) CBSI3SI-
mu. [Tpu 9TOM CKIIaIbIBacTCsl MEXaHH3M KOPPEKTHPOBaHHsL, KOTOPBIH B Iporiecce COOPKH MO-
KET YCTPaHUTh UCIIOpUECHHbIE CyObeTMHUIIBI (ATBOepTC U Ap., 1986).

Puc. 14.6. DnekrpoHHO-MHUKpOCKOITuecKas (poTorpadust yIbTPaTOHKOTO Cpe3a CHHAIITOHEMHOTO
KOMIUIEKCa CBepuka Achaeta domesticus.

JBymst cTpenkamu ¢ rdpamu 1 0603HaueHbI tatepasibhbie aneMenTsl CK. JIeBblil laTepaibHbIi
SIIEMEHT JIEXKUT MOYTH O] INTOCKOCTHIO cpe3a (HaJ HUM — XpoMaTHH — 4), a IpaBblii cpe3aH
caruTransHo. 2 — neHTpanbHbli anemMeHT CK. Hike ctpenku 3 neBblil gaTepaibHbIA 27IEMEHT
JieJIaeT MOBOPOT, U MO/ CTPENKON 3 BUJCH JUTMHHBIM CaruTTalbHBIN Cpe3 IIEHTPATbHOIO AEMEHTa
CK. Obnacthb ¢ cyObeMHUIIaMH, TOMEUSHHAsE 3BE3J0UKOM, YBEINUCHA Ha BPE3KE B HU)KHEM YIUTYy.

4 — xpomaruH, 5 — siepHasi ooostouka. Opurunain 10.d. boraanosa u F0.C. Yennosa.
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VYnomuHas (HOPMYIHUPOBKH STHX
(dyHIaMEHTaIbHBIX MTOJIOKEHUH, MBI
oOpailjaeM BHUMaHHE Ha TO, YTO MX
MOXXHO TPHUMEHHUTH IJisi OOBsICHE-
HUSl KOHCEepBaTu3Ma MaKpOCTPYK-
Typsl CK, cTpyKTypBl (HIaMEHTOB
Rad51+/1HK, a 3atem u Bcelt cxe-
Mbl MEH03a y 3JYKapHoOT, KOTOpas
OCHOBBIBAETCSl HA CBOWCTBAxX OEJIKO-
BBIX MOJICKYJI U HyKJICOITPOTEUAHBIX
KOMIIJIEKCOB. Bornee Toro, Kak JaBHO
YCTaHOBJICHO B MOJICKYJISIpDHOH OHO-
JIOTHH Ha IPUMepe caMOoCcOOPKHU BH-
pycoB, a 3aTeM U pudoCcoM, camoco-
Ouparoiecs CTPyKTYpbl MOTYT CO-
CTOSITh M3 Pa3HBIX OEJIKOBBIX CyOb-
CIMHMIl U HYKJICHHOBBIX KHCJIOT. B
JlaHHOW paboTe MBI oOpaliaeM BHU-
MaHHE Ha TO, YTO pa3Mepbl U TPeX-
MepHas CTpyKTypa (KoH(pOopMAaIus)
OTJIEIbHBIX OENKOBBIX JOMEHOB MO-  Puc. 14.7. CK-nomo6usIii mommkommeke (I1K) B
TYT CIYy’)KUTb CTPOUTCIIbHBIM MaTe-  crnepMaTOLUTE aCKapH/bl HA BHEIIHEN CTOPOHE
puanoM 1 (OPMHUPOBAHUS OIHU-  spepHOit 06omouky (S10) B IUTOMIIA3ME BO BpEMs
HAKOBBIX Cy6KJIeT0‘-IHI)IX CTPYKTYp CTaJMuM JICITOTCHBI Menosa.

y (JPI/IHOF CHETUYECKU NAJCKUX Op-  MacmrabHas aunHelika — 0,25 MmxM. Opurusait.
TaHU3MOB. DTO CIIPABEJIUBO, AXKE

€CIIM TIePBHYHAS CTPYKTypa O3THX

JIOMEHOB CYIIECTBEHHO Pa3In4aeTcsl, Kak 3TO MIMEET MECTO, KOT/ia Mbl CpaBHHBAaeM Oell-
Ku JarepaibHbix aneMenToB CK npoxokeit, apabujoncuca, Apo30Quiibl U 4eI0BeKa.

BaxxHblil mpumep, JOKa3bIBAIOUIMN CYIIECTBOBAaHHE CaMOCOOpPKU OEJIKOB M MOCTpOe-
HUE U3 HUX CTPYKTYp, nompoOHbix CK, a umeHHo, Tak Ha3biBaeMbix CK-110100HBIX 110-
JIUKOMIUIEKCOB, TipeAcTaBieH Ha puc. 14.7. u 14.8. DT0 NOIMKOMIUIEKCH Y aCKapHIbI
(Bogdanov, 1977). Mbl iogpoOHO OMUCEIBAEM 3TH CTPYKTYpHI B OoJiee mo3aHe myOnu-
kamu (bormanos, Konomuerr, 2007).

Baxno oOparuth BHUMaHue Ha TO, 4To CK-momoOHBIE TOJMKOMILIEKCHl aCKapHIbl
(dbopmupyroTcst B iiuroruiazme 6e3 kontakTa ¢ JIHK. D10 o3Hauaet, uro nporecc ux coop-
K1 13 OCJIKOB HJIET «aBTOMaTH4ECKI», 0€3 «HANPABIISIONICTOY BIUSHNS BEICOKOTIOINMED-
Hoit monexy:sl JJHK.

Bropoii npumep camoc6opku Oenko CK omucan HenaBao OJUTHHIDKEPOM Hp.
(Ollinger et al., 2005). DTu aBTOpHI 3KCTIpeccupoBayid reH SCP] MbIIIHA B T€TEPOJIOTHY-
HOI1 cucteme, B comamuyeckux kinetkax COS-7. Knerku COS-7 HUKOIIa HE CHHTE3UPY-
1ot O6enku CK. Ho mocie uHTErpaluy reHeTH4ecKoro KOHCTpyKTa, Hecymero red SCP/
C CHJIBHBIM TIPOMOTOPOM, B ATHUX KJIETKaX MOSBUIHMCH MOJMKOMILIEKCHI, MOp(oIoruye-
CKH MOXO0KHE Ha PelIeTKy LeHTpalibHOTo npoctpancTBa CK, ucrnempennyo nonepeyHbl-
MU QUIAMEHTAMH C YIBTPACTPYKTYpPOid, aHAJTIOTMYHON 3aCTETHYTOH 3aCTEXKe-MOIHUU
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CK. bonee Toro, 3Tv aBTOpHI YCTAaHOBUJIU, YTO MY-
Talys, KOTOpas yMEHbIIAaJIa JJIUMHY LCHTPAJIbLHOI'O
a-crupanbHoro jgoMeHa Oenka SCP1, ymensbmana
LUIMPUHY 3TUX HOJIUKOMIUIEKCOB. YaajeHue N- uiu
C-KOHIIEBBIX (pparMeHTOB Oenka TOXKE BIMSIIO Ha
CIIOCOOHOCTH ATUX OEJIKOB K cCaMOCOOPKeE.

DTOT 3KCIIEPUMEHT oKa3al, uro 6emok SCP1 cro-
co0eH K camocOopke. OITMHIKEDP U Jp. MPHILUTH K
BBIBOJY, 4TO camocOopka Oenka SCP1 wurpaer pe-
marontyto poss B popmupoBanuu CK B xone meii-
03a B HopManbHbIX ycioBusx (Ollinger et al., 2005).

T'oBopst o rumnoreze camocOopku OenkoB CK, ko-
TOpasd NOATBCPKAACTCA SKCHECPUMCEHTAJILHBIMU [10-
KazaTrcJbCTBaMH, MBI o6pamaeM BHHMMaHHEC Ha TO,
YTO OHAa MOXKET XOPOUIO OOBSICHUTH KOHCEPBATHU3M
CXeMbI Mei03a y 9yKaphoT. JTa cXeMa OCHOBaHa Ha
CBOICTBaxX OMNpeJIeIeHHBIX OENKOB U HYKJICOIPOTEH-
HOBBIX KoMILIeKcoB. Bonee Toro, camoopranu3syro-
LIMecs: CTPYKTYPBI MOTYT COCTOSITh M3 pasHbIX Oen-
KOBBIX Cy6’bCJII/IHI/IH 1 HYKJICMHOBBIX KHUCJIOT, KaK 3TO
HaOMI0aeTCsl B OTHOILIGHHH BHPYCOB M PHOOCOM.
Mpl oOpaiiaeM BHUMaHue Ha TOT (akT, uTo Oenko-
BbI€ JIOMEHBI, CXOJIHBIE 110 pa3MepaM U TPEXMEpPHOH
opraHuzanuu (KoHGOpMalum), MOTYT CITYKUTh KOM-
MMOHEHTAMHU OJMHAKOBBIX CYOKJIETOYHBIX CTPYKTYP Y
q)HHOFCHeTI/I‘-IeCKI/I JAJICKUX OPraHru3MOB JJaXKC B TCX
Cllyyasix, KOTrJia epBUYHAsI CTPYKTYPa ATUX OCTIKOBBIX JJOMEHOB CHJIBHO PAa3UYaCTCA.

VYnuBHUTENbHBIN (PaKT MOCTPOCHHS MPUHIMTIHATIBHO ogrHakoBeIX CK 13 Heromonorny-
HBIX GCHKOB Y Ope€aciabHO JAJICKUX OPraHu3MOB — ﬂpO)Kﬁ(Cﬁ, HEMAaTo/J, HACCKOMBIX, MJIC-
KOIIMTAKIIHUX U BBICIINX paCTCHI/Iﬁ — HATAJKHUBACT Ha MBICJIb O IMPOUCXOXKIACHHUU 3TUX
BETBEH DYKApUOT OT Pa3HbIX OAHOKIICTOUHBIX MPAapOAUTEIIe Ha 3ape CTAHOBICHHS DY-
kapuotT 850 miH. nietT Hazan. OpHako ecTh OnuH (aKT, KOTOPbIH MOICKA3bIBAET BEPOST-
HOCTh WX MOHO(HUIETHYECKOTO MTPOUCXOXkKACHU. [leo B ToM, 4To BO BpeMsi camocOop-
Ku Oenku JatepaibHbiX 371eMeHTOB CK y mepedyrciieHHbIX OpraHu3MOB aJICOPOUPYIOTCS
Ha MEKXPOMATHJIHOW KOT€3WHOBON OCH, OCHOBHBIM OCJIKOM B KOTOPOH CIIYXKHUT MeH03-
cneruduunbiii 0emok RECS. DToT 6ernok, npapa, o0liazaeT BeChMa YMEPEHHBIM CXOJI-
CTBOM TOJIBKO B O6HaCTI/I KOHCCPBATUBHOI'O (l)yHKHI/IOHaJ'II)HOFO JAOMC€HA, OH OTCYTCTBY-
et y aposodunsl (Pasierbek et al., 2001; I'pumaesa u ap., 2007). REC8 npousomern,
[I0-BUIUMOMY, OT OOIIEro MpeaKkoBOTo comamuyeckozo korezuna RAD21 (I'pumaeBa u
ap., 2007). Kpome Toro, KoMIieKkc OSJIKOB-KOTE€3UHOB CIIOCOOCH CITYKHUTh JOMOTHUTE b=
HBIM «Tpubexuiem» st pepmenToB pexomOunanuu (Pelttari et al., 2001). Ho, noxa-
Ny, Haubolee HHTEpEeCHast IJIsl Hac poJib Meio3-crienuduuHoro korezuna RECS cocro-
UT B TOM, YTO OH ITOCITYKHJI YHUBEPCAJIbHBIM «CyOCTPaTOM» JUIsl aICOPOLIMN HOBBIX Oell-
KOB, M3 KOTOPBIX B XOJI€ SBOJIOIHMHU (POPMHUPOBAIHCH Pa3IMYHbIC 110 YIBTPACTPYKTYpE Jia-
TepanbHble 35eMeHThl CK y pa3HbIX OpraHu3MOB.

Puc. 14.8. J[Ba nmonukoMmIiekca
(IIK) B iiuromna3me y acKapuisl
(menToreHa meiio3a) oOpa3yroT 1Be
KBa3UKPUCTAJIIMYECKHE CTPYKTYPBI
B pE3yJIbTaTe CaMOCOOPKHU UX
OeJKOB.

OpuruHzai.
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Pa3HooOpasue OenkoB satepaiibHbIX AieMeHToB CK ObLI0 OrpaHudeHO TOJIBKO HEO00XO-
nuMocThio ux B3aumoericteus ¢ JIHK. Takoe B3aumoseicTBre, NO-BUIUMOMY, 00€CIICUH-
BaeTCs NMPUCYTCTBUEM BO MHOI'MX O€JIKaX JIaTePaJbHBIX 3JIEMEHTOB YHHBEPCAIBHOIO JI0-
mena HORMA. Jlomen HORMA unTEpeceH TeM, 4To OH y3HAET COCTOSIHUE XPOMAaTHHA U
CIOCOOCTBYET B3aMMOJICHCTBHIO PAa3HBIX OCJIKOB. DTOT JOMEH XapaKTepeH AJisi OeJIKoB Jia-
TepanbHbIX AneMeHToB CK y opraHu3MoB 13 pa3HBIX BONIOIMOHHBIX JTHHUN 3yKapruoT. OH
€CTh B OeJIKaX CHHANTOHEMHBIX KoMIuiekcoB Hopl npoxkeii S. cerevisiae, ASY1, ASY2
A. thaliana v npyrux pacrenuit, HIM-3 nemarons! C. elegans u B 6enke HORMADI mo-
3BOHOUHBIX JkMBOTHBIX ([puinaeea, bormanos, 2013; Grishaeva, Bogdanov, 2014). Bo3z-
MOYKHO, IIPOUCXOXKICHNE CUHAIITOHEMHBIX KOMIIJIEKCOB CBSI3aHO C CYILECTBOBAHMEM 3TOI0
0eJIKOBOTO JIOMEHa (IOJIMITENITHIA) B TPOTEOMaX apXauvHbIX yKAPHOT.

Jlo HejlaBHETO BPEMEHH CUUTAJIOCh, BO-IIEPBBIX, YTO Y BBICHIMX YKApUOT OCIKH C JIOMEHOM
HORMA He yuactsytot B opmupoBanuu CK, a Bo-Bropsix, uro 6esnkn SYCP2 u SYCP3 npu-
CYTCTBYIOT TOJIBKO Y BBICHINX 3yKapHoT. OJJHaKO CPaBHUTEIBEHO HEJaBHO OBLIO MOKa3aHo, 4To Oe-
g0k HORMADI y mblimu sBiIseTCsl KOMIOHEHTOM XPOMOCOMHBIX OCell U Hy»KeH Ajisi 00pa3oBa-
HUsI cMHanToHeMHOro kommuiekca (Shin, 2010). C apyroii croponsl, opronor SYCP3 miexornu-
TalOIMX ObUT OOHAPYXKEH B MPOTEOMax I'yOOK, INIACTHHYATHIX U KHIIEYHOIIOIOCTHBIX )KUBOTHBIX
(Fraune et al., 2012).

Pacckaxem emé o Hekotopbix Oeinkax CK, KoTopble peko yIIOMHHAIOTCS B 0030pax U He Tak
n3BecTHbl. OHU HE TPHUIUCAHBI K KOHKpeTHOMY KomrioHeHTy CK n aHHOTHpOBaHBI MPOCTO Kak
6enkn CK. OnauM u3 Hux sBisiercs: 6estok SC65 (cunonumsl: leprecan-like protein 4, Nucleolar
autoantigen No55). B 310 cemeiicTBO 0enkoB BXOAUT (DEPMEHT MPOJIMII-3-THIPOKCHIA3a, Kara-
JIM3UPYIOIIUH MTOCTTPAHCIISIIMOHHbIE TPeo0pa3oBaHms NpoJinHa B Oenkax-kosuiarenax. SC65 no-
BOJIBHO LIIMPOKO PacrpoCTpaHEH y )KUBOTHBIX — Y MIICKOIIMTAIONIMX, PBIO, uepenax, ampuonii u
JlaKe y Kpymibix yepseii-ackapun (6assl janubix NCBI, UniProtKB). [Tomumo crHanToHEeMHOTo
KOMIJIEKC, JIOKAJIU3YETCsl TAKXKE B SIIPBILIKE M B MUTOTHYECKHX XpoMocomax. KakoBa ero ¢yHk-
nus B coctaBe CK, He oueHb MOHATHO.

E1mé oqHrM KOMIIOHEHTOM CHHAIITOHEMHOTO KoMmIuiekca siBisiercs: pepment FKBP6 — nentu-
JIAITIPOITIIT UCTpaHc-u3oMepasza. GyHKIus (PepMEHTOB STOTO KJlacca — KaTajln3 H30MEepH3aLuu
OEJIKOBBIX MOJICKYJI IPY HAJIMYMH B HUX JIBOMHBIX CBsi3el. Ha MpImax Obl10 nokasano, uto FKBP6
HYKEH JUIsl TTOJJIePIKaHMsI MY>KCKOH (hepTUIIBHOCTH M FOMOJIOTHYHOTO CHIApHBAHUSI XPOMOCOM B
Meiio3e. JIokaau3yeTcst OH CHavasia B 0CSIX MEHOTHYECKUX XPOMOCOM, ITOTOM B pallOHaX TOMOJIO-
rugHoro crapuanust BMecte ¢ SYCP1 (Crackower et al., 2003). DtoT hepmeHT ropasno Oosee
KOHCEpBATHBEH, YeM IPEbLIYIIIHA, MO0 POACTBEHHBIC €My OCJIKH CollepKaTcs B IIPOTEOMax I104-
TH BCEX DYKapHoT, a Takke apxel u 6akrepuii (I'puinaesa, He omyOIMKOBaHO).

Cy1iecTByeT HECKOJIBKO IPyII (TaKCOHOB) 3YKapHOT, Y KoTopblx HU JomeH HORMA,
HU Kakue-ubo npyrue Oenku CK moka He Haiijnensl. OTo TakcoHbl Euglenophyta,
Chrysophyta, Charophyta, Xanthophyta, Dinoflagellata u npumutuBHble Coelomata
(I'pumaesa, bornanos 2013; Grishaeva, Bogdanov, 2014). JIn6o y 3TUX OpraHu3MoOB HET
CHHAaNTOHEMHBIX KOMIIIEKCOB (KaK y HU3IIEro rpubda Ascobolus n emy nogpo0OHbIX), MO0
JIeJI0 OOBSACHSETCS] TEM, UYTO MPOTEOMBI ITUX OPraHU3MOB OYEHBb MAJO HUCCIECHIOBAHBI U
MaJio TPEeICTaBIICHBI B 0a3ax JIaHHBIX (YTO OOJiee BEPOSITHO).
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Ihaea 15.
KoHcepBatnam U MU3MEHYMBOCTb
sInepPHbIX GIIOKOB.
BruovHdpopmartyeckui aHamm3

[ITupoko pacmpocTpaHEeHO MHEHHE, YTO MEH03 BO3ZHHK YK€ Y MEPBBIX JYKapHOT, a
CaMH 3YKapHOTHI SBHIIUCH PE3yITbTaTOM CHMOHMOTHYECKHX ITIPOIECCOB C YY4aCTHEM
TIPEeKOB apxed u Oakrepuil. B maHHO# I1aBe paccMaTpUBarOTCs NaHHbBIE, TTOTYYCH-
HBIE C TOMOII[bIO METOZI0B OMOMH(POPMATHKH, O BO3MOXKHOM IIPOHCXOKICHUH OEIIKOB,
YYaCTBYIONIAX B (POPMHUPOBAHUU CTPYKTYPHI U MOBEACHUSI XPOMOCOM B XOJI¢ Mei03a.
OOHapyXEHO, YTO TUCTOHEI IO IPOUCXOKACHUIO SBIITFOTCS TETEPOreHHON TPYIITOi
OEJIKOB, IIPHU ATOM CXOJICTBO MX C MPOKapHOTHIeCKHMHU OenkaMu HeBennko. Kore-
3uabl SMC1 1 SMC3 nMeroT 3HauuTeIHHOE CXOCTBO ¢ OeNKaMu apxeil, Ho He Oak-
tepuii. Koresunnr Scc3/STAG u RAD21/RECS rereporeHHs! 110 MPOUCXOKICHHUIO.
BonpmmHcTBO OesikoB cMHANTOHEMHBIX KoMmIuiekcoB (CK) He nMeeT poacTBEHHBIX
0eJIKOB B MpOTEOMax pokapuoT. [ pynia mMeito3-criennpuaHbIX MeanaTopoB u dep-
MEHTOB PEKOMOWMHAITUH TAaK)KE TeTEPOreHHA 110 MPOHMCXOXKICHUI0. B 11emom cxom-
CTBO SIICPHBIX DYKAPHOTUICCKIX OCIKOB C IPOKAPHOTHIECKAMHU HU3KOE.
JleTanbHBIN CpaBHUTENBHBIN aHATHM3 IEPBIYHOI CTPYKTyphI OenkoB CK B umorene-
TUYCCKUX JIMHUAX PACTCHUH 1 )KUBOTHBIX ITOKA3aJl, YTO HEKOTOPBIE BOAOPOCIH, HA3-
M€ MHOT'OKJIETOUHBIC JKMUBOTHBIC U JAXKE XPAIIEBBIC pI)I6I)I HE UMCHOT 6eJ'IKOB, poa-
CTBEHHBIX M3BecTHBIM Oesnkam CK MonenbHbIX oprann3mMoB. CXoacTBO OEIIKOB IIeH-
TpanbpHOTO npoctpancTBa CK mpociexuBacTcsi TOIBKO Y XOPAOBBIX. benmku mare-
pampHBIX 31eMeHToB CK MOIENBHBIX SyKaprhOT MMEIOT OPTOJIOTH B MPOTEOMaX BO-
JIOpOCIIei, MXOB, TYOOK M JPYTHX MHOTOKJICTOYHBIX OpTaHM3MOB. J{J1s IOCTpOCHUS
CK B pa3HbIX HHIOTeHETHYECKHX JIMHUSX DYKAPUOT UCIIONB3YIOTCS B TOM YHCIIE He-
TOMOJIOT'MYHbIC 6em<1z1, OJHAKO OHH UMECHOT CXOIHbIC (I)I/ISI/IKO-XI/IMI/I‘I@CKI/IG CBOMCTBA.
Cpean KITIOYEBBIX Meio3-crienn(UuHbIX OeNKOB HanOoliee KOHCEPBATHBHBI OeI-
KH, OTBETCTBCHHBIC 32 TOYHOCTh MeHoTHueckol pekombuHanuu (RecA-monooHeie
u MLH-mono6ubIe 6eiku), omqHako Meio3-cnenndudnabie SHI0HyKIeassl SPO11,
a TaKkXKe CTPYKTYpHBIC OeNKH Mel03a — KOTE€3MHBI M OCIKH CHHAITOHEMHBIX KOM-
MJIEKCOB — MEHee KOHcepBaTWBHBI. Cpelu CTPYKTYpPHBIX OElIKOB OOHApyKeHO
CXOJICTBO B OCHOBHOM B 00JaCTH (DYHKIIMOHAIBHBIX TOMEHOB. [lomTBepkmaeTcst
UJesl O TOM, YTO HE3aBUCUMBIC 3BOJIFOIMOHHBIC JIMHUM MHOTOKJICTOYHBIX DYKAPHOT
UMEIOT 001 Habop 0a30BBIX MEHOTHYECKNX OEIKOB.
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[Ipenpiayniye miaBbl Jaid JOCTATOYHO MaTepuala A YTBEPKIASHHUS O TOM, YTO
oOmiasi cxemMa Melo03a JBOJIIOIMOHHO KOHCEepBaTHUBHA. LluTonmornyeckue KapTHUHBI
Mel03a, B OCHOBHOM, CXO/IHBI y IPOCTEHIINX, TPUOOB, pACTEHUN M )KMBOTHBIX, XOTS
HEKOTOpbIE IeTallu BapbUpytoT. OHAKO OeNKH, 00CIy)KUBaromue Melio3 u GopMupy-
IOIUE Ty HIIW UHYIO CTPYKTYPY, 1aJIeKo He BCerJa KOHCEpPBaTHBHBI, & UHOTAA U HE SIB-
JISIOTCS OPTOJIOTAMH.

®depmenThl pexomOuHaru cemerictea RADS1/DMCI1 koHcepBaTUBHBEI B TOH CTe-
MeHH, KOTopas MO3BOJISIET UM (POPMHUPOBATH MHTEPMEIUATHBIC MOJCKYIIbI U3 OJHOHU-
teBoit JJHK u Genka. DTOT e CTPYKTYpHBINH MPUHIIKIT JEHCTBYET B cllydyae KHHETOXO-
pOB, OCIIKOB KJIETOUHBIX KOHTAKTOB (cell gap contacts) u sEpPHBIX MOPOBBIX KOMILJIEK-
COB, T.€. B T€X CIIydasx, KOrJa AJisl BBITOJHEHHS (QYHKINN BayKHBI ITapaMeTphl TpEXMEp-
HOM CTPYKTYPBI OCIIKOB.

BonbIIMHCTBO TMTEpaTypPHBIX HCTOYHUKOB TOBOPHUT O (PMIIOTEHETHYECKON KOHCEepBa-
TUBHOCTH OCHOBHBIX KOMITOHEHTOB KOT€3MHOBOTO KOMIIJIEKCA, IMesI B BUILY, IPEKIC BCE-
ro, comatuueckue (MutoTndeckue) ¢hopmsl (cM., Harmpumep, McNairn, Gerton, 2008).
Ho xoncepBatuBHOCTh MOJekyn SMC ornocutenbHa (White, Erickson, 2009). ¥V npy-
rux kore3uHoB (RAD21/RECS) BbicOKOE CXOJCTBO CYIIECTBYET JIMIIL B paHOHE JOME-
Ha Rec8/Rad21. Hanpumep, REC-8 nemaronst C. elegans cxoneH ¢ Rec8p ackomuiiera
S. cerevisiae va 41,6% (unentuyex Ha 17,3%) (Pasierbek et al., 2001). [Tpu 3ToM Kore3u-
HOBOE KOJIbIIO 00JIaZlaeT OJMHAKOBOU CTPYKTYpOH y Bcex aykapuot (Hirano, 2005).

Cunantonemusle komiiekcsl (CK), coequnsiomue B Meiio3e TOMOJIOTHYHbIE XPOMO-
COMBI U CITyXalllie PaMou JUIsl MPOIecCOB peKoMOMHAIMH, cHOPMHUPOBAHBI U3 ME03-
cneunduunbix OenkoB (Heyting, 1996; Ilenkuna u ap., 2002; Anuradha, Muniyappa,
2005). O6mas opranuzanus CK B 6oJibIleli WM MEHBIICH CTEIICHH CXOJ[HA Y BCEX JdyKa-
PHOT, M3yYEHHBIX B TOM OTHOIICHHH, TOTIA KaK yIbTPACTPYKTYPa OTJCIBHBIX €r0 KOM-
MOHEHTOB clierka BapbupyeT (Moens, Pearlman, 1988; Zickler, Kleckner, 1999). Kpome
TOTO, HET WJIM MOYTH HET CXOICTBAa MexkIy Oenkamu, popmupytonmmu CK y pacrenui,
rpuboB ¥ )kuBOTHBIX (Smith, Roeder, 2000; [Tenkuna u np., 2002; Anuradha, Muniyappa,
2005). 310 o3Hauaet, 4To (PYHKIMOHAIbHAS KOHCEPBATHBHOCTD OEJIKOB, (hOpMHUPYIOIIHX
CK, He cBs13aHa ¢ TOMOJIOTHEH MX aMHUHOKHCIIOTHBIX MTOCieAoBaTeNnbHoCTeN. J{o cux mop
ocTagTcs 3araJikoi, Kak Takue pasHble OEJIKU MOTYT CTPOUTH BHYTPUKJICTOYHBIE CTPYK-
TYpBI CO CXOTHON Mop(onorueit u QyHKIUEH.

U3 Bcero ckazaHHOTO BBILIE MTOHITHO, YTO MEHOTHUYECKUE OCJIKH TIPEICTABIISIOT COOO0H
OYeHb crenru(UUecKyro 1 HEOJHOPOIHYIO Irpymily. TeM HHTepecHee UCCIeIoBaTh X He
TOJIBKO SKCTIEPUMEHTAIBLHO, HO U C TIOMOIIBIO METO/IOB OMOMH(OPMATHKH.

CpaBHeHME OTAENbHbBIX IPYIM SIAEPHbIX OENTKOB
¢ 6enkamMy NpoKapuoT

Cumnraercs, 4To MEHO3 BO3HHUK YK€ y MEPBBIX 9YKapHOT (OAPOOHOE M3II0KEHUE pa3-
HBIX B3[VISA0B Ha 3Ty mpobiieMy cM. bormanos, 2003, 2016; Egel, Penny, 2007). A camu
9YKapHUOTHl SBWINCH PE3YJIbTATOM CHUMOHOTHYECKHX IPOLIECCOB C YYaCTHEM IPEAKOB
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apxeit u Oaktepmii (Margulis, Sagan, 2002; MapxkoB, 2010). bakrepun ObuTH mpesiie-
CTBEHHUKaMU MUTOXOHJPUH U IUIACTHI, a apXen — MpeIIeCTBCHHUKAMH IUTOIIa3MBbl.
[To moBoAy MPOMCXOXKACHUS siApa UAYT AUCKYCCUH. BbUIO BbICKa3aHO MpeNoioKeHue,
YTO 3YKapUOTHI NOIYUMIIN SIAPO OT apXe, MPU ATOM B UX XPOMOCOMBI OBbUIN BKITIOUCHBI
Oosnbiive 610KK OakTepraibHbIX reHoB (Mapkos, Kynmukos, 2005; Saruhashi et al., 2008).
B cBs3u ¢ 5TUMH JaHHBIMU BO3HHKAET BOIPOC O MPOUCXOXKICHUH OEIKOB, 00CITYKHBaIO-
IMX Meio3. J{7st oTBETa Ha 9TOT CIIOXKHBIN BOMPOC OBLIO MPOBEACHO HECKOIBKO MCCIIe0-
BaHUIA Pa3HBIX TPYIII SACPHBIX OCIIKOB.

J1J1sl HECKOJIBKUX TPYII SIJICPHBIX OSJIKOB OBLIIO MPOAHATM3UPOBAHO CXOJICTBO C apXeii-
HBIMU U OakTepuanbHbIMU Oenkamu (3axapoB u ap., 2010; Grishaeva, Zakharov, 2012).
st KaxKII0ro 9YKapHOTHYeCKoro Oejka (FHMCTOHA, KOTe3WHa M T.J1.) ObLI MCIIOIb30BaH
cpenHuii nokaszarens cxofcTBa Score (NCBI BLAST) ¢ nepseiMu 10 npokapuoTudecku-
MU Oenkamu. [lanee 3T mokazarenu Juist 0akTepuil U apXeil CpaBHUBAJIM C aHAJIOTHYHBIM
Score st cirydaltHBIX aMHHOKHUCIOTHBIX MTOCIEI0BATEILHOCTEH, TEHEPUPOBAHHBIX CIie-
UUAIFHON MPOrpaMMON Ha OCHOBE OPUTHHAIBHBIX OesKoB. Jl0CTOBEpHOCTH pa3nuyunit
OTIpeIeIsuI ¢ TOoMOIbIo t-kputepus CtbrogenTa. Eciam Score amst apxel mpeBoCXOaANIT
TaKOBOU JJIsl OaKTEPUH, UCCIICYEMbIH DYKaPHUOTHUSCKHIA OCJIOK CUMTAJICS POJACTBEHHBIM
apxeiHbIM OenkaM. Eciii Hao0opoT, 6eok cunTasics omrke K OakrepuaibHbiM. Eciii 06a
MoKa3aTesisi He OTIIMYaJIMCh APYT OT APYra, CYUTAIH, YTO UCCIeTyeMbIi OEIOK MPOUCXO-
JUT OT OENTKOB MPEIKOBBIX MPOKAPHOT.

Bb110 moka3zaHo, YTO TUCTOHBI MO0 UX TPOUCXOXKICHHUIO SIBISTIOTCS TETEPOTeHHOM TPyTI-
noit. YacTe U3 HUX OKa3ajach ONMMKe K OeKaM apXei, XOTs MoKa3aTelld CXOACTBa ObUIH
HEBBICOKMMHU. J[pyrue rucToHbI 100 TTOX0KHK Ha OCJIKH apXeH, JIMO0 He UMEIOT 3HaYNMO-
r'o CXOJ/ICTBa ¢ OeNKaMu MPOKapHuoT (Tadm. 15.1). DTu naHHBIE MOTYT CBUICTEIHCTBOBATh
0 TOM, YTO THCTOHBI, JIa’K€ €CIIM OHW MMEJIU MPOTOTUIIBI B IPOTEOMAxX MPOKApHOT, Mpe-
TEpIIeNn 3HAYUTENIbHBIE H3MEHEHHUS B XOJI€ SBOJIOIIH DYKAPHOT.

Tabnuya 15.1.
CX0/ICTBO THCTOHOB dYKapHOT ¢ OeJikaMM apXei u GakTepui.

O0bekT I'mcronbl
S. cerevisiae H1 H2A* H2B H3* H4*
S. pombe - H2A* H2B H3* H4*
D. melanogaster HI1*** H2A* H2B* H3* H4*
A. thaliana H1, HI-2* H2A* H2B H3* H3 H4*
C. elegans H1 H2A* H2B* H3* H4*
D. rerio H1* H2A* H2B* H3* H4*
M. musculus H1 H2A H2B H3* H4*

* OeJIKU, IMEIOIIHe JOCTOBEPHO OOJIbIIee CXOACTBO C OeKaMu apxeil.
**% OeJIKU, UMEIOIIHE IOCTOBEPHO OJIMHAKOBOE CXOJICTBO C OEIKaMM BCEX IPOKAPHOT.
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He nomeuensl 6em<1/1, 4bE CXOJCTBO C OenkaMu MIPOKapHUOT HAXOAUTCA HAa YPOBHE TAKOBOI'O JIsd CJ'[y‘-IafIHBIX
Ha60p03 AMHUHOKHCJIOT.

l'[poqepK O3Ha4acT, 4YTO Takol OEJIOK B MCITOJIb30BAHHBIX 0a3ax JIaHHBIX OTCYTCTBYECT.

B KaxxJ10M CTOJ'I6L[€ PacIoI0KEHbL 6CJ'IKI/I-OpTOJ'IOFPI.

Js 1ByX M3 4eTHIpEX OCHOBHBIX KOMIIOHEHTOB KOT€3MHOBOr0 kKomruiekca, SMC1
n SMC3, 6110 TTOKa3aHO 3HAYUTEIBHOE CXOACTBO C OenkaMu apxeil, HO He OakTe-
puii. 3TO MPOTHUBOPEUUT JINTEPATYPHBIM UCTOYHUKAM, KOTOpPbIE TOBOPAT, YTO 3T OeJI-
KM UMCIOTCSl M B OaKTepUaIbHBIX, M B apXEHHBIX MpoTeoMax (cM, Hampumep, Hirano,
2005). Uro kacaercs Scc3/STAG u RAD21/RECS, 10 yacTh U3 HUX ObliIa OJIMKE K
apXeWHBIM OeKkaM, 9acTh — K OaKTepHaITbHBIM (C HEBBICOKUMH MOKA3aTEISIMU CXO/I-
CTBa), a YaCTh HE UMeJa POJICTBEHHBIX OCJIKOB B MPOTEOMax MpoKapuoT (Tadm. 15.2).
TakuMm 00pa3oMm, OCHOBA KOTE€3MHOBOTO KOMIIJIEKCA IMOCTPOCHA M3 JIBYX OCJIKOB ap-
XEWHOTO IMPOUCXOKIACHHUA U IBYX 6CJ'IKOB, KOTOPBIC, ITO-BUAUMOMY, ITOABUIINCH ITO31-
Hee B XOJI€ DBOJIIOIIHH.

Tabnuya 15.2.
CX0/ICTBO KOMIIOHEHTOB KOT€3UHOBOT'O KOMILJIEKCA dYKapHoT ¢ OelkaMu apxeil u GakTepuil.

ObbeKT KoMnoHeHTBI KOTe3HHOBOI0 KOMILIEKCa
(MUTOTHYeCKHUE / MeloTHYeCKHUE)

S. cerevisiae Sce3 Sccl / Rec8 Smc3* Smcl*

S. pombe Psc3** / Recll Rad21**/ Rec8 Psm3* Psm1*

D. melanogaster SA1 RAD21 /- SMC3* SMC1*

A. thaliana SCC3* SYNI, SYN2/REC8 | SMC3* SMC1*

C. elegans SCC3 RAD21 /REC8* SMC3* SMCI1*

D. rerio STAG1*, STAG2 RAD21 /RECS8 SMC3* SMC1 / SMC1p*
M. musculus STACGITVOTAO® | RAD2I*/RECE | SMC3* | SMCI/SMCIp*

** Gellku, UMEIOIIHE JJOCTOBEPHO OOJIbIIIEE CXOICTBO C OCIKaMu OaKTepHit.
OcranpHble TpUMeYaHus — Kak B Ta0m. 15.1.

Bouto Takke NpoaHaTM3UPOBAHO BO3MOXKHOE CXOACTBO OCJIKOB CHHANTOHEM-
Horo kommiekca (CK) ¢ 6enkamu mpokapuot. benku CK He MMerOT 3HaYMTENbHO-
ro CXOJICTBA, HO O0JAJalOT CXOJHOW BTOPUYHOM CTPYKTYPOH, CXOAHBIMH (PU3ZHKO-
XMMHYECKUMHU THapaMeTpaMyd W BBIOJHSIOT CXOAHYIO (yHKUMIO (rmoxpoOHee cM.
Bogdanov et al., 2007 u I'maBy 14). OTa rpynna 0enkoB Ooka3zalach reTepOreHHOH,
npuuéM BO BCEX CIydasx IOKa3aTesd CXOJCTBa ¢ OeIKaMu MPOKApUOT OBLIM OYCHb
HeOonpmmMu. bonpmmHeTBO *Ke 6enkoB CK He mMmenno poacTBEHHBIX OEJIKOB B IPOTe-
oMax apxed mim Oaxrtepuii (Tabm. 15.3). D10 ObLT OXKUAACMBIN PE3YIBTAT, €CIIH YUH-
TBIBaTh TOT (aKT, YTO MEHO03 BO3HUK Y IyKAPHOT.
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Tabnuya 15.3.
CXO0IICTBO KOMIIOHEHTOB CHHAIITOHEMHOI'0 KOMILIEKCA 3yKapuoT ¢ OesTkaMu apxeil u OakTepuil.

Beaku cunantoneMHoro komiiekca (CK)
Oonexr Beskn neHTpajabHoOro Bbeaxu narepanbubix | IIpoune
npocrpancTa CK anemenToB CK oeaxu CK

S. cerevisiae Zip1*** Hopl

S. pombe Zipl Hopl

D. melanogaster C(3)G*, CORONA

A. thaliana ZYPla** ZYP1b

C. elegans SYP-1** SYP-2, SYP-3*** SYP-4 HIM-3

D. rerio SYCP1*** SYCEI, SYCE2, TEX12* SYCP3-like SC65
M. musculus SYCP1**, SYCE1*** SYCE2*** TEX12 SYCP2, SYCP3** SC65

# 6enox TEX12 orcyrcTBoBai B 6a3e naHHBIX 0elKOB D. rerio, 03TOMY OBLT B3ST IpYyroi 00beKT — pbida
Anoplopoma fimbria.

He Bce KOMIOHEHTBI CHHAIITOHEMHOT'O KOMILIEKCA SIBIISIIOTCS. OPTOJIOTaMH.

OcTanbpHble IpUMeYaHus — Kak B Tabmune 15.1

Taxoii e reTeporeHHO OKa3anach U rpymia Meio3-crneruuaHbix pepmeHToB. Dep-
MEHTHI, (QYHIIMOHUPYIOIIE HAa PaHHUX dTarmax pexomOuHarmu u penapanuu (DMCI,
SPO11), oka3anuch Ommke K apXeiHbIM OeskaM, a «mo3nHui» pepmenT MLH4 npoxokeit
S. cerevisiae — k 6axktepuanbHEIM. MLH4 npyrux n3ydeHHBIX 9YKapHOT MMEET CXOJICTBO
¢ OemaMu B mpoTeoMax 0OeuX MPOKapHOTHYECKUX Irpymi. Ilokazarenn cxoacTBa Takxe
OBLTH HEOONBITUMHE, OJTHAKO, OOJiee 3HAYMMBIMH, YeM B ciaydae Oenkos CK.

Jnst rpynnsl GenKoB siACpHON MeMOpaHbl Pe3ylabTaThl TaKKe OKa3aluCh pa3HbI-
mu (Tabn. 15.4). Ilpu HEOONBIIOM CXOICTBE YacTh OENKOB ObLIa ONIKE K apXeWHBIM,
4acTh — K OakTepHaibHbIM. TakuM 00pa3oM, 3TH OEJIKH TOXKe, BEPOSITHO, MOSIBUIINCH Y
MIEPBBIX 3YKapHUOT.

Tabruya 15.4.
CxoncTBO OEIIKOB SIIEPHOM 00OJIOUKH SYKapHOT ¢ OeNKaMu apXeit  GaKTepHid.
O0bekT Hyxneonopunbl Beaku staepuoit
000JI09KH
S. cerevisiae Nup145 Seh1** Gap-1
S. pombe Nup116, Nup189*** Seh1** Src-1
D. melanogaster NUP98 NUP44A** DSRC64**
A. thaliana SAR3 SEHI-like** —
C. elegans NPP-10 NPP-18%* HEH-1
D. rerio NUP98 SEH1** NCOAT***
M. musculus NUP98 SEH1** NCOAT***

[Tpnmeuanns — xak B Tabmumne 15.1.
OpTosoramMy SIBISIIOTCS TOJIBKO HYKJICOTIOPHHBI.
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Takum 00pa3oM, B LIEJIOM CXOJICTBO SIJICPHBIX IYKAPUOTUYECKUX OCIKOB C MPOKAPUO-
TUYECKUMHU HHU3KOE. DTO MOXHO OOBSICHUThH 3HAYUTEIHHOU MEPEeCTPOUKONM I'€HOB U CO-
OTBETCTBYIOLIUX OCJIKOB y AYKapUOT B XOZE SBOJIOIUHU M, BO3MOXXHO, 00pa30BaHHEM
de novo MHOTUX O€JIKOB Y JPEBHUX DYKapHOT. TOJIBKO OTJENIbHBIC IPYIIIbl OCIIKOB UME-
10T OoJiee-MeHee BBICOKME TOKa3aTelrd CXOACTBA C OeNKaMU MPOKApHOT. DTO (epMeH-
161 DMC1 u SPO11 u xore3unoBsie 0enku SMC1 u SMC3. ['pynna cTpyKTypHBIX 6e-
KOB XPOMOCOM BKJIFOYAET OCJIKH, CXO/IHBIC KaK ¢ apXeHHbIMU OekamMu (THCTOHBI), TaK
¢ GaKTepHUaNbHBIMU (HEKOTOPBIEC MPEACTABUTEIN KOT€3UHOBOTO U CUHAIITOHEMHOTO KOM-
TUIEKCOB). DTO MOATBEPKIACT TUIIOTE3Y O CMEIIaHHOM (CHMOMOTHYECKOM) ITPOMCXOXKIe-
HUU Sykapuort. ClieayeT Ipu 3TOM 3aMETUTh, YTO HAOIIOIAEMOE CXOJICTBO TPO- ¥ DYKaApH-
OTHYECKUX OCIIKOB MOXKET OBITh OOBSICHEHO HE TOJBKO MX OOIIMM SBOJIFOLIMOHHBIM TIPO-
HCXOXJICHUEM, HO U SIBJICHUEM KOHBEPI'CHIIUH, KOTJa CXOACTBO OCIIKOB SIBJISICTCS OTPaXKe-
HHEM CXOJICTBA MPOIIECCOB, B KOTOPHIX OHU MPUHUMAIOT YIACTHUE, HO HE SBISETCS CIE/-
CTBHUEM OOILIHOCTHU TIPOUCXOKIICHHSI.

MHoroo6pasue 6enkoB, POPMUPYIOLLIMX
CUHANTOHEMHbIE KOMIUIEKCDHI Y 3yKapnoT

Bomnpoc o npoucxoxaeHnu 0eJIKOB CHHANTOHEMHOTO KOMITJIEKCa OAHUMAJICS] pa3HbI-
MU uccienopatensmu. Tak, opromoru 6emka Hopl npoxokelt ObLIM HaliIeHBI ITOYTH Y
BceX M3 15 M3ydeHHBIX BHUIOB SYKapHOT, BKIIOYas MbllIb U 4yenoseka (Ramesh et al.,
2005). beuto takxe nokazano, uyto 6en1ok HORMADI! mbimm, oprosnor Hopl, urpaer
poib B popmupoBanun CK 1 sIBIsieTCS KOMIIOHEHTOM HECTIAPEHHBIX XPOMOCOMHBIX OCel
B Meiio3e (Daniel et al., 2011). Opronoru 6enkoB SYCP1 u SYCP3 no3BoHOYHBIX (BXOHSI-
LIMX B COCTaB MONEPEYHbIX (PUIAMEHTOB M JaTepanbHbIX 31eMeHToB CK cooTBeTCTBEH-
HO) ObUTH 0OHApYKEHBI B MPOTEOMAaX MPEICTaBUTENIEH Pa3HbIX TaKCOHOB Metazoa, BKITIO-
qas Placozoa, Porifera u Coelenterata. DxciepuMeHTaIbHO OHH MCCIeAOBaHbl y Hydra
(Fraune et al., 2012). beuio mokazano, uto SYCE2 u TEX12 mo3BOHOYHBIX (3TH OEIKH
CTPYKTYPHPYIOT LieHTpanbHoe npoctpanctBo CK) koncepBaruBHbl y Metazoa, SYCEI
nosiBisieTcs y Bilateria, SYCE3 cnemmduuen mans Vertebrata. SYCE2 u TEX12 6putn
SKCIIEPUMEHTANILHO nccienoBansl y Hydra (Fraune et al, 2013, 2016).

Henasuo Obu1 mpoBeAEH MacITaOHbIM MOUCK OEJIKOB, POJCTBEHHBIX BCEM U3BECTHBIM
oenkam CK cemu MOIEeNbHBIX BUIOB 3yKapHOT, B TpoTeoMax Bcex 3ykapuoT (Grishaeva,
Bogdanov, 2014). Bcero 6bu1 nzyuen xoncepsarusm 33 OenkoB CK. Pesynbrars! nccie-
JTOBaHMSI OKa3aJIUCh HEOKUAAHHBIMH.

He Opun Haiinensl Oenku, cxonHeie ¢ Oenkamu CK, y mpencraBuTenel Clieayonmx
TaKCOHOB:

— Rhodophyta, Euglenophyta, Chrysophyta, Charophyta, Xanthophyta u Dinoflagellata

(Bomopocmm);

— Mesozoa, Gnathostomulida, Bryozoa, Cycliophora, Myzostomida u Nemertea;
— Rotifera, Nematomorpha, Scalidophora, Acanthocephala, Entoprocta u Gastrotricha

(Coelomata);

— Tardigrada u Onychophora (Protostomia);
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— Chondrichthyes (Chordata).
Haiineno cxoznctBo Tosbko ¢ 6enkom FKBP6 mbIm (pepMeHTOM menTH IuI-IIPOITHIT LHC-

TpaHCU30Mepa3oil) B MPOTEOMax:

— Cryptophyta, Diatoms u Pelagophyceae (Bomopocin);
— Perkinsea, Rhizaria, Amoebozoa, Myxosporea;
— Annelida (Protostomia).

Kak MOXHO 3aMeTHTh, B 9TOT CIIMCOK IO HE TOJIBKO BOAOPOCIN U IPUMHUTUBHBIE
9yKapuoOTh, HO U KoipuaThie YepBu (Annelida), u xpsieBbie pbiobl (Chondrichthyes).
OtcyTtcTBue 0eIKOB, CXOMHBIX ¢ 6enkaMu CK MopebHBIX BUIOB 9yKapHOT, Y MPEICTaBU-
TeJel yKa3aHHBIX BBIIIE TAKCOHOB MOXKET CBHJICTEIBCTBOBATH JIN0O O POTEKaHUU MeHOo-
3a 6e3 ¢popmupoBanus CK, m1u6o o popmupoanun CK 13 Hen3BeCTHBIX OCIIKOB.

Jo cux mop Meio3 octaércsi cnabo M3yYeHHBIM Yy OIPOMHOTO YHMClia OpPraHU3MOB
3a mpenenaMu y3koil rpynmbl MoaenabHbix BHIOB (Loidl, 2016). Tak, y HEKOTOpBIX
Dinoflagellata meiio3 ectb, ogHako npucyrctBue CK octaérest mozg BompocoM. JlaHHbIE
0 TMaTOMOBBIM BOJOPOCIISIM TaK)Ke MPOTHBOPEUMBEL. Y HEKOTOPBIX U3 HUX HaOIIOIaIN
CK, ognako OnonH(popMaTnyecKuil aHaIU3 He BBISIBUIJI TeHOB, Kogupytoumx oenku CK.
HexoTtopsie puzapun umeroT nosiosoii pouecc U CK, n'y HUX ObUTH BBISIBICHBI crieli(u-
YeCKHe MEHOTHYECKHEe TeHbl, B YaCTHOCTH, Hopl. AMEOBI cnabo N3ydeHbl B OTHOLICHUT
Meii03a; JHIIb Y HEKOTOPBIX ObLT UCCIeIoBaH Meio3 u aaxe ooHapyken CK, mpasna, B
cniopax. Meiio3 B TOlM win UHOU opMe ecTh y criopoBukoB (Apicomplexa), psjia npes-
craButeniell HaaTtuna Alveolata, y Hu3mux rpuboB mukpocnopuanii (Cavalier-Smith,
2002). Y HeKoTOpBhIX KpacHbBIX Bojmopociiel Takxke 0but BhisiiieH CK. [To-Buaumomy, CK
OTCYTCTBYET Y OOMHIICTOB M XPALICBBIX PbIO. Y HUX APYTHMMHU UCCIEIOBATEISIMH TaKKe
He obnapyxkenbl 6enxu CK (Loidl, 2016).

Hurtepecen takxke ToT dakTt, uro B nporeomax Choanoflagellata, cunraromuxcst cpe-
I ONHOKIJICTOYHBIX ONMKAHUIIUMH POACTBEHHUKAMH MHOTOKJIETOYHBIX YKHBOTHBIX
(Dickinson et al., 2011), HeT Ge/IKOB, UMEIOIIUX BBICOKYIO CTECIICHb CXOACTBA C KaKHUM-
6o u3BecTHbIM OesikoM CK (Grishaeva, Bogdanov, 2014). [Tpu 3TtoM npyrue meiios-
cnernuduunbie 6enku (kpome REC8) Obutu BoisiBiaeHsl (Loidl, 2016). C apyroii cropo-
HBI, B IPOTEOMaX 3YKapHOT (Kpome OJIM3KOPOACTBEHHBIX BUIOB) HE OBIIIM OOHApPYKEHBI
0eJIKH, POJCTBEHHBIE HEKOTOPHIM CIIEHU(PHUHBIM OesTkaM — OeJIKaM EHTPaIbHOTO MPOo-
crpanctBa CK npozoduiiel (Corona) u Hemaronst (SYP-1, SYP-2, SYP-3, SYP-4), a tak-
xe Oenkam narepanbHbix 21eMeHToB CK apoxokeii (Redl u Recl0) u apozoduisr (C(2)
M). D10 CBUIETENBCTBYET O HE3aBUCUMOM IBOJIONMU Mel03a B pa3HbIX (PUIIoreHeTHye-
CKHUX JIMHUSIX 3YKapHUOT.

Kpome yroMsiHy ThIX BbIIIE 0COOBIX OEIKOB IPO30(HITbI 1 HEMATOIbI, OOJIBITUHCTBO
6enkoB CK MozmenbHBIX BHIOB MUMEET POJACTBEHHBbIE OEJIKM y NpeJCcTaBUTENel pas-
HBIX BeTBel aykapuoT (Tabn. 15.5). Uto xacaercs 0eIKOB IIEHTPAIbHOTO MPOCTPAH-
ctBa CK no3Bonounbsix (SYCP1, SYCE1-SYCE3, TEX12), To cxonHble ¢ HUMHU Oe-
KW HalICHBI TOJIBKO Y XOPAOBBIX. ENMHCTBEHHBIM HCKITFOUEHUEM SIBIISIFOTCS] OPTOJIOTH
oenka SYCE2 mbiuu u peiObl y nipeacraButeneii BTopuaHopoThix (Echinodermata,
UTJIOKOKHE), aHHOTUPOBAaHHBIC B 0a3ax JIAHHBIX, XOTs CTETIEHb HX CXOACTBA MPHU 3TOM
O4YeHb HeOOJbIIas.
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Tabnuya 15.5.
benxu CK MOzeNbHBIX OMOIOrMYECKUX BUIOB, MMEIOIINE HAMBEICILEE CXOACTBO
¢ GesIKaMu IPYTUX 9YKapUOT, U TAKCOHBI, Y MPEACTABUTEIICH KOTOPBIX HAWIEHBI CXOIHbIE OEJIKH.

beaxn CK | TakcoHbl, B KOTOPBIX Hali/IeHbI CXOHbIE 0eJIKH
Beaku nenrpaabHoro npocrpancrsa CK
SYCP1 Mm Actinopterygii, Sauropsida
SYCE3 Mm Amphibia, Sauropsida
SYCEI, SYCE2, TEX12 Mm Sauropsida
SYCPI1 Dr Sauropsida, Mammalia
ZYPla, ZYP1b At Lycopodiophyta

Beaxu aarepanbubix jieMenToB CK u apyrue 6eaxu CK

Algae, fungi, Mosses, Lycopodiophyta, Parabasalia + Fornicata
ASY1 At + Heterolobosea”, Apicomplexa, Euglenozoa, Porifera, Placozoa,
Coelenterates, Platyhelminthes, Nematoda, Deuterostomia

Chlorophyta, Mosses, Lycopodiophyta, Parabasalia + Fornicata +

ASY2 At Heterolobosea®, Apicomplexa

Euphyllophyta, lower fungi, Basidiomycota, Parabasalia +

Hop1 Sc Fornicata + Heterolobosea*

Porifera, Placozoa, Coelenterates, Nematoda, Mandibulata,

SC65 Mm, SC65 Dr .
Deuterostomia

Porifera, Placozoa, Coelenterates, Mollusca, Echinodermata,

SYCP3 Mm, SYCP3-like Dr Cephalochordata, Tunicata, Vertebrata

Echinodermata, Cephalochordata, Actinopterygii, Amphibia,
Sauropsida

SYCP2 Dr Mammalia

SYCP2 Mm

" DU TaKCOHBI U3YYaINCh KaK OJHA TPYyIIIIa.
O0o03HayeHne MOJCIBbHBIX BHIOB JYKapHOT: Sc — Apoxoku Saccharomyces cerevisiae, At — pacteHue
Arabidopsis thaliana, Dr — pwiba Danio rerio, Mm — mbiiib Mus musculus.

Cpenn 6enkoB nmaTepanbHbIX 37eMeHTOB CK BBICOKOM KOHCEPBATUBHOCTHIO OTIIHYAJI-
cst pepment FKBP6, Ho oH He siBisieTcs cTpykTypHbIM KomrioHeHToM CK. Cpean npyrux
6enkoB JID CK Beimemnstores 6enku ¢ qomeHoM HORMA. benku, poacTBeHHBIC OemKam
ASY1 u ASY2 apabunorncuca, a Takxke Hopl apoxokeit, HaiiieHB! y BOZOPOCIEH, MXOB,
rpuOOB, MPUMUTHBHBIX DYKAPHOT M Y MHOTHX MHOTOKJICTOUHBIX JKUBOTHBIX, BKITFOUast
ryOOK, YepBel, HITIOKOKUX 1 TT03BOHOUHBIX. HenssectHo, popmupyercs mu CK B metio-
3€ y BCeX M3yYeHHBIX 00bEKTOB, MO0, HANIpUMeEp, TaKUe HU3IINE TPUOBI, Kak Aspergillus
nidulans, ooxonsatcs B meiiose 0e3 CK (uut. mo: [lenkuna u ap., 2002; Loidl, 2016). Ox-
HaKO M3BECTHO, 4To JoMeH HORMA, cTpyKTypHpyOmuii XpOMOCOMBI, HEOOXOIUM IS
MTOCTPOCHMS JTaTepabHBIX 1eMeHTOB CK y TakMX MOJIENBHBIX OPraHU3MOB, KaK IIBETKO-
Boe pactenue A. thaliana, cymuarerit Tpu6 S. cerevisiae, nemarona C. elegans.

benku, poacreennsie SYCP2, SYCP3 u SC65 Mbimu u peiObI, HAWJEHBI TOJIBKO Y
MHorokeTouHbIX (Fraune et al., 2012, 2013, 2016; Grishaeva, Bogdanov, 2014).

W3 nony4eHHbIX AJaHHBIX MOXKHO CIEJIaTh CJICIYIOLINE BEIBO/BL.
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(1) dns mocrpoenus cunantoHeMHoro kommiekca (CK) B pa3HbIX (HIOTeHETHYECKUX
JIMHUSIX 9yKapUOT MCTOJB3YIOTCS HETOMOJIOTUYHbBIE OEJIKH, OIHAKO ISl COOPKH JiaTepalib-
HBIX 3JIEMEHTOB B 3THX Oelikax 4arie Bcero npucyrcrByer noMmeH HORMA. Bo3smoxHo,
aT0 camble ApeHue Oenku CK. Y nmo3zeoHouHbIX Iono6Hbie 6enkn (HORMADI) sBnsirot-
Csl KOMIIOHEHTaMU HECTIAPEHHBIX XPOMOCOMHBIX OCei B MeH03e W HeOOXOIUMBI IS Mpa-
BuiibHOTO (popmupoBanusi CK (Daniel et al., 2011). 3amena OenkoB ¢ qomenom HORMA
Ha SYCP2 u SYCP3 y n0o3BOHOYHBIX H MHOTHX OC€CITIO3BOHOYHBIX KMBOTHBIX MPOU30IILIA,
BO3MOYKHO, M3-32 YBEJIMYEHHSI CIIOKHOCTH OEJIKOBBIX KOMITJIEKCOB, PAa00TAIOIIUX B MEHO3e,
B TOM YHCJIE, 38 CYET MEHOTHYECKUX KOTE3MHOB U JOTIOTHUTENLHBIX OCIIKOB.

(2) Haubonee BapuabenbHbl Oenku mneHTpaibHOro npocrpanctsa CK. Ciemosareib-
HO, JlaTepajibHbIE 3JIEMEHThl MOTYT COEIMHATHLCS B €MHBIN KOMIIJIEKC 3a CUET B3aUMO-
JIEHCTBUS Pa3HBIX OCIKOB.

(3) HesaBucumble 3BONIONMOHHBIE JTUHUM MHOTOKJIETOYHBIX 3YKAapHOT, BO3MOXHO,
UMEIOT 001mui Habop 0a3oBbix MeioTnueckux OenkoB (Loidl, 2016). Ha 3To yka3biBa-
10T ¥ JaHHbIE, MTOJyYeHHbIE aBTOpAaMHU KHHUTHU (CM. MPeIblIyIui U MOCIeayIONHNA pa3-
JIeJbl), M Pe3yNIbTaThl paboThl APYTUX UCCIeaoBaTeNel, HampuMep, Pamera ¢ coaBropa-
mu (Ramesh et al., 2005). MmeeTcs Takke HAOOp CTPYKTYpHBIX OEIKOB, CHEM(DUIHBIX
JUIS K&KIOW JJMHUM MHOTOKJIETOYHBIX. B 3TOT Habop BX0omaT m Hekotopsle 6enku CK.
B aToM cnyyae Ba)XHO TPUCYTCTBUE ONMPEACTIEHHBIX (YHKIMOHAIBHBIX JOMECHOB M HX
KoH(popManus.

SBOJTIOLIMOHHbBIN KOHCEPBATU3M 6EJIKOB pEKOMOMHALIMN
M UBMEHYMBOCTb MENO3-CreLMPUIHbIX GEJTKOB XPOMOCOM

OCHOBHYIO Maccy Meno3-crelM(UYHBIX OCNKOB COCTAaBISAIOT OCIKH PEeKOMOMHA-
UM — (EpPMEHTHI ¥ MOAYJISITOPHI 3TOro npouecca. OHM cuuTalOTCs Hanbosiee KOHcep-
BatuBHBIMU (Hunter, Kleckner, 2001; Marcon, Moens, 2005). B mpoTHBOITOIOKHOCTb
OekaM penapanuu-pekoMOnHanuu, 0eaKu, (GOPMHUPYIOIINE CHHANTOHEMHbBIE KOMILICK-
cbl (CK), paznuunsl y pa3abix oprann3mos (Heyting, 1996; Smith, Roeder, 2000; Borna-
HOB u Jp., 2002; Page, Hawley, 2004). OnpeneneHHass KOHCEPBaTUBHOCTD MIPUCYIIA TAK-
e MEHOTHYECKMM KOT€3MHaM, HO OHa HM)KE, YeM y KOT€3MHOB COMAaTHUECKUX KIIETOK
(Pasierbek et al., 2001; I'pumraesa u np., 2007).

Bb110 mpoBeeHo cpaBHEHHE KOHCEPBATUBHOCTH PA3HBIX TPYMIT OEJIKOB, paOOTarOIINX
B Mei03€: KOMIIOHEHTOB KOT'€3MHOBOIO ¥ CHHAIITOHEMHOI'O KOMITJIEKCOB, ()EPMEHTOB U HX
(yukmonaneHbIX ToMeHoB (I pummaesa, bormanos, 2017). TpaIulIMOHHO CYUTATIOCh, YTO
HMMEHHO (yHKIMOHAJIBHbIE JOMEHBI OCJIKOB JI0JKHBI OBITH CXOAHBIMH Y Pa3HBIX OpraHu3-
MoB. PaHee ObIIIO OTMEYEHO, YTO CXOACTBO MEHO3-CIICM(UYHBIX KOTE3MHOB, HAIPHMED,
RECS, cymectByeT TojbKO0 B 00macTu GpyHKumoHanbHOro fomena (Pasierbek et al., 2001).
Bpu1o Takke mokazaHo, 9TO 3TO CXOACTBO BechMa Hebobioe (I pumraesa u ap., 2007).

benku zomonozuunoii pekomounayuu. Junonykiaeasa SPO11 u eé opronoru, BHO-
csmue AByHuTeBble paszpbiBel B JJHK, — mepBbie mo BpeMeHu Oenku, onepupyromue
Ha xpomocomHoi JIHK B xome meiioTrueckoll peKOMOMHAIMU — Majl0 KOHCEPBaTHB-
HBI (Tabn. 15.6, puc. 15.1 a). CxoacTBO MEXIy OPTOJIOTaMU OPTaHU3MOB U3 pa3HbIX (u-
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JIiyMOB He rnpeBbimaet 32%. OHAKO B IMOJITHUIIEC TO3BOHOYHBIX (pbIOa, MBIIIb U YESJIOBEK)
6enkxu SPO11 KoHCepBaTHBHBI: OTHOCUTENBHBIE TTOKA3aTeIN CXOACTBA BAPbUPYIOT B Ipe-
nenax ot 56,6% 1o 86,6%.

Tabnuya 15.6.
[Tokazarenu MOMapHOTO CXOICTBA MEHOTHUCCKUX OCIIKOB M UX JOMCHOB.
. OTHOCHTEbHOE CXOACTBO (eJIKOB
IIpenenbl 3Ha4YeHH
WM IOMEHOB Mexay puiymamu
Beslok uiam goMeH OTHOCHTEJBHOIO CXOCTBA
(MCKJII0OYeHBI POICTBEHHBIE BU/IbI
0eJIKOB HJIU JOMEHOB
BHYTPH (PUJIYMOB)

RAD51 13-99% 13-76%
rad51 DMCI1 radA domain 63-100% 57-85% "
DMCI1 49-97% 49-60%
rad51 DMCI_radA domain 58-99% 58-67%
MLH1 14-87% 14-49%
Mut_L_Trans domain 14-97% 14-61%
SPO11 6-87% 6-32%
TOPRIM_TopOIIB_SPO 14-73% 14-45%
domain
TPGA N domain 0-82% 0-38%
RAD21 0-97% 0-31%
Rad21 Rec8 N domain 18-100% 18-86%
REC8 0-67% 0-5%"
Rad21 Rec8 N domain 0-92% 0-24%
Hop1/ASY/HIM-3/ HORMAD1 1-76% 1-14%
HORMA domain 4-92% 4-26%

" KupubiM mpudTOM BbIIEICHB HANOOJBIINE TIOKA3ATENH TIOTNIAPHOTO CXOACTBA OPTOJIOTOB, KYPCUBOM —
HauMeHbInue. [I[puBeIEHHBIC TIOKA3aTeNIN CXO/ICTBA SIBJSIFOTCS OTHOCHTEIBHBIMU (B % OT MaKCUMAJIbHO BO3-

MOXHOTI'0 — CXOACTBa «CaM Ha CCGH»)

Onpe/ienieHbl TIOKa3aTeId CXOACTBA JUIs (PyHKIIMOHAIBHBIX J0MeHOB Oeika SPOI11,
9TOOBI CPAaBHUTH UX C TAKOBBIMH JUTsI 11enbix Moiekyn. Jlomen TOPRIM topollB SPO
nMmeeT pa3mepsl oT 155 1o 171 a.k. On karanuzupyet AT®-3aBUCUMBII TPAHCTIOPT OIHO-
ro mymiekca JIHK dwepe3 mpyroii. CxoacTBO JOMEHOB IS MPEICTABUTEICH pa3HBIX
APCTB HAXOIUTCS MPUMEPHO Ha TOM K€ YPOBHE, UTO U CXOJICTBO IENBIX OeNKOB (Tadll.
15.6). 3aTo B mpenenax MO3BOHOYHBIX OHO MeHbIe (73% mpotus 87%). pyroit qoMeH
oenka SPO11 — TPGA N (¢ ¢pynkuueit JIHK-ronmonzomepassr Tuna 11B) — umeer miu-
Hy Bcero 65—72 a.x. Ero mokasarteny cxXo/CcTBa HHOT/IA TPEBBIIIAIOT TAKOBBIE JJISI OOJIb-
IIero JJOMEHa, HO Yallle MaJibl WU He3HauuMbl (puc. 15.1 6). CxomcTBo HaOM0IaeTCs He
10 BCEH JJIMHE JOMEHA.

Meiios-crieruduanbiii 6emok DMC1 oTCyTCTBYeT y HEKOTOPBIX M3YyUEHHBIX BHIOB.
CXOICTBO €r0 OPTOJIOTOB Y MOJICTBHBIX 00BEKTOB BapbupyeT oT 49% (DMC1 A. thaliana
o cpaBuenuto ¢ DMCI1 S. cerevisiae) moutu m1o 100% y mo3BoHOUYHBIX (pHC. 15.2 a,
Tabm. 15.6).
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Puc. 15.1. CpaBuurenbHas koucepBaruBHOCTH Oenka SPO11 (a) u ero nomena TPGA N (0) u3
IPOTCOMOB MOJICIIBHBIX BUOOB.

Ha FOpH3OHTaJ'I]:-HOI7[ OCH yKa3aHbl BUIbl MOJCIIbHBIX OPIraHU3MOB, YbU 6eJ'IKI/I 6I)IJ'II/I N3YUYCHbI.

Sp — Schizosaccharomyces pombe, Sc — Saccharomyces cerevisiae, At — Arabidopsis thaliana,
Dm — Drosophila melanogaster, Ce — Caenorhabditis elegans, Mm — Mus musculus, Hs —
Homo sapiens. Ha BepTuKanbHOI OCH — TOMAPHOE CXOACTBO OENTKOB KaK MPOILIEHT OT MAaKCUMaJlb-
HO BO3MOXKHOTO CXO7ICTBa «caM Ha cebs» (100%). JlnaroHaibHbIe CTOIONKH, COOTBETCTBYHOIIUC
100%, cpe3anbl, kpome ofHOrO (4épHOTO 1BeTa). M3: Grishacva, Bogdanov, 2018.

Bonpmmit Gpynkunonansuelii fomeH 6enka DMC1 — Rad51 DMCI1 radl — mpucyr-
cTByeT Takxke Uy ¢pepmenta RADS1. OH yaepkuBaeT BMeCTe OIMHAPHYIO U JIBOMHYIO
Hut JIHK. Ero pasmep y opronoroB DMCI1 coctasinsier okono 230 a.k. CxoncTBo gome-
Ha Y pa3HbIX BUJOB [IOYTH TAKOE K€, KAK U y LEJIOH MOJEKYIbI: 10 99% y MO3BOHOYHBIX
u 10 67% y npencrasurenei pazHsix GpurymoB (tadm. 15.6, puc. 15.2 6).

®epmenT RADS1 nmeeT ToT ke ypoBEeHb KOHCEPBAaTH3Ma, YTO €r0 MEHOTHYECKHUI ro-
mosor DMC1 (tabn. 15.6). B mpenenax montuna mo3BOHOYHBIX CXOJCTBO JOXOIHT JIO
99%; nabmromaeTcsl TaKKe BBHICOKOE CXOACTBO MEXKAY OClKaMM 4YelOBeKa M APOAKEH
S. pombe (1o 71%). benku npo3o¢uiiel 1 apaduroncuca UMEIOT OJIM3KKUE YPOBHHU CXOJI-
CTBa C OeJIKaMM APYTHX OpraHu3MoB (45—66%), HO MeXay co00il OHM HE WACHTHYHBI.
OyunkroHanbHbIN qoMeH 3Toro gepmenta (Rad51 DMCI radA, Gonplimii U3 ABYX) 11O
YPOBHIO KOHCEpBaTUBHOCTH CJIErKa MIPEBbILIACT OKa3aTeIn A uenoro oenxa (57-85%
Mexay ¢pumymamu u 10 100% B npenenax mo3BOHOYHBIX).

®epment MLH1, yyacTBytomumii B KpOCCHHIOBEPE M pelapalnuy OLIMO0YHO ClIapeH-
HBIX OCHOBaHUH, 00nanaeT nuib 14—49% cxoycTBa y BUIOB U3 Pa3HbIX ApCTB (Tadi. 15.6,
puc. 15.3 a). Oro BeIme, yem KoHcepBaTHBHOCTH SPO11, HO HIbKE, YeM MOKa3aTeu sl
RADS51 u DMCI. Camoe Huzkoe cxonctBo (14,4%) HaOmromgaercs Mexay Oenkamu He-
Marofpl ¥ apabujiorncuca; B nape Apo3o¢uia-1aHuo 3TOT IoKa3arenb gocturaet 48,8%.
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Puc. 15.2. CpaBauTensHas koHcepBaTUBHOCTE Oenmka DMCI (a) u ero momena rad51 DMCI
radA (0) U3 IPOTEOMOB MOJICITEHBIX BHIIOB.

O0o3HaueHMs Takue ke, Kak Ha puc. 15.1. Y npo3odwirer u HemMaTons! 3Toro 6enka HeT. U3:
Grishaeva, Bogdanov, 2018.

Hawusriciiee ¢XoncTBO MPOCISKUBACTCS B TIpeeIax MOATHIIA TO3BOHOUHBIX (67—-87%).
B cocraBe ¢epmenta MLHI1 onpenenstorcst Tpu GyHKIHOHATBHBIX qoMeHa. OIUH W3
HuX, Mut L Trans, BaxeH JUisl THIPOIN3a HYKJICOTHOB U NIEPEIaul CTPYKTYPHBIX CHUT-
HanoB. Ero mokaszarenn cxoncTBa BapbupYIOT OT 14 mo 97% (tadm. 15.6., puc. 15.3 0).
DTO0 Ta Ke CTEIEHD KOHCCPBATUBHOCTHU, YTO U Yy LEJIBIX MOJICKYIL.

Cmpyxkmypnule 6enku Melomuueckux Xxpomocom. VIzyueHa KOHCEpPBaTUBHOCTb OJTHO-
T'O M3 KOMITOHEHTOB KOTe3nHOBOTO KoMITiekca — RAD21. [Tokazarenu cxomcTsa ero opTo-
JIOTOB JTOO SBJISIOTCS HE3HAYUMBIMH, JINO0 HE TpeBbIatoT 31% (tabm. 15.6). D70 3Haun-
TEJBHO OTIIMYAET ATOT OEJIOK OT YIOMSIHYTHIX BbIIe ()epMEHTOB pekoMOnHaIwH. JIumib B
npeJieNiax MoITHIIA TIO3BOHOYHBIX CXOJICTBO OPTONOroB nocturaet 97%. Koresunsl apox-
kel S. cerevisiae (Sccl) m apabumoricuca (SYN2, SYN3, SYN4) umeror camoe HHU3KOe
CXOJICTBO C OPTOJIOTaMH JPYTHX BHIOB (HE3HAUMMOE WM He TIpeBbimatomiee §%). Meiio-
traecknii romosior RAD21 — 6enok REC8 — umeeT 3Ha4nMOe CXOICTBO TOJBKO B ITOJI-
THTIE TIO3BOHOYHEIX (Ta0M. 15.6, puc. 15.4 a). Jlake cXOICTBO MBIIITUHOTO W Y€JIOBEIECKOTO
KOTE€3MHOB HE MpeBbImaeT 67%, 9T0 HAMHOTO HIKE, 9YeM [Tl YIIOMAHYTHIX BBIIIE OSTKOB
Meiio3a. A MEXIy OpTOJIOTaMH y TIPEACTaBUTENeH pa3HbIX IAPCTB CXOACTBO MaaaeT 10 5%.

bemok RAD21 umeeT B cBoéM coctaBe aBa momeHa Rad21 Rec8 N, Gompmmii Ha
N-konte Monekyinbel 1 MeHbmui Ha C-kxonrie. [Tockombky HekoTopbie oproioru RECS
MMEIOT TOIBKO N-KOHIIEBOH JJOMEH, IPOaHATN3NPOBaHa UMEHHO €r0 KOHCEPBAaTUBHOCTD
y o6ounx OenxoB. /s momena 6enka RAD21 cxonctBo konebnercs ot 93 mo 100% y mo-
3BOHOYHBIX U OT 18 10 86% B OCTaNBHBIX CIydasX, 9TO HAMHOTO TPEBBIMIAET TTOKA3aTeIH
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Puc. 15.3. CpaBauTensHas koHcepBaTuBHOCTE O6enka MLH1 (a) u ero momena Mut L Trans (6)
13 POTEOMOB MOJICIIbHBIX BUJIOB.
O0o3nauenus kak Ha puc. 15.1. U3: Grishaeva, Bogdanov, 2018.

cXozcTBa I 1enbIX Mojekya. Tot sxe nomeH y REC8 umeer no 24% cxoncrsa (1o 92%
Yy TO3BOHOYHBIX), XOTS HEKOTOpbIE IONApHBIC CPABHEHUS HE BBISIBUIM HUKAKOTO CXOA-
ctBa (puc. 15.4 6).

benku cunantonemuoro kommiekca (CK) mpencTaBisroT Ipyryro TPy CTPYKTYp-
HBIX MEHOTHYECKHUX OETKOB. DTH OCKH SBIAIOTCSA YacThIO JIaTepalibHBIX dneMeHToB CK
u HecyT B cBoéM coctaBe fomeH HORMA (kpome Genkxa Hopl mpoxcokeit S. pombe).
CX0ICTBO OPTOJIOrOB 3TOr0 OEJIKa OUeHb MaJio: IIPU CPABHEHUH OPTaHU3MOB U3 Pa3HBIX
napctB oHO cocraBisieT oT 1% (it ASY1 apabumoricuca) no 14% (ans HORMADI
D. rerio). BHyTpu noaTuniia mo3BOHOYHBIX CXOJICTBO OETIKOB ocTHraeT 76% (Tadm. 15.6).

Hdomen HORMA oTBeuaeT 3a CTpyKTYpUpPOBaHUE XpPOMAaTHHA U B3aUMOJEHCTBUE C
npyrumu 6enkamu (Muniyappa et al., 2014). Ero nnuna Bapsupyer ot 175 o 235 a.k.
3HAYUTENbHOE YBEINUCHHE CXOACTBA JOMEHOB 10 CPAaBHEHMIO C LIEJIBIMH MOJIEKYJa-
Mmu (110 26%, T.e. B IATH pa3) HaOmromaercs st ASY2 apabunornicuca. Cpeau mo3Bo-
HOYHBIX CXOACTBO gocTturaer 92%. B apyrux ciydasx cxoacTBO Bo3pacTaer He 0o-
Jiee 4eM B JIBa pasa.

Takum 00pa3om, cpenu KIrO4YeBbIX OCJIKOB Mel03a Hanbosiee KOHCEPBAaTUBHBI OEIKH,
OTBETCTBEHHBIE 32 TOYHOCTb MeHoTHUeckoi pekomOuHanuu. Koresnnsl, 6eku cuHanTo-
HEMHBIX KOMITJIEKCOB M MeHo3-criermdudnas suaonykineasa SPO11 MeHee KoHCepBaTHB-
HBI JlaKe B Mpefienax ux (pyHKIHOHAIBHBIX JoMeHOB (I pumaesa, bormanos, 2017). Ouge-
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Puc. 15.4. CpaBauTensHas koHcepBaTUBHOCTE Oenka RECS (a) u ero momena Rad21 Rec8 N
(6) U3 MPOTEOMOB MOJICTHHBIX BUIOB.
O6o3HaueHns kak Ha puc. 15.1. 13: Grishaeva, Bogdanov, 2018.

BUJIHO, YTO MeHO3-crienn(UIHbIC OCNKH MPETepIesd He3aBUCUMYIO 3BOJIIOIUIO B pas-
HBIX (DHUITOTEHETHYECKHUX JIMHUSAX DYKAPHOT

JloMeHBI (pepMEHTOB Mel03a Y MOJICJIbHBIX BUJIOB SIBJISIFOTCS JIMITh HEMHOTHUM 0Ooliee
CXOJIHBIMU, YEeM IIEJTbIC MOJICKYIIbL. JIUIIb [T CTPYKTYpPHBIX OSITKOB Mei03a, TAKHUX, KaK
RAD21, RECS, a Taxxe Hopl u ero oprosors, moka3aHo CXOJCTBO B OCHOBHOM B 00a-
cTH QYHKIIMOHABHBIX JIOMCHOB.

Takum 00pa3om, MOATBEPIKAACTCS UACS O TOM, YTO HE3aBHCHUMbIC IBOJIOIIMOHHBIC JIU-
HUU MHOTOKJIETOYHBIX 9yKapyuOT UMEIOT 00Imni Habop 6a30BBIX MEHOTHYECKUX OEITKOB
(Loidl, 2016). OTot Habop cocTouT U3 6enkoB pekomOuHanuu (SPO11, RADS0+MREI11,
RAD51/DMC1, MSH4+MSH5+MLH1), 6en1koB CHHAITOHEMHOTO KOMITJIEKCA U MEHO3-
cner(pUIHBIX KOMIIOHEHTOB Kore3nHoBoro komiuiekca (RECS). K nemy mobGasmnstorcs
HAOOpPBI OEIKOB, CHIENU(MUYHBIX ISl TEX WIN UHBIX JIWHUNA Pa3BUTHSI DYKAPHOT.



Ihasa 16.
CpaBHUTENbHBIN aHAUTU3 CTPYKTYPHbIX 6€/1KOB
Melo3a MeTogamMu 6MOMHPOPMATUKU

[maBa mocesilieHa CHeNUaIbHOMY aHAIM3y CTPYKTYPbI OCJIKOB, MI'DAIOIIMX BaXK-
HYIO, B PsiJie CIIy4aeB KIIOYEBYIO POJIb B NMPEe00pa3oBaHUSIX U MOBEICHUH XPOMO-
coM B xojie Meiio3a. benku, popmupyromye nomnepedHsie GUIaMeHThl CHHAIITOHEM-
HbIX KomriekcoB (CK) MozenbHBIX OpraHn3MoB (apaOHuomncuca, MOYKYIONIHXCS
JIPOXOKEH, HeMATO/Ibl, PO30(HIIbI, PHIObI, MBIIIN) U YEIOBEKA, HE UMEIOT TOMOJIO-
HU IEPBUYHON CTPYKTYPbI, HO OXOXKH [0 BTOPUYHOM CTPYKTYpe U KOHPOPMALIUH.
Ha ocHoBe 3Tor0 cX0/cTBa OblIIa pazpadoTaHa CTpaTErust TOUCKA OPTOJIOTOB OEJIKOB
CK B nporeomax 3yKapHoT, KOTOpast T03BOJIMIIA HICHTU(PHUIIMPOBATh JTaBHO U3BECT-
He1ii 6e10k C(3)G npo3odisl kak O6e10k nonepevnbix GriamentoB CK u oOHapy-
*UTh Oenok nonepednsix punamentoB CK (ASY'1) y apabunoncuca.

Tpu U3 4eThIPEX KOMIIOHEHTOB KOT€3UHOBOTO KOMILIEKCA XPOMOCOMHBIX OSJIKOB Me-
0T cenudryeckre MeiioTndeckre (HOpPMBI, OTIIMIAOIIAECS OT MUTOTHYECKUX (hopm
9THX OenkoB. J1J1s1 Kaxaoro Oenka mapaMeTpbl OTIMYHNA pa3Hble. ITO CrieupuIeCcKuit
AMUHOKHCIIOTHBIA MOTHB Y Oentka SMC1f, nepecTpoiika MOTHBOB BHYTpHU (yHKIHO-
HaypHOTO IoMeHa y REC8, Broprunas ctpykrypa y Tpéx hopm Oenka STAG. Bee st
OTJIMYHS TOTEHIIMAIBHO MOTYT BJIMATH HAa KOHPOPMALMIO STHX OCIIKOB in Situ.
Meiiotrueckue (HOpMbI HIYTOHIMHOB — MPOTEKTOPOB LIEHTPOMEPHOU KOre3uu —
HE COCTaBIIIOT KOHCEPBAaTHBHOTO CeMeHCTBa. EMWHCTBEHHBIN OOIIMII MpH3HAK
9TUX OEIKOB — HEOOJNBIION BBICOKO KOHCEPBATUBHBIN JToMeH Ha C-KOHIIE IMOJIU-
HENTHIHOM 1enH 3THX OeJIKOB. Y MO3BOHOYHBIX )KUBOTHBIX OH 000TaIEH apruHu-
HOM (TaK Ha3bplBacMasi «aprHHUHOBAsI rpeOEHKa»), U 3TO 00yciiaBIuBaeT (y 03BO-
HOYHBIX JKUBOTHBIX) IPOYHOE B3aUMOJICHCTBIE MEHO3-Ccrien(UYHBIX HIyTOIINHOB
¢ ocrarkamu ryanuna B JIHK. D710, BO3MOXXHO, MPUBOAMT K 3aMPETy PACXOKICHUS
CECTPUHCKUX XPOMATH/] B pa3HbIe KIETKU B IEPBOM JICICHUH Mel03a U obecrieun-
BaeT PEAYKIIMIO YUCIIAa XPOMOCOM B STOM JICTICHHH.

Crparervisi noucka 6eykoB CUHANTOHEMHOIO KOMIUIeKCa

Knagany XXI Bexa ObLTH H3BECTHBI JIUIIL HEMHOTHE OSJIKM CHHAIITOHEMHOT'O KOMILIICK-
ca. B 1992 . 6bu1 Beinenen u uzyuen 6enok SCP1 kpwicel (Meuwissen et al., 1992), na-
3piBaeMblil Tenieps SYCP1. B cnenyrommem rony — 6erok Zipl apoxokeit Saccharomyces
cerevisiae (Sym et al., 1993). ITotom npunia ouepens SYNI, opromora SCP1, y 301m0-
TUCTOTO XOMsuka Mesocricetus auratus (Dobson et al., 1994). Onnako Kpyr MOAEIBHBIX
00BEKTOB, M3 KOTOPBIX ObUIM OMOXMMHUYECKHMH METOAaMH BBIICICHBI OCIKH CHHAITO-
HEMHBIX KOMIUIEKCOB M YCTaHOBJICHA UX CTPYKTypa U QpyHKIHMs, ObUT HEBEIHK. B gacTHO-
ctu, He ObuH u3BecTHHI Oenku CK y apozoduisl. {ns nccnenosanuii 6enko CK meto-
namMu OMoMH(OpPMAaTUKU pecypcoB Takxke 0bu1o HemHOoro. OnHako B 2000 . reHOM pO-
30¢uIIbI ObUT CEKBEHUPOBaH. BO3HMKIIA BO3MOKHOCTH HAUTH XOTSI ObI HEKOTOPbIE OETIKU
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CK npozo¢uibl MeTonamu 6uonHpopMaruku. ENUHCTBEHHON MEPCIIEKTUBHOM KaTero-
pueii 6eNKOB B 3TOM OTHOIICHUH ObUTH Oenku nomnepeunbix punamentos CK.

VYnerpacTpyKTypa HonepeuHbix (UIaMeHTOB BecbMa MpocTa. Y MHOTUX M3YYEHHBIX
OpPraHM3MOB OHU MOCTPOEHBI U3 ojHoro Oenka (Heyting, 1996; Zickler, Kleckner, 1999).
Hanpumep, nonepeunsie punamentsl CK apoxoxeid S. cerevisiae chopmupoBanbl u3 Oei-
ka Zipl. On ¢yHkuuonansHo aHanorndeH 6eiky SCP1 (SYCP1) CK muekonuraronmx
(cm. mmaBy 14). ITonepeunsie dunamentsl CK, cocrosime u3 3TUX OCJIKOB, COCIUHSI-
10T JatepanbHbie 2neMeHThl. [1lupuna nentpansaoro npocrpanctsa CK, T.e. paccrosHue
MEX]Y €ro JlaTepalbHbIMU 2JIEMEHTaMH, €CTh BEJIMUMHA OOJiee WIH MEHEe MOCTOSTHHAS U
cocrasisieT 90—120 M y rpu6os, 100-120 HM y HacekombIX, okosio 100 HM y MileKonuTa-
toumx (Westergaard, von Wettstein, 1972; von Wettstein et al., 1984). Bropuunas ctpyx-
Typa u koH(popMarus 6enkoB, hopmupyromumx nomnepeynsie punamentsl CK, oueHs mo-
X0XKa y IPOXKEH M MIICKOITUTAIOIINX. DTH OCJIKH COCTOAT U3 JIBYX IIOOYJISAPHBIX y4acT-
KOB Ha KOHIIaX MOJICKYJIbI U MIPOTSKEHHOTO alb(a-CIUPabHOTO y4acTKa B IICHTPAIbHOM
4acTH, KOTOPbIi 00pa3yeT maaoukoBUAHYyI0 cTpykTypy (Heyting, 1996). Tumeps Zipl u
SCP1 nampaBneHbl HABCTpeUy APYT APYTY U MEPEKPbIBAIOTCS N-KOHIIEBBIMU Y4aCTKAMH
(Liu et al., 1996; Tung, Roeder, 1998; Dong, Roeder, 2000). C-koHIIeBbIE (parMEHTHI,
nmerore cpoacteo k JAHK, npukperursitores k narepanbHbiM anemenTam CK, comepika-
mmM JIHK (Tung, Roeder, 1998). CpaBHeHne nepBHYHON CTPYKTYPbI OTHX OEJIKOB U CO-
OTBETCTBYIOUIMX T€HOB Y APOXIKEH M MJICKOMUTAIOIINX HE BBISBUIO TOMOJIOTHH, KPOME
TOMOJIOTHH B TIpejieiaX kiacca miekonuTaromumx (Dong, Roeder, 2000).

s moncka COOTBETCTBYIOLIETO Oelka y Apo30(uiibl HeoOXonuMo ObLIO 3HAThH JiBa
YCIOBUSI: IPUOIU3UTENILHBIN PaliOH MTOMCKA TeHa B TCHOME W aJrOpuTM Toucka. Kanau-
natoM Ha poiib Oenka CK ObuT BEIOpaH ONOK-TIPOIYKT I'eHa ¢(3)G, Tak KakK perecCUBHAs
MyTalus TeHa MOJTHOCThI0 Hapymana GopmupoBanue CK u kpoccunrosep y myx (Smith,
King, 1968). I'en ¢(3) G panee ObL1 JIOKa anu30BaH B patione 89A2-5 xpomocomsl 3R Ha 111-
Tonorudeckoit kapre D. melanogaster (FlyBase; Matsubayashi, Yamamoto, 1998), mosto-
MY 3TOT paiioH ObLT BBIOpaH s aHam3a. {1 BeIpabOTKH CTpaTern Morcka OblIo uccie-
JIOBAaHO B3aMMOOTHOILCHUE MEXY IUPUHON LeHTpanbHoro npocrpanctea CK u mymHOi
0eJIKOBOM MOJIeKYJIbl, (hopmupyromiei nonepeunsie punamentsl CK, 1 ObLIO BBIIBUHYTO
MPENONI0KEHHE O TOM, YTO MOXKET CYILIECTBOBATh JIMHEWHAsl 3aBUCUMOCTD LITMPUHBI [ICH-
TpajbHoro poctpancTea CK OT IIMHBI IMHEHHOTO 0-CIIUPaIbHOTO Y4acTKa OEJIKOBOM MO-
JIeKyJIbl. DTOT aHamu3 ObLT MPOBEAEH Ha OCHOBAHWU JIAHHBIX JIUTEPATYPbl U BKIIOYAT My-
TAHTOB JIPOXCKEH C YIUTMHEHHBIM MM YKOPOUSHHBIM OenkoM Zipl, IpogyKTaMu MyTaHT-
HBIX T€HOB zip /. DTH MyTalUK MIPEACTABISIIA COO0H BHYTPUTCHHBIC TyTUIMKAIIMY U Jeie-
UK reHa. BeraucieHHblid KodQQUIMEHT KOPPEsIi MEeXIy UIMHOW KOAMpYIoLIel va-
CTH T€Ha ¥ IIMPHUHOM 1eHTpasbHOro npoctpanctsa CK 011 Boicokum (= 0.85, p < 0,001)
(Grishaeva et al., 2001). Tem caMbIM HPEANIOIOKEHHUE TOATBEPAUIOCH.

[Mockonbky mupuHa eHTpanbHoro npocrpanctBa CK y npozodmiisl cocrasmsier 110 HM
(Carpenter, 1975), muna uckomoro 6enka C(3)G momkHa Obuta ObITh B mipezeiax ot 700
1o 1000 a.x. B uckomom paiione reHoMa (XpoMOCOMBI 3) 1po30(hHITbl ObLT HAIJIEH TOJTBKO
onvH Oenok, 00aaBIIMii TpeOyeMbIM pa3MepoM M KOH(POpMAIUEH, T.e. UMEBIINH MPOTS-
KEHHYIO O-CITUPab B IEHTPAIbHOM YyacTh MoJieKylbl. Ero amuna cocrasnsa 744 a.x. Co-
OTBETCTBYIONIMHI T'eH ObUT aHHOTHpoBaH kKak CG17604. Ha ocHoBe 0a3 JaHHBIX O CTPYK-
Typax OeJIKOB OBbUTM ONpeleNieHbl TaKke n30a1ekTpuaeckre Touku (pl) 6enxa CG17604 n
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€ro JIOMEHOB, a TaKXKe 3TH ke rapameTpsl [yt u3BectHbIx 0enkoB CK. Bee 6enku nmenu pl
C-xoHriieBoro jjoMeHa B ripezenax 9,7-10,1 (y nposzodusis 9,72), 4o HEOOXOIUMO JIs B3a-
nmoneiicteus ¢ JTHK (Meuwissen et al., 1992). Tloxoxu Obutn Takke pl menbix MOIEKyI
(ot 5,56 no 6,4, y npo3oduisl 5,91) u anbda-cnupaibHbX yuactkos (5,31-6,06, y apo3o-
¢unbl gyt Menble — 4,93). EnquHcTBeHHBIN apaMeTp, Kotopblid ommyan CG17604 ot
apyrux 6eixoB — 310 pl N-koH1eBoro nomena (4,2-5,86, y apozoduiisr 10). 3170 MOXKHO
ObLTO OOBSICHUTD CIeU(UKOH yABTpacTpyKTYphI LieHTpaibHOro npoctpancTea CK y myx
(cuibHasE KICUEPUYEHHOCTH M CTPYKTypHpoBanHocTh (Carpenter, 1975)). [lo3xke Obu10 ycra-
HOBJICHO, 4T0 y Apo3oduiisl CK hopmupyercs ocoObiM 00pazoM (cM. miasy 11).

Takum o6pazom, B paiione 88E6-89B2 xpomocombl 3R npo3oduibl Obl1 0OHapYkeH
JIMIIb OJIH T€H, YeH TMpeJcKa3aHHbId MPOAYKT MO0 MHOTUM MapamMeTpaM IOX0X Ha OeNKy,
dhopmupyromme nonepeunsie punamentel CK, — CG17604 (cexuusi 89A7-8 uuTonoru-
YECKOU KapThl). BbITO BBICKa3aHO MPETOI0KEHHE, YTO 3TO MOXKET OBbITh M €CTh JJABHO H3-
BECTHBIN reH ¢(3)G, X0Ts ero IUToJI0rndyecKas JOKaIu3alys HEMHOIO He COBIajaa ¢ Jio-
Kanuzanuei HaiinenHoro reHa CG17604 (Grishaeva et al., 2001). B 3710 ke BpeMst osiBU-
Jack B medatu ctarhs [Ibika u Xaynu (Page, Hawley, 2001), B koTopoii OHH 3KCTIepH-
MEHTAJIBHO JTOKa3aJd, uTo TeH ¢(3)G ckpbiBaetcs mog HomepoM CGI7604. Takum obpa-
30M, IBYMs HEC3aBUCUMBIMU Iy TAMU 6]:-1.]'[0 IIOKa3aHo, YTO JaBHO W3BECTHBINM MEHOTHYECKUI
reH ¢(3)G konupyer Oenok mnornepeunsix (uiamentoB CK nposzoduisl. Crparerust mouc-
ka 6enxoB CK in silico, npennoxennas [ pumaesoii u coaBropamu (Grishaeva et al., 2001),
OblTa UCTIONB30BaHA IPYTHMH HCCIeoBaTesiMu pu noucke oenkoB CK y apadunoncuca
(Higgins et al., 2005). B pe3ynbrare Takoro novcka 0bu1 o0HapyxeH oenok ZYP1.

Kore3uHnr:
CpaBHEHME MENOTUHYECKMX Y MUTOTUHYECKMX PopM 6eNKOB

BaxupM mporeccom, NpeiecTBYOINM MUTO3Y U MeH03Y, SBIISETCSI BOSHUKHOBE-
HUE TECHOH CBS3M (KOTe3UM) MEXIY CECTPUHCKMMHM Xpomarunamu. Koresmsi HeoOxo-
IUMa JJIS1 yIepKaHUsl CECTPUHCKHUX XPOMAaTH]l Ha 3KBAaTOPE BEPETEHa BO BpEMsl MeTa-
(a3pl 1 1751 NPAaBWIBHON OPUEHTALMM M PACXOXKIEHUsT XpoMocoM (Samara et al., 2000;
Revenkova, Jessberger, 2005, 2006; Valdeolmillos et al., 2007). Kore3ust cectpuHCKuX
xpoMaru GopMHUpYETCs € Y4acTHEM MYJIBTUIPOTEHHOBBIX KOMIUIEKCOB — KOTE3WHOB.
B aHHOTanuM KOre3nHOB BNHCAHBI TAaKXe MOJACPKaHME PEKOMOMHALMOHHOHM perapa-
LUK U 00ecreyeHne LEeJIOCTHOCTH XPOMOCOM MPH 00JIyYeHUH HOHU3HPYIOILEH paauany-
eit (Valdeolmillos et al., 2007). B xore3uu yuactsyet 14 pa3ubix 6enxos (Jones, Sgouros,
2001). SImpo KOTe3MHOBOTO KOMILIEKCA COCTABIISIOT YEThIpe Oellka, 00pa3yroInuX KOiIb-
10 BOKPYT JIByX CECTpUHCKHUX Xpomaruj nocie nukia permmukanuu JHK: SMC1, SMC3,
SCC1 (mazpBaemsbiit Takke RAD21) u SCC3 (puc. 16.1). Opronoru SCC3 Ha3bIBarOT-
cs crpomanmHamu (Stromalin antigen protein — SA wimmu STAG) (Pezzi et al., 2000).
VY Bcex M3y4eHHBIX MO3BOHOYHBIX My JPO30(HIbI IMEETCS M0 ABa U OoJiee MpeicTaBUuTe-
7151 ctpoManHoB. B mpodase | Meiio3a Genky KOre3nHOBOIO CepIeuHHKA (KKOPa») XPOMO-
COM CITy’KaT KapKacoM JUISl «MOHTaXa» Ha HUX OCJIKOB PEKOMOMHAIMU M CHEHH(DUUHBIX
JUTS Metio3a OenKoB crHanToHeMHOro Komrniekca (Pelttari et al., 2001; Eijpe et al., 2003).
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YacTh KOTe3MHOBBIX 6CJ'IKOB SABIIACT-
cs o0wIel Ui MUTO3a U Meiio3a. Jlpyras Hykneocoma
YacTh 3aMEHSETCS B MEH03¢e CXOAHBIMHU, HO
HEC HMICHTUYHBIMU 6CHKaMI/I-F OMOJIOraMu
(Revenkova, Jessberger, 2005, 2006).
Yactsp sinepHbix OenxoB SMC1 mensiercs
Ha SMCI1p, yvacte RAD21 —na RECS. ¥
npoxoket S. pombe BMecTo Scc3 B Meii-
o3e nossisiercs Recll, y miexonuTaro-

mux BMecto STAG1 n STAG2 nosBisier-
csa STAG3. JIums SMC3 He uMmeeT Melo- /
THUYECKOH (hOpMBI. Eh -/W;pl Sororir}
B [ 6 g -ty
npodase €JIKM KOTE3MHOBOI'O & Pds

«CEpICYHHUKa» XPOMOCOM B3aMMOJCH-
CTBYIOT C amnmapaTtoM pPEeKOMOWHAIUU U
BMECTE CO CIICHU(PUUHBIMU OelKaMu cl-  Puc. 16.1. CxeMa KOre3MHOBOIO KOMILIEKCA.
HAITOHEMHOTO KOMIUIEKCA CIIOCOOCTBY-  Yka3aHbl OCHOBHBIE KOMIOHEHTBI, 0OpasyIolue
IOT CHHAIICHCYy MEXKJY TIOMOJIOTHYHBI-  KOJBLO, U AOMOIHUTENbHbIE Oenku. 13: Peters
mu xpomocomamu (Klein et al., 1999; etal., 2008.

Eijpe et al., 2000, 2003; Pelttari et al.,

2001). 1o dopMupoBaHusi CHHAIITOHEM-

HOTO KOMILIEKCa 00pa3yloTCs MPEJIeCTBEHHUKN OCEBBIX JIEMEHTOB («COTres» XpOMO-
COMHBIX OcCeli) ¢ yuactueM Mmeiorudeckoro koresuHa RECS (romomora MUTOTHYECKOTO
RAD21). 3arem meliornueckuii kore3un SMC1p, xoresun SMC3 u Genku 0CeBBIX dJie-
MeHToB SCP2 u SCP3 dopMupyroT HOpMaIBHBIA OCEBON AJIEMEHT XPOMOCOMBI. B maxu-
TEHE U3 JIBYX OCEBBIX JIEMEHTOB U BHOBb COOMPAEMOTO IEHTPAIBHOTO JIeMeHTa Qop-
mupyercst CK. B metadaze | SMCI1B, SMC3, SCP2 u SCP3 ucye3arorT U3 XpoMOCOM-
HBIX TUIEY M cOOMpalOTCs B paifoHe IeHTpoMep, ocTaBasick TaM Jio anadassl 1. Hampo-
B, RECS8 coxpansieTcs BIoJb 1€y XpoMocoM 10 aHadassl I, obecrieunBast KOre3uto ce-
CTPUHCKHX XPOMATHI, @ B IPULEHTPOMEPHBIX pailoHax OH cOoXpaHsercs u obecrednBa-
eT kore3uto 10 anadassl 1. [Ipeanomnaraercs, uro REC8 obecrnieunBaet ocHOBY jijist hop-
MHUPOBaHUS KaK OCEBBIX JIEMEHTOB, TaK M peKoMOMHaIMOHHbIX KomIuiekcoB (Eijpe et al.,
2003). KpoMe Kore3uHOBBIX OEIIKOB, KOOPUEHTAIIUIO CECTPUHCKUX KHHETOXOPOB B METa-
¢aze | obecnieunBaloT Tak Ha3bIBaeMble OelKW MOHOOpHeHTanuu. [Tpuuém, Kak 1 MHO-
rue Oenku CK, OHM UMEIOT MaJlo CXOJCTBA B Pa3HBIX TAKCOHAX DYKAPUOT. ITO OEIKH
MEIKIN mnekonuratouux, Moal S. pombe, Spol3 u Maml S. cerevisiae u MIS12 xy-
kypy3s! (Loidl, 2016).

Heo0xoquMo OTMETHTB, YTO MEHOTHYECKHE KOT€3MHBI HE 3aMEIIal0T MHUTOTHUECKUE
(comarmueckue) B XoJe Meilo3a, Kak CUNTAIOCh paHee, a COCYIIECTBYIOT B OIHUX M TeX
ke kierkax. [Ipu atom komrieke SMC1B + SMC3 TecHO cBs3aH C JIaTepajbHBIMU 3Jie-
mentamu CK, a kommieke SMCla + SMC3 nmokanu3yercs B JaTepaibHBIX METISIX XPO-
MartuHa (CM. T, 5) ¥ JMIIb OTACTbHBIMUA (OKycaMu — B JlaTepaibHbIX 1eMeHTax CK
(Prieto et al., 2002). To »xe camoe oTHOocuTcs 1 K KoreauHam REC8/RAD21 (Revenkova,
Jessberger, 2005). Pa3Hble KOre3MHOBBIE KOMILJICKCHI 00pa3yroTCs U BIOJIb IIeY Meio-
THYECKOH XpOMOCOMBI. Tak, y Apoxikeid S. pombe B maedax XpoMOCOM HaXOAUTCSI KOM-
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iekc Rec8 u Recll1, a B uenTpomepnoii o6mactu — Rec8 u Psc3 (Kitajima et al., 2003).
Takum 00pa3oM, MEHOTUYECKUE KOTE3HMHBI IMOSIBIISIOTCS MMEHHO JUIs crenuduyueckon
CBSI3U KOT€3MHOBOTO KomIiekca ¢ Oenkamu CK, B mepByro ouepe/is, ¢ 6enKaMu jaTepalib-
HbIX nemMeHToB CK.

Cpasnenue kozesunoevix oenxoe SMCI1 (SMCla) u SMCIp. benku SMC umerot
ornpeeEHHY0, XOpOoIIo u3ydeHHyto cTpykTypy (Milutinovich et al., 2007). Ha xon1ax
MOJIEKYJIbl HAXOSTCS TIOOYIsIpHBIE (YHKIIMOHAIBHBIC IOMEHBI (TOJIOBKH), 00JIa1at01ne
AT®d-a3Hoit akTrBHOCTHIO. CepenHa MoJieKyibl — «apaupy (Hinge) — obecnieunBaet
e€ CKJIaJpIBaHKE MTOTI0NIaM JJ1sl 00peTeHus QYHKIMOHAILHOCTH. A GOIbIIast YaCTh JIEBOH
W TIPaBOM MOJIOBUH MOJIEKYJBI MPEACTABIACT COOOH ABE JKECTKUX allb(a-CIUpPaTbHBIX
KOHCTPYKIIUHU, KOTOPBIC COSAUHSIOTCS B cynep-crupaib (coiled coil). SMC1 u SMC3 y
9YKapHOT aKTHBHBI B popMe reTepoanmepa (cM. puc. 16.1).

B nmureparype 6bu10 oTMeueHO Tosibko onHO oTinyre SMCIP or SMCla, a uMeHHO:
C-KOHIIEBOH OTPE30K MOJIEKYJIbI pa3MepoM 28 aMHUHOKUCIOTHBIX OCTaTKoB (a.K.), oOna-
natormii JIHK-cBsi3eiBarotieii aktuBHOCTHIO (Revenkova et al., 2001). Beuto HeoOxou-
MO CPaBHUTH 3TH MOJICKYJIBI M TIO IPYTUM TTapaMeTpam.

AHanu3 CTeNeHu KoHcepBaTh3Ma MUToTHYeCKUX (hopm Oenka SMC1 y mpencraBute-
Jiel pa3HbIX TAKCOHOB 3YKapHOT OT JIpokikel 1o denoBeka (puc. 16.2) mpuHec omnpene-
JIEHHBIE PE3yNbTaThl. BBICOKO KOHCEpBAaTUBHBIM OKa3aJiCs JIMIIb IEHTPAIbHBIN (pparMeHT
MOJIEKYJIbI, CoJiepxKaiuii Touky neperuda (Hinge). ¥ npoxokeit, pacteHuii u 6€Cro3Bo-
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Puc. 16.2. KoHcepBaTuBHbIE aMUHOKHUCIOTHBIE MOTHBBI B MoJiekyiax SMCla necstu BUI0B
3YKapHOT.

O6o03naucHus BunoB: Hs — Homo sapiens, Mm — Mus musculus, Cf — Canis lupus familiaris,
Bt — Bos taurus, Dr — Danio rerio, Dm — Drosophila melanogaster,

Ce — Caenorhabditis elegans, At — Arabidopsis thaliana, Sc — Saccharomyces cerevisiae,

Sp — Schizosaccharomyces pombe. Ilokazana aMUHOKHCIIOTHAS [IOCJIEA0BATEILHOCTD OCJIKOB
ot N- k C-koniy. OJHHAKOBBIE MOTHUBBI 0003HAYEHBI ITPSIMOYTOJBHUKAMH OJHOIO OTTEHKA M Pa3-
mepa. T.M. I'pumaeBa, He OMyOIMKOBAHO.
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Puc. 16.3. KoncepBaTuBHbIE aMHUHOKHCIIOTHBIE MOTHBBI B MoJieKynax kore3uHoB SMCla (Bepx-
Hsist yacth) 1 SMC1P (HMKHSS YacTs).

O6o3HaueHust BUJ0B — Kak Ha puc. 16.2. Gg — Gallus gallus, Ol — Oryzias latipes,

Tr — Takifugu rubripes. TM. I'puiiaesa, He OIyOINKOBaHO.

HOYHBIX )KMBOTHBIX CXOIHBIMH 110 HA0OPY aMHUHOKHCIIOTHBIX MOTHBOB SIBIISIFOTCSI TAKKE
N- u C-koH1eBble GpparMeHTsl MoseKyl. Cpenu MO3BOHOYHBIX KUBOTHBIX ObLT 0OHApy-
KEH BBICOKUI KOHCEpBaTHU3M BCEH aMHUHOKHUCIIOTHOH MOCIIe0BAaTEeIbHOCTH, BKITIOUasi 00-
nactu o-crmpaseit (I'pumaesa, 2012).

bruto mpoBeieHo Takke cpaBHEHHE MEMOTHYECKHX W MUTOTHYecknx (opm SMCI
Yy CEeMH BHJOB IT03BOHOYHBIX XUBOTHBIX (puc. 16.3). OHM OTIAMYAIUCH JIMIIB JBYMSI He-
OOJIBIIMMHI MOTHBAMH, 110 OJHOMY B Ka)KAOH O-cliupaiu. 3aMeHa HeOOIbLIOr0 MOTHBA
B N-KOHIIEBOH 4acTH MOJIEKYIBI (PaCIONIOKEHHOTO B paiioHe 240-ro aMHHOKHCIOTHOTO
oCTaTKa) IpH Mepexoie OT MUTO3a K MEeH03y He BhI3bIBaJIa CEPhE3HBIX M3MEHEHUH apa-
MeTpoB Oeinka (cM. Huxe). bosee 3HaunMoi Obli1a 3aMeHa APYroro MUTOTHYECKOTO MOTH-
Ba pazmepoMm 11 a.k. (B paiione 840-ro aMHHOKHCIIOTHOTO OCTATKa), CXOIHOTO JIJIS BCEX
M3yYeHHBIX 00BEKTOB, KpoMe pbIObI Takifugu, Ha «KMEHOTHYECKUI MOTHUBY JUTMHOH 6 a.K.,
Pa3INYaIOUIMNACS Y MICKOIUTAIOIINX, PhIO U NTHLI.

BnusiHne cMeHb! OIHUX MOTHBOB Ha IpyTHe MU Mepexoe OT MUTO3a K Mei03y ObuIo
MIPOCJICKEHO C MOMOILBIO IBYX MapaMeTPOB — paclpenesieHus dIEKTPOCTaTHYECKOTO 3a-
psiza BAOJIb MOJIEKYN OenKoB M (hOPMHPOBAHMS BTOPHUYHOM CTPYKTYPBI. YCTaHOBIICHO,
9TO HanOoJee OLUTYTUMbIC U3MEHEHUS MPOUCXOIAT B C-KOHIIEBOH OJIOBUHE MOJICKYJIBI.
Ecnu y xoreznna SMClo npoucxoaut ObicTpast cMeHa 3apsaa, To y SMC1f atu 3apsiabt
KOHCONMUAUPYIOTCs. OcOOCHHO SIBHBIC N3MEHEHUS! ObUIN BBISIBICHBI BO BTOPUYHON CTPYK-
Type. XKéctkasa anbda-cnupansHas xkonurypauuss SMCla (puc. 16.4 A) B Monexyne
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Puc. 16.4. 3menenne anbda-cnupaibHON cTpyKTypbl C-KOHIIEBOH TOIOBUHBI Mosteky1 SMCI13
(b) mo cpaBrenuto ¢ SMCla (A).

ITo ocu oparHAT — BEPOSATHOCTH (DOPMHUPOBAHUS alb(a-cupaIbHO cTpyKTyphl. T.M. I'pumiae-
Ba, HE OITyOIIMKOBAHO.

SMCI1B, B obnmacTu 3aMeHbI MOTHBOB U Oyinke K C-KOHILY, HApyIIaeTcsl, 9TO MOXKET MPH-
BECTHU K OOJIbIIei THOKOCTH aMUHOKHCIIOTHOM IENOYKH B 3ToM MecTe (puc. 16.4 b).

HaOmomaemoe n3mMeHeHne BTOPUYHON CTPYKTYPHI U 3apsiia MeHOTHYECKOH (hOPMBI KO-
re3nHa SMC1f o cpaBHeHuto ¢ mutoTrdeckoit SMC1o MoXeT ObITh CBSI3aHO CO CMEHOM
MapTHEPOB Y KOMIIOHEHTOB KOI'€3MHOBOI'O KOMIUIEKCA B MEH03€ IO CPABHEHHUIO C MUTO30M.

Cpasnenue cmpykmypor SMC3 y npedcmaeumeneii pasnvix maxcoHoe IyKapuom.
[ockonbky 6enkn SMC3 npu nepexoze OT MUTO3a K MEH03y HE MEHSIOTCS, HEOOXOIUMO
OBUIO CPAaBHUTH CTPYKTYPY 3TOr0 KOMIIOHEHTa KOI'€3MHOBOTO KOMIUIEKCA y Pa3HBIX BUIOB
9YKapHOT, UCTIONIB3Ysl T€ K€ mapaMeTpsbl, 4yTo U B ciayyae SMCI.

Bru1o nmokaszano, 4to 1mo Habopy M MOCIIEA0BATEIILHOCTH KOHCEPBATUBHBIX aMUHOKHC-
notHbIX MOTHBOB SMC3 siBisiercs qaxke Oonee koHcepBaTUBHBIM, ueM SMC1 (puc. 16.5).
brokn ogrHaKOBBIX MOTHBOB MIPOCIICKHUBAINCH Y BCEX JICCSTH U3YUCHHBIX BUJOB B N- 1
C-KOHIIEBBIX yyacTKaxX MOJICKYJIbI, @ TAKXKE B CPEIHEH YacTH, COOTBETCTBYIOLIECH 001acTH
neperu6a (cp. ¢ puc. 16.2). benok npencrasuresns 6€cro3BOHOYHBIX JKUBOTHBIX — JIPO-
30(HIIBI — OKAa3aJICsl OYEeHb CXOAHBIM IO 3TOMY MapaMeTpy ¢ OeJIKaMu MO3BOHOYHBIX
(I'puiaeBa, He OITyOIUKOBAHO).

[lo pacnpeneneHuo IeKTPOCTATUIECKOrO 3apsiia BOJIb MOJICKYJIbI OeJIKa KOTe3UHbI
SMC3 paznanuarorcs. Uto kacaeTcs BTOPUYHOM CTPYKTYpEHL, TO OHA y MpEACTaBUTENEH
Pa3HbIX TAKCOHOB 3YKapHOT, HAIIPOTHB, OYCHBb CXOHA, YTO U CICJOBAJIO OKUAATD.

Cpasnenue kneiicuroe REC8 u RAD21. I1o nanubiM nuteparypsl, kore3uasl REC8/
RAD21 (kneiicuHbl) JOBOJIBHO KOHCEPBAaTUBHBI, HO 3HAUYUTEIBHOE CXOACTBO BBISABICHO
JIUIIB B pailoHax pacnonokenus GpyHkunonaibHbix JomMeHoB REC8/RAD21 (Schleiffer
et al., 2003). AHanu3 Ha ypoBHE JOMEHHON OpraHHM3aIMH ITOKa3aJl MOYTH TTOJHOE CXOJ-
ctBo OenkoB rpynnbsl RAD21/RECS, mockonbKy Bce OHU COAEepKaT OOUH U TOT ke KO-
re3uHOBHIN nomeH (Ipumraesa u ap., 2007). Hanmudre 3TOro J0MEeHa MO3BOJSET MPEIIIO-
JIOXKUTB, 4TO pazianuue mexay oeiaxkamu RAD21 u REC8 B npenenax ogHoOro opranus-
Ma OyIyT MEHBIIIE, YeM MEXy OAHOMMEHHBIMH OeJIKaMU y pa3HbIX BUIOB. st mpoBep-
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Puc. 16.6. KoncepBarnBHbsie aMHHOKHCIOTHBIE MOTHBHI B ToMeHe REC8/RAD21 n3ydeHHBIX KO-
TE3UHOB.

Psanom ¢ Ha3BanmeM Oenka ykasaH ononorudeckuit Bua: SC — Saccharomyces cerevisiae,

CE — Caenorhabditis elegans, AT — Arabidopsis thaliana, DR — Danio rerio, HS — Homo
sapiens, MM — Mus musculus. OUHaKOBbIC MOTHBbBI 0003HAYCHBI ITPSIMOYTOJIBHUKAMH OIHOTO
OTTCHKA U pa3Mepa M OJUHAKOBBIM HOMEPOM, X KOOPIMHATHI IaHbI B YCIIOBHBIX CAMHUIIAX.

ITo: I'pumraesa u ap., 2007.

KH 3TOTO TPEATIOIOKEHUS ObUIH UCCIIeIoBaHbl in silico Oenku-opronoru REC8 u RAD21
HECKOJIbKUX MOJICJIbHBIX OPTaHU3MOB, TIPEACTABISIONIMX TPUOBI, PACTCHUS U }KUBOTHBIX.
Y RAD21 6b11 BoisiBeHBI iBa JoMeHa RAD21/REC8 — Gosnbiero pazmepa Ha N-KkoHIIe
OenkoBoil MoJiekybl U MeHblero — Ha C-koniie. RECS taxke umenu Ba 3THX JIOMEHa
32 MCKIIFOYCHUEM OCJTKOB HEMATOJIbl M PHIOBI, Y KOTOPBIX MPUCYTCTBOBAJ JIUIIH TICPBHIi,
oonbiinii tomed RAD21/RECS.

Bruia mpoananusupoBaHa AetanbHas cTpykrypa qomena RAD21/RECS atux 6enkos
(puc 16.6). Bce 6enku RAD21 nMenu modtd uIEHTHYHOE cTpoeHue nomeHa RAD21/
RECS. B rpymnmne 6enxoB REC8 nabmomanock ropasno Oombliee pazHoodpasue. Oo0s3a-
TEJIBHBIM JJIs BCEX ITHX KOT€3WHOB SBISIIOCH Hamuure MoTtuBa Ne 1. KpoMe BBISBIICHHBIX
paHee MOTUBOB 13, OBLJIO OOHAPY)KEHO HAJIMYKME HECKOJIBLKHUX JAPYTUX MOTHBOB, PacIio-
JIOXKECHHBIX BPa30UBKY.

Pe3ynbraThl npoBenEHHBIX HCCICAOBAHUM YKa3bIBAJIM HA TO, YTO TPyINa MEUOTHUE-
ckux kore3nHoB RECS siBnsieTcst 0ojiee reTeporeHHOM 10 CPaBHEHHUIO ¢ MUTOTHUYECKUMU
RAD21 naxe B npeaenax (GyHkipoHanbHOTo qoMeHa (['pumnaesa u ap., 2007). Bugumo,
y Pa3IMYHBIX OPTraHU3MOB 3TOT (PYHKIIMOHAIBHBIN JOMEH (POPMHUPOBAJICS TO-Pa3HOMY
U3 OTJCJIbHBIX MOTHBOB. JTO MOJTBEPXKIACT MPEACTABICHUS O (DYHKIIMOHAIBHOM, a HEe



Iasa 16. CpaBHUTENBHBIN aHATIHU3 CTPYKTYPHBIX OEJIKOB Melio3a 269

(uIIOreHeTHUECKON KOHCEPBATUBHOCTH CTPYKTYPHBIX OCTIKOB, CeUU(UYHBIX I MeH-
o3a (bormanos, 2004). beito moka3aHo TakXke, 4TO pa3alyne eJbIX MOJIEKYJ KOTe3HHOB
REC8 u RAD21 emgé Gonee 3HaYMTENBHO, YeM pa3iuuue (YHKIMOHAILHBIX JOMEHOB
(I'puiaesa, 2011). MoxHO c/iesiaTh BIBOJL, UTO JIJIsl BBITIOJIHEHUS CIISIU(PUIESCKIX MEHO-
Tnieckux pyHkuunii kore3unsl REC8 HyXIaroTcst B MOYTH MOJTHOM MEPeCTpOiKe aMHHO-
KHUCJIOTHOU MOCEI0BAaTEILHOCTH 10 CPAaBHEHUIO CO cBouMHu romonioramu RAD21.

[Tonmy4eHHBIE pe3ynbTaThl CBUACTEIBCTBYIOT O MOMU(YHKINOHATBHOCTH U3YyYEHHBIX
0enKoB-KOre3MHOB. [ ycnenHoro GpyHKIMOHUPOBAHUS TAKUX OETKOB Ba)KHO B3aUMO-
JeliCTBHE KaK ¢ cyOcTparoM, 4To obecrednBaeT QyHKIMOHAIBLHBIN JOMEH, TaK U C IPyTHU-
MU OeJIKaMu, 3a 4TO MOTYT OTBedaTh (IIPSIMO MIJIM KOCBEHHO) YYacTKH ajib(a-crupanbHOi
koH(urypauu. Takast cTpyKTypa sIBISETCS 0COOCHHOCTBIO CIOKHBIX MHOTO(QYHKIHO-
HaJIBHBIX OCIIKOB, MPHHUMAIOIINX Y4acTHe B (POPMUPOBAHUN MYJIBTUIIPOTEHHOBBIX KOM-
IJIEKCOB THIAa KOT€3MHOBOTO. BhIsBIEHHBIE Pa3InyKs MUTOTHYECKOTO Kore3uHa RAD21
u ero merornueckoro romonora REC8 MoryT cBuierenbcTBOBaTh O CHEUUPUYHOCTH
cyOcTpaTa U MapTHEPOB y ATHX JIBYX IPYIII OEIKOB.

Cpasenenue cmpomanunog Scc3/SA/STAG1/STAG?2 ¢ ux meitomuuecKkumu 20Mon02a-
mu Recll u STAG3. benku Sce3/STAG oxapakTepH30BaHbI HE TaK OAPOOHO, KaK, HAITPH-
Mmep, SMC. N3yuena cpaBautenbHast jgokanmsanust SA/STAG nHa xpomocomax (Kitajima
et al., 2003; Revenkova, Jessberger, 2005, 2006; Valdeolmillos et al., 2007). Pe3ynbrarst
MOJICKYJISIPHOTO aHaJIM3a ONKMCaHbl B O4eHb HeMHOrux padorax (Pezzi et al., 2000; Lara-
Pezzi et al., 2004). OTMe4eHbI CXOICTBO MEPBUYHOM CTPYKTYphI 0eikoB STAG B obnactu
N- 1 C-KOHLIEBBIX IOMEHOB U HAJIMYKE JABYyX CUTHAJIOB siiepHoi okanm3anuu (NLS BP)
(Losada et al., 2000; Jones, Sgouros, 2001). JIuiie HEMHOTHE HCCIICIOBATEIN YICIMINA
JI0JDKHOE BHUMaHUE BEChMa HHTEPECHOMY (aKTy — HAITMUYHIO JIByX MUTOTHYECKUX (GopM
CTPOMAJIMHOB y MO3BOHOYHBIX M HEMHOTHX OECliO3BOHOYHBIX KMBOTHBIX (Losada et al.,
2000; Samara et al., 2000 u ap.), omHAKO HE OBUIO SICHO, B YeM pa3Inuue UX CTPYKTYpPHI U
(GyHKIMY, a TAKKE B UeM OTIMYHE 3THX (POPM OT MEHOTHUECKOTO TOMOJIOTa.

B comarnieckux TKaHsIX y MIICKOMUTAIOLIMX U JSTYIMIKH Xenopus laevis JOMAHAPYET
SA2 — opronor STAG2 (ero KOIMYECTBO B KJIETKAaX B TpH pa3za Oonbiie, ueM Oenka SA1),
TOrJIa Kak B siMIax JISTYIIKA OOHAPYKEHO JeCATUKpaTHoe mpeodiananue SAl (oproso-
ra STAGI) (Losada et al., 2000). Y ky3Heunka u Jpo30(uiIbl UCCIEIOBAHUS TPOBOIMIN
Ha SA1, 4TO MOXXET KOCBEHHO CBHUJIETENBCTBOBATh O €ro MpeodiaaHuil y 3THX 00bEKTOB
(Valdeolmillos et al., 2007). M3BecTHO TaKke, YTO JBa BUIa COMATHUECKUX KOI'€3UHOB HU-
KOT/Ia He BBIJCIIIFOTCS MPenapaTiBHO B COCTaBe OJJHOrO KoMiutekca (Samara et al., 2000).
HmeHHO Kore3uHOBbIN 0eslok SA2 y BBICIINX 3YKApUOT CIYKUT 00bekToM (Gochopriiupo-
BaHMS, 4TO 00ECIICYMBACT MIEPBBIN ATAI AUCCONUAINH KOTE3MHOB M3 XPOMOCOMBI B PAaHHEM
meiioze (Hauf et al., 2005). OtmeueHo taxke, uto STAG?2 y yenoBeka MOXKeT ObITh TpaHC-
KPHITIIMOHHBIM aKTHBATOPOM, CBSI3BIBASCH C (DAKTOPAMHU TPAHCKPHUTILIMK U C TETEPOXpOMa-
TUHOBBIM OenkoM Swib, mapanorom HP1 (Lara-Pezzi et al., 2004).

Heo0xomumo ObLIO MOHSTH, HA YEM OCHOBaHBI ()YHKIIMOHAIBHBIC PA3THUMsI IBYX MH-
toruueckux Gpopm Scc3/SA/STAG u ux omnmume oT Meloruueckoit hopmel. J{ist aTOro
OBLTH MPOAHATU3UPOBAHBI OPTOJIOTH ATOH IPYIIIBI KOT€3WHOBBIX OCJIKOB y PsiJia MOJIEIIb-
HBIX OPraHU3MOB. Y BCEX M3yUCHHBIX KOT€3UHOB IPHCYTCTBOBAJ KOTC3MHOBBIN (PyHKIIN-
OHaJILHBIN JToMeH (y Hu3mmX sykapuoT — IRR1, y apyrux oprann3mMoB — Kak TOT ke
JIOMEH, TaK U MEHbIUH 10 pazmepy n1oMeH STAG).
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Puc. 16.8. BepostHOCTE (hopMIpOBaHUS alib(ha-CIUpaIi MOJICKYIaMH KOTe3HHOBBIX OCITKOB
SCC3/ REC11/ STAGI1-3 Tpéx BUIIOB 3yKapHOT.

Sp — Schizosaccharomyces pombe, Ce — Caenorhabditis elegans, Mm — Mus musculus. T1o
ocH abCIHcC — aMUHOKHMCIIOTHAS MTOCIIEJOBATEILHOCTD OeNKa, 10 0CH OpJMHAT — BEPOSTHOCTD
(B momsix) popmupoBaHus anbda-crmpansHol KoHpuryparmu. [1o: [prmaesa u np., 2010.

Hccnenosanne Habopa U MOCIIeA0BaTENbHOCTH KOHCEPBATUBHBIX MOTHBOB BHYTPH J10-
Mena IRR1 mokasano, 9to y Apoxokel, apabuaoncruca 1 HeMaToAbl HET HUKAKOTO CXOJI-
CTBa M0 HAOOPy KOHCEPBATHBHBIX MOTHBOB C IPyTUMH 00bEKTaMH. Y JAPO30QHIBI U TIO-
3BOHOYHBIX OBLT BBISIBIICH OJJUHAKOBBIA HAOOp MOTHBOB IS Bcex OenkoB STAG, B ToM
yycie Meiotnueckux. TakuM oOpa3oM, o HaOOPy KOHCEPBATUBHBIX MOTHBOB BHYTpPHU
nomena IRR1 mutoTHYeckue u MelioTnyeckne GOpMbl KOT€3WHOBBIX OCIIKOB HE pa3iiu-
4aroTcs. AHaJIOTHYHO ObUTH MpoaHaIn3upoBaHbl 1enbie Mojiekynsl SCC3/STAG y Bcex
00BekToB (puc. 16.7). Bpimo moka3zaHO CYIMIECTBEHHOE CXOACTBO CTPOMATHHOB MEXKIY
KpPYNHBIMH TaKCOHAMH 3YKapHOT, 10 KpaifHel Mepe, oT HacekoMmbIx (Dm) u uepseii (Ce)
1o genoBeka (Hs). OcobeHHO CHITEHOE CXOMICTBO BBISBICHO B IIpeIeiax Kjaacca MICKOIIH-
tarommx (I'purmaesa u np., 2008, 2010).

Hebonpime pa3nnyus MexX 1y MUTOTUYECKUMHU U MEHOTHYECKUMH (hopMaMH KOTe3H-
HOBBIX OenkoB STAG camu 1o cebe HE MOIIH OOBSICHUTH JOBOJIBHO CEPHE3HYIO CME-
HY QYHKIIMA MEHOTHYECKUX KOTE3WHOB 10 CPABHEHUIO ¢ MHTOTHUECKUMHU. BbuT mpoBe-
NEH OTIONIHUTENbHBINA aHAJIN3 — U3y4YeHa BTOPUYHAS CTPYKTYpa CTPOMAIMHOB (BEPOSIT-
HOCTh (hopMHpOBaHUS alb(a-CrUpabHON KOHPUryparun). B Mosekynax Bcex U3y4eH-
HBIX OenkoB, kpoMe Recll apoxoxkeit S. pombe, B paitone 200-To a.k. ocTaTKa OBLT BBISIB-
JIeH APKO BhIpasKeHHBIN allb(ha-CrrpanbHbIi yuyacTok (y apabuiorncuca oH CIBUHYT K ce-
peauHe MOJIeKyYIhI) (puc. 16.8). DTOT MUK MOXKHO CYUTATh JUATHOCTUYCCKUM MTPU3HAKOM
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cTpomaiinHOB. IMeHHO B 3TOM paiioHe e ¢ coaBropamu (Pezzi et al., 2000) oOHapy-
KU KoHcepBaTHBHBIM JoMeH SCD. B aToM ke paiione ObuT BBISBICH (YHKIMOHAIBHBIN
nomer IRR1/STAG (I'pumaeBa, bornanos, He OmyOIMKOBaHO).

VYV muekonuratonmx Bee 0enku STAG 4eTko pa3lensiroTcs 0 BTOPUYHOU CTPYKTYpe
Ha Tpu rpynnsl — STAG1, STAG2 u STAG3 (puc. 16.8, HUXHHUH psiZl) — € OYEHb BBICO-
KHM CXOJICTBOM B Ipeesiax rpymi. MoKHO caenath BBIBOA O TOM, YTO BTOPUYHAS CTPYK-
Typa CTPOMAJIMHOB SIBIISIETCS HAJEKHBIM JHATHOCTHYECKUM MapaMeTpoM IJIsl UJIeHTHU-
¢ukanuu meriornyeckux Gopm STAG.

Anbda-cimpanbHas KOHQUTYpaLHs, Kak H3BECTHO, HE0OX0IUMa [T 0eTOK-0eTIKOBOTO
B3aumozeictBus (Shoeman, Traub, 1993). Monekynst SCC3/SA/STAG coBmecTHO ¢
SCC3/RAD21 3aMbIKalOT KOr€3HHOBOE KOJIbIlo, coctosiiee u3 SMC1 u SMC3 (Peters
et al., 2008). Umenno SCC3/SA/STAG urpaeT KJIHOYEBYIO POJIb B Psijie TIPOIECCOB, TPO-
XOJSIIIUX C yYyacTHEM KOTe3HHOBOTO KomIuiekcea. [Ipex e Bcero, 3To paHHee 0cBOOOXK 1e-
HHE KOTE3WHOB M3 XPOMOCOMHBIX TuIed B Ipodaze MUTO3a (110 TOBOAY Meio3a Mmoka He
BCe MOHATHO). KpoMe Toro, 3T0 akTHBaIysi TPAaHCKPHUIIIIMU, B3aUMOJICHCTBHE ¢ HEKOTO-
pPBIMHU HHCYJISITOpaMH | Apyrue sisinenus (Barbero, 2009). Ecth ganHBIe 0 TOM, YTO IMO-
ciie S-¢a3pl KIETOYHOTO [UKJIA KaXKash XpOMaTHAa MOXKET ObITh OKPYXKEHA CBOUMH KO-
Te3MHOBBIMH KOJIbIIAMHU, KOTOpPBIE MPH (POPMUPOBAHUH KOTE3UM CECTPHHCKUAX XPOMAaTH]]
coeuHsroTCs monapHo uepe3 Mosekyiibl SCC3/SA/STAG. Crabunuzanus «IuMepa» u3
JIBYX KOJICI] MOJKET OCYIIECTRIIATLCS NOTONHUTENbHbIME Oesikamu WAPL/Rad61 u PdsS5,
takke B3aumozeiictyromumu ¢ SCC3 (Zhang et al., 2008; Skibbens, 2009).

Takum 00pa3oMm, Ha TpUMepe ABYX KOMIIOHEHTOB KOT€3WHOBOTO KOMILIEKCA MOXK-
HO BHJICTH pa3Hble MyTH NEPECTPOUKH MOJIEKYIIbI B CBSI3U CO CMEHOM (DYHKIUI Koresu-
HOB B Mei03¢ 10 cpaBHEHHIO ¢ MUTO30M. Y mapbl RAD21/REC8 mensiercst Habop KOH-
CEpBAaTUBHBIX AMHUHOKHCIOTHBIX MOTHBOB, T.€. HAET MepecTpoiika MePBUYHON CTPYKTY-
pBl. Bropuunas cTpykTypa Kak cOMaTH4ecKuX, Tak U MEHOTHYeCKHX (JOpM BecbMa pas-
HOOOpa3Ha M HE MOKa3bIBaeT KaKUX-THOO 3aKOHOMEPHBIX M3MEHEHUH. Y CTPOMaMHOB
STAG1-STAG3 npu HeOOMBIINX U3MEHEHHUAX NMEPBUYHON CTPYKTYPHI 3aMETHO MEHSIET-
cs1 BropuuHas. [lo aTomy mapamerpy ominyaroTcs Kak Meiioruueckue romosoru STAG3
oT MUTOTHYECKHUX, Tak 1 MutotTnueckne STAG1 u STAG2 apyr ot npyra.

[ToueMy JBa KOMIIOHEHTa OJJHOT'O KOT€3MHOBOT'0 KOMILIEKCA TaK pa3jinvyaroTcsi Mo KOH-
CEPBATUBHOCTHU MEPBUYHON U BTOPUYHON CTPYKTYphl? BO3MOXKHBI TpH BapraHTa 00bsiC-
HeHus. Bo-nepBeix, kieiicnabl RAD21/RECS8 npu Bcex CBOMX MHOTOYUCIICHHBIX (YHK-
musix (Ishiguro et al., 2011) BeicTynaroT Kak O€JI0K KOT€3HH, TOT/Ia KaK CTPOMAaIIUHBI SIBJISI-
1oTcs peryistopamu Tpanckpuniui (STAG2) u oprannzaropamu XpoMaTriHa Iy TEM KOH-
takra ¢ uacynaropamu uepes 6esok CTCF (STAG1) (Nasmyth, Haering, 2009; Barbero,
2009). Bumumo, amst BBIMOTHEHUS 9THX QYHKUIUI Hy)KHA OTIpeiesIEHHAs IIPOCTPAHCTBEH-
Hasi OpraHu3alysi MOJICKYJIbI.

Bo-Bropbix, Habop MapTHEPOB y KIICHCHHOB Ooiee M3MEHUYMB, YEM Y CTPOMAJIMHOB
(kak rmpu mepexoie OT BHJa K BUAY, TaK M OT MUTO3a K Meiio3y). [Ipu nepexone ot MuTO-
3a k Mero3y Mensitorcst kak STAG, tak u SMC1 (Revenkova, Jessberger, 2006). U3 no-
0aBOYHBIX KOMIIOHEHTOB BAPHUPYIOT TaKXKe IYTOMIMHBI — 3aIIUTHUKH IIEHTPOMEPHOM
kore3uu (SGO1 u SGO2) (Nasmyth, Haering, 2009). OcranbHbie TapTHEPHI CTAOUIBHBI
(Wapl, PP2A, Pds5) (Shintomi, Hirano, 2010). ¥V cTpoMannHOB MEHSIONIMUACS MapTHEDP
tonbko oguH — RAD21/RECS. Bo3moskno, meitornuecknit STAG3 orBeyaeT MMEHHO
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3a B3aumopeiicteue ¢ RECS. Ocranbubie naptaépsl — WAPL, PdsS, CTCF, dakrtopsr
tpanckpumnuun (Barbero, 2009; Shintomi, Hirano, 2010).

B-Tpetbux, B psife ciydaeB TpeOyeTcsl n3MeHeHHe KOH(POPMAaIH KOT€3MHOBOTO KOJIb-
1a (mpu MPOXOXKJICHUN BUJIKH PETUTUKALMK WM I pa3MbIKaHUSI KoJbla mocie ¢oc-
(dhopuMpoBaHus CTpoMaliiHa B Tpoda3e MUTO3a U, BO3MOXKHO, Mei03a). DTO U3MeHe-
HUE KOHPOPMAIMH MOXKET JTOCTUTAThCS 32 CUET TMOKOCTH MOJIEKYIIBI KiericuHa (Barbero,
2009; Shintomi, Hirano, 2010).

Takum 00pa3oM, MOXKHO TIPEANOIOKUTH, 4TO s cTrpoManuHoB SA/STAG BaxHee
ornpenenéHHasl MPOCTPAHCTBEHHAs KOH(UTYypalusi U BBICOKas KOHCEPBATUBHOCTH, a
kieticuabl RAD21/RECS nomkHbI ObITh O0OJIee THOKMMU ¥ BapraOeIbHBIMU B SBOJIHOIH-
OHHOM IIJIaHe.

OOuwmii BBIBOJI, BHITEKAIOLIHIA U3 CPABHUTEIBHOTO UCCIIEIOBAHUS KOMIIOHEHTOB KOTe-
3MHOBOTO KOMILJIEKCAa MeToJjaMi OMONH(POPMATHKH, TAKOB: Pa3HbIe KOMIIOHEHTBI KOTe3H-
HOBOTO KOMILJIEKCA JJIsl BHIIOJHEHHS CHeNU(UIECKAX MEHOTHYECKHUX 3a/1au MCIIONb3Y-
0T pa3Hble KOHCTPYKTHUBHBIE pelIeHus. MOXKHO TakKe IPEeNNOoI0KUTh, YTO Takas BapHa-
0eNBbHOCTD MEHOTHYECKHUX (JOM OEIKOB — 3TO OTPa)KEHUE UX OTHOCUTEIIBHOM IBOIOLIH-
OHHOMW MOJIOZIOCTH TI0 CPAaBHEHMIO ¢ OEIKaMi MHUTO3a M 3BOJIIOIIMOHHON MOJIOIOCTH ca-
MOTO Mel03a Mo CpaBHEHHUIO ¢ 0oJIee KOHCEPBATUBHBIM MUTO30M.

Meiotryeckre ¢popmbl LYTOLIMHOB —
MPOTEKTOPOB KOT€3Um LIEHTPOMEP —
He SIBJISIIOTCS] KOHCEPBATMBHbIM CEMENCTBOM GE/KOB

[yrommusl (SGO) — 3T0 ceMeCTBO OEIKOB, KOTOPHIE 3alUIIAI0T KOT€3UI0 IIEHTPO-
MEpHBIX PaHOHOB XpOMAaTH/J IO HACTYIUICHUsI aHa(a3bl MUTO3a, a TAK)Ke BO BpeMsl Bce-
O [EePBOTo JiesieHus Merio3a (meiio3 I). B pesynbrare atoro B anadase | metio3a cectpus-
CKHE XpPOMAaTH/Ibl HE MOTYT PAa30MTUCH K MOJIOCAM KJIETOUHOTO JCJICHHUS, 1 BMECTO JTO-
TO PacXomsTCsl TOMOJOTMYHBIE XPOMOCOMBI, COCTOSIILIUE M3 JIByX CECTPHHCKUX XpOMa-
THJT;, YMCIO XPOMOCOM CTaHOBHTCS TAINIOUAHBIM. TakuM 00pa3oM, QyHKIMS HIyTOLIH-
HOB HEoOXoauMa ISl IPaBUIIBHON Cerperalui CeCTPHHCKUX XpOMATH BO BPEMsI MUTO-
3a 1 Melo3a Il 1 roMOJIOrHYHBIX XpOMOCOM B Melo3e 1.

HexoTopeie oprann3Mel uMeroT ogHy ¢opmy myrommHoB — SGO1 (S. cerevisiae,
Neurospora crassa, Zea mays), y IpyTuX BbISBICHBI 1B (POPMBI, BHITIOTHSIOIIUE PAa3HbIC
($yHKIMU B MUTO3€ U Meio3e. Y pactenus A. thaliana v npoxokeit S. pombe ponb Merio-
Ttnaeckor popmel BeimoHseT SGO1, y MO3BOHOYHBIX, BKITIOUasi Homo sapiens, 3Ty poilb
urpaetr SGOL2 (SGO-like 2). SGO1 u SGO2 paznuuaroTcsi pa3MepoM MOJIEKYJIbl H UX
POJIBIO B MUTO3€ U MEH03€ M0 OTHOUICHHIO K 3aIUTE [ICHTPOMEPHOH KOT'e3HH.

HIyromuHbl CUNTATUCH KOHCEPBATHBHBIM CEMEHCTBOM OENIKOB, YbH IMPECTaBUTEIH
HUMEIOT, B IEPBOM TPUOIMIKEHUH, OJJMHAKOBbIC (DYHKIIMH, OOIIYIO JIOKATH3aIHI0, 00IIre
OenKu-napTHEPHI, HO IPH CPABHEHHUHU UX Y PAa3HBIX PACTEHHUI M )KHUBOTHBIX 00JIaIal0T J0-
CTaTOYHO BBICOKHM CXOJICTBOM TOJIbKO B mpefeniax N- n C-koHneBbix yuacTkoB (Kitajima
et al., 2004; Rabitsch et al., 2004; Watanabe, 2005; Hamant et al., 2005; Gomez et al.,
2007; Wang et al., 2011). Ognako B mociielHUE O/l PsiJI ABTOPOB 0OpaiacT BHUMaHUE
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1 Ha CWIIbHOE Pa3uune aMUHOKUCIOTHBIX MOCIIEI0BATEILHOCTEH, M Ha Pa3Iuue HEKO-
TOPBIX JIOTIOJTHUTENILHBIX (QYHKIHMI Y IIYTOUIMHOB B 3aBUCUMOCTH OT HCCIIEAYEMOT0 BIIa
(Gutiérrez-Caballero et al., 2012; Zamariola et al., 2013).

Paznenenre nryrommHOB Ha MEHOTHYECKHE U MUTOTHYECKHE JOCTAaTOYHO YCJIOBHO.
MeiioTndeckold 1 MUTOTHUYECKOH (popMaMy HIyTOUIMHBI SIBJISIFOTCSI TOJBKO IO OTHOIIIE-
HUIO K TJIaBHOW (DyHKIIMU — 3aliTe LHEHTPOMEPHOW KOTe3uH, 1a U TO He Y BCEX opra-
HU3MOB. HeoOxoauMo ObUTO HalTH CTPYKTYpHBIE 0COOEHHOCTH MEHOTHYECKUX IIIyTOIIN-
HOB, KOTOpPbIE MOIJIH ObI 0OBSICHUTH UX 00bEANHEHNE B OTHY (PYHKIIHOHAIBHYIO TPYIIITY.

Jist perieHnst 3Toro Bompoca ObII0 HCCIIeI0BaHO KOMITBIOTEPHBIMH METOAaMU 32 OeKa-
LIYTOIIMHA U3 TPOTeoMOB 25 Bu10B dykapuort (Grishaeva et al., 2016). Cpenu n3y4eHHbIX
BUJIOB — TPHU MPEICTaBUTENS LAPCTBA pacTeHuH, 12 mpencraBureneil napcTsa rpuOoOB,
IS9Th BUJIOB OECIIO3BOHOUHBIX KMBOTHBIX U TISITh BUJIOB ITO3BOHOYHBIX (Ta0m. 16.1).

Tabnuya 16.1.
Benku-1yromnabl, 0TOOpaHHbIe IS TaIbHEHIIEr0 UCCIIEAOBAHUS: X HA3BAHMUS,
yrnorpebiisieMble B HACTOAAIIEH paboTe, U JJTHHA MOJICKYJIbI
(KOJIMYECTBO aMHHOKUCIIOTHBIX OCTATKORB).

Haspanue Oenka JlnuHa, a.k. Haspanue Oenka JlnuHa, a.k.
Sgol Sp* 319 SGO1 Dm (MEI-S332) 401
Sgo2 Sp 647 SGO1 Ce 307
Sgol Sc 590 SGO1 Cb 306
Sgol Nc 774 SGO1 Bm 1107**
Sgol Ag 648 SGO1 Ci 426%*
Sgol Mg 552%%* SGOL1 X1 (SGO-like) 663
Sgol Mo 544%* SGOL2 X1 1029
Sgol Vv 621 SGOL1 Oh, partial 553
Sgol Tv 636%* SGOL2 Oh, partial 874
Sgol Y1 823** SGOLI1 Dr 618
Sgol Tm 659 SGOL2 Dr 847
Sgol An 479 SGOL1 Mm 517
Sgol Cg 603 SGOL2 Mm 1164
SGO1 At 572 SGOLI1 Hs 561
SGO2 At 419 SGOL2 Hs 1265
SGO1 Os 486

SGO1 Zm 474

* I'pubsr: Sp — Schizosaccharomyces pombe, Sc — Saccharomyces cerevisiae, Nc — Neurospora crassa,
Ag — Ashbya gossipii, Mg — Magnaporthe grisea, Mo — Magnaporthe orizae, Vv — Villosiclava virens,
Tv — Trichoderma virens, Y1 — Yarrowia lipolytica, Tm — Talaromyces marneffei, An — Aspergillus
nidulans, Cg — Candida glabrata; pacrenns: At — Arabidopsis thaliana, Os — Oryza sativa, Zm — Zea
mays; Hacekomoe Dm — Drosophila melanogaster, nemaronsi: Ce — Caenorhabditis elegans, Cb —
Caenorhabditis briggsae, Bm — Brugia malayi, actunus Ci — Ciona intestinalis; no3BoHo4HbIe: X —
Xenopus laevis, Oh— Ophiophagus hannah, Dr — Danio rerio, Mm — Mus musculus, Hs — Homo sapiens.
** B aHHOTalMK OeJIKa yKa3aHo: MPe/ICKa3aHHbIN OeNIOK, WM MMIIOTeTHYeCKUit O6esIoK, niu apyroe. B ocraib-
HBIX CIIyYasiX — IIYTOIINH.
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Puc. 16.9. [TocnemoBaTeTbHOCTS KOHCEPBATUBHBIX aMUHOKHCIIOTHBIX MOTHBOB B MOJIEKYJTaX
MeHOTHYeCKUX (DOPM IITYTOIINHOB.

O06o3HaueHwsT BUIOB — Kak B Ta0m. 16.1. [lIkama o603HauaeT aMIHOKUCIIOTHYTO ITOCIIEIOBATEb-
HOCTB Oenka oT N-koHma kK C-koHily. OIrHAKOBEIE MOTHUBBI TTOKA3aHBI MTPSIMOYTOJIBHUKAMH OTHO-
ro oTTeHKa u pazmepa. IlonpoOHocTH B Tekcre. [o: Grishaeva et al., 2016.

[Touty B 1OJIOBUHE CIy4aeB B MOJICKYJIaX UCCIICIOBAHHBIX LIYTOIINHOB HE OBLIN BbI-
SIBJICHbI (DYHKIMOHAJIbHBIE TOMEHBI, IPUUEM KaK B MPEICKa3aHHBIX O€NKax, Tak U B MC-
CJICZIOBAHHBIX HKCIIEPUMEHTAIbHO. Buanmo, nepBudHas CTPyKTypa YCJIOBHO KOHCEpBa-
TUBHBIX JIOMEHOB ILIYTOIIMHOB 3HAYUTEJIEHO OTIMYAETCS B PA3HBIX LAPCTBAX HYKAPUOT.
[TogoOHas cutyanust Hepeaka Al CTPYKTYPHBIX OeIKoB Mero3a. Hanpumep, uieHsl ce-
MelcTBa kore3nHoBoro Oenka Sccl/RAD21/REC8 paznmngarorest mo Habopy KOHCepBa-
TUBHBIX aMUHOKHUCIIOTHBIX MOTUBOB Jjake B Ipezesiax (yHKIHOHAIBHOTO KOTe3HHOBOTO
nomeHa (Bogdanov et al., 2007; ['pumaea u ap., 2007). [IpencraBurenu Apyroro ceMei-
CTBa KOTe3uHOB — cTpoMannHbl Scc3/SA/STAG — KOHCEpBaTUBHBI TOIBKO Y TTO3BOHOY-
HBIX JKUBOTHBIX U UMEIOT BEChbMa Majlo€ CXOJICTBO C COOTBETCTBYIOLIMMHU OeJIKaMU HU3-
IIMX 3YKapHOT (CM. BBIIIIE).

Boutn Taxxke uccnenoBaHbl APyrue mapaMeTpbl OEIKOB, XapaKTepU3YIOLIUe UX CBOM-
crBa. BropuuHas cTpyKTypa LIyrOLIMHOB, B YaCTHOCTH, CIIOCOOHOCTH (POPMHUPOBATH
0-CIMpaJib, OKa3auach 0ojaee TUIMYHOW. Y TeX LIYTOIIMHOB, Y KOTOPBIX ObLI BBISBIICH
N-KOHLIEBOH (DYHKLMOHAJIBHBIA JOMEH, O-CIHMpallb KOJOKAIM30Bajlach C 3TUM JOMeE-
HOM. DTO JajJi0 BO3MOKHOCTH HPEAIOJIOKUTh, YTO U APYIrUe LIyTOLIMHBL, (HOPMHUPYIO-
LIME O-CIHPalib, TOKE UMEIOT N-KOHLEBOH (yHKIIMOHAJIBHBIM AOMEH. TakuM 00pazoM,
[0 BTOPUYHOW CTPYKTYpE LIYTOIINHBI JeHCTBUTEIBHO NPEACTAaBISIOT COOOH KOHCEpBa-
TUBHOE CEMEHCTBO, HO 3Ta CTPYKTypa B PaBHOW Mepe MpHCyIa KaK MEHOTHUECKUM, TaK
u MuToTHYecKkuM TryromuHam (Grishaeva et al., 2016).

bouta BbIsiBICHa BaskHasi 3aKOHOMEpPHOCTh. IIpakTHuecku y BceX THUIOB IIYyTOUIMHA
N-KOHIIEBOM MUK MOJOKUTEIBHOTO 3apsijia MPEeIIIecTBOBAN O-CIIUPAJIbHOMY YYaCTKY,
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XOTsl CYLIECTBOBAJIM M UCKIIIOUYEHUS U3 9TOTo mpasuia. [1o sToMy mpusHaky MenloTuye-
CKHE IIYTOIIMHBI HE OTIIMYAINCh OT APYTHX IIYTOMMHOB. [THK MONOXKHUTENBHOTO 3apsiaa
CTPOTO KoJIoKan30BaJIcsi ¢ C-KOHIIEBBIM IOMEHOM B TEX CIIydasiX, KOTIa 3TOT JJOMEH BbI-
SIBJISIJICS CHIELIMAIbHOM IIPOrpaMMOH.

Beia Taxxke mpoaHann3MpoBaHa KOMOWHALUS KOHCEPBATHBHBIX aMHUHOKHCIIOTHBIX
MOTHBOB B MOJIEKYJIax IIYrOIIMHOB. MeiioTnyeckre (hOpMBbI IIYTOIMNHOB UMEIH BECh-
Ma MaJjoe cX0ACTBO. ENMHCTBEHHBII MOTUB, KOTOPBII MTPOCIEKHUBAIICS Y BCEX OEIKOB —
C-xoHueBoii (puc. 16.9, o60o3Ha4eH 3BE3104Koil). O0mMe N-KOHIIEBbIE MOTUBBI, COBIIA-
JAFOIIHE 10 JIOKATU3alMH ¢ GYHKIHMOHAIBHBIMHU JOMEHAMH, ObUTH HaMICHBI B IBYX IPYII-
nax: y mo3BOHOYHBIX KMBOTHBIX (Ha puc. 16.9 TEMHBIE IPSMOYTOJIBLHUKH, 0003HAYCHHBIE
CTpeJIKaMH) U y pacTeHHull (CBeTJIble MPsIMOYTOJILHUKH, TIOMEUEHHbIe cTpeikamu). [lpu
CPaBHEHHHU MEXIy co00il OENKOB M3 IPYIbl MUTOTHYECKUX LTYTOIIMHOB MOYKHO OBLIO
3aMETUTH €II€ MEHbBIIIEE CXOICTBO.

N3ydeHrne KoMOMHAIINK KOHCEPBAaTHBHBIX aMHUHOKUCIIOTHBIX MOTHBOB B MOJIEKYJIaX IIIy-
TOIIHOB, paclpeieNICHUs 3apsiI0B BOJIb OSTIKOBBIX MOJICKYII M UX H303JIEKTPUUECKHUX TO-
YeK MMO3BOJIIIIO 3aKITIOUUTh, YTO Pa3/ieieHHe 3TUX OCJIKOB HA MEHOTHYECKHE U MUTOTHYC-
CKHe€, CIICJIAHHOE I10 BBIMOJHAEMBIM (YHKLHUSIM, HE IMEET NOJ co00i KakoH-TH00 CTPyK-
TYPHOI OCHOBBI, KpoMe 00s13aTeNTbHOr0 Hann4us Ha C-KoHIle y MeHOTHYEeCKUX OeNKOB He-
OOJBILIOTO BBICOKO KOHCEPBATHBHOTO JOMEHA (MJIM MOTHBA, €CJIM JIOMEH HE OmpeJenser-
cs1) (puc. 16.9). DToT HEOOIBIION JOMEH HEOOXOIUM JIJIsl TOUHOM JIOKAJTU3aIMX [ITYTOIIH-
Ha B paiioHe neHTpomMepsl (Wang et al., 2011). YV MelioTHUECKHX HIYTOMIUHOB 3TOT JOMEH
oOoraméH apruHUHOM («apTHHUHOBAs TPeOEHKAY); 0COOCHHO 3TO XapaKTEPHO YIS TI03BO-
HouHbIX (Grishaeva et al., 2016). Takue gparmMeHThI OeKa CIIOCOOHBI K B3aMMOACHCTBHUIO
C OCTaTKaMH I'yaHuHa B MaJioi kaHaBke crimpainu JJHK, 4ro, Bo3MoxHO, B KOMOMHAIMH C
OpyrumMu (GaKTopaMu 3alIMIIaeT MeHOTHYECKUH IIYTOMINH OT THIIPOJIH3a.

TakuMm 00pa3oM, CpaBHEHNE MHUTOTHYECKUX U MEHOTHYECKHX IIYTOINIMHOB HE BBISBU-
JI0 3HAYMTENILHOTO OTIIMYHS 3TUX TPYIH APYyT OT Apyra. CXOACTBO BHYTPH ATHUX TPYIIT
OBLIO HEBBICOKUM. borbliee cxoACcTBO MIYTOMKMHOB 0 IEJIOMY PsILy TTapaMeTpoB OBLIO
BBISBIICHO BHYTpHU Jpyrux rpymn — SGO2 u ocobernno SGO1. Ilpu sTom HaOMIOIAI0CH
SIBHOE pa3IUYHe IIyTOMINHOB y MPEACTaBUTENICH pa3HbIX APCTB 3yKapuoT (puc. 16.9).

Bosmoxno, aiist SGOL2 3amuTa Kore3un — He caMasi BakHasi (YHKIHsSI, a BaKHBI
Ipyrue QyHKIHU (KOTOpBIE B XOJIE DBOJIOLUH TOSBHIIUCH Y NIYTOIIMHOB THIIA Sg02 Ta-
KHX IPUMHUTUBHBIX 3YKapuoT, Kak S. pombe). I1o Mepe ycnoxHEeH!s] TeHOMOB 3TOT IIyTO-
IMH puoOpeTaln Bcé HoBble GyHKIMH. Tak, y yenoBeka nryrommt SGOL2 Hanpasnsier B
neHtpomepy kuaesuH MCAK, KoTopeblil genonumeprsyeT HeTpaBmIbHO IPUKPETUIEHHBIE
MHUKPOTPYOOUKH BepeTeHa aeneHus. ToT ke myromuH y X. /aevis perynupyet cOOpKy Be-
peteHa, BeimonHsieMyro komruiekcom CPC (Gutiérrez-Caballero et al., 2012).

Hao6opot, SGOL1 coxpanui (yHKIIHIO 3alUThl KOTE3UH, HO TOJIbKO B MUTO3€. Eciin
YUUTBIBATH, YTO Y BBICIIMX JYKAPHOT CHATHE KOTE3WHU B MEi{03€ MPOUCXOAUT B JiBa dTAra
(cHauana B me4ax XpoMOCOM — TaK Ha3blBaeMblil prophase pathway, — moToM B IieH-
TpoMepe), TO TIOHITHO, YTO dTa (QYHKIUS JCHCTBUTEIBHO BakHa. Ho oHa coxpaHuiach
umeHHo y SGOI, a He nepenuia k Meiiorndyeckoit popme SGO2. 3amapuosia ¢ coaBTopa-
MU BBICKA3aJId MBICITb, YTO TIEPBOHAYAILHON (YHKIMEH IIyTrONIMHOB ObLTa 3aliuTa IIeH-
TPOMEPHOI KOTe31H B MeH03€ 1 YTO CITIOCOOHOCTD 3alMarh kore3uto B Muto3e SGOLI
npruoOpEN y Mo3BOHOYHBIX (Zamariola et al., 2013). Bo3mokHa 1 anbTepHaTHBHAS TOYKA
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3pEHUS: YTO NMePBOHAYATIBHON (PYHKIIUEH NIyTrolInHA ObliIa YYBCTBUTEIBHOCTH K HATSIKE-
HUIO MUKpOTpyOouek n HanpasieHne kommiekca CPC k nuenrpomepe (Watanabe, 2005).

N3 npuBenéHHBIX TaHHBIX MOXHO CAENaThb HECKOJIBKO BBIBOAOB. Bo-IepBbIX, MeHO-
TUYECKHE HIyTOUIMHBI 00BbEJUHEHBI B OJHO CEMEHUCTBO CKOpee Mo (yHKLNH, YeM IO Ta-
pamMeTpam, XapakTepU3yIOIUM UX CTPYKTYpPY. BO-BTOpBIX, B pa3HbIX JUHHUSIX Pa3BUTHS
MHOTOKIeTOouHBIX opranu3moB (Cock et al., 2011), a umMeHHO, y pacTeHni, FpUOOB U KU~
BOTHBIX MEHOTUYECKON (DOPMOI HE3aBUCUMO H I10 JI0 CUX TIOP HESICHOMY MPUHIIMITY (BO3-
MOYHO, MO0 CTIOCOOHOCTH B3aMMOJICHCTBOBATh C IPYTUMH BCIIOMOTaTeIbHBIME OeIKaMu)
cra"oBuics 6o myroma SGO1, mubo SGO2.



Thasa 17.
[Tpo6nema 3BonmoLyM Menosa

B rnase npuBoasTcst (hakThl U yMO3aKJIIOUEHHUS B II0JIb3Y TOTO, YTO MeH03 BO3HUK Ha
OCHOBC COCIUHCHUA IBYX SIBJIEHUH KJIETOYHOTO METa00IM3Ma: penapanuvun noBpexK-
nenuit JIHK myTém romonornyHoil pekoMOMHAIMK | MOSIBICHHS OCJIKOBBIX OCel
XpoMocoM. B Xozie 3BOIOIMN OCH COXPAHWINCH y HEKOTOPBIX COBPEMEHHBIX OJ1-
HOKJICTOYHBIX SYKapHOT KaK «JIMHEHHBIC JIEMEHTBD) XPOMOCOM, @ y BBICIINX 3yKa-
PHOT OHH MPEBPATWINCH B JIATEPATbHBIC JIEMEHTHl CHHAIITOHEMHBIX KOMIUIEKCOB
(CK). PexoMOuHAaIMsI TOMOJIOTHYHBIX XPOMOCOM, CTAOMIN3UPOBAHHAS OEITKOBBIMH
ocamu miu CK, mo3Bosuiia co3nark CTpYKTypHbIe Xua3mbl. OHH OKa3ajuch 00s-
3aTeJbHBIMU JUISl TIOMIAPHOTO COCMHEHHSI TOMOJIOTHYHBIX XPOMOCOM Ha DKBAaTOpe
KJIETOYHOTO jAeneHus. brarogapst xuasmMam u popMHPOBAaHUIO YHHUITOJISPHOCTH KH-
HETOXOPOB CIIOXKHJIICS MEXaHW3M CETPEeraniy TOMOJOTHYHBIX XPOMOCOM. JTa YHH-
TIOJISIPHOCTE 00YCJIOBJICHA «CKJIEEHHBIM) COCTOSIHHEM («HEpacIICIUICHHEM») LCH-
TPOMEPHBIX PaliOHOB CECTPUHCKHUX XPOMATHUJ U3-3a TOTO, YTO KOTC3UHBI, CKIEUBA-
IOIIIME LEHTPOMEPBI CECTPUHCKUX XpoMaTua B Melo3e I, 3aiuiieHsl TakuM Bapu-
aHTOM OeJIKa IIyrollnHa, KOTOPbIA cTai crequduyHbiM Juist Meio3a. OH aKTHBEH
TOJIEKO BO BPEeMs OJJHOTO KJIETOYHOTo nuKia (Meios I) m nHakTUBHpyeTcs: B Melo-
3e I, ocBoOOXKAast IEHTPOMEPHI CECTPUHCKUX XPOMATH[ JJISI PACXOXKACHHS K Pa3-
HBIM TIontocaM B Meiio3e [I. depMeHTH peKOMOMHAIINN MPUKPETUISIOTCS K JTHHEH-
HBIM 3JIEMEHTaM XPOMOCOM WIH JlaTepanbHbIM dnemeHTaM CK, a nuHeitHas ynops-
JIOYEHHOCTSH JlaTepanbHbIX netenb JJHK obGneryaer XxpoMoCOMHBIM JIOKyCaM B3auM-
HBII OUCK TOMOJIOTUH JUIs criapuBaHusl. CHauasia IMHEHHBIE DJIEMEHTBI XPOMOCOM,
a 3areM CK cTanmy KoMmapTMEHTaMH JIOKaIU3aIiK OEJIKOB, HEOOXOAUMBIX JUIS pe-
komOunarnuu JIHK, — xomruiekca Mus81-Mms4 n komruiekca ZMM. [Mocaennuit
cBs3aH ¢ ¢popmupoBanuem CK, obecnieunBaeT mHTEp(EPEHIINIO KPOCCHHTOBEPA 1
npucyIl Hanboliee BHICOKO OpraHU30BaHHBIM dyKapuoTam. OpraHu3msl, 00aa1aro-
IIMe 3TUM KOMILUIEKCOM, HE TepstoT U Komriuieke Mus81-Mms4. Ognako CK cra-
JIM TIPOTPECCUBHBIM MOP(OJIOTHYECKUM (YJIBTPAcTPyKTypHBIM) NPHOOPETEHUEM B
XOJIC 9BOJIIOINHU PEAYKIMOHHOTO JEJIeHUs KIeTOK. B raBe nmpuBoasTcs pesynbTa-
TBI UCCIICZIOBAHMUS MEH03a y COBPEMEHHBIX OJHOKJIETOYHBIX OPIaHU3MOB, KOTOPBIX
MOYKHO CUHTATh Hanbosee OMM3KUMH K IPEBHUM dyKaproTaMm. OOCyKIaroTcs Tak-
K€ MPUMEpPbl UCKIIOYEeHUH U3 MPaBUJI KAHOHWYECKOTO Meifo3a U 0OBSICHAETCA UX
MECTO 0 OTHOIIEHUIO K ITJTaBHOMY HaIPaBJICHUIO 3BOJIOLNHU Meiio3a.

Jlo mosiBeHusI BO3SMOKHOCTH TIPOBOANTH CEKBEHUPOBAHNE TEHOMOB MOYKHO OBIJIO pe-
KOHCTPYMPOBATh MCTOPHUIO BOZHUKHOBEHHS M DBOJIOIMH MEH03a TOIBKO Ha OCHOBE M3-
YYEHHSI COBPEMEHHBIX HHU3IINX 3YKapHoT. [laneoHTonorus mo moHsATHBIM MpUYUHAM He
MOXKET JaTh Marepuajia O CTPOSHHH KIETOYHOTO spa APEeBHUX dyKapHoT. OcTaBaioch
HaJESThCA Ha TO, YTO HBIHE )KUBYIIHE HU3IINE SYKAPHOTHl COXPAHWIA MPU3HAKA CBOUX
MIPEIKOB, )KUBIIUX HA TUIaHETE 3eMJIs HECKOIBKO COTCH MUJUTHOHOB JIET Ha3a/l.

[lupoko pacrpocTpaHEeHO NPEACTABICHUE O TOM, YTO MEH03 BO3HUK Ha 0a3e MUTO-
3a — 0OoJee IPOCTOro BU/IA KJIETOYHOTO JeTIeHHsI, 00€CIeUNBaIOIET0 TOCTOSHCTBO YHUC-
Jla XpOMOCOM B PSAIYy TIOKOJICHHH KJIETOK MHOTOKJIETOYHBIX OPTraHW3MOB. MHOTUMH HC-
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CJIeZIOBaTeIISIMU TIPU3HASTCS TIPOMCXOKICHHE MeHo3a u3 muto3a (Paiikos, 1978; Raikov,
1995; Maguire, 1992; Cepasun, ['ynkos, 1999; u np.). Muto3 kak yHUBEpCaIbHOE KJie-
TOYHOE JIeJIeHUEe, MPUCYIIee BCEM COBPEMEHHBIM DYKapHOTaM, CaM BO3HHK Ha OCHOBE
3aMeuareIbHOro Mopg03a BBICHIETO MOPSIIKA, KAKUM OKa3aJicsi MUTOTUYECKHUI armapar:
0eIKOBOE BEPETEHO M KMHETOXOPhI XpoMOcoM. [1o cpaBHEHUIO ¢ MUTO30M Mei03 — 3TO
Ooniee HOBOE HBOJIOIMOHHOE MPHOOpPETEHHE APEBHHUX OJHOKJIETOYHBIX OPraHM3MOB.
Bo3MokHO, OHO BO3HHKIIO BMeCTe C BOSHUKHOBeHUeM dykapuot (Egel, Penny, 2007).

KpynHomacmirabnas pacumdpoBka (CEeKBEHUPOBaHHE) TEHOMOB apXei M 3yKapuoT U
MoCTpoeHHEe (UIOTCHETHYECKUX JICPEBLEB MMOKA3aIIH, YTO X HYKHO CUHUTAaTh CECTPHH-
CKUMH JIMHUSIMH, BETBSIMH OOIIIETO IepeBa, «BBIPOCLIEro» U3 OakTepuid. B aTuxX muHMAX
ObUTH OOHApY’KEHBI KIIACTEePhl POACTBEHHBIX OenkoB amnmapara Tpanciusiund PHK u pe-
mmkanuu JIHK. Ha ocHOBe pe3ynbraToB paciiu@poBKU CTPYKTYPbl TCHOMOB U TIPOTEO-
MOB MOKHO CYIUTh O MPOUCXOKACHUH Mei03a.

PaciimgpoBka nomHoro Habopa OeJIKOB, MPEUMYIIIECTBEHHO TPAHCIUPYEMBIX B KIIETKAX, JIe-
JSIIMXCS TTyTeM Melio3a (MEeHOTHYECKOTO TPoTeoMa), BIIEpBbIe ObLIa MpoJeaHa Ha MOYKYo-
MXcst aposkokax Saccharomyces cerevisiae (Chu et al., 2002; Mata et al., 2002). Hekotopsie
13 3THX OCJIKOB OKa3aIUCh CHeIM(UUHBIMU st S. cerevisiae, Apyrue — Juisi TPUOOB BOOO-
111e, HO HEKOTOPbIE UMEITN OPTOJIOTY CPeU IPYTHX 3yKapHoT. HeMHOrHe U3 HUX MMEIOT OpTO-
JIOTH BO BceX (PUITyMax SyKapHoT, 1 OHU HanOosee BaKHbI JUIsi TOHUMaHHSI Ty TeH SBOIFOLIN
Meli03a. BbIIo BBEJICHO MOHSITHE «CTEPIKHEBOTO (COre) MEXaHu3Ma MEHOTHYECKON PeKOMOUHA-
am» (Villeneuve, Hillers, 2001). Pamer u coaBrops! (Ramesh et al., 2005) nokazainm, 41o 3Tum
«CTepyKHEBBIM» HabopoM oOnanaeT npeBHsist inHus Girada MpoTHCTOB. DTOT HAOOP COCTOUT U3
JIBYX IpyIIN OeJI0B: OENKOB, OOIIMX /ISl MHTO3a U Mei03a, 1 OeNKOB, CielM(UYHBIX IS MeHo-
3a. Hibke MBI IPUBOJIMM TIepeveHb 3THX OCJKOB, KIIACCU(UIMPOBAHHBIX IO TpyMnaM B GyH/a-
MEHTaJIbHOI 0030pHOM cTarhe narckux aBropoB (Egel, Penny, 2007).

(1) benku, popmupyrome BOIOKHA, HEOOXOAUMBIE [T BBIPABHUBAHUS M CTIAPHBAHUSI
romonoroB (Hopl, Hop2, Mndl).

(2) Asynutensie paspsiBbl JJHK (DSBs) unnynupyrorcs sHaoHyKieason Spoll —
POJICTBEHHUKOM apXxelHo# Toronsomepassl TopoVI.

(3) 5'-xonen JIHK pectpunmpyercs Hykineazamu Rad52 u Mrell.

(4) Rad52 mobunusyert (noarorasiubaer) 3'-koner oqHonnteBoi JIHK s popmupo-
BaHUs HYKJICONPOTEUAHOTo priiameHTa ¢ Oenkamu RadS1 u Dmcl, moucka romosiorny-
HOU MOCTIeIOBATEeIbHOCTH (B CECTPUHCKOW MIJIM HECECTPHUHCKON Xpomaruaax) u GopMu-
pOBaHUs TeTEPOYILIEKCa C 3TOW TOMOJIOTMYHOM MOCIEI0BATEILHOCTBIO.

(5) Tereponymnexc JJHK mporeccupyercs ¢ momolsio GepMEHTaTUBHOTO MEXaHU3-
Ma pernapaidi, B KoTopoM npuHuMaroT yuactue oenku Mlhl, Mlh2, Mlh3, Rms1, Msh2,
Msh6, Msh4, Msh5.

[MpenpicTopus menosa

CoracHO COBPEMEHHBIM NPEACTABICHHUSIM, 3yKapUOThl BO3HUKIHN OT OOIIero mpen-
Ka C apxeOakTepusMu (apxessMu) — 0oJiee BEICOKOOPTaHM30BAaHHBIMHA OJHOKJICTOUHBI-
mu, geMm dybaxtepun (Woese et al., 1990; Woese, 2002; Mapxkos, Kymukos, 2005) (cMm.
puc. 17.1). Meii0o3 BO3HHK ITyTeM HU3MEHEHHUs CTPYKTYPBHI XPOMOCOM Ha OTHOU m3 (a3
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Puc. 17.1. 'unoreTuyeckuil nyTh BOSHUKHOBEHUSI 3yKapUOT
3HAYKOM * TTOKAa3aHO MECTO U3BSITON N3 OPUTHHAIFHOTO PUCYHKA (IJ11 SKOHOMHHU MECTa) HaIITH-
cu «dpynkius TPHK». [To Egel, Penny, 2007 ¢ cokxpariennem.

’KM3HEHHOTO [IMKJIA OHOKJIETOYHBIX OpPraHu3MoB. EcTecTBeHHO, CHaYana MmosBUIICS caM
IIUKJ U ero (a3bl, a UIMEHHO, (a3a KM3HEHHOTO IUKJIA, IPEANOI0KHUTEILHO BHI3BAHHAS
TOJIOIAHWEM M MOTPEOHOCTHIO YMEHBIIUTh O0BEM U MacCy OJHOKIETOYHOTO OPraHU3-
Ma (Sagan, Margulis, 1987). [Ipeamonaraercs, 9To NepBOHAYAIEHO ATa PEIYKITUST MAaCChI
OCYIIECTBIISUIACH ITYTEM CEPUH «PEAYKIIMOHHBIX aMUTO30B» HIIH «PEAYyKIMOHHBIX MUTO-
30B» (Maguire, 1992; Cepasun, ['ynkos, 1999).
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ApXauvHbIii BAaPHAHT NPeIOTBPALIEHHUs MOJHILIONIN3AIUN. ApXauuHbId Mexa-
HU3M KJIETOYHOTO JCJICHUs OBLI MEHCTBUTEIHHO OOHApYXeH y aMED. DTa HaxoaKa CIIy-
JKUT OUCHb CEPhE3HBIM JI0KA3aTEIbCTBOM CYIICCTBOBAHMUS YKa3aHHBIX BBIIIE B KABbIYKAX
Croco0o0B JIeJICHU — MpooOpa3oB Meio3a. ITo Mogo0ue MPEeBHETO MEXaHHW3Ma, Ipe-
JIOTBPAILAOIICTO MOJUILIONIN3AINIO0 [TOC/Ie KOHBIOTAMK JABYX TUIUIOMIHBIX KJICTOK.
DTOT NanéKuii OT COBEPIICHCTBA CIIOCO0 JACTCHUS KIIETOK BCE K€ COXpaHsET IepHoIuye-
CKO€ BO3BpAIIICHUE K TUTUIONINH. Takoe AesieHne 00HapYKeHO Y araMHbBIX aM&O Amoeba
proteus u A. borokensis (JJémun u ap., 2018). ABTOpPBI Ha3BIBAIN ATO SIBIICHUE U €TO Me-
XaHU3M JICTIOIMILIONIU3AIMeH. Y 3THX ame0, )KUBYIIUX B BHI€ OCCIIONBIX KIIOHOB B Jia-
0OopaTopHOI KYJIBTYpe, U3yUeH LUKI YCPEIYIOUIUXCS SIBICHUI SHIOMOIUILIONIU3AIIUN U
JICTIOJIMILIONIU3AIMH. DTH aMeObl JeNaTcs myTeM MuTo3a. [locie Tenodassl y HUX HET
G,-nepuona u cpasy npoucxomut sunopenymmkanus JIHK. B pesynbrare o6pasyrores
KJIETKH ¢ sapamu, cogepxkarmmmu JJHK 6omnpire, vem B aumuiongHoM HabOpe XpoMOCOM,
HO MeHblie TeTparionaaoro (Afon’kin, 1986; Maxuius, 1993). [Ipumenenue nuddepen-
MAITBHON OKPAacKH XpOMOCOM (OPHIMHTA) U ONTHYECKO ToMorpadun (KOH(POKaTEHON
MHUKPOCKOIHMH) TO3BOJIMIIO YCTAHOBUTH Clieayronlyto kaptuny. (1) Ha craauu npodassl
MHTO3a KJICTKH aMe0 COmepIkaT Mo 4 WK 10 8 TOMOJIOTOB XpOMOCOM CPEIHETo pa3Mepa,
HO TOJIBKO TI0 2, peke 10 3 roMoJiora 6osee KpymHBIX, MApKEPHBIX XPOMOCOM. DTO O3HA-
4aet, 4To B uHTEepdase MPOXOAUT HEOINHAKOBOEC YUCIIO IUKIOB PEILIMKAIIMKM B Pa3HBIX
xpomocomax. (2) B metadase u tenodaze y A. proteus oOHapykeHO 2n=54 XpOMOCOM,
ay A. borokensis — Tonmpko TaronnHoe yucio n=27 (Aémun u ap., 2018). (3) Bo Bpe-
Ms uHTepda3bl U npodassl HaOIHOIACTCS FKCTPY3ust U (HY3HOTO U KOHICHCUPOBAHHOTO
XPOMaTHHA U JAaKe IEJBIX XPOMOCOM M3 si/ipa B LIUTOIIA3My, B KOTOPOH aKTHBHYIO POJIb
urpaeT sfepHas MeMOpaHa W LUTOIUIa3MaTH4ecKuil murockener (Aémmu u ap., 2016,
2017). Takum 0Opa3oM, araMHBIe aMeObl, HE IMesT Mei03a, TIOICPKUBAIOT TUTLIONUTUIO
JIIIIb HA KOPOTKOHM YaCTH IMKJIA PAa3MHOKCHHS M TEM CaMbIM YICPIKHBAIOTCS OT 3CKasia-
1KY yncia XpoMocoM. OTHOBPEMEHHO ¢ 3TUM OHU MOTYT HCIIOJIb30BaTh MPEUMYIICCTRBA
TUIEPIUIONINN HEKOTOPBIX XpoMocoM. Ho, MokeT ObITh, OHM MOT'YT cTpaiaTh oT Heé. He
SICHO, SIBJISICTCSI JIM OTIMCAHHBIA MEXaHU3M JIPEBHUM, BO3HUKIIIUM JI0 TTOSIBICHUS KaHOHH-
YEeCKOT0 Mei03a, WY 7K€ OH CIIOKHJIICS MTOCIIe TIOTePH STUMH aMebaMu CIIoCOOHOCTH pas-
MHOXaTbCs TIOJIOBBIM ITyTeM. B mo0oM citydae, Takas HUKINYecKas JACTOUTUIONAN3a-
Ml MOXKET TIoMoraTh aMebaM n30erarb HaKOIJICHHS TPy3a BPeAHbIX MyTanuid. iMeHHO
TaKyI0 (PYHKITHIO BEITIOTHACT M KaHOHWYECKHUi Meio3 (UyosikuH, 2010).

Ilpeononazaemurii nymo 603nuKHO8eHUA Melio3d. [peBHIE TIPOKAPUOTHI, Pa3MHOMKaBIITH-
€Csl Ha OCHOBE MeXaHn3Ma KouBapuaHTHOU pemyrumkammi JIHK (permmkammu JIHK ¢ xus-
HECITOCOOHBIMH BapHaHTAMH), HE MOIJIM OCTaBIIATh MMOAO0HOE ceOe TIOTOMCTBO 03 CHCTEMBI
penapaumu JIHK. Penapais JIHK crama iMMaHEeHTHBIM CBOMCTBOM KHW3HU, OCHOBAHHOM Ha
JIHK. Ona obecrieurBaa 3amuTy MPOKAPHOTHUECKOTO TeHOMA OT OIMMOOK PETIIMKAIIN U OT
Pa3HO0OPa3HBIX TIOBPESKIACHIH, HAHOCUMBIX BHEITHEH M BHYTPHKJICTOUHOMN CPEIoi.

[IpocToii hepMeHTATHBHBIN MEXaHW3M JIMKBUAAIMHN pa3pbiBoB JJHK — coemunenune
¢parmentoB JIHK ¢ momMomipio mura3sl — HE 3alluiiaeT OT IoTepH HyKIeoTHa0B. Han-
Ooiee KOPPEKTHBIM MEXaHW3M pemnapani — penapanys Ha OCHOBE HETOBPEXIESHHON
marpuubl JIHK. Teneps Mbl Ha3bIBa€M 3TOT BapUaHT perapaireil Ha OCHOBE TOMOJIOTHH.

OnHuM 13 BAPUAHTOB TaKOW perapalyy cTaia roMOoJIoTHYHas pekoMOuHarms. Eé cxema
ObLIa TUIIOTETHYECKH OTFCaHa Pa3HbIMH aBTopamMu. Hamnbosee skcriepruMeHTa IbHO OTpaB-
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JaHHBIM OKa3ajics MEeXaHU3M, MpeyiokeHHbId XommuaeeM (cM. T 4). OmHuM U3 Bapu-
AHTOB peanu3auu (0CBOOMKICHHS OT COSAUHEHUS AByX roMoorudHbIX Mojiekyn JJHK)
SIBUJIOCH OCBOOOXKIICHUE TIOCIIE B3aMMHOTO oOMeHa cerMeHTaMu. COCTOSIBIIMICS B3auM-
HBIH OOMEH CerMEHTaMH JABYX TOMOJIOTHYHBIX MOJIEKYII — KPOCCHHIOBEP — OKA3aJICS BbI-
TOJHBIM /ISl OOMEeHa TeHaMHU, IJIsl KOMOWHATOPUKH, AalolIed MaTepual JJisi eCTeCTBEHHO-
ro oTOopa yIavyHbIX (IPUCIIOCOOIEHHBIX) BAPHAHTOB. Tak BO3HUK MOJIOBOM MpOIIeCcC Mpo-
KapuoT. DYKapHOThl YHACIIEI0BAIN MEXaHU3M TOMOJIOTHYHON pekoMOuHaIuu. Jummonauns
CTaJja MoJIE3HBIM CIIOCO00M M30eraTh THOENH MPH JEeTATBHBIX MyTalUAX B OJJHOW U3 JABYX
TOMOJIOTHUHBIX XpoMocoM. [lonapHoe coerHeHre roMOIOTHYHBIX XPOMOCOM Y JMITIOH-
JIOB B XOJI€ ITOJIOBOTO Mpoliecca (B MpOoCTeHIeM ciiydae — cpa3y nociie o0pa3oBaHus A1-
IUTOMIHON KJIETKM (BCIIOMHHMM 3MIOTHBIA MeHO03), a /sl AJIUTENbHOTO BBDKUBAHUS — B
KOHIIE MIOMEXOYCTONYMBOW JUTUIONTHOMN (ha3bl (raMeTHBIN MEH03)) CTaJIO HE TOJBKO Y100-
HBIM CII0COOOM PEKOMOMHAIIMHN JIBYX XPOMOCOM, HO M CIIOCOOOM MX «COPTHPOBKH» Ha TO-
MOJIOTOB M HEIOMOJIOTOB JJIsi TOYHOM PeAyKIMM MX 4Hcia — Tramuionau3anuu. Takas co-
PTUPOBKA B XOJI€ €CTECTBEHHOTO 0TOOPA OHOKJIETOUHBIX OPTaHU3MOB OKa3ajiach HAMITyd-
LIMM CIIOCOOOM JIJISl ACTIONIMILIONIU3aNnH (CM. BbIe). EcTecTBeHHO, perukanms, pena-
panusi, pexomOuHanus JJHK HeBo3MOkHBI O3 yuacTusi 0enkoB, (hepMEHTOB, POMOTO-
poB, MomudukaropoB. [losiBieHne OEIKOBBIX OCE XpOMOCOM OBLIO BaXKHBIM SIBJICHUEM
Uit 00OpaszoBanus (asel pekoMOuHaIK JJHK B )H3HEHHOM IMKJIIE JIPEBHUX OIHOKJICTOY-
HBIX opranu3MoB. [losiBieHre u Mcue3HOBEHHE OEITKOBBIX OCEH XpOMOCOM, HECYIHX Ha
cebe OeKH peKOMOMHAIMN, — PAIIMOHAIBHBIA CTPYKTYPHBIH PETYISTOP LUKIA PEKOMOU-
HaIU{, KOTOPBIN CTaJl OJIHOBPEMEHHO 3TAllOM IMOJIOBOTO MpoLecca U ITarloM Taruioniu3a-
LU AUTUIONI0B. L{MKIMYecKky mosBIstonpecs U UCUe3atole XpOMOCOMHBIE OCH, KOT/Ia
OHH HECyT Ha ceOe UKIMYECKH BOCTPEOOBaHHBIE ()ePMEHTHI U OEJIKH-CaTeIUTUThI (hepMeH-
TOB, — 3TO XOPOILIKE PETYIATOPHI Hauasa 1 MpeKpalieHus MoJI0BOoro Mporecca B )KU3HEH-
HOM IIMKJIe OJJHOKJICTOYHOTO OpraHu3mMa. J{jisi OsBICHUS B KJIETKE TaKUX OCTIKOBBIX OCeH
HY)KHO 3allpeTUTh BEreTaTHBHBII METa0O0IM3M. JTO MPOUCXOAUT, KOTAA OAHOKIICTOYHBIN
OpraHu3M TOMNaIAeT B TOIOAHYIO cpeay (cM. TiI. 9). Toraa BKIFOYaeTcs: «MeTaboIi3M Cria-
CEHUS» — TPEKPAIAOTCS CHHTE3bI OSIIKOB JOMAIITHETO XO35HCTBA, BECh arnapar CHHTe-
3a OeNTKOB (PYKOBOJMMBIN FeHAMHU) U BECh SHEPTeTUUECKU MeTabO0IH3M MEePEXOIsT K CO3-
JAHUIO XPOMOCOMHBIX OCEH C HAaXOSIIUMUCS Ha HUX OeJIKaMU PEKOMOMHALIUK. JTO KOM-
wiekc Mus81-Mms4 u xomrieke ZMM. Tlocnenuuii cesizan ¢ popmupoBanreM CK, o0e-
CrieunBaeT MHTEp(EpEeHIINI0 KPOCCHHTOBEPa U MPUCYIIl Hanbojee BBICOKO OpraHH30BaH-
HBIM 3yKapuoTaM. OpraHu3Mebl, 00J1aJat0IHe STUM KOMIUIEKCOM, HE TEPSIIOT M KOMILJIEKC
Mus81-Mms4. CruHanToHEMHbIE KOMIUIEKCHI — 3TO Hanbosee MpOrpecCHBHBIN BapUaHT
0eJKOBBIX Ocell PeKOMOMHHUPYIOUIHX XpoMocoM. B xone ectecTBeHHOTr0 oTOOpa IMKIIH-
YecKoe MOSIBIICHHE XPOMOCOMHBIX OCEH, HECYIINX OeNKH peKOMOMHAIMN, BO3HUKHOBEHUE
XHMa3M 1 HauboJjiee COBepIIEHHOT0 BAPHAHTA XPOMOCOMHBIX 0CEH — CHHANITOHEMHBIX KOM-
IJIGKCOB — cTaio cepueit Mop(ho30B BhIcIIero nopska (apomopdo3os o A.H. Cesepiio-
BY), KOTOpbIE ITPUBENIN K BOSHUKHOBEHHUIO Mero3a. Takum ob6pazom, CK craim BBIOTHAT
Heckobko (GyHkimi (bormanos. 2003, 2008): (1) paunoHalbHOW OpraHU3allMd MacCHB-
HBIX XpOMOCOM B BUJE JIMHEHHOW cepur MOIyJell, yIOOHBIX [T BBIPABHUBAHUSA U y3Ha-
BaHMA TOMOJIOTOB; (2) KOMITAPTMEHTOB OeJTKOB-MHCTPYMEHTOB pekoMOUHaImy; (3) opranu-
3aTOpOB MHTEP(EpPEeHIINN pekoMOnHaIuK; (4) CTaOMIIN3aTOPOB XUa3M, HEOOXOUMBIX IS
KOPPEKTHOM raryionIn3aiuu.
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PexomMOuHaLMsI TOMONOTUYHBIX XPOMOCOM, CTaOWJIM3UPOBaHHAS OENKOBBIMU OCSIMHU
nnu CK, mo3Bonuiia co3nark CTpyKTypHbIE Xxia3Mbl. OHU OKa3aauch 00s3aTeIbHBIME JIJIs
MOMAPHOT0 COETUHEHHs] TOMOJIOTHYHBIX XPOMOCOM Ha JKBAaTOpE KJIETOYHOTO AENICHHUS.
Braronaps xuazmaM u (OPMUPOBAHUIO YHHUIIOISPHOCTH KMHETOXOPOB CIOKHUIICS MeXa-
HU3M Cerperaluy TOMOJIOTHYHBIX XPOMOCOM. JTa YHUIIOISIPHOCTH 00YCIIOBIIEHA «CKIIe-
€HHBIM) COCTOSIHHEM («HepacIIeIJIeHHEM» ) IIEHTPOMEPHBIX PallOHOB CECTPUHCKUX XPO-
MaTH/J] U3-32 TOTO, YTO KOT€3MHBI, CKJIEHBAOIINE [IEHTPOMEPHI CECTPUHCKUX XPOMAaTH/I B
Meiio3e |, 3amuieHs! TakuM BapHaHTOM OeJKa IIYToInHa, KOTOPBIH cTaj CrieMupIIHBIM
nst Meiio3a. OH aKTUBEH TOJIBKO BO BPEMS OJJTHOTO KJIETOUHOTO IUKIa (Mero3 ) u nnak-
TUBUpYeTCs B Mero3e 11, 0cBoOOX /1ast LIEHTPOMEPhI CECTPUHCKUX XPOMATHU/I JJIsi Pacxo-
JKICHUS K Pa3HBIM IonrocaM B Merose 1.

HetpaamuyoHHbin B354, HA POJib KPOCCUHIoBeEpa
B 6MO10rMYeCcKom 3BOJTIOLIMU

Ponb kpoccuHroBepa B 9BOJNIOLMOHHOM CTaHOBJICHUU KJIACCHYECKOTO MEH03a COCTOMT,
[JIaBHBIM 00pa3oM, HE B TOM, YTO OH IOBBICHI KOMOWHATHBHYIO CLIOCOOHOCTH XPOMOCOM,
PEKOMOMHMPYS TPYIIIBI CLICTUICHHS T€HOB, @ B TOM, YTO UIMEHHO Oflaroziapsi KpOCCHHIOBE-
PY B X0Jie IPOIPECCUBHOM 3BOIOLMH OJHOKIIETOUHBIX OPraHM3MOB BO3HHUKIIN XUa3Mbl, CO-
SIMHSIOINE MIONIAPHO FOMOJIOTUYHBIE XpoMocoMbl. [losTomy u copmupoBacs Kiaccu-
gyeckuil Melio3. UHbIMU c10BaMu, OMOJIOrHYECKas POJib KPOCCUHIOBEPa COCTOUT, B IEPBYIO
odepesb, B CO3IaHMHU U MOJICPKaHUN HanOosee MPOrpecCHBHOIO U3 N3BECTHBIX HAM Me-
XaHM3MOB JUISl PEAYKIMH YUCIa XPOMOCOM B X07i¢ TIEPBO a3kl MoJI0BOro npouecca (ra-
METOreHe3a, CIIOPOTreHe3a) y 3yKapHoT. ToNbKO MpHU3HaBas, YTO MEXAaHU3M KPOCCHHIOBE-
pa 1 MOPOXKACHHBIE UM XHa3Mbl OKa3aJIMCh BBHITOIHBIMU JUISl CO31aHMs (DyHIaMEHTaIbHO-
ro U OMOJIOTHYECKH Ba)KHOTO SIBICHUSI — PELYKLUH YHUCIIA XPOMOCOM, — MOXKHO TOBO-
PHUTB O SIBHO BTOPUYHOM POJIM KPOCCHHIOBEPA B 3BOJIOLUH, 3 IMEHHO, O €0 POJIM B I10-
BBILICHIH KOMOMHATOPUKU TeHOB. O HEll FeHeTHKU OIMO0YHO MPUBBIKIA TOBOPHUTH KaK O
caMoii BayKHOM POJIM KPOCCHHIOBEpa U HACBITHIN 3TOH MBICIIBIO MHOTHE, B TOM YHCIIE MO-
JIe3HbIe, MOHOTpauu 1 Y4eOHUKH. MBICIIb O IEPBUYHON PO KPOCCUHIOBEPA B CO3AaHUN
Meiio3a Oblia BeickazaHa Meppeem u Llocrakom (Murray, Szostak, 1985), XoTs He uckio-
YEHO, YTO OHA BBICKA3bIBANACh paHblIe (MokeT ObiThb, Japunrronom, C. Darlington). Mx
MBICJIb IOJIHOCTBIO pa3/iesisieTcsl HaMU. AHAJIU3 HBOJIIOLMOHHON LIEHHOCTH PEKOMOUHALIHH,
OCHOBaHHOM JIMIIb HA KOMOMHATOPUKE HE3aBUCHMO CEIPETHPYIOIUX XPOMOCOM, B CpaB-
HEHUH C HEHHOCTHIO PEKOMOMHAIMY CLIECIUICHHBIX T€HOB NPUBEACH B TEOPETHUECKOU CTa-
The Maryaiiep (Maguire, 1992). [Ipexne Bcero, Maryaiiep coriaiaercst ¢ TeM, 4TO PEKOM-
OMHaLus CO31aeT NPEUMYLIECTBO B MPUCIIOCOOICHUH TOMY/ISILUA OpraHu3MOB K M3MEHe-
HUSIM BO BHEILIHEH cpefie, €CIM MPOUCXOIUT CEeNIeKIUsS Ha ONTUMalbHbINA (enorur. Janee
Maryaiiep cpaBHHBaeT JiBa BUJa pekoMOnHauuu u, Beiaex 3a Kpoy (Crow, 1988) nu Meii-
Hapzom Cmutom (Meynard Smith, 1988), cunraer, uyto coueTaHue HE3aBUCHUMO Hacemye-
MBIX T€HOB (IPYIII CLEIUICHNUS ) MOKET OBITh MHOTA OoJiee BayKHBIM, UEM COUYETaHHUE, BO3-
HHKaIOIIee IMyTeM KPOCCUHTOBEpa BHYTPHU TPYIII CLEIJICHHBIX TeHoB. Hampumep, couera-
HHE HE3aBUCHMO HACJIEIyeMbIX TEHOB 0osee BaKHO sl OpraHu3Ma ¢ YUCIOM Hap XpoMo-
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com Oorbine aByx (Crow, 1988; Kirpatric, Jenkins, 1989). bosnee Toro, y 0oHOro u3 1ojioB
HEKOTOPBIX OPraHU3MOB KPOCCHHTOBEP ObLI SIMMUHUPOBAH B XOJIE€ 3BOJIIOLUY (HAIPHMED,
y CaMIOB IPO30(HIIbI), U OUYEHb MAJIOE YUCIIO SYKAPUOTHIECKUX OPraHM3MOB UMEET JIUIb
JBE Tapbl XxpoMocoM. OpraHu3Mbl ¢ OTHOM WK IBYMsI TapaMU XpOMOCOM (Harpumep, He-
Marofa Ascaris megalocephala, pactenne Haplopappus gracilis), BEpOsSITHO, UMEIOT KPOC-
CHHTOBED, H JJIsl HUX OH JIOJDKEH Urparh OoJiee BayKHYIO POJIb, YEM HE3aBUCHMAsl Cerpera-
LS OTLHOBCKUX M MaTepPUHCKUX XpPOMOCOM Kakioi mapsl. Jlanee uurupyem cioBa Mary-
aifep: «...0BbLIO pacCcUNTaHO, YTO MPEUMYILECTBO HE3aBUCUMOM CErperalii FroMOJIOTMYHBIX
XPOMOCOM (¥ TEHOB) Y OPTaHU3MOB, Pa3MHOKAIOIIMXCS ITOJIOBBIM ITyTEM, MOXKET B /IBa paza
MIPEBOCXO/IUTH PENPOIYKTUBHBIE NIpeuMyIecTBa 6ecrosioro pazmMHoxeHus (Crow, 1988).
[Ipu HanMuuK TakoM cerperanyy eAMHUYHAS MOJIe3Hast MyTalllsl MOKET pealibHO CTaTh T0-
MO3HTOTHOM. XOTS CyIIECTBYET Masio OeCIONbIX BUIOB 3YKapHOT, KaK IPaBmiIo, UX B3au-
MOOTHOIIIEHHE ¢ (hOPMaMHU, Pa3MHOKAIOLIUMUCS ITOJIOBBIM ITyTEM, TI03BOJISIET CYUTATH, YTO
OHH HBOJTIOLOHUPOBAJIH (TIPOU30IILIN) OTHOCHTEILHO HEJITABHO U3 PAa3MHOKAIOIINXCS MO~
JIOBBIM ITyTeM npeakoBy» (Maguire, 1992). Takum 00pa3om, peicTaBIeHHE O TOM, YTO POITh
KPOCCHHTOBEpa M XMa3M B PEIYKIMH YUCIIa XPOMOCOM OblIa NMepBUYHOM 11151 popmupoBa-
HUSI Mei03a, a MPEUMYIECTBA, TPUHOCUMBIE KPOCCHHIOBEPOM Kak (PakTOpOM pEeKOMOHU-
HaIlU¥ CUETICHHBIX TeHOB, OKA3aJIMCh CIICIICTBUEM U JIOTIOTHUTEIBHBIM (PAKTOPOM B XOJIE
CTaHOBJICHUS ME03a, HE SIBIIACTCS HEOOBIYHBIM. OHO MOXKET Ka3aThCsl HEOOBIYHBIM TOJb-
KO IBOJTIOIIMOHUCTAM, HEZIOCTATOYHO 3HAKOMBIM C IIMTOJIOIMYECKUM MEXaHU3MOM Melo3a.
Taxkast Touka 3peHust, 6e3ycI0BHO, BOCIIPUMETCS MHOTOUMCICHHBIMHE CIIEIIMATICTaMU B 00-
JIACTH TEHETHUECKUX OCHOB JBOJIOLUH KaK €pech. DTO XOpOLIO, HOO UCTOPHS HAyKH TOJI-
Ha TIPUMEPaMH TOT0, KaK TO, YTO CHavasa BOCIPUHIUMAIOCH KaK €pech, 3aTeM CTAaHOBHJIOCH
TOYKOI HOBOTO POCTa B HayKe M OOLICTIPU3HAHHBIM MTPABUIIOM.

NccnepoBaHme menosay OGHOKJIETOYHbIX OPraHM3mMoOB —
pecypc jist Usy4eHus SBOJTIOLIMN Meo3a

Kommnexc OenmkoB ZMM MOXeT CIyXHUTh MapKepOM CYIIECTBOBaHHS MeH03-
cneun(prUuHOro MeTabonr3Ma y HCCIIeyeMOoro opranusma. Bripouem, posib Takoro map-
Kepa MOTYT BBIIIOJIHATD U JIpyrue Meio3-cneuuduueckue 6enku. Vcnonb3ys Takoi «uH-
CTPYMEHT», aBcTpuiickuii uccnemonareins Jlowman (Loidl, 2016) 3oaa1poBan Bce 10CTyTI-
Hble 0a3bl JaHHBIX O TeHaX M OelIkaX OJHOKJIETOYHBIX OPraHU3MOB U COCTABUII JIOBOJIb-
HO MHTEPECHBIN CIIMCOK HaxonoK. MccaenoBarh sKM3HEHHbIE UKIIBI OJJHOKIETOUYHBIX Op-
TaHNU3MOB € LeJIbI0 OOHApYKEHUs MPU3HAKOB Mel03a upe3BblYaiiHO TPyAHO U Oe3 mpen-
BapUTEIbHON pa3BeaKku HemponyKTHBHO. [ToaTomy «Crincok Jloiianay MOXXHO HCIOIB30-
BaTh AJIS NANbHEHIINX MPHULEIbHBIX HCCICA0BAHNHN, U MBI IPUBOIUM €0 HIDKE.

Ilpusnaku meitoza y sczymuronocyes zpynnvt Excavata. Cyneprpynna Excavata Biiio-
YaeT OAHOKJICTOYHBIX KTYTUKOBBIX C Pa3HbIMH TUIIAMH MHUTAHUS, B TOM YHCIIE CBOOOTHO
XKUBYIIHUX (poroaBroTpopHBIX, HaNIpUMeEp, Euglena gracilis, HO TaKKe W TIATOTCHOB YeNIOBE-
Ka, TAaKMX KaK TPUIIAHOCOMBL, Jiehmanuu U Giardia. Jta cyneprpynmna MOXeT COep)KaTh
OYeHb PaHO BO3HHKINHX dyKapHoT (Ramesh et al., 2005; He et al., 2014). Xots nonosoe pas-
MHOXXEHHE y OOJIBIIMHCTBA BUIOB IPYIIIBI OTCYTCTBYET, y Trypanosoma brucei ObUM UieH-
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TUQUIMPOBAHBI TOMOJIOTH YeTHIPEX Melo3-crienuduuHbix renoB (SPOI1, DMC1, MNDI n
HOPI), atpunz aux (DMC1, MND1 v HOP]) by NpUITUCAHBI K OTPEICIEHHBIM CTaANsIM
Ppa3BUTHS TpUMaHOCOMBI. Kpome Toro, HaeHTU(UKALIS TaIIOUIHOTO TIOKOJICHHS U BBISIBIIC-
HHE CIIMSHUSI KIIETOK TIOATBEPIKAAIOT CYIIECTBOBAaHUE MeH03a U MOJIOBOTO IMKIIA PENPOIYK-
uu (Peacock et al., 2014, nut. o Loidl, 2016). Cam melfioTrdeckuii poriece He HaOHOIaH
HH Y OTHOTO M3 TpEe/ICTaBuTeNel TakcoHa Excavata, HeT Takxke JI0Ka3aTelIbCTB CyIeCTBOBA-
Hust y Hux Meriornuecknx CK. [To muenuto Jloiiia, HaOmonaeMbie TIPOIECChl MOTYT OBITh
«PENUKTAMH JIETEHEPUPOBABIIIETO Meiio3ay. Ho ¢ TakuM ke OCHOBAaHHEM MX MOYKHO CUMTATh
MpU3HAKaMH CYILIECTBOBAaHMSI Mei{03a y Oojee JPEBHUX IMpPEIIECTBEHHUKOB Trypanosoma
brucei ¥ CBUIIETENSIMU TOTO, YTO MPOUCXOIMI MPOLECC IBOIIOLMOHHOTO CTAHOBJICHUSI
KOMIUIEKCa METa00IMYECKUX MPOLIECCOB, HEOOXOIMMOTO JUTsl MeH03a.

Ilpusnaku meitoza y Alveolata. Melio3, BUIUMO, MPUCYTCTBYET Y HEKOTOPBIX allb-
BeoJISIT (OOJBIION TPYNIBI MPOCTEHIINX), TOTJA KaK Y APYTHX MPUCYTCTBYIOT HEOObIU-
HBIE MPOsIBIICHHUS Melio3a. OrpaHNUEHHBIC T0KAa3aTeIbCTBA HABOAT Ha MBICIIb, YTO KaHO-
HUYECKHUI MeH03 NMPOXOIUT y MassipuiiHoro mapasuta Plasmodium falciparum. Y Hero
¢dopmupyercs CK (Raikov, 1995), u cragust nmpodassl | kaxxercs HopmanbHo# (Sinden,
Hartley, 1985, uut. mo Loidl, 2016). HaoGopoT, HeoObIYHBIE YEPThI, B OCHOBHOM, He-
nosHbil CK, HaOmonanu B Melio3e y apyrux pecHuuHbix uHdpysopuii (Ciliata), BKIto-
yasi Tetrahymena thermophila, opranu3mM ¢ HanOoJiee U3y4eHHBIM MEH030M 3a Tpe/ena-
MU TPYIITbI KJIACCUYECKUX MOACTBHBIX OPraHU3MOB.

VY Tetrahymena nyutonorn4eckuii aHain3 He BbisiBHII Kiaccuueckoro CK, a Ououn-
(opMaTHUYECKHIi aHAIIN3 TaKKe HEe BBIIBUI Hasmuuue OenkoB, csizanHbix ¢ CK (Wolfe et
al., 1976, nut. o Loidl, 2016; Chi et al., 2014). C apyroii cTopoHbI, IMMYHOOKpaIIHBa-
HUE JI0 CUX TOp HEUJICHTU(HUIIMPOBAHHOTO (POCHOPHIUPOBAHHOTO ONKa BBISIBHIIO TOH-
KHE€ HUTH B S/Ipax Ha CTaJUH MEHOTHYECKOH Mpoda3bl. ITH HATH HAMIOMUHAIOT JIMHEH-
HBIE 2JIEMEHTHI S. pombe (cM. 111 9).

HeBo3moxxaocTh 00HapYy)kuth O6enku CK y Tefrahymena BBI3BIBaET BOIpOC, o0mama-
tor ju apyrue Ciliata atoit crpykrypoii? Y Paramecium tetraurelia, Ichthyophthirius
multifiliis u Oxytricha trifallax ne obnapyxensl reusl HOP1, REDI v ZIP1, Ho uccneno-
Batenu (Chi et al., 2014) nabmonanu y Stylonychia mytilus (OIHOKJIETOYHOTO OpTaHU3-
Ma, poactBeHHoro O. trifallax) cTPyKTypbl, TIOXOKUE HAa OCEBBIC 3JICMEHThI MEHOTHYE-
CKUX XpoMocoM. Kpome Toro, sneKTpOHHO-MHKPOCKOIIMYECKHE MCCIICIOBAHUS BBISBHU-
mu iostocel CK-noo6Horo Marepuana wiu gparmentapusie CK y pasubix Ciliata, Ho He
BbIsiBUIH 1osHOTO KaHoHU4eckoro CK (cMm. Chi et al., 2014). Hao6opot, Hopmaiibabie CK
MPUCYTCTBYIOT Y IPYTUX aJibBEOJSIT. [10 HalleMy MHEHUIO, KaK HaM KayKeTCsl, IOTHYECKH
pa3BuBatoiiemy muenue Jloima (Loidl, 2016), MoxxHO Tipenonararh, 4To y MPEIKOB CO-
Bpemennbix Ciliata cymecrBoBasia TeHaeHIMs K Gpopmuposanuto CK u, Bo3MoxHO, cy-
1iecTBOBajga cepust GOpM OJHOKIETOYHBIX OPTaHM3MOB C HE3aKOHUEHHBIM IPOIECCOM
HBOJIFOIIMOHHOTO CTAHOBJICHUS] MEH03a, KOTOPBIN MBI T€NIeph Ha3bIBAEM KAHOHHYECKHM.

Deontoyus Kpoccunzosepa. Y TeTpaxvMEHbl €IMHCTBEHHBIN KOT€3WHOBBINM KOMIIIEKC
BhIMONHsIeT QyHKIMU B MuTo3e U Meioze (Howard-Till et al., 2013). [Tono6HO 3TOMY, ¥
JIMaTOMOBBIX BOJIOPOCIIEH TOXKE, BUIUMO, UMEETCsI TOJILKO O/iHa Bepcus koreznuHa (Patil et
al., 2015). Y TteTpaxumMmeHsl He 0OHapykeHbI roMoioru Sunl, 6enkoB ¢ KASH-gomMenoMm,
W Jpyrre KOHCEPBaTHBHBIC OEIKH, CIyKallhe B MeH03e COBPEMEHHBIX OPraHU3MOB JIJIsI
(dbopmupoBanus Oykera XpoMOCOM B Iipodase Meiiosa (cM. Loidl, 2016).



286 1O.®. bozoanos, T M. I' puwaesa KoHcepBaTu3M, H3MEHUYUBOCTh U HBOJIIONNA Meiio3a

VY Tetrahymena npouecc KpOCCHHTOBEpa 3aBUCHT OT OelTKoB KpoccuHroBepa Il kimacca
Mus81 u Mms4 (cwm. 1. 4), Ho aBa Oenka ZMM-komiuiekca, Msh4 u MshS, HeoOxonumbl
JUIsL YPOBHSI KPOCCHHTOBEpa AMKOTO ThMa. TakuM oOpasomM, Tetrahymena, BUIAMO, HC-
noJb3yeT MoAu(UIMPOBaHHBIN MyTh KpoccuHroBepa Il kiacca, KOTOphI HHTETPUPOBAI
HeKoTopsie AeMeHTsl myTH | knacca (em. Loidl, 2016). Oqnako emé Hen3BecTHO, €CTh JIN
y TeTpaxMMeHbI HHTePPEPEHIINS KPOCCHHTOBEPA.

Junogmnaremsitel (Dinoflagellata) — 310 Gonbiiasi, pa3HOOOpa3Has rpyrmna BHyTPU
anbBeossIT. OJTHAKO, XOTSI MOJIOBOE PA3MHOKEHHE C 3UTOTUYECKUM MEH030M 0OBIYHO JUIS
HUX, OYEHb Mall0 M3BECTHO O MOBEJCHUH MEHOTHYECKHX XPOMOCOM, O] BOIIPOCOM U
npucyrcrBue CK (Tillmann, Hoppenrath, 2013, nuT. o Loidl, 2016).

CK Ob1r 0OHapyKeHBI y YICHOB BCEX MNaBHBIX JHHUE Stramenopiles (Heterokonta).
Onnako mjsl UATOMOBBIX CBefeHHsT NpotuBopeurBbl. XoTd CK oOHapykeHbI B
AJIEKTPOHHO-MUKPOCKOIIMUECKUX cpe3ax Lithodesmium (Manton et al., 1969), Ho neTaib-
HbII OMOMH(GOpPMATHYCCKUH aHAIN3 HE BBISBUI I'eHbl, kopupytomue oenku CK, y mectu
BUJIOB TICPUCTHIX JAUATOMOBBIX (CaMbIX IPEBHUX), PA3MHOKAIOIIUXCS TIOJIOBBIM ITYTEM
(Patil et al., 2015). He o6Hapyxen Takxke reH DMC1, 4To HABOIUT HA MBICIb O TOM, Y4TO
Be3necymii mapaior RadS1 nmomHoCThIO 3aMeriaet Meio3-crieruduanbiii Dmcl B 3Toi
rpyIne, Kak y Apo30Quiisl, HEMaTtoAbl U ackoMuuera Sordaria.

HexoTopbie pu3apuu pa3MHOXKAIOTCS MTOJIOBBIM IyTEM, U TEHOMHOE CEKBEHUPOBAHUE
BBISIBUJIO MEeHOTUYECKUE TeHbl y hopamunudepsl Reticulomyxa filosa (Glockner et al.,
2014), B Tom uncie meio3-cnenuduunsie reasl SPO11, HOP2, DMCI v HOPI. Jt1o mo-
KET YKa3bIBaTh HA MPUCYTCTBUE OCEBBIX DJIEMEHTOB MEHOTHYECKUX XPOMOCOM.

Meiio3 y Amoebozoa. AMEOHI Terieph BKIroyatoT Archamoebae (paHee paccMarprBaB-
mmecs Kak Oolsiee paHHsst BeTBb) U Mycetozoae — cim3eBukoB (slime molds). Dkcmpec-
cHs psifia MEHOTHYECKHUX TeHOB (BKJIIoUasi Meros-criennuunbie SPOI11 u DMC1) u romo-
JIOTWYHAsi PEKOMOMHAIIHS BO BPEMSsI MUTATEIBHOTO CTPECCa M MHIMCTHPOBAHUS Y TIATOTeH-
HOU apxamE&Obl Entamoeba histolytica yka3pIBaroT Ha cyliecTBoBanue meiiosa (Kelso et al.,
2015, uut. o Loidl, 2016; Singh et al., 2013). Taxxe eCTh TeHETUYECKHE JOKA3ATEIbCTRA
CYIIIECTBOBaHUsI Meio3a y cnuseBuka Dictyostelium mucuroides (Macinnes, Francis, 1974)
U JIpYTuX connanbHbIx am&0. Kpome aTrx daktoB, 0 Meio3e y am&S Maso uzsectHo. OHa-
KO Y HEKOTOPBIX BUJI0B Mycetozoa HaOMonau Mpru3HaKk Melio3a B CO3PEBAIOIINX CIIOpax
(meiio3 unér Ha o1oit cragum) (Aldrich, Mims, 1970; Lie, Laane, 1982).

JpyruM mOAXO/IOM K pEIICHHI0 MpoOiIeM 3BONOINH Meio3a siBisieTcs OnonHbop-
MaTH4YecKuil aHanu3. MacmTabHblii OMonH(pOpMaTHYecKuil MOUCK OEJIKOB, POJICTBEH-
HBIX OCHOBHBIM O€JIKaM CHHAIITOHEMHOT'O KOMILIEKCAa CEMU MOJIEIIbHBIX BHJIOB dYKapH-
OT, JIaJl HEOXKHIAHHBIC PE3YNIbTaThl (OAPOOHOCTH cM. B TI. 15). Tak, He ObuUTH 0OHapyXKe-
HbI Oenku, cxoxue ¢ oenkamu CK, y mHorux Bogopocieit (Rhodophyta, Euglenophyta,
Dinoflagellata, nuatoMoBBIX W ApYrux), y puzapuii U ameO, y KOIBYaThIX uepBei
(Annelida) u xpsimeBbix peid (Chondrichthyes). 3T 1aHHBIE MOTYT CBHIIETEIHCTBOBATH
100 0 mpoTekaHuu Meiio3a 6e3 popmuposanust CK, mu6o o hpopmupoanuu CK u3 Heus-
BeCTHBIX 1moka OeskoB (I'pumaesa, borganos, 2013; Grishaeva, Bogdanov, 2014).

Xortst CK He sBnsieTcss HeOOXOMIUMBIM YCIOBHEM MEH03a, €T0 MHUPOKOE paclpoCTpaHe-
HUE HABOJUT HA MBICITb, YTO OH OBLT HHTETPATBHBIM KOMIIOHEHTOM JIPEBHETO Meli03a M
paHHUM J00aBJICHHEM K MeHoTHueckol MamuHe. Ero orcyrcrBue y S. pombe u Terpa-
XMMEHBI SIBHO SIBJISICTCS CJICJICTBUEM 3BOIFOIMOHHON MPUMUTHBHOCTH STHX OPTaHU3MOB.
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Upe3BbIyaitHO OCTOPOXKHBIN U ckenTuieckuid uccaenosareis Jloitmn (Loidl, 2016) Toxe
JIOITyCKaeT, YTO COXpaHEHUE B MPUPOJIC COBPEMEHHBIX OpraHu3MoB, He nmeromux CK B
Meiio3e, MOKeT ObITh clieicTBHEeM H3HauanbHoro orcyTeTBust CK y nx npenko. Hamryu-
IIMX KaHAWAATOB JUIs 3TOTO HA/lO MCKaTh cpean Excavata, motomy uTo JOKaszaTenbcTBa
CK y a10ii rpynmsl nporuBopeunssl (cm. Loidl, 2016, Table 1).

PennkroBbie MeXaHU3Mbl MEMNO3a

I'omomorus KpymHBIX IPU3HAKOB MeH03a B Pa3HBIX TAKCOHAX 3YKApPHUOT OYEBHUIHA (CM.
1. 3 1 4). DTa TOMOJIOTHSI TIOUCTHHE YANBUTEIbHA. YIUBUTEIBHEI M IIIUPOKO U3BECTHBIC
WCKJTIOUEHUS U3 KAHOHUYECKOH CXeMBbI Mei03a, KOTOPBIE CIEAyeT OOCYIUTh.

HUcknrouenue 1. Y HEKOTOPHIX HHU3IMINX Protozoa mMeeT MECTO OMHOCTYTICHUATHINA
MeH03, T.e. Mei03, COCTOAMNI U3 OMHOTO KietouHoro aenenus (Paitkos, 1978; Raikov,
1995). Bo3aMoxHO, 9TO TTPH TaKOM Meii03¢ KHHETOXOp B Havasie aHadas3bl HE PaCICIUICH,
HO B Xo/1e aHa]as3bl OH PACHIETUISETCS, U TOTJa UAET KacKaJHBINA MPOIeCcC pa3beTuHECHNS
CHaJaJia TOMOJIOTOB, a 3aTeM, TI0 X0y MPOAOIDKAIONIelcs paboThl BepeTeHa AeeHus], —
CECTPUHCKHUX XPOMATHU] KQKIOTO TOMOJIOTa (MITM HA000POT, 3TO YK€ HE BaXKHO).

Hcxkmrouenue 2. 3t1o meiios 6e3 CK y rpuboB S. pombe u A. nidulans. B npodase |
Metiosa y S. pombe hopMHpPYIOTCST OSIKOBBIC TUHEHHBIC DJIEMEHTBI XPOMOCOM, aHAJIO-
THYHBIE OCEBBIM DJIEMEHTAM XPOMOCOM, KOTOpBIe 00pasyroTcs B mpodase I meiioza y op-
raauzMoB, nMmerommx CK (manpumep, v S. cerevisiae). OnHaKo dTH JTWHEHWHBIE JIEMCH-
THI HE TIPEBpaIaloTcs B JIaTepanbHbie deMeHTsl CK. D10 03HauaeT, 4to y S. pombe HET
Oenka, aHAJIOTHIHOTO OeNKy Zip 1, KOTOpBIi MOT ObI C(hOPMHUPOBATH 3aCTEKKY «MOITHUTOY
MEXIy JIMHEWHBIMH d71eMeHTaMu xpoMocoM. COmmKkeHne 1 BeIpaBHUBaHKE (alignment)
BCEX XPOMOCOM BHYTPH ITPO(a3HOTO sIpa, B TOM YHUCIIE TOMOJIOTHYHEIX, ¥ S. pombe ocy-
IIECTBIISAETCS B pe3ynbTare (OpMUPOBAHHUS XPOMOCOMaMHU KOH(PUTYpaAIluH, UMEHYEMOH
(UTYpOI KKOHCKOTO XBOCTa». JTO MyYOK BOJOKOH, K KOTOPBIM MPUKPETIEHBI XPOMOCO-
MbI. MenjieHHbIe BOTHOOOpa3Hble (YHAYIUPYIOIINE) ABIKEHHS «KOHCKOTO XBOCTa» BO
Bpems mpodassl | BRIHYKAAIOT JUIMHHBIC, MAJIO KOHIEHCHPOBAHHBIE XPOMOCOMBI COIIPH-
KacaThCsl MKy COOOH, U B 3TO KOPOTKOE BPEMSI IPOUCXOAT KOHTAKTHI-CIIAPUBAHNUS TO-
MOJIOTHYHBIX XPOMOCOM. DTOT MPHUHIIUI CIIAPUBAHUS W TOCIEIYIOMIEr0 PACXOKICHUS
TOMOJIOTOB (popMaTbHO 60JIee BEITOIEH, YeM cIoco0 «touch-and-go» (MTpsI B CAJIOUKH) B
Melio3e y caMIIoB Apo30¢HIiIs! (CM. HIDKE), KOO TIPH KOHTAKTaX XpPOMOCOM BHYTPH «KOH-
CKOTO XBOCTa» ITPOUCXOISAT PaHHNE COOBITHS peKOMOMHAINH. PexoMOnHAIIMOHHBIE Y3e-
Kku y S. pombe ectb, HO OHU He (pukcupoBaHbl BHyTpH CK (KOoTOpOTO HET), a pacrona-
raroTCsl Ha OCEBBIX, IMHEWHBIX 2JIEMEHTaX XPOMOCOM 0€3 OTpaHWYEHHS B PACCTOSHUSIX
Mexy HUMH. [loaToMy y 3TOTO BHIA ApOkoKei HeT WHTep(epeHIINN KPOCCHHTOBEpa, U
OH TIPOUCXO/NT Yallle Ha eINHUILY JJTNHBI TeHETHIECKOW KapThl, 4eM y S. cerevisiae.

Hcknrouenue 3. 310 Meiio3 y caMIioB 1po30huiibl (M HEKOTOPEIX Apyrux Diptera) n He-
KoTopeIX kykoB (Coleoptera). [Ipu 3ToM THIle Meii03a PEMyKITHS YHCIa XPOMOCOM IIPO-
ncxomaut 6e3 CK, 6e3 kpoccHHTOBepa M XHa3M. BMecTo Xxmua3mM roMoJIOTHIHbBIE XPOMOCO-
MBI B MeTadase | Mefio3a y caMIioB Ha KOPOTKOE BPEMS COCTUHSIOTCS B HECKOJIBKUX Caii-
Tax — Koimtoxopax (Cooper, 1955). B aToM citydae Ha TIepBbIA B3I HanbOoIee yIuBH-
TEJBHO TO, YTO y CAMIIOB M CAMOK OTHOTO BU/Ia (DYHKIIMOHUPYIOT pa3Hble MEXaHN3MBbI MEH-
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03a (meito3 y camok npoucxoaut ¢ yuactueM CK). ['eHeTnueckuii KOHTPOJIb STUX MEXaHU3-
MOB OIHCaH HaMH B CrielMabHbIX myonukanusix (Grishaeva, Bogdanov, 1988; bornanos u
ap. 1996; I'pumnaesa, bornanos, 2000). Bkpartiie OH COCTOUT B TOM, YTO O HECUACTIUBOU
JUTs Ipo30(UIT CITy4aliHOCTH HEKOTOpBIE TeHbI, OTBETCTBeHHbIE 3a popmupoBanue CK, oka-
3aJIMCh JIOKAIM30BAaHHBIME B X-XxpoMocome. CaMIibl Apo30(HIIbl UMEIOT MOJOBBIE XPOMO-
combl XY 1 gaxe X0 (B ominuue oT yesoBeka). B 1r000M ciiyyae OHU UMEIOT BABOE MEHb-
Iyro ao3y kiaoueBoro reHa (reHos) CK, nokanmzoBanHoro B X-xpomocome. Cyns mo pe-
3yJibTaTaM MHOT'HMX SKCIICPHUMCHTOB Pa3HbIX KOJUICKTUBOB aBTOPOB, UMCHHO 1034 3TUX I'C-
HOB ompenelisieT Bo3MokHOCTh hopmupoBanus CK (cm. Grishaeva, Bogdanov, 1988; ['pu-
maeBa, bormanos, 2000). bonee Toro, B 9TUX HCCICIOBAHUAX BLISIBICH ONPEACICHHBIN Cer-
MCHT X-XpOMOCOMBI, AcJieuus Uik U AyIUTMKAIUA KOTOPOro NpuBOAAT K U3MCHCHUIO I10J1a
JpO30(QHIIBI ¥ TIOTEPE MM BOCCTAHOBJICHUIO CIIOCOOHOCTH OCYIIECTBIISITH KPOCCUHIOBED
u ¢popmuposars CK. IHBIMHU clIOBaMH, OTHOIIEHHE YHCIIA CETMEHTOB X-XPOMOCOMBI, He-
CYIIMX KIJIFOUEBOH T'€H, K YUCIy TalUIOMIHBIX HAaOOpOB ayTocoM («OanaHc TeHOB») Orpe-
JeTsIeT He TONBKO TMOJ JIPO30(HIIbI, HO U TPUCYTCTBUE MJIM OTCYTCTBHE KPOCCHHTOBEpa
u CK (Grishaeva, Bogdanov, 1988; I'pumnacea, bormanos, 2000). B pesynbsrare camiiam
«TIPUILIOCH» BOCIOIB30BaThCS OOJiee TPEBHUM MEXaHM3MOM PEIYKIUH YHCIIa XPOMOCOM
B MeHo3e: MexaHn3MoM «touch-and-go», 4acTH4HO (KpaTkue KOHTAKTHI JUIsl IOCTPOCHHUS B
Metadase [) moxoxkum Ha metadasy [ S. pombe, Ho 6e3 KpocCHHTOBepa. 3HAYKT, SBOJFOIIHS
(o kpaifHeit Mepe, y MyX) He IIpuBeJia K oTepe apXaudHoi mporpaMMsbl Melo3a. Y caMoK
JPO30(QHITBI 3Ta IPEBHSISI MPOTpaMMa OCTAeTCsl HEBOCTPEOOBAHHOM, a y caMIIOB OHa MpHU-
TrOAWIIACh JUIsl MEMOTUYECKON PEIYKIMU YKCiia XPOMOCOM IPU OTCYTCTBUU JOCTATOYHOU
JI03bI TEHOB JIJIs1 KPOCCHHTOBEpa U X1a3M u st popmupoanus CK.

Hckniouenue 4. Y MHOTUX OPraHHU3MOB CYIIECTBYET axWa3MaTHUECKasl Cerperamus
XpOMOCOM. Y HUX HaONIOAAIOTCS pa3IMYHbIC CIIOCOOBI TPEUMYIIECTBEHHOTO pacipe/ie-
JICHUS TIOJIOBBIX XPOMOCOM. B muteparype cyiiecTByeT noapasieieHie ux Ha JIBe OCHOB-
HBIX KaTC€TOpUU. O)Z[Ha M3 HUX BKJIIOYACT HACJIICACTBCHHO 3aKPCIVICHHBIC IT0JIOBLIC YHHBA-
JICHTHI (CM., HaIIpUMep, TI. 5), Apyrasi BKIOUAET IICEBIOOMBAIICHThI M IICEBIOMYIIBTHRA-
JeHTHI (cM., Hanpumep, Nokkala et al., 2006), Kinaccudukanust HEKOTOPBIX CITydaeB Mpu-
BoauTcsi B MoHOTpaduu bepuapaa J[xona (John, 1990).

Hckniouenue 5. Ocoboro paccMoTpeHus TpeOyeT Meio3 y MHPOKO pacnpocTpaHeH-
HOH KaTeropuu >KMBOTHBIX U PACTEHUH C XOJIOLEHTPUYECKUMHU XpoMocomamu. Bonpoc o
MPUCYTCTBUU WJIM OTCYTCTBHH Yy HHX XHa3M H JIPyTUX COCOOOB yaepKaHUS TOMOJIOTOB
Ha 9KBaTope BepeTeHa B MeTadase I paccmarpuBaercs B 1. 13.

Kak BUIHO U3 mepevHs: OpraHu3MOB, Y KOTOPBIX CYIECTBYIOT CIIOCOOBI BPEMEHHOTO
CIIapyBaHUs XpOMOCOM ¢ pekoMmOuHarmeid, Ho 6e3 CK (4. nidulans, S. pombe) nnu BooO-
IIe aXUa3MaTHYECKOTO CIIapuBaHus XpoMocoM «touch-and-go» (camusl D. melanogaster
U, BEPOSTHO, APYTHX MYyX), OTOT criocod Ooliee Ml MeHee pacpoCTpaHeH B IIPUPOJIC U,
BO3MOXXHO, YHACJICAOBaH OT APCBHUX OAHOKJICTOYHBLIX DYKAPUOTHYCCKUX OPTraHU3MOB,
MMEBIIHNX TAKOW MEXaHHM3M PAaCXOKICHUsI TOMOJIOTOB. He MCKITIoueHO, 4TO HEKOTOpBIE U3
9THX MEXaHU3MOB CIIOKHIIUCH B XOJI€ IBOJIOIMH KaK aJbTepHATHBA KIACCHYECKON cXeMe
Meiio3a. B 1r000M citydae Takue pUMephl SBISIOTCS UCKITIOYEHUSIMU U3 KJIACCHYECKOM
CXeMbI Meli03a, He TIOBIUSBIIMMHU Ha 3aKPEIUICHUE KIIACCUYECKOM (KaHOHUYECKOH) (op-
MbI PCAYKIIUOHHOI'O ACJICHUSA XPOMOCOM — TallJIoOuU3alun XpOMOCOMHBIX Ha60p0B B
ITOJIOBOM Pa3MHOXCEHHUU 3YKAPHUOT B XO€ UX HpOFpeCCI/IBHOfI OBOJJIOITUH.
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[Ipumep pa3HOMONBIX MEXaHM3MOB Melo03a y Jpo30(uibl KOCBEHHO MOATBEPKIACT
CTIPaBEIIMBOCTh CKAa3aHHOT'O BBIIIE 110 MTOBOAY OMOIOTMYECKOl posiu KpoccuHrosepa. [1o-
TepsB MOJOBUHY BO3MOKHOCTEH JJIs1 KDOCCUHIOBEPA, & UMEHHO, He NMesl KPOCCHHIOBepa
y CaM1OB, IPO30QHIUIBI HE CTAH BOIIOIIMOHUPOBATH MEIICHHEE, YeM JPYTHe dyKapHo-
ThI; HAIPOTHUB, WX IBOJIOIHS UAET BRICOKHUMHU TeMiiaMu (cM. Bopowiios, 1999). Baxuo, uto
Mel03 y HUX COXpaHUyICca, HECMOTPS Ha TO, YTO OTHOMY U3 MOJIOB MPHIILUIOCH UCIIOIb30BaTh
apXan4HbI MEXaHU3M peIyKIMH YUCa XPOMOCOM, COXPAHUBIINICS B HEJJpax reHoMa.

CriocoOHOCTh FeHOMa XPaHUTh 00XOTHBIE Y TH YIPABICHHS )KU3HEHHO BayKHBIMH KJIe-
TOYHBIMH TPOLECCAMU WILTIOCTPUPYETCS U IPYyTMMHU NPUMepPaMHu, CBI3aHHBIMU C Meio-
30M. Hampumep, y MyTaHTOB ApOXKeH S. cerevisiae CylieCTByeT HECKOIBKO OOXOIHBIX
MeTtabonnyeckux nytei (by-pass) Uit COXpaHSHUsI PEKOMOUHAIUY, €CIIH T¢ UM UHBIC
(epMeHThl PEKOMOMHAIIME HE MOTYT OBITh HCIIONB30BaHBbI M3-32 MYTallMii B UX I'CHAX
(MuHU-0030p: bornanos, 2000).

Takum 00pa3oM, KOMILIEKC TPU3HAKOB, XapaKTEPHBIH /1T KJIIACCHYECKOTO Meiio3a, CKIla-
JIBIBAJICS B XOJI€ BOJIOIMHU MocTeneHHo. OH CIoKMICS YK€ B 310Xy Pa3BUTHs Ha 3emiie
O/THOKJICTOYHBIX 3YKapHOT, TOI0OOHBIX COBPEMEHHBIM BBICIIUM Protozoa u rpudam, Takum,
KaK OJTHOKJIETOUHBIE S. cerevisiae, MULICTHANbHBIE Sordaria macrospore, i APYTUAM.

Bo3nukHoBeHHe HA0OpPa HOBBIX VIS IPEBHUX OAHOKJIETOYHBIX OPraHU3MOB MPH-
3HaKOB — ()OPMHUPOBAHHS CHHANITOHEMHBIX KOMIIEKCOB M KJIACCHYECKUX XHA3M,
HepacuienJieHns KHHETOXOPOB — W HMCMO0JIb30BaHNe 3THX NMPH3HAKOB (CBONCTB) B
M0JI0BOM Ipolecce MPUBeIN K CTAHOBJEHHIO IPeBHUX YKAPHOT. DTH U3MeHEHHs B
HHUTOJOrHYeCKNX MeXaHU3MAaxX Meii03a BOZHUKJIM IyTeM MHOT03TAITHBIX MYTALHOH-
HBIX U3MeHEHMIl KJIeTOYHBIX CTPYKTYP U NPHBEJH K HOBOW NMpPOrpeccHBHON aaan-
TAMHU JUIJIONIHBIX OHOKJIETOYHBIX OPTaHU3MOB, KOTOpPas coYeTaJa J03HPOBaH-
HYI0 H3MEHYNBOCTH C OTHOCUTEJIbHBIM (IOCTATOYHBIM) KOHCEPBATH3MOM I'eHOMA U
AOCTATOYHOM yCTOMUYMBOCTHIO heHOTHIA. [anIonAu3upYyOLIee KIETOYHOE 1eJIeHHe
CTAJI0 KJACCHYECKHM Meiio30M OJaroaaps Xua3MaM, CHHAITOHEMHOMY KOMILIEKCY
U HepaculeNJIeHN 0 IEeHTPOMepbI B MEPBOM U3 ABYX €ro jJeJeHHii.

Crnenyer cnenaTh BakKHYIO OTOBOpKY. lIpuMeHeHHME K BHYTPUKJIETOYHBIM CTPYKTY-
paM TEpMHHOB «apoMop(03» U JPYTUX, 3aMMCTBOBAHHBIX M3 CPABHUTEILHON MOpdoIio-
MM MHOTOKJIETOYHBIX KMBOTHBIX (CeBeprioB, 1967), MOXKET 1OKa3aThCsi BECbMa MPOU3-
BOJIbHBIM. MBI PUCKHYJIM CZeNaTh TAKOW IIar He CTOJIBKO JJISi YTBEP)KIACHHUS COOCTBEH-
HBIX IIPEINOI0KEHNH, CKOJIBKO C LEJIbI0 CTUMYIALNN TUCKYCCHU. DBOMIONNS OTHOKJIE-
TOYHBIX OPTaHM3MOB Ba)KHA JJIs1 OOIIE TEOPUH SBOJIIOLINH, U €€ ONMHMCAHUE HYKIAeTCs
B CTaHJApTHBIX TepMHUHaX. [Ipu 3TOM 11emecoo0pa3Ho HE BBOJUTH HOBBIE, a UCIOIB30-
BaTh YK€ UMEIOIINECS TEPMUHBI. TepMHUHBI «apoMOp(O3», «HIU0AAANTALHUSY, KLIEHOTe-
He3y BBeneHbl A H. CeeprioBbim (1967) aiist 0603HaueHust MOPHOPU3NOIOTHUESCKIX U3~
MEHEHHH, BeIyINX K MPOrpeccuBHON 3BooMU. CeBepIioB paccMaTpUBall TaKue MpH-
oOpeTeHus1, B TOM YHUCIIe, U JIUIs OLEHKH U3MEHEHHs CTPYKTYPHI KIETOK, Hapumep, Kie-
TOK NIAJKOW MYCKYJIaTyphbl, B psiAy 4depBed-pentuiauii-miiekonuraronmx. Koncratupys
MIPOTPECCUBHBIE IUTOJIOTHYecKHe (BHYTPUKJIETOYHbIE) U3MEHEHHS B 3TOM psiy, OH
WCTIOJIb30BaJl TEPMUH «apoMopdo3». Takum 00pa3oM, HAIlM CPaBHEHUS HE HAPYIAIOT
CMBICJIA, BIO)KEHHOTO B 3TH TEPMUHBI UX aBTOPOM, CeBepIIOBBIM.

B cBs3u ¢ 9TUM paznuuus Meio3a y caMOK U CaMI[OB JAPO30(HIIBI TIOIXOST IO OTpe-
JIeTICHUEe UIMO0aJIalTalliu, T.€. TIpoliecca MPUCIOCOOICHUS IPEeICTaBUTEIICH Onpe/ieneH-
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HOT'O TaKCOHA K YCJIOBHSIM CYIIIECTBOBAHHMS, & B JIAHHOM CJIy4ae — K YCJIOBHSIM T€HOTH-
MUYECKOH cpelibl opranu3mMa (cM. Bbiie o jokanu3zaiuu renoB CK B X-xpomocome). Kak
U B IpUMEPAx UAMOAIanTaIuii, pa3oupaeMbix CeBepIIOBBIM, Y CAMIIOB JPO30(P N TIPO-
M301ILJI1a PEBEPCHs K CIIAPUBAHUIO XPOMOCOM I10 apxaudyHoMmy tuny touch-and-go, u 3to
CBITPAJIO POJIb IPOTPECCUBHOMN aaITAI[UK, TO €CTh UIM0AANTAIIUN dTUX HACEKOMBIX.

3akioyeHme

1. Meii03 mpHUCyTCTBOBAN y MOCIIETHETO OOIIEeTo MPeIIeCTBEHHIKA 3YKapHOT.

2. CHHaNTOHEMHBIA KOMIUIEKC, CKOpee BCETO, He SBISIETCS COCTABIIAIONICH N3HAYAIb-
HOTO Mei03a, a 6os1ee MO3THUM IMPUOOpEeTEHNEM, BO3HUKIITUM Ha OCHOBE OCITKOBBIX XPO-
MOCOMHBIX OCEl — JIMHEHHBIX AIEMEHTOB.

3. MHorouncneHHbIe MOTU(UKAIIH 1 aTal Tl MEMOTHYECKOTO MPOIecca MPOUCX0-
JIUTH B Pa3HBIX ABOJIOIMOHHBIX JIMHUSIX.

4. JlanHbIC 0 MEXaHU3MaX Mei03a HEMOIETBHBIX OPTAHU3MOB CKYIHBI. bosbie pa3Ho-
00pasust MOXKHO HANTH B OOIIMPHOM W TUIOXO M3yUYCHHOM I[apCTBE MPOCTEHITNX, HO 00-
Jiee cTapble COOOICHNS O CTPAHHBIX MEHOTHYECKUX TpoIleccax TOHKHBI OBITh Mepenc-
CJIEZIOBAHBI C TIOMOIIBI0 COBPEMEHHBIX METOIOB.



O6buiee 3akmoyeHme

Meiio3 Bcera paccMarpuBaeTcsl B CpaBHEHUH ¢ MUTO30M — OoJiee IPOCTHIM THITOM KJIe-
Tou”oro aenenust. LLInpoko pacnpocTpaHeHo IpeACTaBIeHHE O TOM, YTO B XOJI€ 3BOIIOLHU
9YKapHOT MEH03 BO3HUK Ha OCHOBE MHUTO3a MIIH TTapaJLIEIILHO ¢ HUM. J1JIs 5TOro eCTh OCHOBA-
HUSL, 100 B 000MX CITy4asiX MCIOJB3YEeTCsl OJMHAKOBBIM KHHETUUECKHH ammapar pasielieHusI
XPOMOCOM U XPOMAaTHJ MEXKIY TMOIIOCAMH JCJICHUs] — OENKOBOE BEPETCHO JIENEHHs, Kie-
TOYHBIE LIEHTPBI POPMUPOBAHUS BEpPETEHA U KUHETOXOPBI XpoMocoM. Paznuune cymiectByer
B 3all[UTE KHHETOXOPOB XPOMATHU]l OT Pa3belUHEHHs B IIEPBOM JICJICHUH Melo3a, Onaronapst
crienMpUIHBIM JUIsl Meii03a 3aIUTHBIM OeJIkaM KHHETOXOPOB — IIyrommrHam. B penykimon-
HOM JIeJIEHHH Mei03a OHHM 3aIlUIIAI0T OT THAPOJIN3a OSIIKOB U HE MO3BOJISIIOT KUHETOXOPaM
LIEHTPOMEpPaM CECTPUHCKUX XPOMaTu/1 pa3beTMHUTHCS (1. 3 1 16).

Luronornyeckast KApTUHA KIIETOK, JSISIIIUXCS IyTeM Mei03a, pa3innyaeTcs y MpOTHCTOB,
pacTeHuit, rpuOoB 1 )KUBOTHBIX. OTHAKO COZIepyKaHHE TIIABHBIX MPOIIECCOB, TPOUCXOSIINX C
XPOMOCOMaMH B X0/Ie Mei03a, ¥ pe3y/IbTaThl Mei03a BO BCEX CIIydasx OIMHAKOBBL JTO MpO-
HCXOJIUT MOTOMY, YTO Y BCEX DYKapHOT PEeaU3yeTcsi KOHCEPBATUBHBIN alrOpUTM COOBITHIA,
MPOUCXOISIINX C XPOMOCOMaMH, U CYILIECTBYET OJMHAKOBAsI MaTepHAIIbHAS OCHOBA ITUX CO-
ObITHi. B pasHbIx QuiioreHeTHIeCKuX JIMHUAX 9YKapHOT HEHTPAJIBLHBIM COOBITHEM Meiio3a
SIBJISICTCSI CTIApHBAHUE TOMOJIOTHYHBIX XPOMOCOM, KOTOPOE 3aKPEIUISIeTCs] KPOCCHHTOBEPOM
(Ha MOJIEKYJISIPHOM YPOBHE) U MEXaHWYECKUMH XHa3MaMH1 (Ha MUKPOCKOIIMYECKOM YPOBHE).
B pesynbrare 9THX COOBITHI XPOMOCOMBI BBIHYKACHBI BHICTPaMBaThCSl B BUIEC OMBAJICHTOB
Ha 9KBaTope KJIETOYHOTO JIETICHHs, U 3TO MO3BOJISIET IEHTPOMEPaM TOMOJIOTHYHBIX XPOMO-
COM Pa30MTHCH K Pa3HbIM MOJIIOCaM. DTOT HENPEMEHHBIN (KOHCEPBaTUBHBIN) MEXaHU3M TPH-
BOJIUT K PEAYKIMH YHCIIa XPOMOCOM B Pa3/ICIUBIINXCS KIIETKAX.

KoHcepBaTuBHBIN MOJEKYISIpHBIA MEXaHU3M Meio3a COCTOUT U3 TOCIe0BaTeIbHO-
0, TEHETUYECKHU 3apOrpaMMUPOBAHHOTO JIeHCTBUS Habopa OenKoB — (GpepMEeHTOB U Me-
JIatopoB pekoMmOuHaimu. Habop comepkut Meio3-cnennpuaeckne 0elIKn pekoMOnHa-
11U ¥ OCJIKK 00IIeH peKOMOMHAIIMY M CJIOXKUJIICS B XOZI€ SBOJIIOLIMU B PE3yJIbTaTe HACTIC-
JIOBaHUSI «CTEPIKHEBOT0» KOMIUIEKCA ATUX OSJIKOB, UMEBILIETO MPE/IIECTBEHHUKOB Y TIPO-
KapHOoT. DBOIIIOIMOHHO MEi03 BO3HUK U CIIOKHUIICS HA OCHOBE CTEPYKHEBOTO KOMILIEKCA
0CJIKOB M CTaJl OCHOBOM MOJIOBOTO MpoIecca DYKapuoT. B cTepKHEeBOH KOMIIIEKC BXOIAT
0eJIKM MOJICIBHBIX OPTaHU3MOB, TOMOJIOTHYHBIE OeJIKaM PEeKOMOMHAIMH TTOYKYFOIIIUXCSI
npoxoket S. cerevisiae, a umenHo, Spoll, Mrell, Sae2, Sgs1, Rad 50, Rad 51, Rad 52,
Rad 54, Dmc1, Mer3, Msh4, Msh5, Mus8, Mlh1. DTo HEmOIHbII CIHCOK.

BenkoBerit komruieke Mus81-Mms4 o6ecrieunBaet 100% kpoccunrosepa y S. pombe
U, BEPOSITHO, Y JPYTUX OMHOKJIETOYHBIX DYKAPUOT, Y KOTOPBIX KPOCCHHIOBP MPOXOAUT
0e3 uatepdepenunu. OnHAKO Y MHOTOKJIETOYHBIX 3yKapuoT Oenkn Mus81-Mms4 obe-
crieunBaroT He Oosnee 20% ciydyaeB KpocCUHroBepa. Takue KPOCCOBEPhI TAKKE BO3HH-
KatoT 0e3 nHTrepdepeHunn. Takoii KpOCCHHIOBEp TONYUYMII Ha3BaHUEe KpoccuHroBepa I
knacca. Kpoccunroepom | kiacca nmpuHATO 0003HAYaTh TOT, KOTOPBIA UAET ¢ HHTEpde-
pennueii. Kpoccunrosep | kiacca obecrieunBaercsi KOHCEPBATHBHBIM KOMILIEKCOM Oel-
KOB, 0003HauaeMbIX kKak ZMM-kommieke (Ti1. 4).
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WnTepdepenunst KpoccHHroBepa odecneynBaeT HeCIy4ailHOe pacrpe/esieHre Kpoc-
COBEpOB BJI0JIb XPOMOCOMBI U X PacIojIokKeHre Ha 6osee NanéKoM pacCTOSIHUU OJUH OT
JPYTOT0, YeM 3TO OKUAAETCS MPH CIIyYaiHOM pacrpeieIeHHH, €CITH KPOCCOBEPOB OOIIb-
11Ie O/IHOTO Ha mapy romosyioroB. Kpome 3Toro cyimectByeT KpocCOBEpHBI romeocTas —
3TO COCOOHOCTh MEMOTUYECKHUX KIETOK COXPAHSTh IPUCYIIUI JaHHOMY OHOJIOTHYECKO-
My BUAY (M T€HEeTHUYeCKOW JIMHUM WU IITaMMy OPraHHU3MOB) YPOBEHb YHCiIa KPOCCOBe-
POB Ha XpOMOCOMY, 1ayK€ €CJIM YHUCJIO MEPBUYHBIX SIBIEHUH peKOMOUHAIINHU (JIBYHUTEBBIX
pa3psiBoB JIHK) no xakoit 6o nmpuynHe CHUXKaeTcsl Ha Mops oK BenndnH. Kpoccosep-
HBIA TOMEOCTa3 — CTPaxOBKa Mel03a M CTpaxoBKa 'eHoMa, H00 OH oOecreyrBaeT Kax-
IYI0 Tapy XpOMOCOM XOTsI ObI OJJHUM KPOCCOBEPOM, HEOOXOJIMMBIM AJISI PEAYKIIMOHHON
cerperaiuy roMoJIOTHYHBIX XPOMOCOM.

Benxu, obcmyxuBarome pekoMOMHALUIO B Tipodasze MmepBoro aeneHus Mmeiosa (B
4acTHOCTH, Mus81-Mms4), JOKaInu3yroTCsi Ha OCJIKOBBIX XPOMOCOMHBIX OCSIX. ODTH
OCH — MPOIAYKT IKCIPECCHUH CIEHN(PUUECUX TeHOB Mel03a — MOSBIISIIOTCS B XpPOMOCO-
Max BO Bpems paHHel mpodassl [ Metiosza. Y S. pombe nu MHOTHX APYTUX OJIOKJICTOYHBIX
9yKapuoOT XPOMOCOMHBIE OCH (MMEHYEeMbIe MHOT/A «JIMHEHHBIMHU 3JI€MEHTaMI» XPOMO-
COM) COXPaHSIOTCS Ha MPOTSDKEHUH Beel npodassl | Meiioza. Y MHOTOKIIETOYHBIX dyKa-
PHOT (M Yy HEKOTOPBIX OJTHOKJIETOUHBIX, THIA S. cerevisiae) OCU TOMOJIOTHYHBIX XPOMO-
coM B xoze npodassl I Meiioza coenmuHsIIOTCsl MOMapHO U POPMUPYIOT CHHANTOHEMHBIC
KOMITIeKchl. Ha CHHAaNTOHEMHBIX KOMITJIEKcaX, TOUHEee B He/lpax ATUX CTPYKTYp, MoIe-
peuHuk (ceuenue) kotopsix cocrapiseT oT 100 g0 200 HM y pa3HBIX OpraHU3MOB, JIOKa-
u3yroTcs Oenku pekomOuHanuu | xmacca, To ects 6enkn ZMM-komiiekca. XpomMocoM-
HBIE OCH M CHHAITOHEMHBIE KOMIUIEKCHl — 3TO BHYTPUKJIETOUYHBIE MOP(O3bI BBICIIETO
Mopsi/iKa, BO3HUKIIHUE B X0/ IBOJIIOLUH Npoliecca peKoMOMHAIHMH, B Xoe (popmupoBa-
HUSI COBPEMEHHOI'O M€03a 3YKapHoT.

B ommuue ot, 1o-BUAUMOMY, KOHCEPBATUBHOTO ZMM-KOMILIEKCA, PaCIIOIararoero-
Csl B IGHTPAILHOM MTPOCTPAHCTBE CHHANITOHEMHBIX KOMIUIEKCOB, CTPYKTYpHBIE OCJIKH Jia-
TepanbHbIX 2neMeHToB CK — HeKoHcepBaTHBHBL. DTH OEJIKH, TaK jKe KakK OeJTKH 0CEBBIX
(TMHEWHBIX) 2IEMEHTOB OTHOKJICTOYHBIX, HE nMeromux CK, He UMEIOT MeX Ty co00i ro-
MOJIOTHU B Pa3HBIX (PUIOTEHETHYECKHUX JIMHHUAX JYKAPHOT, 32 UCKIIOYEHUEM TOTO, YTO
HEKOTOpBIE U3 HUX HecyT KoHcepBaTHBHBIN 1oMeH HORMA. DTOT 10MeH no3BosseT Ta-
KkuM Oenkam accoruupoBath ¢ JIHK u cTpouTh BOJIOKHHUCTBIE CTPYKTYPBI BAOIL XPOMO-
COMBI — OCEBBIE AIIEMEHTHI XPOMOCOM M JaTepaibHble dnemeHTsl CK. B nienom, 6enku
CK BapunabenbHBI U CTPOST CXeMAaTHYECKH OIMHAKOBBIE CHHAIITOHEMHBIE KOMITJIEKCHI U3
TIOJIUTICTITUTHBIX OJIOKOB C AHAJOTUYHON BTOPUYHON U TPETUYHOUN CTPYKTYPOM.

Takum 00pa3om, MeH03 CHOPMHUPOBAIICS B XOJE IBOIIOIUH IYKAPHOT KaK CIOKHAS
KOMOMHAINA KOHCEPBAaTUBHBIX U M3MEHUMBBIX BHYTPUKJIETOUHBIX CTPYKTYp M TpOIleC-
COB, OenKoB U ux QyHKIHNA. KoHCepBaTH3M CTPYKTYphI OSITKOB (BBICOKAsI TOMOJIOTHS TIep-
BUYHOHN CTPYKTYPBI — IOCJIEI0BATEIIbHOCTH aMUHOKHCIIOTHBIX OCTAaTKOB B Oenkax) Ha-
OmroaeTcs B TeX CIIydasx, Korza CyTh rpoliiecca TpeOyeT BHICOKOW TOYHOCTH B MIPCTpaH-
CTBEHHOM /IMana3oHe J10jIeil HAHOMETPOB (y3HaBaHHE HYKJICOTHI0B, aMHHOKHCIOT M MX
(YHKIIMOHABHBIX TPYI). MI3MEHYHBOCTh AOMYCKAeTCsl B MIOCTPOCHUH BHYTPHKIICTOU-
HBIX CTPYKTYp B HAaHOMETPOBOM JHAala3oHEe TPEXMEPHOIO MPOCTPAHCTBA, TO €CTh MpPH
MOCTpPOCHHH JaTepaibHbIX deMenToB CK u netaneit mentpanpHoro nmpoctpancta CK.

Hexanonuueckuii Meo3 y S. pombe paccmaTpuBaeTcsi HAMH Kak MPUMep IMPUMUTHBHOTO
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Mei03a, OJTHAKO OCHOBAHHOT'O Ha TOM K€ aJITOPUTME COOBITHIA, YTO U KAHOHHMYECKUIN Mei03,
Y Ha aHAJIOTUYHOM MaTepuasbHOM Oaze OenKxoB. Mbl MMeeM MPaBo paccMaTpUBATh APOMGKU
S. pombe kax opranu3mM Oosiee MPUMHTHUBHBIN, Y€M MOYKYHOLIHECS POXIKH S. cerevisiae, 0
KpaiiHell Mepe B OTHOIICHWH Mel03a, Ha TOM OCHOBAaHHH, UTO S. pombe HE UMEIOT CHHAITO-
HEMHBIX KOMIUIEKCOB — 0oJiee SBOJIFOIIMOHHO TIO3THUX M COBEPLICHHBIX CTPYKTYD, YeM JIH-
HEWMHBIE AEMEHThHI XPOMOCOM, ITO3BOJISIOIINX TOHKO PErYIHPOBATh KPOCCUHIOBEP.

OnwucaHHble B 3TOW KHUTe TPUMEPbl HEKAHOHWYECKOTO Meio3a y Apo30(QHIIbl U Ty-
TOBOT'O IIEJIKONpPs/Ia, y FTeTeporaMeTHOro Mmoja KOTOPhIX OTCYTCTBYIOT KPOCCHHTOBEpP U
XHMa3Mbl, UMEIOT Xopoiiee o0bsicHenue. HecrocodonocTs opmuposare CK (y camiios
npo3o¢wiel) wiu ypommuas momudukanus CK (y caMok menkonpsifia) OOBSCHSIOT-
Cs T€M, 4TO B TOM U JPYroM ciyyasX y reTeporaMeTHOro Ioja He XBaraeT J03bl Ie-
HOB, KoHTponupytommx Mopdorenes CK. Cympeccust popmupoBanusi CK npuBomur k
MoTepe KPOCCUHIOBEpa, HyKJaromierocs B 0esikax ZMM-koMIuiekca, KOTOPBIX HET, KOT-
na Het nentpansHoro npoctpancrsa CK. [nst D. melanogaster, caMiibl KOTOPBIX HMe-
10T TOJIBKO OIHY X-XpoMocoMmy, (akT 3aBucuMocT GopmupoBanusi CK ot 10361 reHOB
X-xpoMocoMbl okazan (o1, 11). Jlns menkonpsaa mo aHaaoTuu IpeanoiaracTcs 3aBu-
CUMOCTb KPOCCHHIOBEpa OT J103bl TEHOB Z-XPOMOCOMBI. JTa XpOMOCOMa Y CaMOK IeJ-
KOIIPs/1a IPUCYTCTBYET TOJIBKO B OJJHOW KOIMM, U B MEHO3€ Y HUX HE XBATAET NIABHOU
¢a3bl pyakumonuporanus CK: nenrpaibsnoe npoctpanctBo CK 3amnonHsercs roMmoreH-
HBIM MaTepHaJioM, KOTOPBIH HCKIII0YaeT BO3MOKHOCTH IMTPUCYTCTBHSI B HEM TOHKO CTPYK-
TypupoBaHHOro ZMM-KoMmIuIekca.

Kak 6buto mokazano B rmiaBe 13, HHBEPTHPOBAHHBIM MeiH03 (PacXOKICHUE CECTPHH-
CKUX Xpomartuj B Meiiose I, a HececTpuHckux — B Melo3e 1) y HeKoTophIX pacTeHHil U
HACEKOMBIX OOBSICHSETCSI TEM, YTO XOJOKMHETHYECKHE KHMHETOXOPhI HX XPOMOCOM TIO-
kpbiBatoT 70-90% MIMHBI XpOMOCOM, OCTABIISIS JAJIs XMa3M JIMIIb TPUTESIIOMEPHBIC paiio-
HBI XpOMOCOM. DTH I'MTAaHTCKHE KHHETOXOPBI, BEPOSITHO, HE 3alUIeHBI B MeTadase | oT
THPOITN3a OEJIKOB, M BCE 3TO MTO3BOJISIECT PA3bEeIUHSTh LIEHTPOMEPHI CECTPHHCKUX XpOMa-
U1 B Meo3e . MonekynspHbIi MEXaHW3M KPOCCHHTOBEpPA Y pacTeHuit u3 pona Luzula
(YHKIMOHHUPYET TaK ke, KaK y PACTCHUH M KMBOTHBIX C KAHOHHYECKUM MEHO30M.

Taxkum 00pa3oM, BaKHbBIE HCKIIOUEHUS U3 TeHEPATbHONW CXeMbl KAHOHHYECKOTO MEeM-
03a OOBSCHSIOTCS Ha OCHOBE MTPABUII ITOH e CXEMBbI, Kak €€ 3aKOHOMEPHBIC BAPUAHTHI.

Jli1 moHMMaHus IOJTHON KapTHHBI MOJIEKYJISIPHBIX IIPOIIECCOB Mei03a BaKHOE 3Hade-
HUe OyIlyT IMETh CPaBHHUTEIILHBIE UCCIIEIOBAHMS MOJICKYISPHON OMOJIOTHH M TeHETHKH
Meio3a y HU3IIUX 3yKapuoT. Takue ucciueoBaHus 1Mo KPYMUIaM MPUHOCAT HHpOpMa-
LU0 O MPEeANoaraeMbIX MyTsSX BOSHUKHOBEHHUS U 9BOJIIOLIMU Meio3a.

[NlepcnexkTrBbl

MOoXKHO TIPOTHO3WPOBATH, UYTO B OJIDKAiIIIee BpeMs YCWIHS HCCemoBareneii OymyT
MTOCBSIIEHBI PEIIEHUIO HECKOIBKIX Y3JIOBBIX 3a/1a4 U TIPOOIeM.

Baxknast 3a/1a9a — MOMCK HOBBIX MOJIEITBHBIX OOBEKTOB IS MCCIIEIOBAHMS MeH03a 13 uucia
OTHOKJICTOYHBIX ¥ IPIMUTUBHBIX MHOTOKJIETOYHBIX 3YKapHOT. JIBIHKYIIIMM CTUMYIIOM OyfieT
JKeJIaHMe HANTH apXarmdHble ((DIIOreHeTHYSCKA PaHHUE MJIH BTOPUYHO YIIPOIICHHBIC) (OPMBI
Meiio3a. VIckomble MOMETbHBIE OPTaHU3MBI JIOJDKHBI OBITh IPUTOAHBI [Tl TEHOMHOTO, TIPOTe-
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OMHOTO M HMMMYHOLIMTOXHMUYECKOTO aHanm3a. OOHAI)KUBAIOIIMM PUMEPOM Ha ITyTH T10-
HCKa TakuX OpM CITY>KHT HCCIIEIOBaHHE Meiio3a y MaToreHHoi ameOs! (rasa 17).

N3yyenune nmpobieMbl HHUIMALUY ME03a 10 CHX MOP pacnaiaioch Ha MOUCK T'eHeTH-
YeCKMX MEXaHM3MOB B JKU3HCHHBIX [IUKJIAX PACTCHUH, TpHOOB, TPOTUCTOB U KUBOTHBIX,
HO HYXJIaeTCs B TEOPETHYECKOM 000O0IIEHHH.

OpnHa 13 y3J0BBIX IPOOJIEeM MEXaHHU3MOB Mei03a — PEeMOJICIMPOBAHNE XPOMOCOM Ha
OCHOBE Mei03-crieupUIHbIX OSIKOBBIX Oceil 1 MoauduKanun xpomaruna. Mccnenosa-
HUS HYX/IAI0TCS B TIPOJIOJIKEHUH.

CymectBeHHa Mnpo0iieMa TeHHOTO KOHTPOJISI U MOJIEKYJISIPHOTO MEXaHHW3Ma KOHTaK-
Ta TEJIOMEP XPOMOCOM C sepHON MeMOpaHoil — mpobiema (GpopMUpPOBaHUS XPOMO-
coMHOro «OykeTa». KnmactpupoBaHue Tenomep Ha siiepHON MeMOpaHe — BaKHBIH BCIIO-
MOTaTeIbHbIA MEXaHNU3M CHHAIICKCAa XPOMOCOM. JlaHHbIC B 3TOW O0JIACTH TOIYYCHBI, B
OCHOBHOM, Ha S. pombe u C. elegans, v ux HEeT 1Jisl Mel03a y PaCTCHHH.

ITponomxaroTcss UCCIEN0BAaHUSI MEXaHU3MOB KPOCCOBEPHON U HEKPOCCOBEPHOHU pe-
naparnmy MacCoBbIX IByHUTEBbIX pa3pbiBoB JJHK B mpodasze I meiiosza. Matepdepennms
KPOCCHHIOBEPa MOXKET OKa3aThCsl YACTHBIM CITydaeM (a MOXET ObITh, M HET) ATOTO SIBJIC-
Hus. B mo6om ciydae npobnema nHTEpdEpeHIE paccMaTpUBAETCsl KaK CaMOCTOSTEIb-
Hasi M cepbe3Hast mpobiema Meiiosa.

3arajka «HepaculeIIeHUs» IEHTPOMep CECTPUHCKUX XpoMaTua B Meiio3e | Tonbko Ha-
yasa pemarbcsi Ha mpuMepe o0MINX MPU3HAKOB MEeH03-ClelIM(UYHBIX ITYTOIWHOB Y TIO-
3BOHOYHBIX JKUBOTHBIX (I1. 16) 1 TpeOyeT pemieHus it 6eCrO3BOHOYHBIX KUBOTHBIX,
rpuOOB U pacTEeHUI.

B 9T10i1 kHUTE MBI paccMaTpUBaIN MEHO03 TOIBKO B IJIAHE €0 IICHTPAIbHBIX COOBI-
TUH — pEeKOMOMHAIMM XPOMOCOM M PeAyKLUUHU UX 4yHucia (TalulouaAnu3alin), HO Cylie-
CTBYIOT U3MCHEHHS IUTOIIa3MaTHYECKUX CTPYKTYP (OOHOBIICHNE IUTOILIA3MATHIECKUX
Oprasesul) HakaHyHe ¥ BO Bpems Meio3a. [lepenporpamMmmupoBanne KJI€TOK ¢ MUTO3a Ha
Mei03 3aTparuBaeT BCIO KJICTOUYHYIO CTPYKTYypy. MccienoBanus B 3TOM o0acTH — OT-
JIeJIbHas cephe3Has M yBIIeKaTellbHas 3ajladya. JTO OfiHA U3 3ajad MpoOIeMbl KJIETOUHOM
Qg epeHIUPOBKHI KaKk OCHOBBI OHTOTEHE3A.
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JlononHeHus K r71ase 2

Puc. 2.2. Hexotopsle n3 Beaymux ucciuenonareneit merosa B 1970-2010-x rogax

1 — Peter B. Moens (Kanazna), onuH U3 BeIyIUX UCCIEA0BaTENeH YIBTPaCTPYKTyphI

CK u MornekymsapHoii 6uosoruu Meiiornueckux kietok. 2 — Terry Orr-Weaver (CILA),
Uccle0BaTellb FeHOB Meli03a y Apo30(uIIbl, OIHA U3 aBTOPOB MOJIEITH MEHOTHYECKO
peKoMOMHAIIMY Ha OCHOBE penapanny qByHnTeBbix pa3peioB JJHK (DSBR model). 3 — Gareth
Jones, nuaep OpUTaHCKUX ITUTOTCHETUKOB, HCCIe0BaTeIeH Meilo3a y pacTeHUH U )KUBOTHBIX.

4 — Josef Loidl (ABcTpus), nccieaoBareib yabTPACTPYKTYPbl U MOJICKYJISIPHOM OMOJIOTUH
Meno3a y S. pombe u Ipyrux OAHOKICTOYHBIX OPraHU3MOB.
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Puc 2.3. Jloxnmaguuku u ygacTHuKH Cummosnyma « Meiio3 u MuTo3» Ha X1V reHeTnaecKkoM
KoHrpecce, Mocksa, 1978 ron

Cnesa HanpaBo: | — H.A. JIsmynosa (CCCP), 2 — D. Zickler ( ®pannus), 3 — P.B. Holm
(Hanms), 4 — C.B. Gillies (ABctpamust), 5 — B. Lu (Kanaga), 6 — J. Sage (AHDms),

7 — 10.®. bormanos (CCCP), 8 — S.W. Rasmussen ([lanus); 2—5 u 8 — A0KIa 191K,

7 — opraHU3aTop/mpeaceaaTeNb CHMITIO3NyMa.
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Puc 2.4. Ha sxcniepumenTtansHoM nione bruonormaeckoro HUU IlerepOyprekoro
rocyaapctBeHHOro yHHBepcuteTa B Ctapom [lereprode, 1994 . Uccnenosarenn Ilereprodekoit
KOJUIEKIIUU MEHOTUYECKUX MyTaHTOB PoKU.

[epssrit psn: 1 — Tans @enorosa, 2 — C.I1. CocHuxuHA (CO3AaTENb KOIISKINH).

Bropoii psin, ciea HarpaBo: | — B.I. CMupHOB (co3aareis KOJUIEKIMN ), 2 — HEU3BECTHa,

3 —10.C. ®enorosa, 3 — E.J. Muxaiinosa (coaBrop komekimn), 4 — F0.®D. borgaHos.
Cocunuxuna, CMupHOB, Muxaiinosa, ®enorosa (aumomunna kadeapsl) — Kadenpa renernkn n
cenekunn u buornuecknit HUM CIIOI'Y. denorosa u bornanos — MOI'en PAH



Ipunoowcenue 335

JlononHeHus K mase 3

Puc. 3.7. CpaBHeHHE 37€KTPOHHO-MUKPOCKOITMUYECKUX KapTHH PACIJIaCTAHHBIX Ha MOAJIOKKE
sIIep MaTePUHCKUX KJIETOK MBUIBIBI HA CTAAMAX JICITOTEHHI (CIeBa) M MaXUTEHBI (CIpaBa)
Melo03a y pKU

Oukcarus xietok 4% (opmanbaerugom (ocie ruoTOHNYECKOro moka). Okpacka
ypaHunaneratoM. Ha craauy nenToTeHsl BUJJHA CETh HECITAPEHHBIX OCEBBIX JIEMEHTOB
XpOMOCOM, Ha CTaJ{UH MaXUTEHbl — CHHANTOHEMHbIE KOMIIIeKChl. LleHTpanbHelii anement CK
HE BBIABIISIETCSI [IPU TAKOM [IPUTOTOBJICHUH TIPENapaToB MEHOTHUECKUX KIIETOK Y 3JIaKOB.
®oro F0.C. denororoit u3 apxusa Jlaboparopun nutorenernku MOI'en PAH.
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Puc. 3.8. «byker» 0CEBBIX 3JIEMEHTOB XpOMOCOM W CHHANTOHEeMHBIX KomIuiekcoB (CK) B
3UTOTEHE ME03a y )KUBOTHBIX U PACTEHUN

A — oouuT menkompsna Bombyx mori (2n=56). PekoHCTpYKIHS yIBTPAaTOHKUX CPE30B,
3apucoBka. 113 112 xoH1oB xpomocom 102 KoHIIa KOHTAKTHPYIOT C SAEPHOI 000II0UKOH 1
00pa3yIoT OCHOBaHHE «OyKeTay; MEeCTh KOHIIOB HaYWHAIOT nonapHo popmuposars CK (o
Pacmycceny u XonbMmy, 1981 ¢ u3mMeHEHUAMN).

b — anexTpoHHO-MUKpOCKonnueckas hororpadus 4acTu s;Apa MaTePUHCKON KJIETKH MbUIBIBI
pxu, Secale cereale (2n=14), pacrracTaHHOTO Ha ITOIOKKE. [ OJOBKH CTpEIOK —
HECTapeHHbIe KOHIIBI OCEBBIX 3JIEMEHTOB XPOMOCOM, Kpy>Kkn — KoHIbI CK; Te u npyrue
coOpaHBI B BU/IE OCHOBaHUA «OyKeTay. BuaHbI Bce 28 KOHIIOB XPOMOCOM, M3 HUX BOCEMb B
cocraBe CK (DM ¢oro 10.C. ®enotosoii, 1989. Apxus Jlaboparopun nutorenernku NOI'en
PAH. W13: bormanos, 2004, 2016).
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Puc. 3.9. Metadasza I meiiosa y pxxu Secale cereale, 2n = 14

Bumnasl Bce 7 OuBasieHTOB XpoMocoM. OTuH 13 HUX (JIEBBIN) ¢ OJHOI KOHIIEBOW XMa3MOM
(manouxoBuIHBIN OnBaneHT). lllecTs OMBaIeHTOB — C ABYMS XHa3MaMH, U3 HUX 9ETBIpE —
KOJIBIIEBBIX C JABYMs XHa3MaMH Ha 000HMX KOHLIAX y Ka)KI0TO, y OIHOTO OMBaJIeHTa €CTh OHA
KOHIIeBas (Ha SKBAaTOpPE) W OJHA MHTEPCTUIIHATBHAS XHa3Ma (TpeTuii ONBaJICHT CIIpaBa),

y APYroro — TPH XUa3MBbl: 1B KOHIEBEIX U OJHAa — B JUIMHHOM Iuleye (CpeIHuil OHBaIeHT
u3 7). ®ukcanys — B CTaHAAPTHOW CMECH: CITUPT-YKCYCHas KUCioTa, 3:1. Okpacka
YKCYCHOKHCJIBIM KapMHHOM. HecMoTps Ha Gombline pasMepbl XpOMOCOM PIKH, TP XHa3Mbl
cpeny Bcex OMBAJICHTOB BCTPEUAIOTCS KpaiHe PeKo, TaK KaK XPOMOCOMBI PIKH COZleprKaT
n30bITOK rerepoxpomarrHa (6onee 90% MOBTOPSIOIUXCS OCIEN0BATEIBHOCTEH HYKICOTHI0B
B renomuoi JIHK), B koTopom, Kak mpaBujio, He OBIBACT XHa3M (CM. I 4).
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JlonoyiHeHus K rnase 7

Puc. 7.6. XpoMocoMbI B Meii03e y HOPMAJIbHBIX PACTCHUN M MEHOTHYECKUX MyTaHTOB compact
meiotic chromosomes

Mnmroctpanus nposiBJIeHUs: B Me03€ 3aK0OHa TOMOJIOTUYECKUX psAI0B n3MeHunBocty H.M.
Basuioga.

[To ropusonTtanu: a, B — stamens Hordeum vulgare, 6, T — poxsb Secale cereale

ITo BepTukanu: cnesa (a, B) — HOpPMaJIbHBIA MeH03,

crpasa (0, T) — Mel03 y MyTaHTOB compact meiotic chromosomes.

MytanT stamens onucad Moh and Nilan, 1954 (Ilutuposano no: boraanos, 2004).

MyrTanT pxu o0HapyxeH C.I1. CocHuxuHO# (nepcoHanbHOe coodiienne 1 Mukpodororpadun
C.I1. Cocuuxunoit). [{lutuposano no: bornanos, 2004, 2016.
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Puc. 7.7. Cmena mapTHepoB cHHATCHca J1aTepanbHbIX aneMenToB CK (mepexirouenne
obo3HaueHo OykBOi S) m ckiagka marepansHoro snementa (F, foldback) y cunantuaeckoro
mytanTa sy/0 pxu (mo Fedotova et al., 1994; Sosnikhina et al., 2005 ¢ m3mMeHneHIsIMI)

Puc. 7.8. Hapymienne camocOopku starepanbHbIX AteMeHToB CK y CHHaNTHYeCKOTO MyTaHTa W3
nHOpenHo mHIN Ms6 pxu Secale cereale

DJIeKTPOHHAsI MUKPOCKOITUS Ha PaciulaCTaHHBIX MEHOTHYECKHX spax, (PUKCHPOBaHHBIX
(opMaTbAETHIOM U OKpPAIICHHBIX YPaHUIAETaTOM. BUIHBI MBI (HAPOCTHI) Ha JaTepabHbIX
anemeHTax CK, xocsle n U-00pa3Hble NepeMbIYKH MEXAY JarepanbHbiMy anemenTamu CK u
npoOertsl B HempepbIBHOM AByxnosiocHoM CK; macmradusie simueliku = 0.2 mxM (1o bormanosy
u ap. 1997 u Bogdanov et al., 1998).
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HononHeHus K mase 14

M

Puc. 14.9. YnerparoHkuii cpe3 GpparMeHTa sijpa criepMaronuTa JOMOBOTo cBepuka Achaeta
domesticus, chororpadhupOBaHHBIN MO AIEKTPOHHBIM MUKPOCKOTIOM. CHHANITOHEMHBII
KOMILJIEKC KOHTAKTHPYET C ABOMHOM siIEpHON MeMOpPaHO# Yepe3 «IPUKPENMUTEIbHYO
MJIACTHHKY», COIEPIKAILy 0 XpoMaTHH. OTYETIMBO BUIHBI IIEHTPaNbHBIH aeMeHT CK u
PacIIoNIoKEeHHbBIE MO YIIOM (KOCO, HAaBCTPEYy OJIMH K JIPYroMy) TIoTIlepedHble (pUIaMEeHThI, OHU
ke «3yOIIbl 3aCTeKKH MOJTHUIY». CIOKeT 030K K poTorpadun CHHANITOHEMHOTO KOMILIEKCa,
npencraBieHHoro B iaBe 14 Ha puc. 14.6. Ha puc 14.6 neHTpanbHbIN SJIeMEHT ObUT Cpe3aHHBIM
BJIOJIb M CAaTUTTAIbHO (10 OTHOMICHHUIO K TpéxMepHoii nente CK). [l moHUMaHus TpeXMEpHOU
ctpyktypsl CK n mmockocTeii cpe3oB sieHTsl CK (ppoHTaNnbHOM, cCarnTTaabHOR U JP.) MOXKHO
HCIIONIb30BaTh TPEXMEpHYI0 KapTuHy u3 puc 11.2 (tn. 11). @oto u npenapar FO.C. Yennora u
10.®. bornanosa.
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— CMHAIITOHEMHOT0 KoMmIniekca 122, 133, 182,
183, 225, 231, 236, 237, 246, 249-251,
258-260, 262, 296

Biiok meiioza 54, 109, 110, 119, 160, 166, 192,
196

— MaXUTEHHBIN 56, 83

«bykeT» (cramus Oykera) 31, 32, 81, 89, 90,
121, 122, 124, 125, 128, 143, 149, 150, 162,
165,179, 197, 198, 213, 285, 294, 336

Bepereno nenenus 17, 21, 22, 26, 36-39, 42,
44,69, 94, 110, 114, 120, 124, 132, 143,
148-150, 152, 174, 176, 182, 188, 190194,
196, 200, 202204, 210-213, 215, 218,

220, 221, 222, 224-227, 230, 235, 262,
276, 279, 287, 288, 291

Buremspuym/Burenmsipuii 93, 180-182

lanmonaabe HAOOPH! XpomMocoMm 17, 25, 207,
219,222

I'ennr 13, 22, 23, 25, 26, 43, 54, 56, 57, 64, 75,
78, 82, 83,90, 112, 116, 117, 121, 124, 126,
128, 130, 131-134, 154, 155, 195, 208,
240, 252, 285, 286, 288

['enHbIi (TeHETHYECKHI) KOHTPOIH 39, 294

— Metiosza 112—-134, 288

— cuHaricuca 57, 128

I'epmapuym/ I'epmapuit 180184, 187, 199

I'ereponymnexc JHK 53, 55, 88, 91, 279

I'erepoxpomarun 108, 127, 184, 185, 189, 194,
197, 215, 337

— reTepoxpomMarndeckue paionst 179, 190,
191, 192, 193

JlBynureBsie paspbiBbl JJHK (cm. Taroke DSBs)
32,34, 38, 50, 51, 54, 56, 58, 59, 61-63, 89,
126-128, 131, 133, 155, 157, 159, 167, 169,
175, 183, 188, 219, 279, 292, 294, 332

Herpanamms (zemonTtax) CK 176, 196

Jeneunn 25, 48, 154-157, 161, 163, 189, 195,
239, 288

Jecunancuc 114, 191

Jpoxoxu (cM Takxke S. cerevisiae u S. pombe)
13, 22, 23, 26, 29, 32, 39, 45-47, 50, 53-55,
57-59, 61, 62, 66, 75, 78, 79, 85, 89, 90,
92,117,121, 124, 126, 127, 130-132, 140,
143-158, 167, 169172, 174, 176, 178, 187,
188, 190, 194, 231, 232, 236, 238-240,
243-245,250-253, 256, 258, 260, 261, 263,
264, 271,273,279, 287, 289, 291, 293

Hpo3oduna cm takxke Drosophila) 39, 48-50,
66, 68, 75, 84, 85, 89-91, 93, 94, 104, 105,
152,167, 169, 172, 179-195, 199, 236, 239,
240, 243, 244, 252, 256, 257, 260-262,
269, 271, 284, 286-290, 293, 332

«3acrexxka—MonHus» 231, 232, 236, 238, 240,
243,287, 340

3urorena 32-34, 38, 41, 53, 54, 66, 68, 76, 79,
81, 82, 87-90, 97, 113-115, 121, 123128,



342

1O.®. bozoanos, T.M. I puwaesa KoHcepBaTu3M, H3MEHYHBOCTh U HBOJIONNA Meiio3a

143,162, 163, 165, 171, 175, 180, 183, 184,
197, 200, 204, 205, 206, 213, 234, 336

M3menuuBocTh OeIkoB Meiio3a 231-245

HNmmyHOIyOpecieHTHAs MUKPOCKOTIHS/
Nmmynodmyopecnenus 120, 121, 127,
130, 136, 153

NmmyHOIMTOXUMMS/
NmMmyHOIMTOXUMUYECKUE METONbI 14, 28,
74, 147, 154, 160, 208, 225, 236, 293

WuseprupoBannbii Meiios 20, 29, 207-230, 293

WnTepdaza 30, 76, 135, 190, 281

— uHTepdasa nmpemeitorrueckas 30, 32, 96,
119, 120, 122, 147

Kapunocoma/kaprocdepa 92, 96, 102—-109,
179, 182, 191

Kapuorun 24, 26, 70, 197

Kapuotunuposanne 26, 197

Kuneroxop 22, 36, 38, 39, 42, 67, 69-71, 159,
174,176,177, 178, 190, 194, 202, 208, 210,
226, 263, 279, 283, 287, 289, 291, 293

Knerounsnii nuxn 20, 21, 119, 121, 228, 272,
278, 283

Koresun 21, 32, 36-39, 50, 69, 76, 78, 80, 81,
86, 101, 122, 124, 130, 132, 154, 155, 161,
162, 166, 176, 177, 182, 183, 185, 226,
227,229, 230, 237, 244, 246248, 251,
254,257, 258,262-275, 278, 283, 285

Koresunossnii kommieke 80, 122, 124, 129,
130, 132, 247, 249, 251, 254, 257, 259,
260, 262-264, 266, 269, 272, 285

Koresunosas och 244

Koresus 21, 38, 122, 132, 161, 262

Koxmuasr 176, 207, 209, 220-223, 225, 230

Konsepcus 53, 58, 75

Koncepparmsm GenkoB meitoza 43, 178, 231—
245, 251, 254, 292

Konsroranus xpomocom (cunarncuc) 15, 17,
19, 25, 26, 29, 30, 34, 36-38, 45, 56-58, 76,
80, 82, 83, 85-92, 114-117, 120, 122134,
151, 152, 154-156, 159, 162, 163, 165-167,
169, 172-174, 177, 179, 183-185, 190,
191, 197, 205, 206, 213, 221, 226, 228,
231,234, 235, 242, 263, 281, 339

Kpoccunrosep 13, 15, 16, 19-21, 24-26, 29,
34, 3640, 42, 43-75, 76, 82, 83, 88, 89,
92,127, 143, 153, 158, 159, 163, 166, 169,
170-179, 187-189, 192-198, 206, 215,
225,228,230, 231, 234, 235, 241, 256,
261,278, 282, 283-294

Kpoccosepsi 21, 37, 39, 40, 42, 44, 45, 47,

48, 50, 51, 53-68, 127, 145, 152, 158, 169,
170-172, 174, 176, 179, 198, 220, 226228,
291,292

Kprica 78, 138, 141, 232, 240, 260

Kyxypysa 13, 22, 23, 25, 26, 39, 57, 67,
69-71,179, 89, 112, 115, 117-133, 162, 215,
234

Kypuna 84, 99

Kysneuuxk 31, 136, 139, 269

«JlammoBsie mmeTkn» 87, 96, 97, 98, 102, 105,
106, 295

Jlatepanbnsie snementsl CK 53, 57, 66, 72,
78, 80, 81, 86, 129, 130, 166, 167, 170,
171, 185, 186, 198, 218, 237, 238, 241-245,
251-253, 258, 287, 292, 339

Jlenrorena 30-33, 36, 38, 53, 54, 58, 77,
80-82, 85, 87,97, 102, 113-115, 119, 121,
122, 124-126, 136, 137, 141-143, 149,
154,162, 163, 165, 166, 171, 172, 184,
197, 213, 234, 236, 243, 244, 325

Jlvnmst 22, 33, 49, 79, 88, 89, 135, 294

Meracnoporene3/ MeracmopouuTtst 40, 92,
112, 114, 116

Meitoz—cneruduunsie Oenku 21, 82, 112, 161,
246,254,259, 294

MewmbpaHa simepras 32, 35, 76, 77, 86, 88, 89,
91, 108, 124, 125, 149, 163—-165, 184, 221,
233,250, 281, 294

Meradasa 18, 79, 120, 208, 281

—wmetadazal 19, 21, 33, 35, 38, 39, 41, 42, 44,
56, 59, 68, 69, 74, 76, 77, 96, 98, 99, 103,
105,109, 110, 114, 115, 120-123, 128-132,
161,174,175, 177, 182, 189, 191, 192, 196,
199-203, 208, 211-216, 219-222, 224-227,
229, 230, 235, 263, 287, 288, 293, 337

—wmeradaza I1 110, 114, 115, 123, 207, 216,
218, 220, 225, 227

—meradasza mmurosa 21, 38, 76-79, 190, 213,
226

Muxpocnoporenes/ Mukpocnoporurst 95, 97,
113-116, 118-120, 123, 135,

Murto3 114, 116, 118, 120, 121, 124, 132-135,
141-146, 149, 161, 176, 177, 180, 183,
190, 196, 202, 208, 213, 217, 219, 222-224,
226-230, 262, 263, 265, 266, 272, 273,
276, 279-281, 285, 291, 294, 333

Mnexonuraromue 23, 32, 40, 42, 50, 61, 83,
84, 87,95, 100, 102, 106, 108-110, 124,
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132,135,137, 138, 142, 169, 188, 190,
231,232, 236-239, 245, 261, 263, 265,
269,272,289

Myrauuu reHoB meiiosa 192, 261

Mytantsl 49, 119, 126-133, 144, 152, 153,
155-157, 161, 166, 167, 172, 173, 176,
289, 334, 338

— cuHantuueckue 128-131, 169, 187, 234,
239,261, 339

Msemus gomoBast 23, 49, 85, 137, 138, 232,
233,238, 248, 249, 250, 251, 253, 256,
264, 268,271,274

Hekpoccosepsi 34, 36, 44, 45,47, 51, 53-55,
57-61, 65, 66, 127, 145, 170, 172, 179, 220

Hewmaroma (cMm Taroke C. elegans ) 23, 26, 29,
37,47, 49, 50, 55, 61, 84, 89-91, 110, 127,
130, 159-178, 183, 187, 195, 202, 203, 210,
231, 232,236, 238, 240, 244, 245, 247,
252,253,257, 260, 268, 271, 274, 286

Ogsapuodst 93, 94, 180, 181

Oorenes/ooronnn 30, 40, 92-111, 136, 180—
183, 191, 199, 204, 222, 223

Oomwnr 29, 82, 92-111, 141, 159, 160, 162,
174, 180-183, 190, 192, 197-201, 203-206,
336

—HYTpUMEHTapHBbIN TUIl pa3sutus 96, 97, 102,
103, 179

—conuTapHbIi T pazsutus 97, 103

IMaxwurena 19, 31, 32, 34, 36, 38, 41, 53, 54,
56, 66, 68, 70, 71, 74, 76, 8085, 88, 94-97,
100, 104, 105, 113, 115, 123, 127-129, 135,
137, 143, 156, 162, 165, 169, 171-176,
187, 197-199, 201, 202-206, 211, 213, 215,
224,231,234, 335

[Maxurtennsie sapa 78, 80, 102

[Taxutennslit apect 56, 83

ITaxurennsii 6uBanent 36, 68, 71, 78, 198

IMomummounaer 131, 141, 196, 203, 204

IMomkommekcsl (CK— mogo0HbIe
roJimkoMIniekcsr) 106, 156, 200, 243, 244

[TonmoBbIe XpOMOCOMBI (TI0JIOBOI OMBAIICHT)
40,41, 71, 83-86, 91, 193, 196, 224, 227,
288

[Monepeunsie punamentsr CK 185, 238-240,
261,262, 340

[poneccunr/ IIponeccuposanue 33, 34, 60,
64, 87, 126, 165, 167, 172

[IceBnoayrocomusrlii paiton (PAR) 40, 83, 86

IMmenuna 117, 126, 131, 134

Pabns xoudurypanus 30, 32, 149
Penyximonno/ Penykimonnoe nenenue 20, 22,
29, 39, 69, 92,97, 99, 132, 161, 176-178,

204,219, 221, 224, 225, 228, 278, 288, 292

Pexombunarmmonssie y3enku 34, 36, 43, 67—
70, 130, 184, 187, 197, 200, 235, 236, 287

PexomOunanus 13, 15, 16, 43-75, 125, 126,
128, 145, 149, 152, 153, 156, 157, 171,
174, 178, 194, 228, 238, 278,

281-283, 286, 291, 292, 294, 332

PemopenmpoBanue xpomatuHa (xpomocom) 50,
84,105, 171, 294

PenukroBble Mmexanu3mel meiioza 40, 287

Perumukarmus JIHK 17, 20, 30, 85, 136, 145,
161, 230, 262, 281, 282

Poxsb 22, 37, 89, 112, 117, 124, 125, 128-130,
133, 134, 140, 240, 334-339

Caiinencunr 76, 83—85, 102, 103, 108, 119

Camocbopka 6eskoB CK 87, 130, 169, 241,
244,339

Cnenymonku 71

Crnepmarorenes 92, 95, 97, 100, 136, 141, 182,
220-222

Crnepmaroronunu 93, 142, 162, 182, 193, 222

Cnepmaronutsl 31, 34, 49, 54, 68, 71, 82-85,
92,93, 95,98, 159, 160, 162, 182, 192—-195,
197200, 202, 222, 225, 231, 233, 243, 340

CrioporeHsble (TIPEeMEHOTHIESCKIE) KIETKA
30,82, 112, 121, 134

CrepunbHocTh 105, 118, 124, 130, 146

Cy0cranuu meiiosa 30, 34, 36, 37, 81, 149,
197, 198, 202

Cympeccust (xpoMmaruna, Tpanckpunmnuu) 50,
76, 157,293

Tenomepa/cydrenomepa 33, 69, 108, 143, 151,
163, 207, 208, 215, 294

Terpasanentsr 206

Tmu 177, 178, 207, 210, 222, 225, 229,

Tomatsr 67, 112, 117, 127

Tpancnokarus (n) 25,42, 53, 57, 86, 163,
189, 234

Tpusanent (s1) 205, 206

Terparmouast 132, 204-206, 281, 295

Tpurutonast 116, 196, 204-206, 241

YuuBanents! 56, 123, 125, 128, 129, 130, 189,
205, 206, 218, 219, 221, 225

OeprrmpHOCTS (1) 14, 20, 117, 133, 144, 245

Xwuasma (—b1) 15, 18-22, 26, 31, 3640, 42,
43-75, 92, 93, 95, 96, 98, 100, 114, 129—
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131, 152,157, 174177, 179, 184, 187-190,
194, 196-202, 205, 207, 210, 212-220, 222,
224,225,227, 228, 234,235, 238, 241,
278, 282284, 287-289, 291, 293, 337

Xommmpaes ctpykrypa 21, 33, 34, 45, 53, 163,
188, 195

XosoueHTpuueckne xpomocomsl 174, 176,
178, 208, 210, 213, 217-220, 224, 226,
229,230, 288

XoMsTuoK kuTamckuit 79, 138

Xpomomepsr 25, 30, 32, 87, 98, 99, 100, 215,
233,234

enTtpanbuoe npoctpanctBo CK 36, 63, 167,
168, 200, 201, 236, 238, 240, 243, 251,
261, 262,292,293

Hentpanssrni snement CK 35, 36, 130, 131,
168, 183, 184, 236, 241, 242, 263, 335, 340

Ilentpomepa 18, 71, 72, 85, 115, 149, 150,
174,177, 189, 193, 207, 208, 210, 213,
216, 224, 226, 229, 230, 276, 278, 283,
289, 291, 293, 294

IenTpomepHnslii paiion 18, 21, 38, 39, 42,
69,101, 122, 127, 132,162, 179, 183, 190,
210,213, 214, 226, 228, 283

Yenosek 23, 25, 29, 34, 40, 42, 49, 51, 54, 56,
61, 63, 68, 73,78, 80, 81, 90, 94, 95, 102,
109, 132, 136, 137, 171, 172, 232, 236,
240, 243, 251, 255, 256, 260, 264, 269,
271,276, 288

UYepremnst 29, 177,207, 210, 222-224, 229

[enxompsin/ Bombyx mori 29, 79, 93, 94,
196-206, 210, 241, 293, 336

yrommn 21, 38, 39, 122, 132, 176, 226, 227,
229, 230,260, 272-278, 283, 291, 294

IwuroBku 29, 177, 207, 210, 229

DKBalMOHHO/ DKBAIIMOHHOE JieiacHue 123,
132,177,207, 213, 217, 219-225, 227-230

Ouponykieasa (—b1) 49, 51, 57, 60, 61, 88,

91, 133, 159, 167, 169, 171, 183, 188, 195,
246, 254, 258,279
SAnpeimko 37, 96, 106, 108, 109, 114, 245

YKkazaresib OCHOBHbIX JIAaTMUHCKUX HA3BAHUM
GmonorMyecknx poaoB 1 BUAOB

Achaeta domesticus 41, 241, 242, 340

Amoeba proteus 281

Ascaris sum 37,79, 233

Bombyx mori (B. mori) (cM. Takxe
meakonpsn) 29, 79, 93, 94, 196-203, 205,
210, 241, 336

Caenorhabditis elegans (C. elegans)(cm. Taxoke
Hemartona) 23, 26, 29, 37, 47, 48, 50, 54-56,
59, 61, 64, 89, 110, 127, 152, 153, 159-178,
182, 183, 187, 195, 202, 203, 207, 208, 210,
217,231, 232,236, 238, 240, 245, 247-250,
253,256,264, 268, 271,274,294

Coprinus (C. cinereus) 23, 57, 135, 140

Danio (D. rerio) 23, 54, 238, 248-250, 253,
258,264, 268,274

Drosophila (D. melanogaster) (cM. Taxxe
apo3oduia) 23, 39, 48, 54-56, 59, 64, 68,
75,79, 98, 104, 105, 110, 139, 173, 187,
192, 195, 232, 236, 238, 239, 248-250,
256,261, 264,274, 288, 293

Gallus gallus (G. gallus) (cM. Takke Kypuna)
265

Graphosoma italicum 224, 225

Hemiptera—Heteroptera 224-228

Homo sapiens cym. yenoBek

Escherichia coli (E. coli) 13, 51, 160, 171

Laveia bouvari 221

Lilium (cMm. Taxxke qmaus) 33, 49, 77, 79, 135,
140-142

Luzula 209, 211-218

Mus musculus (M. musculus) (cM. Takxke
MbIB) 23, 49, 85, 137, 138, 238, 248-250,
253,256,264, 268,271,274

Orisa sativa (O. sativa) (cMm. Takxke puc) 112,
118, 133, 274

Planococcus citri 222, 223

Puto (cM. Taroke kokuuasl) 220-223, 230

Rhynchospora 218-220

Saccharomyces cerevisiae (S. cerevisiae) 23,
26, 29, 32, 34, 39, 45-51, 53-55, 57-59,
61, 64, 66, 68, 75,79, 85, 90, 117, 126, 127,
140, 143, 145, 149, 152-154, 156158, 167,
171,172, 176, 187, 188, 231, 232, 234,
236, 238, 245, 247-250, 253, 255-257,
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260, 261, 263, 264, 268, 273, 274, 279,
287, 289, 291293,

Schizosacharomyces pombe (S. pombe) 22,23,
26, 29, 47, 48, 50, 54, 55, 57, 59-64, 75,
85,121, 127, 143-158, 172, 173, 178, 194,
231,232,234, 238, 248-250, 256, 258,
263,264, 271,273,274, 276, 285-288,
291-294, 332

Secale cereale (S. cereale) (cM. Takke POKb)
37,77, 112, 124, 140-142, 336-339

Sordaria 23, 286, 289

Zea mays (Z. mays) (CM. Takxke KyKypy3a) 23,
29,69, 70,79, 112, 115, 117, 133, 232, 273,
274

YKkazaresib 6MONIOrMYeCcKrX TaKCOHOB PA3HOTO PaHra BbILLE,
4yeM pog

Acanthocephala, Actinopterygii, Algae,
Amoebozoa, Amphibia, Annelida,
Apicomplexa, Basidiomycota, Bryozoa,
Cephalochordata, Charophyta, Chlorophyta,
Chondrichthyes, Chordata, Chrysophyta,
Coelenterata, Coelomata, Cryptophyta,
Cycliophora, Deuterostomia, Diatomea,
Dinoflagellata, Echinodermata, Entoprocta,
Euglenophyta, Euglenozoa, Euphyllophyta,
Fornicata, Gnathostomulida, Heterolobosea,

Lycopodiophyta, Mammalia, Myxosporea,
Mesozoa, Mollusca, Myxosporea,
Myzostomida Nematoda, Nemertea,
Nematomorpha, Onychophora, Parabasalia,
Pastrotricha, Pelagophyceae, Perkinsea,
Placozoa, Porifera, Protostomia, R
hodophyta, Rotifera, Parabasalia, Rhizaria,
Scalidophora, Tardigrada, Tunicata,
Vertebrata, Xanthophyta 247-249

Ykazarenb ab6pepnatyp Me>KayHapOAHbIX HA3BAHWM
6enkos u ctpyktyp JHK

ASY1 32, 129-131, 133, 153, 213, 218, 219,
225,237,245, 253, 258, 260

dHj (double Hollyday junction) 38, 47, 53, 54,
56, 64

DMCI1 28, 33, 47, 51, 52, 58, 64, 68, 126-128,
133, 171, 173, 188, 195, 231, 235, 247,
250, 251, 255-257, 259, 279, 285, 286, 291

DSB(s) Double Strand Brake(s) 32, 34, 38,
50, 51, 54, 58, 59, 61, 62, 63, 89, 126128,
131, 133, 155, 183, 188, 279

MLHI1 54-56, 64, 6668, 71, 74, 127, 133,
188, 201, 225, 255-259, 279, 291

PRDM?9 61-63

RADS1 28, 33,47, 51, 52, 58, 56, 68, 86, 120,
121, 125-128, 130, 131, 133, 155, 157,

171, 188, 195, 201, 207, 218, 219, 225,
231, 235, 240, 241, 243, 247, 255-257,
259,279, 286

SCP1 (SYCP1) 185, 232, 236-239, 241, 243—
245,250-253, 260, 261

SPO11 32, 49-52, 57, 61, 63, 126, 133, 156,
183, 187, 188, 207, 225, 246, 250, 251,
254-256, 258, 259, 279, 285, 286, 291

Zipl/ZYP1 47, 54,57, 58,127, 129-131, 153,
185, 187,213, 225, 231, 232, 234, 236240,
250, 253, 260-262, 285, 287

ZMM/ ZMM-—komrtuieke 43, 47, 48, 53, 54,
57-60, 127, 278, 282, 284, 286, 291-293



