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OBLIASA XAPAKTEPUCTUKA PABOTHI

Meiio3 — yHHBEpCalIbHBIM KIETOYHBIM MEXaHW3M, O00ECTCUMBAIOIIUNA PEITYKIIHIO
quclia XpOMOCOM [0 TallJIOWJHOTO Habopa M pEeKOMOMHAIMI0O T€HOB y BCEX 3YKapHOT,
Pa3MHOKAIOIINXCS MOJOBBIM MMYTEM. Y PacTEHUN MEHO03 MPOUCXOAUT B KOHLE )KU3HEHHOTO
nukna crnopogura (2n) U cayKuT Juisi o0pa30BaHUsS MHKPO- MU MakpoCIOp, M3 KOTOPBIX
3aTe€M pa3BUBAIOTCA MYKCKHE M JKEHCKHE TraMeTo(PuThl — TbUIbIEBbIE 3E€pHA U
3apoabinieBble  Memku (n). Kaxnaeiii stam Meiio3a HaxoIuTCAd TOJA T€HETHYECKUM
KOHTposeM. Ero n3ydeHue oCHOBaHO Ha MCCIIEIOBAHUU MEHOTUYECKUX MYTalUi, KOTOpbIE
MPUBOIAT K CHEU(UUESCKUM HApYIICHUSIM JTanoB JejeHus. Y HauOoyiee M3yYCHHBIX B
3TOM IUTIaHE OPraHHU3MOB — JIpoxoKed Saccharomyces cerevisiae u aposoduasr Drosophila
melanogaster m3ectHo Oosee 300 crenupUUECKUX MyTalHid, HAPYNIAIONIMX TECUCHUE
Melo3a. Y pacTeHHUH YUCIIO YK€ OTKPBITBIX T'€HOB MEH03a Ha MOpANOK MeHblie. boibias
4acTh MEHOTHYECKUX T€HOB AKCIIpeccupyeTcs B nmpodasze I Meiio3a 1 npsiMo Uiu KOCBEHHO
BJIMSIET HA CJIOXKHBIE MPOIECChl CHHANCHUCA U PEKOMOMHAIIMM TOMOJIOTMYHBIX XPOMOCOM.
BaxubIM HalpaBlI€HHUEM B UCCJIEAOBAaHUU I'€HOB MEH03a SIBJISIETCS aHAJIU3 UX JCUCTBUS Ha
dbopmupoBanue U GpyHKUMOHUpOoBaHUE cuHanToHeMHbIX KoMmiuiekcoB (CK). CK — meiios-
cnenuduuHas CTPYKTypa, KOTOpas CYIIECTBYeT TOjibko B mpodaze | meioza. Ota
JIBYHUTEBasi OENKOBasi CTPYKTypa COEAMHSIET TOMOJOTHUYHBIE XPOMOCOMBI Ha BpeMs HX
pekoMmOuHanmu B mpodaze [, obOecrmeunBaeT OOpATHUMBIM CHHAICHC TOMOJOTHYHBIX
XPOMOCOM M CIYKHUT YJIbTPACTPYKTYPHBIM KOMIAPTMEHTOM JJIsl JIOKAIM3ALUA MEIUATOPOB
U TIPOMEXKYTOUHBIX CTPYKTYp pekomOuHaiuu (bornanos, Komomuer, 2007).

AKTYaJIbHOCTBh _TeMbl _HccaefoBanus. Pabora mnocsmieHa (yHIaMeHTalIbHON

npoOiieMe — U3YYEHHIO TEeHETHYECKOTO KOHTposisi Meio3a. Hamie wuccrnenoBanue Mbl
npoBoawin Ha Ilereprockoil KomIeKunu MEHOTHUECKUX MYTAHTOB pkH, cozaaHHoi C.I1.
CocHuxuHoM u kKoyuteramMu Ha kadeape renetuku CIIOIY. Dta kosiekius sSBaseTcs: OMHON
U3 HEMHOI'MX TIE€HETHYECKUX KOJUICKLUH, B KOTOPBIX IOANEPKUBAKOTCA MYTAallUM  II0
cneruduyeckuM reHaMm meioza. Ha gone oOmieil kKoHCepBaTUBHOCTH MeiH03a, HEKOTOpPbIE
€ro AJIEMEHTAapHBIE COOBITUS OTJIMYAIOTCS y PA3IMYHBIX BUAOB. B CBS3M C 3THUM Ba)KHBIM
acreKkToM (yHIaMEHTAJIbHBIX HCCIIEOBAHUN MeHo3a SIBISETCS JETalbHOE U3YyUYEHHUE €ro
0coOeHHOCTEeH y pa3HbIX opraHu3MoB. Hale uccnenoBanue siBIsSE€TCS YacThIO LIMKIIA pador,
MOCBALIEHHBIX TaKOMYy M3yYECHHMIO pXKHA. H3ydeHne MEHOTHYECKHX MYTAaluid pKU
MMOTEHIIMAJbHO HMEET M IMPAKTHUYECKYK0 3HA4YMMOCTh. Poccusi nenuT mepBoe MecTo C
I'epmannenn wu  Iloapmedt 1o  pasmepy  IUIOHIAACH, 3aHATBIX OTOM  BaXKHOU
CEIIbCKOXO03sCcTBEHHON KynbTypol (http://www.fao.0rg). 3apyOe:kHbBIME UCCIICA0BATEIISIMA

MOKa3aHO, YTO MEHOTHYECKUE MYTAIlUd MOXKHO HMCIOJB30BaTh B CEJEKIIMOHHOM IPOIIECCEe
3J1aKOB, B YaCTHOCTH, JJIs yIpaBiieHus mpoiieccamu pexkomOunarmu (Dirks et al., 2009;
Wang et al., 2015).

CreneHb pa3padb0TaHHOCTH TeMbl HccaenoBanus. Cpeau pacTeHU TeHETUYECKUI

KOHTPOJIb MeH03a, Ha JaHHBI MOMEHT, JIy4llle BCETO U3YYEH Y KYKypy3bl, apabuorncuca u
puca. Bcero y 3Tux TpéX BHUIOB pacTeHUU U3BECTHO OK0O 100 MeMOTHYECKUX MyTallui,
4acThb M3 KOTOPBIX MPOM30IIJa B TOMOJOTMYHBIX TeHax. M3ydeHue myrtauuii Benércs
METOJaMH 3JEKTPOHHON Mukpockonuu, FISH, wummyHonmroxummu, AByruOpHIHOTO


http://www.fao.org/
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aHanu3a OENKOB, a TaKXe IIUPOKOrO CIEKTPa MOJEKYJISIPHO-TEHETUYECKUX IOIXO0B.
BonbmMHCTBO MEHOTHYECKMX T€HOB KYKYpY3bl, apaOuaoIcuca U puca KIOHUPOBAHBI, IS
HUX u3BecTHHl mnocnenoBateabHocTd JIHK u OenkoBbie mpoaykTel. B TO ke Bpems
MEUOTUYECKHE MYTAlUU PKH XOPOIIO M3YYEHBI JIMIIb KIACCUUYECKUMHU ITUTOJIOTMYECKUMHU
METOJIaMU (CBETO-MHUKPOCKOIIMYECKUA M 3JIEKTPOHHO-MUKPOCKOIIMYECKUI aHaJIU3 CTaJui
Mei03a), HO OCTAlOTCSl HEJOCTATOYHO M3YYEHHBIMU HAa MOJIEKYJISIPHOM ypoBHE. bnaronaps
coTpynHuyecTBy wuccienoBateneir Ilereprodckoit  komnexkuuun B IlerepOypre ¢
3apyOeXHBIMH KOJUJIETAMH, MOJIEKYJSPHBIE HCCIEAOBAHUA MEUOTHYECKUX MYTalUd pPiKU
naganuchk B XXI| Beke (Mikhailova et al., 2001; Jenkins et al., 2005; Mikhailova et al.,
2006; Phillips et al., 2008; Jlositoc u dp., 2009; Muxaiinosa u dp., 2010). B namreii pabore
MBI, COTPYJIHHUYAsl C 3TUMHU ucciaenoBarensiMu u3 [lerepOypra, mpoaOIKUIM 3Ty JUHHUIO
M3y4YEHUS MEMOTHUUECKUX MYTALNI PHKU.

Ilesb_HamIeii padoThl: aHAIN3 MPOSIBICHUS MEHOTHYECKHMX MyTamuii pxxku Secale

cereale L. u ucronp30BaHKe MX JUTSI U3YYCHHSI MEXaHU3MOB Meio03a.
Hamu Oblii mocTaBiieHBl cielyromye 3a1a41 HCCJIe10BAHUS.

1. N3yunTh HaclienoBaHUE U [IUTOJIOTUYECKOE MPOSIBIICHUE HOBOW MEHOTUYECKOMN
myTtanuu Sy11 pxu.

2. JInst  BBIACHEHUS MPUYMHBI HMMEIOLIMXCS MPOTUBOPEYUH B ONUCAHUHU
IUTOJIOTUYECKOTO (PEHOTHIIA ACHHANITHYECKUX MYTAaHTOB SY9 NMPOBECTH €ro PEeBH3UIO HA
cragusax npodassl I 1 Mmeradassl I meiiosa.

3. JI1st u3ydeHus: 0COOCHHOCTEH CTPYKTYPHOM OpraHu3aIiii oceil MeMOTHYECKUX
XxpomMocoM y MyTaHToB Syl m Sy19 mpoBecTH CpaBHHTEIBHBI UMMYHOQITYOPECIICHTHBIH
aHaJIM3 pacupenesieHnus] 0eIKOB CHHANTOHEMHBIX KoMmIuiekcoB ASY 1 u ZYP1 B meitormurax
ATHUX MYTAHTOB U PACTEHHUU P>KH JUKOTO THUIIA.

4. Jns wu3ydeHMs 3aKIIOYUTEIBHBIX JTAllOB BPEMEHHOIO CYIIECTBOBAHHUS
CHHANTOHEMHBIX KOMIUIEKCOB B mpodaze | meiioza TpoBeCTH CpaBHUTEIHHBIN
UUTOJIOTMYECKUI aHAJIN3 CTAJAUU JUILUIOTEHbl Y PACTCHUN JUKOTO THNA U MEHOTUYECKUX
myTaHToB Sy1, sy9, sy11 u sy19.

Hayunasi HoBHM3Ha padoTbl. B paboTe moiydeHbl OpUTHHAIIbHBIE ITaHHBIE O

LUTOJIOTUYECKOM TMPOSIBJICHUM MEHOTHYECKMX MyTauuid pxu. BrepBele uccienoBana
Merotnueckas myrtauus Syl1l. Ycranosneno, uro myranus Syl1l Hacnenyercs MOHOT€HHO U
PELIECCUBHO UM BBI3BIBAET TE€TEPOJOTMYHBIA CHHANCHC XpomMocoM B mpodaze I meiioza.
[IpoBeneHa peBU3US LUTOJIOTMYECKOTO (PEHOTUIIA ACHHANTUYECKUX MYTAHTOB SY9.
Bnepeeie B MeionuTax MyTaHTOB SY9 o0OHapyXeHbl (parMeHThl CHHANTOHEMHBIX
KOMIUIEKCOB. DaKT HaNMUUsl KOPOTKUX CIAPEHHBIX YYACTKOB XPOMOCOM SIBJISIETCS BaXKHBIM
YTOYHEHHUEM TMPOSIBICHUS MyTaluu Sy9 Ha KIeTOYHOM ypoBHE. BriepBbie nmpoBeEH aHamu3
coBMmecTHOTO pacnpeneneHus 6enkoB ASY1 u ZYP1 B meiionmrax myrtantoB Syl m Sy19.
YcraHoBneHo, uto B npodase I meiio3a y myrantoB Syl u Sy19 He HapyieHa 3arpy3ka 3THUX
OenKOB Ha OCH MEWOTHYECKUX XpoMmocoM. CodeTaHue pa3HBIX METOAOB MHKPOCKOIHU
MO3BOJIMIIO C/IETaTh OPUTHHAIBHBIEC 3aKIIOUEHHUS O CTPOCHUH M JAUHAMUKE (HOPMUPOBAHUS
ocell MEOTUYECKUX XPOMOCOM U BBISBUTH Pa3iHuus MEX]Y MEHOTUYECKUMH MYTaHTaMHU
HAa 3aKJIFOUNTEIBHBIX 3TANAX CYLIECTBOBAHUS ITUX OCEH.



Teopernueckasi M nNpakTH4yecKasi 3HAYMMOCTb padorbl. B pabore Obuin

MOJIyYE€Hbl OPUTHHAJIbHBIE JaHHbIE O MPOsBIEHUU MyTauuu Syll u ycoBepileHCTBOBaHBI
3HaHMS O TposiBIeHUU Mytammid Sy1, sy9 u Sy19. PesynbTarel Hamieil paboOThI TOTIOTHSIOT
KapTUHY T€HETUYECKOro KOHTpOJsi Meio3a y pxu. Kpome TOro, Mul MOJy4HIH
OpUTHHAJILHBIE JaHHBIE O MpOIleccax JIEMOHTaKa CUHANTOHEMHBIX KOMIUIEKCOB Ha CTaIuu
muriotensl. [Ipeobpa3zoBanuss CK Ha 3TOM CcTaauM, HAa CETOMHSIIHUN JEHb, OCTAIOTCS
HEJOCTATOYHO M3YYEHHBIMH, HAIIM PE3yJIbTaThl BHOCAT BKJIaJ B UX IIOHUMAaHHUE.
MeT0/10J10THSI 1 METOAbI MCCAeA0BAHUA. MeloTHYeCKe MYyTAllMU PXXU U JPYTUX

pacTeHUu MPUBOIAT K CTEPUIIBHOCTH, IMO3TOMY OHU MOIAEPKUBAIOTCS B T'€TEPOIUTOTHOM
cocrossaun (Sosnikhina et al.,, 2005; Cocuuxuna u Op., 1994). Pabory ¢ Kaxmou
MEMOTHYECKOW MyTalMel Mbl HAaYMHAIMA C aHaldu3a €€ HACICJOBAHUS B HM3Y4aeMbIX
nmoToMcTBax. MEHOTUIIBI pacTeHUN (TUKUH THUI WM aHOMAJIBHBIA MEHO03) ONMpeaesisii C
MOMOIIIBIO IIUTOJIOTHYECcKoro aHanu3a Metadassl |. [ pacTenuit AuKoro THMa XapakTepHo
MPUCYTCTBUE 7 OMBAJIEHTOB XpPOMOCOM Ha 3TOH CTaauu, B TO BpeMs KaKk MeHOTHYECKHe
MYTaHThl XapaKTEPU3YIOTCSI HAJIUYMEM BapbUPYIOIIETO YHUCJIa YHUBAJIEHTHBIX XPOMOCOM.
JIyis BBISIBJICHHSI MYTaHTOB SY9 Takke OBUIO MPOBEICHO MOJICKYJISIPHOE TCHOTHUITUPOBAHHE
pacTeHui ¢ ucnosib3oBaHueM SSR-Mapkepa XgWm132, KOTOphI UMEET TECHOE CICIIICHHE
c reuoM SY9 (ManbimeB u OJp., 2009). PeueccuBHBIE TOMO3ZHUTOTHI IO HW3Y4aeMbIM
MEWOTHYECKUM TeHaM (BCE HCCIEAOBaHHBIE HAMH MYTAllMM HACIEI0BaIUCh MOHOTEHHO U
PEIECCUBHO) OTOMpANKCh ISl MOAPOOHOT0 aHaau3a METOJIaMU CBETOBOM M 3JIEKTPOHHOMN
MHUKPOCKONU 1 UMMYHOIIUTOXUMUH.

OCHOBHBIE 110J107KCHN S, BBIHOCHMbIE HA 3ALINUTY:

1. Meiiotnueckas mytarusi Syl1l pxu HacneayeTcs MOHOTEHHO M PEIECCHBHO.

Ona 00yclaBIMBaeT HapyIICHHE TOMOJOTUYHOCTH CTIapUBaHUs XpoMocoM B mipodase |, T.e.
ABJIAETCA MyTallleil reTepoIOrHYHOr0 CHHAIICHUCA.

2. B meitonuTax CHIBHBIX acMHANTHYECKUX MYyTaHTOB SY9 B mpodasze | meitosa
MPOUCXOJAT pPEAKHE, HO pPEryisipHble, COOBITUS CIIAPUBAHUA XPOMOCOM, KOTOpbIE
o0ecrneynBaloT 00pa30BaHue eIMHUYHBIX XHa3M.

3. B wmeitonurax myrantoB Syl u Syl9 He napymiena 3arpyska GenkoB ASY1 u
ZYP1, u, Takum 00pa3oM, HapylIeHUs] cUHAIcUca y MyTaHToB Syl u Sy19 He cBsizaHbI
neeKTaMu 3arpy3KH 3TUX CTPYKTYPHBIX OSJIKOB HAa OCH MEHOTHUECKHUX XPOMOCOM.

4. [Ipu ecTecTBeHHOM Jlerpalallii CUHAITOHEMHBIX KOMIUIEKCOB P>KU Ha CTaluU
JIUIUIOTEHBI B X0JI€ HOPMAJIBHOIO MeH03a IPOUCXOIUT 00pa3oBaHUE METeNb JIaTePaTbHbIX
2JIEMEHTOB CHHAIITOHEMHBIX KOMIIJIEKCOB. Y CTAHOBJIEHO, YTO B COCTaB 3THUX IE€TEIb BXOJIUT
oenok ASY1. Jlanee MpOUCXOOUT PaCCIOCHUE OTHUX METENbh Ha JIBE OCIKOBBIE HUTH U
nocJlieyomas Ccrnupain3aluus Ierpagupyrolux HUTeH. AHajJornyHble npeoOpa3oBaHUs
MPOUCXOMAAT B MeronuTax MyTaHToB Sy9 u Syll. B meitorurax myranToB Syl u Sy19 B xoze
JIUIUIOTEHBl TaKhe MpeoOpa3oBaHus HE MPOUCXOMAAT, UMEET MECTO MpocTast ¢pparMeHTalusI
0CEM MEMOTUYECKUX XPOMOCOM.

AnpoOanus pe3yJbTaToB padoThl U nydaukanuu. [To pesynpraTam uccieqoBaHus

OIy0JIMKOBAHO 9 meYaTHhIX paboT, B TOM YHCIie 2 CTaThH B XKypHase «[ eHeTuka», KOTOpbIi
BXOJUT B CIHCOK W3JaHHH, pexoMeHIoBaHHbIX BAK nns omyOnukoBaHHS OCHOBHBIX
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HAy4YHBIX pe3yNbTaTOB JUCCEpTalMU. Pe3ynbraThl paboThl OBLIM NpPEICTaBICHBI Ha
MEXIyHapOIHBIX KoH(epeHIuax «XpomocoMa» (Hoocubupck, 2009, 2015), va XVII u
XIX mexnyHapoaHBIX MOJIOEKHBIX HaydyHbIX KoH(pepeHuusx «JIlomonocoB» (Mocksa,
2010, 2012), na koudepeniuu «buomornyeckoe pasHooOpasue: I'eHODOHABI H
reHeTudyeckoe pasHooOpasue» (Mocksa, 2011), na XVII Bcepoccuiickom cummosnyme
«Ctpyktypa u ¢(yHkuun kierouHoro sxapa» (Caukr-lletepOypr, 2014) a Ttakxke Ha
€XKEroJHbIX OTUETHBIX ceccusix acnupantoB KMOI'en PAH B 2011-2013 ropax.
Anpob6arust pabotsl coctosuiack 7 utoHsa 2016 r. Ha mexnadbopaTopuoMm cemunape MOI'en
PAH.

CTpyKTYpa U 00bEM auccepTanmu. Juccepranmonnas paborta u3noxeHa Ha 123

CTpaHHUIIaX MAIIMHOMUCHOTO TEKCTa M BKJIOYaeT pazjaensl “‘Beemenne”, “O0630p
auTepaTyphl”’, “Matepuanbl u MeToasl”, “PesymbTaThl U oOcyxaeHue”, ‘“3akmroucHue”,
“BriBogbr”, “Crncok cokparieHuii” u “Crnucok jutrepatypsl”. Juccepranusi couepx uT 26
PUCYHKOB ¥ 24 Tabmuisl. bubmmorpaduueckuii ykasarens comepkut 167 ucrounnkos (34
Ha PYCCKOM si3bIke, 131 Ha aHTHIICKOM SI3bIKE U 2 HHTEPHET-pecypca).

MATEPHUAJIBI U METO/bI
PacTuTeabHblii MaTepuaj. B wucciegoBaHuu ObUIM HCHOJIB30BaHBI MOTOMCTBA

KOJUICKIIMOHHBIX pacTeHud pku  Secale cereale L., koropsie pacHieIuisuiuCh 110
Merotnueckum MyTtarusam Sy11, sy9, syl um syl9. Pabory ¢ myrammsmMu Benu OO B
WHOPETHBIX JIMHUSX, JTUOO B TUOPHUIHBIX MOTOMCTBAX OT CKPEUIMBAHUSA WHIMBUAYaTbHBIX
pacTeHH-HOCUTENe MEMOTHYECKUX MYTALMM C MapKEPHBIMU JTUHUAMU 0€3 MEHOTUYECKUX
mytanuii. Cemennoit matepuan Obul mpenoctaBieH C.II. Cocuuxunoii u3 Ilereprodcekoii
TEHETHYECKOM KOJUICKIIMM MEMOTHYECKUX MYyTallUi p’KH, CO3JAHHOW €10 M KOJUIETaMHU Ha
kagenpe renerukn Caskrt-IleTepOyprckoro rocymaapcrBenHoro yHuepcurera (Sosnikhina
et al., 2005; Cocauxuna u Jp., 2005; Cocuuxuna u dp., 1994). Hamu ObUTH M3ydeHBI BCE
MOTOMCTBA OT CAMOOTBIJICHUS CIEIYIOIINX PACTCHH.

1. Ne 130/2 (+/syll) — rerepo3urotHoe mo mytamuu Syll pacTeHme mATOTO
nokoseHust oT nHOpuaunra (Is) uz muaum Mcll.

2. Ne 321/21 (+/sy9) — pacrenue u3 kaprupywoomeil mnomymsiuun F2 ot
CKPEILMBaHUs UHAWBUIyaJIbHOI'O T€TEPO3UTOTHOTO 10 MyTalluu Sy9 pacTeHusi ¢ pacTeHUEM
u3 aBToepTHIIbHON TuHKMEH L6.

3. Ne 6s/7/7 (+/syl) — rerepo3uroTHoe 1Mo MyTauu Syl ¥ rOMO3UTOTHOE 110 TeHY
sapoBoctu Spl.

4, NeNe 227/8 (+/syl9), 227/9 (+/syl9) m 227/14 (+/+) — pacrenus F2 or
CKpEILMBaHUS 03UMOM TUHUH-HOCUTENS MyTarmu SYy19 ¢ sipoBoii auaueit SApl0.

Takxe, B KauecTBe KOHTPOJIA (IUKHUM THI), ObUIA KCIIOJIB30BaHbl PACTEHUS APOBOM
pxu copra CeneHra M3 KOJUIEKIMH Kadenpbl T€HETHKH, OMOTEXHOJIOTHH, CEJNEKIHU H
cemeHoBoacTBa PI'AY-MCXA wum. K.A. TumupszeBa, ceMmeHa NpenocTaBleHbl A.A.
ConoBbEBbIM. PacTeHusi BbIpamMBaiuch Ha onbITHOM mnojie MockoBckoro HUMCX
(HemunnoBka), B Terumnnax PTAY-MCXA u UOI'en PAH.
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CBeTO-MHKPOCKONIMYECKHE HMCCIeI0BAHMS cTaguid MeMo3a B MAaTCPHUHCKUX

KJIeTKaxX IMbUIBLBI  TPOBOMMIM  HAa  aleTOKapMHHOBBIX  JaBJICHBIX  Mpernaparax,
NPUTOTOBJICHHBIX KilaccudeckuM criocooom (Ilaymesa, 1988; [lyxanbckuii u op., 2007).
DJIeKTPOHHO-MUKPOCKONHYEeCKHE MCCIeA0BAHN. MaTepHHCKUE KICTKH MbUIBIBI

CIIpeANpOBaN (PACIIACTHIBAIM) C TIOMOIIBI0 THIIOTOHHYECKOTO MIOKAa Ha TOBEPXHOCTHU
pacTBopa caxaposbl 1Mo Meroay l'mmnuca B monudukanuu j1abopaTOpud HUTOTEHETUKH
NOI'en PAH (Gillies, 1981; Fedotova et al., 1989; CumanoBckuii u op., 2014). IIpenapatsl
¢ukcupoBanu pactBopoM napadopmanpiaeruna (4%). KontpactupoBanue (OKpalinBaHHE)
MPOBOJIMIM PAaCTBOPOM Aa30THOKHUCIOTO cepebpa. XOopomo pacijiacTaHHbIe KIETKA Ha
ctaauu nipodassl | uccnenoBany Ha MeKTpoHHOM MuKpockorne JEM-100B.
HmmyHodayopecueHTHbIe MccjaenoBanus. [IpenapaTsl TOTOBHIN Ha MPEIMETHBIX

CTEKIIaX, TOKPBITBIX CIIOEM TMOMMIM3WHA. J[J BBISBICHUS CTPYKTYpHBIX OenkoB ASY1
(accommupoBan ¢ gatepanbHbiMu dnemMeHTaMu CK) m ZYP1l (Genok momepeyHbIX
¢unamentoB CK) mpenapaTbl HHKYOMPOBAIM C COOTBETCTBYIOIIMM HA0OpPOM MEPBUYHBIX U
BTOPUYHBIX AaHTUTE] M HMCCICIOBAIM Ha (UIyOpeCIeHTHOM MuKpockore Axio Imager D1
(Carl Zeiss), ocuaménnom kamepoit Axiocam HRm. XpomaTun okpammaiu DAPI.

Ilepsuunvie anmumena: Kponuubd aHTHTeNa mpotuB Oenka ASYL1 Arabidopsis
thaliana (passenenme 1:250), kpbicuHble aHTHTeNla mnpoTuB Oeiaka ZYPL A. thaliana
(1:150).

Bmopuunvle anmumena: xo3pu antuTeNa npoTuB 1gG Kposrka, KOHBIOTHPOBAHHEIC C
Cy3 (1:300), mu60 ¢ FITC (1:500); ko3pu anTuTena npotuB 1gG KpbIChl, KOHBIOTUPOBAHHBIC
c Alexa 546 (1:500), kypunsie antutena mpotuB 1gG kpeickl, KoHBIOTHpOBaHHBIE ¢ FITC
(1:400).

[epBuunbie antutena npenocrasieHbl JILA. Yensrmesoit (INRA — AgroParisTech,
Centre de Versailles — Grignon, ®pannus), BTOPUYHBIC aHTUTEIAa — KOMMEPYCCKHE
(“Jackson”, “Santa Cruz Biotechnology”). UMmmyHOOKpaliuBanue MPOBOJUIM IO METOIY
Armstrong et al. (2002) ¢ HeOOIBIIUMHU MOTU(PUKAITUIMH.

MouJiekyJasipHO-TeHeTHYecKMM _aHaau3. JIHK Bwiaensnu u3 MonoabIX JIUCTHEB €

ucnonb3oBanneM CTAB-merona (Bernatzky, Tanksley, 1986). B paGote ¢ pacteHusimu u3
CEMbH, paculeruisoeics no Mmyrauuu Sy9 obu1 ucnonb3zoBad SSR-mapkep Xgwm132-2R,
JIOKQJIM30BaHBIA B TPUIEHTPOMEPHOW OOJacTH JUIMHHOTO TIUiedya XpoMocoMbl 2R
(Khlestkina et al., 2004) u TecHO cremIeHHBIH ¢ MeHoTHYecKuM TeHoM SY9 (MasibliieB u
op., 2009). TlocnenoBarenbHOCTh TpaiiMepoB Obuta B3ATa U3 0as3wl AaHHBIX (GrainGenes
(http://wheat.pw.usda.qgov/GG3/). IIpaiimepsl cuHTe3upoBanu B koMmmnanuu “Cunron”. TTLIP
npoBoawiH Ha amruinukatope Bio-Rad Tetrad 2 npu crieayromux pexumax : 5 mun 94°C;
34 nukna 30 cex 94°C, 30 cek 58 °C, 30 cex 72°C; 10 mun 72°C. Dnexktpodope3 NpoayKToB
ammuukanuu npoBoaunaun B 2,5% araposHom rene, coaepxkamem 0,5M TBE.
N300paxeHus monydanu ¢ momolneko udposoit potokamepsr Gel Doc XR (Bio-Rad).
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PE3YJIBTATBI
N3yyeHue HaCJeTOBAHUSA M NMPOABJICHHUA MeloTH4YecKoi mytauuu Syll. PaGora

MPOBOJIMIIACH B TPEX MOCIENI0BATEIbHBIX MOKOICHUSAX 0T camoornbuieHus (le — lg) B nunun
pxu Mcll, B xotopori Mmytarus Syll Ospima BmepBbie oOHapyxkeHa. CymMMapHO Hamu
nzydeHo 109 pacTeHMil M3 TOTOMCTB T€TE€pPO3UIOT, U3 HHUX 84 ObUIM C HOpPMaJIbHBIM
MeHO030M (IUKHUWA TUI) M 25 ¢ HapylmeHHbIM Meio3oM (myrtanTel Syll). CooTHomieHue
COOTBETCTBOBANO MeHjenaeBckoMy 3:1 (%31 = 0.25, P = 0.617). Taxxke, ObUIM H3yYEHEI
MOTOMCTBa OT CAMOOIBLJIEHUS IMOJYCTEPUIbHBIX MYTAaHTHBIX pacTeHuidl. Bce pactenus B
TaKUX TOTOMCTBAaX HMEJIM MYTaHTHBIM LUTONOTHYecKuil (eHoTtun. Takum o00pazom,
mytanus Sy11 HacienoBanach pereCCUBHO W MOHOT€HHO.

Pucynok 1. [lmakmHe3 y pacTeHMid pxku aumkoro tuma (A) m metadasza | y

Mmeiiornyeckux MyTaHTtoB Syll (B): A — 7 3akpwiThiXx OuBaieHTOB, B — 4 OTKpBITHIX
OuBasieHTa U 6 YHUBaJIEHTOB. MacIITaOHBIN OTPE30K — 5 MKM.

OueBUIIHBIN IUTOJIOTHYECKUN Je(eKT, BbI3bIBaeMbI MyTanuen Syll — wammume
yHHBaJieHTOB B MeTadase | (pue. 1). KonruecTBo yHHBaJICHTOB B Pa3JIMYHBIX MEHOIUTAX
BapbupoBasio ot 0 g0 10, cpennee ux ymcino cocraBmio 2,2 + 0,06 Ha meitormr (n = 980).
XwuazmoobpazoBanue y myTtaHToB Syl1l okasanoch CHMKEHO B 1,5 pa3a Mo CpaBHEHHUIO C
IUKAM TUNIOM. B pe3ynbrare aeKTpOHHO-MHKPOCKOMMWYECKOTO aHaim3a mnpodasbl | y
MyTaHTOB SYy11l Hapsay ¢ rOMOJIOTMYHBIM ObUT BBISBJICH HETOMOJIOTHYHBIA cuHarcuc. OH
MPOSIBJISJICS. B CMEHE MapTHEPOB crnapuBaHus (“NEPEKIIOUEHHUS’) U CHUHAICHCE OCEBBIX
9JIEMEHTOB XpOMOCOM Ha cebs (“ckiianku’) (puc. 2).
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Pucynok 2. ['ereposIOTMYHBIA CHHAIICUC B pAaCIUIACTaHHBIX SAApax MEWOLIMTOB
MytaHTtoB Syll: A — nBa “nepexntodyeHus”’ NAapTHEPOB CIIApUBAaHUS B 3UroreHe, b —
CJIO’KHAasi aHOMaJslbHas accoluanuy jaTepanbHbIX meMeHToB CK B maxutene. OTMmeueHb
“nepeximoueHus” (ctpenku), “ckiaaka’ (P) wm oOmmpHas 30Ha acuHamncuca (A).
MacmrabHbie OTpe3Kd — 1 MKM.

el . " - .

Tab6auua 1. lunamuka coObITHI HErOMOJIOTHYHOTO cHHaTcKuca B mpogasze |y
MEHOTHYECKHX MYTaHTOB Sy11

Io3muss
ITo3aHs1s 3UroTeHa,
Cpennsis MaxuTeHa u
PaHHSS U CPEIHSIS
3UrOTEHA paHHsIsS
IMaxuTeHa
JUIIJIOTEHA
N3y4yeHo KIeToK, IIT. 14 19 7
Hapymiennii B
CpEIHEM Ha KIIETKY, 0.5 3.4 1.9
IIIT.
t12=5.54 > tg.05 = 2.07
JIBYXCTOPOHI-}'HH t- tha= 2.44 > toes = 2.07
KpUTEpUil
t1-3=3.09 > tg.05s = 2.30

JInst OlleHKW TUHAMHUKUA HapyIIEHWN MO CTaausM Mbl chOpMUPOBAIU TPU BHIOOPKU
kietok: (1) cpemusis 3uroreHa; (2) mMO3AHSS 3UTOTEHA, PaHHAS U cpeAHss maxuteHa; (3)
MO3/IHAS MAXUTEHA U paHHsAA auiioTeHa (Tadua. 1). Paznuums okazanuch JOCTOBEPHBI IS
BCEX TpEX map cpaBHEHUS Ha 95% ypoBHE 3HaUMMOCTH. L{UTOMOrMYECKN JaHHBIN pE3yJIbTaT
MOXHO HHTEPIPETHPOBAThH cleAyromuM obpaszom. [IposiBienne Myramuu HabIto1aeTCs
y)K€ Ha CTaJuu CpPeJHEH 3UTOTEHBI, KOT/Ia BUIHBI ¢AMHUYHBIC HapymieHus B ctpoeHun CK,
KOTOpbIE TOJBKO HauWHAOT (opmupoBaThes. [lo Mepe yBenmmuenus obmieit amuasl CK,
YHUCJIO HApYIICHUH yBeIu4ynBaeTca. Bo BpeMs NIUTENbHON CTaauu MaxXUTEHbI MOCTEIEHHO
CHIDKAeTCS cpefHee 4YMCIO AePEeKTOB Ha KIETKY, 3a CU€T KOPPEKIMH CHHArCcHca, U K
CTaAusIM MO3/IHEW MaXUTEHbl — PAHHEH TUIIOTEHbI CHUKEHUE CTAHOBUTCS IOCTOBEPHBIM.
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PeBH3usi _IMTOJ0rMYEeCKOro (heHOTHIA MeiHOTHYeCKHUX MYTAaHTOB _SY9. Jlms

CWIBbHBIX ACHHAIITUYCCKHUX MYTAHTOB Syg cymieCcTBOBajia Hp06neMa HCCOOTBCTCTBUA

LUTOJIOTUYECKUX KapTuH B npodase | u meradaze |. B meradaze | y aTux myrantos B 2/3
MEHOIIMTOB HAOMIOAAIOTCS TONBKO YyHHMBaneHTbl. OnHako B 1/3 KJIeTOK cTaOWIBHO
HAO0JIIO1at0TCsl OMBAJIEHTHI, YHUCIO KOTOPBIX BapbupyeT. MOXHO NpEANOJ0XKUTh, YTO Y
pacTeHuii, uMmeromux OuBaneHTsl B Metadasze I, B npodasze | momkHBI NpuCyTCTBOBATH
xoTs 661 kKopoTkue ydacTku CK. OnHako naxke kopoTkux pparmenToB CK y mytanToB Sy9 B
MpEeabIAYIINX UCCIIET0BAaHNAX HE ObUIO OOHAPYXKEHO, U IUTOJIOTUYECKUN (DEHOTUI MyTallun
ObUT KIaccH(UIMPOBAaH Kak IOJHOCThIO acuHantuueckuii (CocHuxuaa u Op., 1998).
Hameii 3agadeit cTano coriiacoBanue kKapTuH meito3a B mpodase I u metadase I y myrantoB

sy9.

Pucynok 3. ®parment snekTpodoperpamMmbl MPOAyKTOB aMiutupukanuu SSR-
Mmapkepa Xgwm132 Ha pacTeHusx U3 moromctna pactenus Ne321/21 (+/sy9). Pactenus Nel
u Ne3 — peneccuBHbIe TOMO3HUTOTHI (SY9/Sy9). OcranbHbIe MATh PACTCHHH — T'€TEPO3UTOTHI

(+/sy9).

Tab6auna 2. Ananu3 pacmeruieHus o myramnuu Sy9 B motomctax F3 u Fa

Oo01mee KomnuectBo | KomnuectBo | KommuecTBo
Ilokonenne | KOIMUECTBO TOMO3UTOT | TFE€TePO3UrOT TOMO3HUTOT X21;2;1 P
pacTeHui +/+ +/sy9 sy9/sy9
Fs 15 0 12 3 - -
Fa 30 5 15 10 1.67 0.434
> 45 5 27 13 4.64 0.098

Y2005 =5,99 (d.f. = 2)

Hame uccnemoBanme Mbl MPOBOAWIM Ha pacTeHHsX Fs u F4 OT ckpenimBaHus
TeTepPO3UTrOTHOTO TO MyTamuu SYy9 pacTeHHs C pacTeHHEM W3 MapkepHoW nuHHH (0e3
Merornuecknx mytanuii). Panee C.B. ManbimeBsiM u coaBTopamu (2009) rer Sy9 Obin
KapTUPOBAaH B MPULEHTPOMEPHOW O0OJACTH MJIMHHOIO IuleYya XpoMocoMbl 2R u ObUIO
YCTaHOBJIEHO a0cooTHOE cleruieHue reHa SY9 c¢ aByms SSR-nmokycamu. [lns Hamiero
aHanmu3a Mbl TPOBENM TEHOTUIIUPOBAHHE pPACTeHUH ¢ HCHoib3oBaHHEeM SSR-Mapkepa
Xgwm132 (puc. 3 u Ta6a. 2). Amtenb SSR-nmokyca miuuoi 111 m.H. CIEIUICH ¢ ayieneM




11

nukoro tumna rena Sy9, mmuHoi 121 mH. — ¢ MyTaHTHBIM autenem SYy9 (Maublies u op.,
2009).

C momompio Mapkepa Xgwml32 ynmanoch WACHTH(PHUIIMPOBATH TOMO3UTOTHI TIO
QeI  JUKOTO THUIA, TOMO3HUIOTHl [0 MYTAaHTHOMY aJUIeJdl0 U TeTEPO3UTOTHI.
CoOTHOIIICHHE TEHOTUIIOB HE OTIMYAIOCh OT oxkmmaemoro 1:2:1 (Tabu. 2). BeisiBneHHBIC
pelleCCHBHBIE ~ TOMO3WMTOTHI  Sy9/SyQ  ObuM  MOXBEPrHYTHl HaMH  MOJIPOOHOMY
[IUTOJIOTUYECKOMY aHAIU3Y.

B metadaze | y myranToB SY9 GOJBITUHCTBO MEUOITUTOB HE COZIEPIKATIO OMBAIICHTOB
(puc. 4). Cpennee umcino yHuBajieHTOB coctaBwio 13,1 £ 0,19 Ha kimetky (n = 272).
Enunununbie OMBalIeHTHI BCTpedaauch TOJbKo B 30% KJIeToK. YpoBeHb XMa3M000pa30BaHUs
Y MyTaHTOB OKa3aJICA CHW)KEH NPUMEPHO B 30 pa3 o CPaBHEHUIO C HOPMOM.

-

-t; "g

el

A

Pucynok 4. Mertadasa | y perieccuBHbIX roM0o3urot Sy9/sy9: A — 14 yausaneHtos, b
— 2 OTKpBITHIX OMBasieHTa (ITOKa3aHbl IBOWHBIMU cTpenkaMu) U 10 yHUBaJIEeHTOB.

PeBu3uto nuronoruuecko kKapTuHbl mpodassl | y mMyTaHToB SY9 Mbl Hayainu c
uMMyHO]IIyopeciieHTHOro aHanu3a pacrpenenenusi 6enka ASY 1. IlepBas oOHapykeHHas
HAMU OCOOCHHOCTh MYTAaHTOB SY9 — He3aBepHIEHHas 3arpy3ka 3Toro Oellka Ha OCH
MeHoTHYeCcKnuX XxpomcooMm, Habmiomanocs guddy3Hoe pacmpenelieHHe CUTHaa,
nyHKTUpHas 3arpy3ka ASY1 Ha XpomocomHbie ocH, ¢parmentanus oceid B 50,6%
meioruToB (N = 85). B ocTaibHBIX MEHOIMTAX YIanoCh MPOCICAUTh CPOPMUPOBAHHBIC
ocu. Takue MeHOIMTH OBUIM B3ATHl AN JalibHEWIIEro u3ydeHus npodasbl .
AcuHanTuyeckuil (EeHOTUN MyTallM¥ HAaYMHAJI TPOSBISTHCS CO CTAaauH, AaHATOTHYHOU
3UrOTeHE MPU HOpMaJIbHOM Meio3e. B oTnuune oT pacTeHui AMKOTO THMA, Y KOTOPBIX Ha
9TOW CTaJANM HAYMHAETCS CIapUBaHHE XPOMOCOM BO MHO)KECTBEHHBIX CAlTax, y MyTaHTOB
Sy9 Tako¥ MHUIIMAIINK CTIApUBaHUs He Habmonanock. Ha ctaanm, anajJoruyHol maxuTeHe, B
MEHOIMTaX MYTAHTOB MPHUCYTCTBOBAIM HECIapEHHBIE OCEBBIE ANEMEHThl XpomocoM. [Ipu
MOJPOOHOM M3YUEHUH CTaJi, aHAJIOTMYHBIX 3UTOTEHE-TIAXUTEHE, B MEHOIIMTax MYTaHTOB
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SY9 MBI OOHAPYXKUJIM KOPOTKHE CHapeHHBbIE ydyacTKu xpomocoMm (puc. 5, A). Cpennee
YUCJIO TaKWX y4acTKoB coctaBuio 2,1 + 0,27 (n = 14) na meionut. [Ipu smekTpoHHO-
MHUKPOCKOTIMYECKOM aHaJN3¢ TeX ke CTaauil HaMHu ObUIA BBHISBICHBI KOPOTKHE (PparMeHTHI
CK (puc. 5, B), ux cpeanee uncino cocraswio 0,8 + 0,37 Ha kiaetky (n = 5).

apr . "

5
s
\

Pucynox 5. @parMmeHThl pacijlacTaHHBIX siep MEHOLUTOB aCHHANTHYECKUX
MYTaHTOB SY9 Ha cTaJuH, aHAIOTUYHOMN 3UTOTEHE — MaXUTEeHE IPU HOPMAIBHOM Melo3e: A -
UMMYyHOQUTyOopeclieHTHOe BhIsiBIIeHHEe Oenka ASY1 (cTpenkamMu TOKa3aHBI CHApEeHHBIC
Y4acTKM XpoMocoM), B — 3JIeKTpOHHO-MHUKpOCKONUYECKOH QoTtorpadus (cTpenkamu
nokasanbl KopoTkue ¢pparmentsl CK).

KommdectBo oOHapykeHHBIX (parmeHToB CK B mpodase | cooTBeTcTBYeT CpemHemy
gyrcay xua3Mm Ha merorut B Mertadase | (0,4 £ 0,06, n = 272). Takum o0pa3om, MbI
YCTAaHOBHWJIM, YTO IUTOJOTMYECKHE KAPTHHBI Melo3a B mpodase | COOTBETCTBYET TOMY, UTO
OXHJIAJIOCh HAa OCHOBE MPEIIISCTBYIONIMX HaOmoaeHnii B Metadase | y myranToB sy9. Ha
CTaJuH, aHAJIOTMYHOW B3HWIOTEHE-MIAXUTEHE, B MEHOIUMTaX MYTAHTOB MPHCYTCTBYIOT
enuHuYHbIE KOpoTkue ¢parmeHThl CK. Ha mx OCHOBE MOTYT MpPOHMCXOIUTH COOBITHS
pPEKOMOUMHAIIMKM M XHA3MOOOPa30BaHus, MPUBOISIIINE K MOSBICHUIO PEIKUX OWBAJICHTOB B
Mmetadasze |.

NmmvmyHodayopecieHTHBIA aHaau3 pacnpenejenus 0eaxkoB ASY1 u ZYP1 B
MeiionuTax MyTaHToB Syl m Sy19. B mpenpiaymux uccienoBaHUSAX OBLIO YCTaHOBJICHO,

4T0 MyTalus Syl BbI3bIBaeT MOJIHBIN acuHarcuc xpomocoM: ¢popmupoBanue CK mosHocTbIO
nonasneHo (Sosnikhina et al., 2005; Cocauxuna u dp., 1992). Myranus Sy19 npuBomuT K
reTepOJIOTMYHOMY CHHAIICUCY XPOMOCOM, KOTOPBI BBIPAXAETCSI B CMEHE IAPTHEPOB
CHapuUBaHMsI, CHHAIICUCE XPOMOCOM “Ha ceOs” W COMPOBOKIACTCS OOIIMPHBIMH 30HAMU
acunancuca (Cocuuxuna u dp., 2001). Mbl npeanonoxuwiu, 4yTo AePeKThl CHUHATCcHca y
THX MYTaHTOB MOTYT OBITh CBSI3aHBI C HApYyLIICHHEM 3arpy3KH CTPYKTYpPHBIX OCJIKOB
CUHONTOHEMHBIX KOMILUIEKCOB Ha OCH MEHOTHYECKHUX XpOMOCOM. /[[isi mpoBepKH 3TOro
NPEINONIOKEHUSI MBI  MPOBEIM CPAaBHUTENBHBI  HMMMYHOQIYOPECHEHTHBIM  aHaIIN3
pacnpenenenust 6enxkoB ASY1 (accomuupoBan ¢ narepanbHbiMu 3neMeHatMu CK) u ZYP1
(6enok nomnepeunbix punamentoB CK) B MelionuTax 3TUX MyTaHTOB.
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HacnenoBanue MyTanuii B M3y4eHHBIX TIOTOMCTBaX HE OTJIMYAJIOCh OT MOHOTEHHOTO
u peueccuBHoro. Llutonormueckuii ananu3 mertadasel | mokaszam, 4ro y MyraHToB Syl
xuazmooOpazoBanue noutu orcyrctByeT (13,98 + 0,016 yHuBanmenToB Ha meionwut, N =
125), y myrtanTtoB Syl9 oHO oOka3ajgoch CHI>KEHO HpuMepHO B 50 pa3 Mo CpaBHEHHUIO C

Hopmoti (13,49 + 0,254 ynuBaneHToB Ha MeiionuT, N = 76) (puc. 6).

/

Aﬁ I ——

Pncyﬂoich6. MeTa(pa:;a‘I y meiiotnueckux mytanToB Syl (A) u syl9 (B). B mByx
KJIeTKax HaOmonaercst 14 yHuBaseHTOB. MacitaOHbIe OTPE3KH — 5 MKM.

NmmyHOdOIyopeclieHTHBIM aHanu3 (puUc. /) TOKas3al, 4YTO CTpOeHue ocei
npo¢a3HbIX XpOMOCOM HE OTJIMYACTCS y PACTCHUN PXKU JTUKOTO THMA M OOOWX MYTaHTOB.
Mpl He oOHapyxkuinu oTiMuui B pacnpeaeneHuu 6enkoB ASY1 u ZYP1 y myraHtoB 1o
CPaBHEHUIO C TUKUM THIOM: 00a Oenka MPUCYTCTBYIOT Ha OCSX XpPOMOCOM B KOJIMYECTBaX
CPaBHMMBIX C pacTEHUSIMU JUKOro tuma. Hame mnpeanonoxkeHue He MOATBEPAUIOCH,
nedexTbl cuHaHancuca y MyTaHToB Syl u Syl9 He cBsizaHbl ¢ 3arpy3koil B XpOMOCOMBI
6enkoB ASY1 u ZYPI B npodasze I.

Panee E.l. Muxaitnosoii u coapropamu (2010) Ha ocHOBe aHa/IM3a PaCTEHUN JUKOTO
tuna u MytanToB Sy10 Obina npemyiokeHa Moaens 3arpy3ku 6enkoB ASY1 u ZYP1 Ha ocu
MEUOTHYECKUX XpoMocoM Yy pxu. CoriacHo 3Toil mozenu 3arpy3ka ZYP1 npoucxoaut emié
710 HayaJla CUHAIICUCA, YTO SBJISETCS YHUKAIbHOW 0COOEHHOCThIO Melo3a pxku. Kpome Toro,
Hanuune ZYP1 He sBisercss A0CTaToyHBIM ycioBusieM st popmupoBanus CK, s
o0beIMHEeHHsI TMHEHHBIX TpeKoB ZYP1 B CTpyKTYypy LEHTPalIbHOTO 3JIEMEHTa HEOOX0IUM
JIOTIOJIHTEIIbHBIN, MOKa HEM3BECTHBIN, GakTop. B Hamielt paboTe Mbl MOTYYNIN UACHTUYHBIC
maaHHbIe 1o pacnpenenenuto 6enkoB ASY1 u ZYP1 npu HopmanbHOM Meiio3e U 0boraTtuiu
MOJIeNIb JAaHHBIMHU TI0 PaclpeieseHuI0 3TuX OenkoB y MyTaHTOB Syl m Sy19, mms KOTOpbIX
coBMmectHoe BbisiBiieHuss ASY 1 u ZYP1 Obuto mpoBeneHo BrepBbie. Takum oOpa3zoM, Halla
paboTa siBIsieTCs epBhIM oaTBepkAeHneM Moaenu E.J. MuxaitnoBoii u coaBTOpoB.



Pucynok 7. Pacmnpenenenue OenkoB ASY1 (zenéuwiit) mu ZYP1 (xpacHblii) B
pacIiacTaHHBIX siApax MEUOIMTOB pacTeHHUl pxu nukoro tuma (A - B) u MeloTuyeckux
mytanToB Syl (I' - E) u sy19 (0K - M1). MaciiraGHbIe OTPE3KH — 5 MKM.

CpaBHUTEJILHBIN INUTOJOTHYECKHI AHAJU3 CTAANH JUILJIOTEHbI V PacTeHHH
JUKOr0 THNA W MeHoTrHyeckux MyTaHTOB SYy1l., sSv9. syll wu sSyl19. Briaenenue
WCCIICOBAHUS CTaJNM TUIJIOTEHBI B OTACJIBHBIM pa3fen ObLIO CAETaHO MO CIEAYIOIINM

cooOpaxxenusiMm. Bo-mepBeix, o0 mpomeccax cObopku CK, ero crpykrype u
(GYHKIIMOHMPOBAHUU HM3BECTHO YK€ JOCTaTOYHO MHOTO, HCCIIEJJOBAaHME STHUX BOIPOCOB
aKTUBHO TPOJIOJIKACTCS BO MHOTHX J1a00paTopusX 1Mo BceMy MUpPY. B mpoTtuBoBec aTomy, 0
nporeccax pazdoopku CK u ero moBeieHUN Ha 3aBEPIIAIONTUX CTaausiX mpodassl [ u3BecTHO
CPaBHHUTENBHO Majlo. Mexay TeMm, 3HaHHE TOro KakuM oOpa3oM npoucxoaut pazdoopka CK
MTOMOYKET TMOJIYIUTh JOTOTHUTEIbHYI0 HHPOPMAIIUIO O €r0 CTPYKType W MPHOIU3UTHCA K
0oJjiee OJTHOMY TTOHMMAaHUIO BONIPOCOB nuHaMuku U pyHkunonuposanust CK. Bo-BTopsix,
B xone npeasinynux uccienoannii CK pxu B maboparopun nurorenetuku MOI'en 6b110
MOKA3aHO, YTO POXKb SIBISIETCSI OJTHUM U3 HEMHOTHUX OOBEKTOB, y KOTOPBIX JOCTYITHA IS
aHanm3a kaptuHa aerpaaupyrommx CK Ha 3aBepmaromux cranusx npodassl . braromaps
MoaU(HUKAIIUN METOJIa OKpallMBaHUS TperapaToB paHee ObUIM MOJYYEHBI OPUTHHAIBHBIC
JTaHHBIE 0 TpaHCcPOpMAIUU yIBTPACTPYKTYpHBIX KoMmoHeHTOB CK Ha cTajguu AWIIIOTSHBI
(Fedotova et al., 1989). B Hamieii padoTe MbI MPOJODKUIN JAETATbHOS M3YUYCHHUE CTAIUH
JTUTUIOTEHBI Y PAKU IUKOTO TUIA U 'y MeHoTH4eckux MyTaHToB Sy11, sy9, syl u sy109.



Pucynox 8. Crhupanuzanuss KOMIIOHEHTOB JErpaJUPYIOIIUX CHHAITOHEMHBIX
KOMIUIEKCOB Y pacTeHUM pkH JUKOro Tuma (A - B) u cnupanuszanusi HeCmapeHHbIX OCEBbIX
AIIEMEHTOB XpOMOCOM y acuHantuieckux MytaHTtoB Sy9 (I', JI) B pacruractaHHBIX spax
MEHOLUTOB Ha CTaauu IUIUIOTeHbI: A, B, I' — nMMyHOQIyopeciieHTHOe BhIsSIBIEHHE Oenka
ASY1 (xpomarun okpamen DAPI); B, JI — pparMeHThI 3JIEeKTPOHHO-MUKPOCKOITMYCCKHX
dbotorpaduii. MacmtaOHbIE OTPE3KU — 5 MKM.

B xone mpeasiaymux uccnenoBanuii FO.C. denorosoit u coasropamu (Fedotova et
al., 1989; Komnomuen u op., 2001) Obuta mpemiokeHa MOJEIb COOBITHI TIPU Jerpajaiuu
CK. CormacHo Monenu, npu OTTAJKUBaHUM JaTepainbHbIX 3nemeHToB CK B Xxone
JIUTUIOTEHBl TOSBISIOTCS OEJIKOBBIE CHUPAIU — OCTATKHU JaTepajdbHBIX AIIEMEHTOB. DTO
3aKJIIOYEHHE OBLIO CAETaHO Ha OCHOBE OJJIEKTPOHHOM MHKPOCKOIUU MOHOXPOMHO
okpameHHbIX CK u TpeGoBano noka3zarenbcTB. Takoe 10Ka3aTelbCTBO OBLIO MOJIYYEHO
HaMU B pe3ynbrare  aHaiMza  pacnpenenenus — Oenka  ASY1  meromom
ummyHoduryopecueHnu. ASY1 ciayxutr mapkepoMm narepainbHbix 3meMeHToB CK. Mbi
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3aperucTpUpPOBAIIU MOJTHOCTHIO UJIEHTUYHbIE KAPTUHBI MOBEJIEHUSI XPOMOCOM, BBISBIIEHHBIX
METOJIaMd MMMYHOLIUTOXHUMHH M 3JIEKTPOHHOM MHMKOCKOMHMH, YTO HAAEKHO JIOKA3bIBAET
MPOUCXOXKICHUE CIUPATU30BAHHBIX CTPYKTYp U3 JaTepanbHbix 31eMeHToB CK u ux
OenkoByto mpupoay (puc. 8, A - B).

VY mytanToB Syl1 nosenenue nerpaaupyromux CK He oTInyYasoch OT ciiydasi JUKOTo
tuna. [lporcxoauno BHINETIMBAHUE JaTEPAIbHBIX 3JIEMEHTOB U3 CTpykTypsl CK u

IIOCTCIICHHAA CIIHpaJIn3alud U ACrpagalud 9TUX CIIMPAJIbHBIX CTPYKTYP.

Pucynok 9. @parmeHTanus 0CeBbIX 3JIEMEHTOB XPOMOCOM B PacIUIaCTaHHBIX SAPAX
MeronuToB 'y Medornueckux MyTaHTtoB Syl (A) m syl9 (B) Ha cTaguM JUIUIOTEHBI.
MacmraOHble OTPE3KU — 5 MKM.

VY myrtanToB SY9 HalOy0Aanack SPKO BBIPAKEHHAs CHUpPATM3ALMS Jerpagupyromux
HECTIApEHHBIX OCEBBIX JJIEMEHTOB XpOMOCOM, KOTOpas OOHapyKuBajach Kak Hpu
ANEKTPOHHO-MUKPOCKOIIMYECKOM, TaK U NP UMMYHO(DIYOPECHEHTHOM HCCIEJOBaHUU
(puc. 8, I', ). V myrantoB Syl m Sy19 He BBIABIAIACH CHUpPATH3AIMS KOMIIOHEHTOB
JEeTPaTUPYIOLINX OCJIKOBBIX OCEHl XpOMOCOM, MPOUCXOJMIIA MOCTENeHHas (parMeHTaus
oceil 10 TMOJHOrO WX WMCYC3HOBEHWs W3 Kapuormuiasmbl (puc. 9). PasnuuHoe moBeneHue
JNErpagupyrolruX 0CEM MEMOTUYECKUX XPOMOCOM Y MYTAaHTOB II0 CPaBHEHHUIO C HOPMOM —
0oJjiee BeIpaXEHHAs CIIMpaNIU3aIysl y MyTaHTOB SY9 u e€ oTrcyrcTBue y MyTaHToB Syl u sy19
— MOXET CBHUJIETEIbCTBOBATh O PA3NMYHBIX CTPYKTYPHBIX OCOOEHHOCTSX Oceil mpoda3HbIX
XpPOMOCOM Yy 3TUX MYTaHTOB.
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OBCYXJIEHUE

Hamie uccnenoBanue ctano nNpoaoKeHUEM LHUKIIA paboT, MOCBAIIEHHBIX U3yYEHUIO
MEHOTHYECKHX MYTaHTOB pxku u3 Ilereprodckoit remerndeckoi komwtekuuu (Sosnikhina et
al., 2005; Cocuuxuna u Op., 2005). bmarogapss HCIOJb30BaHHIO METOIOB CBETOBOM M
ANEKTPOHHOW MHUKpPOCKONHUH, a TAaKK€ NPUMEHEHHI0 MMMYHO(MIYyOPECHEHTHOIO MOJAX0]1a
JUIS BBISIBJICHUS ME03-cielM(pUUecKX OEJIKOB, Mbl MOJYYWIH OPUTHHAIBHBIE JAHHBIE O
MPOSIBJICHUU MeoTHYecknx MyTaruid Sy1, sy9, syll u syl19.

MeloTHYeCKyr0  MyTaluio syll wmbl ki1accupuUMUpPOBAIM KaK MYTaIUIO
reTepOJIOTMYHOr0 cuHarcuca. Pe3ynbTaToM HapylmI€eHHMl TOMOJOTMYHOCTH CHUHAIICHUCA Y
ATUX MYTAHTOB SBJISETCS CHIKEHUE YPOBHS XrazMooOpazoBanus (B 1,5 pasa no cpaBHEHUIO
C HOPMOH), IMIMPOKUH CIIEKTP AHOMUJIMI B NEPBOM M BTOPOM [EJEHHUSIX Meio3a Hu, Kak
CJIe/ICTBHE, TOHWKEHHAasA PEePTHIHHOCTD (B 5 pa3 1Mo CpaBHEHHIO ¢ HOpMOH). Mytarus syll
SBJIIETCS BOCBMOI 10 BPEMEHH OMUCAHUS MyTallUel P>KU C TeTEPOJOTUYHBIM CHHAMICUCOM
XpOMOCOM, TIPH 3TOM OHa SIBJISIETCS camMou ciaboi (1Mo cuiie MPOSBIICHUS HAPYIICHHUI) U3
HUX. MyTaluu TeTepoJIOrHYHOr0 CHHAMCHCA IIMPOKO U3YYAlOTCS B 3apyOeKHBIX
1abopaTopusiX, OAHAKO MEPBUYHBIA Ne(EKT TaKUX MyTallil HAa CETOAHSIIHAN J€Hb y1aJI0Ch
YCTAaHOBUTH HE JIs BceX ciydaeB. M3BecTHo, uto myrtamus pPhsl KyKypy3sl HapyIliaeT
3arpy3Ky paHHUX (EepMEHTOB PEKOMOMHAIIMM HAa XPOMOCOMHBIE OCH, CJIEIICTBHEM YEro
ABJIAETCA HApyIIEHWE TOMOJOTHMU CHAapUBaHUS XpOMOCOM. ['€TeposIOrMYHBId CHHAICHC
XpoMmocoM OblT 00HapyxkeH y myranToB rad51 u dmcl apabunornicuca u Kykypy3bl. OqHUM
u3 ($akToOpoB, 00ECIEUHUBAIOIINX TOMOJOTUYHOE Y3HABaHHE XPOMOCOM, SIBIISETCS 3aIyCK
npoueccoB pekoMOuHanuu. OpHako, B 1E€JOM, 3HAHUA O MEXaHM3Max Yy3HaBaHUs
TOMOJIOTHYHBIMH  XpPOMOCOMaMH Jpyr Jpyra ocTaloTcs HenoiHbIMH. [IpakTtuyeckas
3HAYUMOCTbh M3y4YEHUS TaKUX MYTalUil 3aKJII0YaeTcsl B MOTEHUUAIbHOW BO3MOXXKHOCTU HMX
BKJIFOUEHHUS B CEJICKIIMOHHbIE MPOTPAMMBbI C LENbI0 PACHIMPEHUs Pa3HOOOPA3Usi CXOAHOTO
MaTepuala ¢ MOMOIIBI0 PEKOMOMHAIIMN MEX Ty HETOMOJIOTHUYHBIMU CETMEHTAMU XPOMOCOM.
B cBere ortoro, wu3yuenHas Hamu Mytauus Syll mpexacrtaBaser wuHtepec. OnHa
XapaKTepU3YeTCsl PETYISIPHBIM, HO HEBBICOKUM YPOBHEM HETOMOJIOTUYHOTO CHHAIICHUCA, YTO
OCTaBJIIET BO3MOKHOCTD IS 3aBSA3bIBAHUS CEMSIH, T.€. SBJIETCS ITOITYCTEPUIBHOM.

C uenpro mpuOIU3UTHCS K TOHUMAHHUIO TIEPBUYHBIX JE(PEKTOB, BBI3BIBAEMBIX APYTOi
MyTalMe TeTepoIorMuHoro cuHarcuca SY19 u acuHanTuueckod wmyranued Syl, mbr
MCIOJIb30BAJIM UMMYHO(IYOPECLEHTHbIN aHaau3 JJs BBIABIECHUS CTPYKTYPHBIX O€IKOB
cuHantoHeMHbIX KoMmriekcoB ASY1 u ZYP1, anTtutena Kk KOTOPbIM HaM ObUTH JTOCTYITHBI.
[Ipoananu3upoBaB JaHHBIC JIUTEPATYPHI, MBI MPEANOIOKWINA, YTO y MyTaHTOB Syl u Sy19
MO>KET OBbITh HapyllIeHa 3arpy3ka 3TUX OCJIKOB B AJipa MEHOLIMTOB U/UIIM UX paclpesesieHre
Ha XpOMOCOMHBIX Ocsix. M3BecTHO, yTo oTcyTcTBUE Oenka ASY 1 mpHUBOIUT K acCHHAIICUCY
XpomocoM y apadbumornicuca u puca (Caryl et al., 2000; Nonomura et al., 2004), B To Bpems
KaKk HapymieHusi B 3arpy3ke Oenka ZYP1 mnpuBoAMT K TeTepOJOrHYHOMY CHHATICUCY
xpomocoM y apadbumorncuca (Higgins et al., 2005). OmHako MBI HE 3apervuCTPUPOBAIH
paznmuuuii B 3arpyske u pacnpenenenud Hu ASY1, au ZYP1 y myranrtos Syl u Sy19 pxu mo
CPaBHEHHMIO C JUKUM THUIOM.  Mbl 3aKIIOYWIM, YTO LMTOJOTHYECKUE J1e(eKThl,
BBI3bIBAEMbIC 3TUMHU MYTAIlMSIMH, HE CBA3aHbl ¢ moBpexnaeHuem OenxoB ASY1 u ZYPI1.
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OueBUJHO, YTO LMUTONIOTHYECKUE (heHOTUIIBl MyTaHTOB Syl u Sy19 ompexnenstorcs Ipyrumu
(akTopamMu, KOTOpBIE [TOKA OCTAIOTCSI HEU3BECTHBIMU.

3arpy3ka 6enka ASY1 B smpa MeHOIMTOB HapylIeHA y APYrod M3y4YeHHOW B HAIIeH
pabote (opMBbI pXKU — y acHMHAITUYECKUX MyTaHTOB SY9. B mosoBuHe HcciaenoBaHHBIX
MEHOLMTOB ATHX MyTaHTOB HaOmogancs nedpunut ASY1 Ha XpoMocoMHBIX ocsx. Harmr
pe3yJIbTaT COOTBETCTBYET JaHHbIM, MOdaydeHHbIM E.M. MuxaiinoBod W coaBTOpamwu,
M3y4aBUIMMHU MPOSIBIIEHUE MyTaluu SY9 Ha IpyroM reierndyeckoM one (Muxaiinosa u op.,
2010; JloBmroc u dp., 2009). Takum obpazom, nepunut ASY1 Ha XPOMOCOMHBIX OCSIX —
HaumOoJee paHHUN M3 M3BECTHBIX HAa JIAHHBI MOMEHT J€()EKTOB, BBI3BIBAEMBIX MyTalUen
sy9. OnHako cuia OpPOSIBICHHUS MYyTallMM BapbUpyeT B pa3HbIX KieTkax. B moioBune
M3Y4YEHHBIX HAMH MEHOIMTOB MbI OOHApYXUBaIH C(POPMUPOBAHHBIE XPOMOCOMHBIE OcU. B
TaKUX MEHOLUTaX Mbl 3apETUCTPUPOBAIN PETYIISIPHBIE €AMHUYHbIE COOBITUS CIIAapUBAHUS U
CHHAIICUCA XPOMOCOM (XOTS OOJBIIMHCTBO OCEBBIX 3JEMEHTOB XPOMOCOM OCTaBaJIHCh
acuHanTHUpoBaHHBIMK). DakT 0OHapyxeHUst HaMu KOpoTKuX (pparmentoB CK B melonurax
MYyTaHTOB SY9 SBIIS€TCS OPUTHHAJIBHBIM pe3yibTaToM. OH corjacyeT LUTOJOTHYECKHE
KapTUHBI M€03a y 3TUX MYTAaHTOB: PEJIKHE, HO PEryJsspHble ()parMeHThl CUHANITOHEMHBIX
KOMIUIEKCOB B ipodase | n equamaHbIe Xua3mbl B 30% meitonuToB B MeTadase .

Jlpyrum BaKHBIM pe3yJIbTaTOM pabOThl CTAI0 COBEPILICHCTBOBAHME HAIIMX 3HAHUM O
peoOpa3oBaHUM Ocell MEHOTUYECKUX XPOMOCOM pPKU Ha CTAaJIMU AUIUIOTEHBI. Bo-TiepBbIX,
MBI YCTQHOBWJIM, YTO BBISBIEHHBIE B MNPEABLAYIIMX MCCIEIOBAaHHUIX CIHMPAIN30BaHHBIC
CTPYKTYpBI SIBISIOTCS HMPOAYKTAaMH JETPaJalliy JIaTepaJbHbIX 3JIEMEHTOB CHHAIITOHEMHBIX
KOMIUIEKCOB U MMEIOT OEJIKOBYIO MpUPOAy. BO-BTOPBIX, CPaBHUTENIbHBIN aHAIU3 CTaguu
JUIJIOTEHBl Y MEHOTHYECKUX MYTAaHTOB MO3BOJIMII BBISIBUTH MPUHIMITHATIBHBIE PA3INYMS. Y
pacTeHui AMKOTO TUHa M MyTaHTOB SY9 m Syll mpomcxoauT crnimpanu3anvs KOMIOHEHTOB
ocel MEMOTHYECKMX XpOMOCOM, B TO BpeMsa Kak y wmyraHToB Syl u Syl9 rakoi
CIMpalN3alliy He NMPOUCXOIUT U Habmrogaercs ¢pparMeHTanuss oceid. Mbl 3aKIIOUMIIH, YTO
CIUpAU3aldsg KOMIIOHEHTOB JaTepajbHbIX AJIIEMEHTOB SBIIAETCA €CTECTBEHHBIM (AMKUUN
THUI) COOBITUEM JUIA CTAIUM AUILIOTEHBI y pxHu. C OJHON CTOPOHBI, Takoe IpeoOpa3zoBaHue
COOTBETCTBYET CMEHE CIOoco0a KOMITAKTH3AIlMM XPOMAaTHHA MEXY CTAIUsAMH MaxXUTEHbl U
Metadasbl |, mpu KOTOpoW OMBAJIEHTHl YKOPAUMBAIOTCS, U XPOMATUH B HUX OKa3bIBAETCS
yinoxkeHHbIM o criupanu (Stack, Anderson, 2001). C apyroii CTOPOHBI, CHUpaTH3ALIHSI
CTpYKTYypHbIX KOMIOHEHTOB CK roBopuT 00 0COOEHHOCTSIX €ro ynbTpacTpyKTyphl. Hamm
HaOJIIO/IEHNs TOJTBEPKAA0T MOJIeTh OpraHM3allMd CUHANTOHEMHOI'O KOMIUIEKca, MpHU
KOTOPOH B COCTaB JIATEPAJIBLHOIO 3JIEMEHTAa BXOJAT JBE CIHMPATbHO-3aKpyUCHHBIE OETKOBBIE
HUTH, KOTOPbIE COOTBETCTBYIOT JIBYM CECTPUHCKHM XpOMaTujaM B cocTaBe npoda3Hou
Meroruueckoit xpomocoMmsl (boraanos, Konomuer, 2007).

Jns myTtantoB SY9 xapakrepHa Oojiee BBIpaXCHHAs CIHPAIU3ALUS XPOMOCOMHBIX
oceil B JUIJIOTEHE. OTO MOXET OBITh CJEICTBUEM HAapYIICHHs YKIAJAKU CIHpaIbHO-
3aKpyYEHHBIX OEJTKOBBIX HUTEW B COCTaBE OCEBBIX JIEMEHTOB XpOMOCOM. DakT TOro, 4To
OCEBbIE JJIEMEHTHl XPOMOCOM Yy MYTaHTOB SY9 HCHBITHIBAIOT Hemoctarok Oenka ASY1,
YKpEIUIsitoT Hac B 3ToM MHeHUU. benok ASY1 conepxut B cBoéM coctaBe 1oMeH HORMA,
KOTOpBIM OTBEYaeT 3a CTPYKTYPUPOBAHHWE XPOMATHHA M B3aUMOJEHCTBUE C JAPYTUMHU
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OenkaMu y JIpOXoKei, )KUBOTHBIX M pactenuii (Rosenberg, Corbett, 2015; Muniyappa et al.,
2014). OtrcyTcTBUE criMpaiu3alni OEIKOBBIX ocell y myTaHToB Syl m Sy19 Tarke MoxeT
TOBOPUTH O JpyroM ux cocraBe. Ocu Tpoda3HBIX MEHOTHYECKHMX XPOMOCOM HMMEIOT
CJIIOXKHYIO CTPYKTYPY, B MX COCTaB BXOJHUT HECKOJbKO CTPYKTYPHBIX U PETYJISTOPHBIX
oenkoB. Ilonmublil cnekTp Takux OEJNKOB Ha CETOAHSIIIHUI JI€Hb HE HW3BECTEH JaXe Y
MOJICTTLHBIX OOBEKTOB. BO3MOXXHO, YTO HEXBaTKa OJHOTO W3 TAKUX KOMIIOHEHTOB W
ompeenseT UTOoIorndeckre GeHOTUIB MyTaHToB Syl u Sy19.

BbBIBO/IbI

1. BnepBble ycTaHOBJIEHO, 4YTO MeWoTHdeckass MyTaius Syll BbI3bIBaer
TeTePOJOTUYHBIN CHUHAICUC XpoMocoM. LluTonorudeckuit (eHOTUIT MyTallud — aHOMAJIHS
cUHarcuca xpomocoM B mpodaze | meiioza: “nepexnodeHus’”’ NapTHEPOB CHApUBAHUS U
“ckyagku’ JaTepalibHBIX AJIEMEHTOB CHHANTOHEMHBIX KOMIUIECOB “Ha cebs’. Makcumym
TaKUX HapyIICHWM HAOMIOJAeTCs B TMO3JHEM 3UTOTeHE — CpeaHed maxuteHe. Myrtarus
HacJeqyeTcsl MOHOTEHHO U PELIECCUBHO.

2. BriepBble BBISIBIECHO, 4TO B mpodase | y CHIIBHBIX aCHHANTHYECKUX MYTaHTOB SY9,
UMeroluX enuHuyHble xua3Mmbl B 30% kieTtok Ha craguu Mmetadassl I, mpucyTrcTByroT
KOPOTKHE (pparMeHThl CHHAITOHEMHBIX KOMILIEKCOB.

3. B wmeiionurax myrantoB Syl m Syl9 pkm HaOmromatrcss HOpMasbHasl 3arpyska
6enkoB ASY1 u ZYP1 Ha ocu MEHOTHYECKHX XPOMOCOM, KaK U B PACTEHUSAX TUKOTO THIIA,
U MpUYMHA acCHHAIICHCa XpoocoM B npodase | y 3TUX MyTaHTOB HE MOXKET OBITh CBs3aHaA C
TUMU OeIKaMH.

4. Chupaiu30BaHHBIE CTPYKTYPBI, KOTOpbIE HAOJIONAIOTCS B  KapuOIUIazMe
MEUOIIUTOB DKM Ha CTaauW JAWIUIOTEHBI W TPEIBAPUTEIBHO KBAIU(DHUIIMPOBAHHBIC Kak
OCTaTKW CHHANTOHEMHBIX KOMIUIEKCOB, UMMYHOOKPAIIMNBAIOTCS aHTUTEIaMU MIPOTUB Oeka
ASY1 u, Takum 00pa3om, SIBISIOTCS OCIKOBBIMH IMPOJYKTAMHU JAETPAJAlMH JaTepaTbHbIX
AJIEMEHTOB CUHAIITOHEMHBIX KOMIIJIEKCOB.

5. IMeroT MecTO KaueCTBEHHBIE pa3ivuyus B Mpoleccax €CTECTBEHHOW Aerpajaiuu
OCell MEHWOTHYECKHX XPOMOCOM Ha CTauu IUILIOTEHBl MEWO3a y Pa3JIM4YHbIX MYTAaHTOB
pku. Y pacTeHud OUKOro Tumna v y myraHToB SY9 u Syll naGmromaeTcst cnupanuzanus
OENKOBIX HUTEH-KOMIIOHEHTOB JETPAIUPYIONIUX XPOMOCOMHBIX Ocedd. Y MyTaHToB Syl u
Syl19 Takas cnupanuzainys HE BBISABISIETCS, BMECTO 3TOTO MPOUCXOIUT (parMeHTaIUs
HECIIAPEHHBIX 0CEH MEMOTHUYECKUX XPOMOCOM.
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