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BBEJIEHUE

Meiio3 — yHUBEpPCAIbHBIM KJIETOYHBIH MeXaHH3M, OOECICUMBAIOIIUN PEIyKIHIO YHCIIa
XpPOMOCOM JI0 TaIUIOMAHOrO0 Habopa M PEeKOMOMHAIMIO T'€HOB Y BCEX IYKApPHOT, pa3MHOXKAIOILUXCA
HOJIOBBIM NYTEM. Y pacTeHuil Mel03 MPOMCXOAMUT B KOHIIE XH3HEHHOro LHUKIa crnopodura (2n) u
CILY’KUT JUJIs1 00pa30oBaHUsl MUKPO- H MAaKPOCIIOP, U3 KOTOPBIX 3aTE€M Pa3BUBAIOTCS MY)KCKHE U )KEHCKHE
raMeTo(puThl — MBUIbLIEBBIC 3€PHA U 3apoblieBble MemKH (n). Kaxplii sTan Meiio3a HaX0IUTCs 1O
TCHETHYECKAM KOHTpoJieM. Ero u3ydeHue OCHOBAaHO Ha MCCIENOBaHUM MEMOTHYECKMX MyTalui,
KOTOpbIE MPUBOJAT K CHIELU(PUUECKUM HApYIIEHUSAM 3TaroB AeJeHHs. Y Haubosee U3y4YeHHBIX B 3TOM
IUJIaHe OpPraHU3MOB — JIpoxoKed Saccharomyces cerevisiae u aposoduiasr Drosophila melanogaster
u3BectHO Oosiee 300 cnenuduUecKkux MyTalyii, HApYIIAOIUX TeYeHUE Melo3a. Y pacTeHHd YMCIIO
YK€ OTKpBITBIX TIE€HOB Me€H03a Ha IOPSJOK MEHbIIE. bosblas 4YacTh MEMOTHYECKMX T'€HOB
skcnpeccupyercss B npodasze I meilo3a M mpsMO WIM KOCBEHHO BIIHMSET Ha CIOXKHBIE IMPOLIECCHI
CUHAICHCAa U PEKOMOMHALMM T'OMOJIOTMYHBIX XPOMOCOM. BakHbIM HampaBieHHEM B HCCIEAOBaHUU
TeHOB MeiHo3a SBISIETCS aHaIW3 UX JeHcTBHA  Ha (opMupoBaHue H (YHKIMOHHPOBAHUE
cuHantoHeMHbIX KoMmiulekcoB (CK). CK — meilo3-cnenuduuHas cTpyKTypa, KOTOpasl CYyLIECTBYET
TOJNbKO B mpodase I meioza. Dta aByHHTEBas Oe€lKOBas CTPYKTypa COEIUHSET I'OMOJOIMYHbIE
XpOMOCOMBI Ha BpeMs HX pekomMOumHammu B mpodase I, obecrmeumBaer OOpaTHMBI CHHAIICHC
FOMOJIOTMYHBIX XPOMOCOM M CIIYKUT YJIbTPAaCTPYKTYpHBIM KOMIIAPTMEHTOM ISl JIOKAJIM3allUU
MEIMaTOPOB U MPOMEXYTOUHBIX CTPYKTYp pekomOunanuu (bornanos, Konomuen, 2007).

HccnenoBanue TIeHETUYECKOTO KOHTPOJIsSL MeHo3a HMMeeT Kak (yHIaMEHTallbHOe, TaK MU
npukiagHoe 3HaueHue. C MOMOIIbI0 MEMOTHYECKUMX MYTallMii BO3MOXHO IMO3TAlHO AHAJIU3HUPOBATH
o0uMii XoA Meio3a M M3ydyaThb MOJIEKYJIIPHYIO OCHOBY €ro 3jieMeHTapHbIX coObiTuil. C npyroi
CTOPOHBI, 3HaHUS O MEHOTHYECKMX MYTAIUsX MOTYT OBIThb IOJIE3HBI JJIsl PELICHHs KOHKPETHBIX
OPUKIAAHBIX 337a4. EcTb coolmieHus o0 MCMOJIb30BaHUM MEHOTHYECKMX MYyTalMid pacTeHUd B
cenekimonnoM mporecce (Dirks et al., 2009). Kpome Toro, MeifoTuueckue MyTalui OOHAPYKCHBI Y
yenoBeka. Kak u y pacrenuid, ouu npuBondar k crepuwibHocTd (Handel, Schimenti, 2010). B cBs3u ¢
TUM U3y4YeHHE T€HETHUYECKOr0 KOHTPOJIsS MeHo3a SBJSEeTCS aKTYalbHOM M MEepPCIeKTUBHOM 001acThIO

OMOJIOTHYECKUX HCCJIeIOBaHUM.

AKTyaJIbHOCTb TEMBbI UCCJICA0BAHUSA

Pabora mocBsieHa ¢yHIaMEHTaIbHOW MpOOJeME — HU3YYEHHIO TE€HETHYECKOro KOHTPOJIS
Mmeiioza. Harre nccrnenoBanue mMul mpoBouin Ha [lereprodekoit Komnekun MeHOTHIECKUX MYTaHTOB
pxu, coznanHoi C.II. CocHuxuHod M koJuteramu Ha Kadenpe reHetuku CIIOI'Y. Dta xomnexkuus

SIBJISICTCA OHHOﬁ 13 HEMHOT'MX I'€HETHYCCKHUX KOHJ’IGKHHﬁ, B KOTOPBIX MOAACPNKUBAIOTCA MyTallUUl I10
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cnenuduyeckuM reHam meiosa. s pacTeHuit CyniecTByloT KOJUIEKIIMM KYKYpPY3bl, apabuoncuca u
puca, KOTOpble aKTHMBHO aHAIM3UPYIOTCs uccienoparensmu meio3a uz CIIA, Esponsi, SAnonun u
Kuras. Ha ¢one oOmeil KOHCEpBAaTMBHOCTH MeEH03a, HEKOTOPHIE €ro 3JIEMEHTapHbIE COOBITHS
OTIIMYAIOTCSl Y pa3iWYHBIX BHAOB. B CBSI3M € 3TUM BaXKHBIM acHEKTOM (yHIaMEHTaIbHBIX
UCCIIEIOBAaHUM Melo3a SIBISETCS JIeTalbHOE H3YyUYEHHE €ro OCOOCHHOCTEH Yy pa3HBbIX OPraHHU3MOB.
Hame nccinenoBanue sBisieTcs 4aCThbIO LKA pabOT, MOCBALIEHHBIX TAKOMY U3YUEHUIO PHKU.
N3yueHne MEMOTUYECKUX MYyTalUi P>KM MOTEHLUHUAIBHO UMEET U IIPAKTUYECKYIO0 3HAYMMOCTb.
Poccus nenut nepoe Mecto ¢ I'epmanueii u [lonbieit no pazmepy mioniaaei, 3aHAThIX 3TOH BaXKHOM

CeNbCKOXO035MCTBEHHOM KybTypoit (hitp://www.fao.0rg). 3apyOexHbIME HCCIIEAOBATEISIMU TOKA3aHO,

YTO MEHOTHYCCKHE MyTalluld MOXKHO HCIIO0JIb30BATh B CCICKIIMOHHOM HPOLECCE 3JIaKOB, B YaCTHOCTH,

JUIs yripaBiieHus porieccamu pekomOunarmu (Dirks et al., 2009; Wang et al., 2015).

Crenenb pa3padOTAHHOCTH TeMbI HCCJIEIOBAHNS

Cpenu pacTeHMi reHeTUYECKU KOHTPOJIb MEi103a, Ha JaHHBI MOMEHT, JIy4llle BCEro U3Y4YeH Y
KYKypy3bl, apabujoncuca u puca. Becero y 3tux Tpé€x 3TUX BUAOB pacTeHUU H3BECTHO okojio 100
MEHOTUYECKUX MYTAIUH, 4aCTh U3 KOTOPBIX MPOU30IILIA B TOMOJIOTUYHBIX TeHax. M3yueHue myranuit
BeAETCSI METOAaMH 3JEKTPOHHOM Mukpockonuu, FISH, wuMmmyHodnyopecuentHoro ananusa,
JIBYTHOPHIHOTO aHajW3a OENKOB, AaHalN3 OKCIPECCHH TE€HOB, a TakXKe IIMPOKOrO CIHEKTpa
MOJICKYJISIPHO-TEHETHYECKUX ~ TMOAXOAOB.  BONBIIMHCTBO ~ MEHOTHYECKMX  TEHOB  KYKYpY3Hl,
apalujorcuca U puca KJIOHUPOBAHBI, N7 HUX W3BeCTHHI nociuenosarensHocTH JIHK u OGenxoBbie
OpOAYKTHL. B TO ke BpeMs MeHOoTHUYecKHe MYTAaIlMM P>KH XOPOIIO HM3YyYeHB! JIMIIb KIACCHYECKUMHU
IIUTOJIOTUIECKIMH METOJaMH (CBETO-MHKPOCKONMYECKHA M 3JIEKTPOHHO-MUKPOCKOIIMUECKUI aHaIN3
CTamuil Meio3a), HO OCTAlOTCSl HEAOCTATOYHO M3yYEHHBIMH Ha MOJIEKYJISIPDHOM ypoBHe. bmaromaps
coTpyaHudecTBy uccinenopareneit Ilereprodekoit komnekuuu B IlerepOypre ¢ 3apyOexHBIMU
KOJIJIETaMH, MOJIEKYJISIpHBIE MCCIIEOBAHUS MEHOTHYECKMX MyTauui pxu Hayamuch B XXI| Beke
(Mikhailova et al., 2001; Jenkins et al., 2005; Mikhailova et al., 2006; Phillips et al., 2008; Jlositoc u
op., 2009; MuxaiinoBa u dp., 2010). B Hamie#t pabote Mbl, COTpYAHUYAS C STUMH HCCIICI0OBATEIIAMHU U3

HeTep6ypra, MMPOAOJIKUIIA 3TY JIUHUIO U3YUCHU A MPOSABIICHUSA MEHOTHYECKUX MyTaI_II/Iﬁ pKH.

Heab Hameii padoThl: aHATH3 MPOSIBICHUS MeHoTHYeCKUX MyTanuii pxxu Secale cereale L. u
WCITOJIb30BAaHNE UX JUUIA U3YYEHUSI MEXaHU3MOB MeHo3a.

Hamu Ob1H mocTaBiIeHbI CIEeyIONINE 3aa4 HCCIeJOBAHUS.

1. M3yunTe HacinegoBaHUWE W LUTOJIOTMYECKOE IPOSBICHHE HOBOM MEHOTUYECKON

myTtauuu Sy11 pxu.


http://www.fao.org/
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2. Jl1s BBIICHEHUSI MPUYMUHBI UMEIOIIUXCS MPOTUBOPEUHI B OMUCAHUH IIUTOJIOIMYECKOTO
(eHOTHIIa aCHHANITHYECKUX MYTaHTOB SY9 MPOBECTH €ro peBU3UIO Ha cTaausx npodassl | 1 meradazb
| meiio3a.

3. Jns  wm3ydeHuss OCOOCHHOCTEH CTPYKTYpPHOW OpraHHM3alldd OCed MEHOTHYECKHX
xpoMocoM y MyTaHToB Syl um Syl9 mpoBecTu cpaBHUTENIBbHBII UMMYHO(MDIYOPECUEHTHBIA aHalu3
pacmpeseneHus: 0eIKOB CHHANTOHEMHBIX KoMIuiekcoB ASY1 u ZYP1 B MelionuTax 3TUX MYTaHTOB H
pacTeHUN P>KU AUKOrO TUIIA.

4. Jlist u3ydeHus 3aKII0YUTEIbHBIX ITAlOB BPEMEHHOTO CYIIECTBOBAHMS CUHAIITOHEMHBIX
KOMIUIEKCOB B mpocdaze | meiio3a mpoBecTd CpaBHUTEIbHBIA IMTOJOIMYECKUN aHAlU3 CTaluu

JTUTUTOTEHBI Y PACTEHUN JUKOTO TUTIA U MEHOTHYEeCKIX MyTaHTOB SY1, Sy9, sy1l u sy19.

Hayuynasi HoBu3Ha pa0doThI

B pabote mony4eHbl OpUTHHAIBHBIE JaHHBIE O IUTOJIOTMYECKOM MPOSBICHUN MEHOTUYECKUX
MyTauuii p>ku. BriepBele uccienoBana meiiornyeckas myrauus Syl1l. Ycranosneno, uro myranus Sy11l
HacJIEyeTCs MOHOTEHHO U PELIECCUBHO U BBI3bIBAET M€TEPOIOIMUHBIM CHHAIICUC XPOMOCOM B IIpogaze
I meito3a. [IpoBeneHa peBU3Us IUTOJIOTHMYECKOTO (DEHOTUIIA ACHHANITHYECKUX MyTaHTOB SY9. BriepBbie
B MEUOIIMTaxX MyTaHTOB SY9 oOHapyxeHbl (PparMeHThl CHHANTOHEMHBIX KOMILIEKCOB. DaKkT HaIHuus
KOPOTKHX CHApEHHBIX YYaCTKOB XPOMOCOM SIBIISIETCSI BAKHBIM YTOYHEHUEM TPOSBICHUS MyTalluu Sy9
Ha KJIETOYHOM YypoBHE. BrepBwie mpoBenEH aHaau3 COBMECTHOrO pactmpenencHusi 6enxkoB ASY1 u
ZYPI1 B meitouutax mytantoB Syl u Syl19. Ycranosneno, uto B npodase I meiio3a y myrantoB Syl u
sy19 He HapyleHa 3arpy3Ka 3TUX O€JIKOB Ha OCH MEHOTHUECKH XPOMOCOM.

[IpoBenéH cpaBHUTENBHBIN aHAJIN3 KApTUH IpeoOpa3oBaHus ocell MEHOTUYECKUI XpOMOCOM Ha
CTaJIMH JUIUIOTEHBI y MeroTudecknx MyTtanTtoB Syl, sy9, syll um syl9. Coueranme 3JIEKTPOHHO-
MHUKPOCKOIUYECKHMX WU HMMMYHO(IYOPECUEHTHBIX HCCIEIOBaHUNA MEHOLMTOB MO3BOJIMIIO CJHIENaTh
OpPUTHHAJIbHBIE 3aKIIIOYEHUS O CTPOCHUH U JUHAMUKE (DOPMUPOBAHMS OCe MEHOTHYECKUX XPOMOCOM
U BBUSIBUTH Pa3iMudsl MEXIYy MEHOTHYECKIMU MyTaHTaMH Ha 3aKJIIOUUTENBHBIX JTarax

CYIIECTBOBAHUS 3TUX OCEH.

Teopernyeckas n NpakTH4YecKasi 3HAYUMOCTDH Pad0OTHI

B pabote OblmM mMONy4YeHBI OpHUTHMHAIbHBIE J@aHHBIE O TMposBIEHMH MyTaruu Syll wu
YCOBEPIICHCTBOBAHBI 3HAHUS O mposiBieHnn myTtamuid Syl, sy9 m syl19. PesympraTel Hamielr paGoOThI
JOTIOJHSIIOT KApTHHY TIE€HETHMYECKOro KOHTpOJs Meho3a y pxku. Kpome TOro, Mbl NOJy4nIn
OpUTHHAJIbHBIE JTaHHbIE O npoueccax AeMoHTaxa CK Ha cragum numuorensl. [IpeobpazoBanus CK Ha
ATOW CTaauM, Ha CErOAHSIIHUN JI€Hb, OCTAIOTCSI HEJAOCTATOYHO HM3YyYEHHBIMU, HAIIM PE3ybTaThl

BHOCAT BKJIaJ B UX IIOHMMAaHUEC.



MeTo1010THs U METObI HCCIIEI0BAHUS

MelioTnyeckue MyTallMM DKM U JPYTUX PACTEHUHW IPUBOAAT K CTEPWIBHOCTU PACTCHHM,
[IOTOMY OHH IOICPIKUBAIOTCS B reTepo3urotHoM cocrostunu (Cocuuxuua u dp., 1994; Sosnikhina et
al., 2005). Pabory ¢ Kaxa0ii MEHOTHUECKOW MyTaIl[Meii Mbl HAUMHAIN C aHaju3a ¢ HacCJIeJOBaHUSA B
M3Yy4aeMbIX MOTOMCTBAaX. PEHOTUIBI PACTEHUM (IMKMHA THUIl MM aHOMAJIbHBIM ME03) ompeneisum ¢
MOMOIIIBI0 LIUTOJIOTHYECKOoro aHanmu3a wmeradasbl |. Jlng pacrenuit AMKOro TuUma XapaKTepHO
NpUCYTCTBHE 7 OMBAJICHTOB Ha ATOM CTAaJUH, B TO BpeMs KaK MYTaHThl XapaKTepU3YIOTCS HaIMUYUEM
BapbUPYIOIIETO YHCJIa YHUBAJEHTOB, YTO TOBOPUT O HApYyIIEHUU TMPOIECCOB CIapUBaHUs
TOMOJIOTHYHBIX XpOMOCOM. [l BBISIBIEHUS MYTaHTOB SY9 Takke ObLIO NMPOBEICHO MOJEKYISIPHOE
TeHOTUITUPOBAHUE PACTEHHUI ¢ Hcmonb3oBaHueM SSR-mapkepa Xgwml32, KOTOpBIi MMEET TeCHOe
cueruienne ¢ reioM SY9 (ManbimeB u dp., 2009). PeneccuBHbIE TOMO3UTOTHI MO H3y4aeMbIM
MEHOTUYECKUM T'eHaM (BCE HCCIe0BaHHbIE HAMU MYTAallUU HACJIEOBAIMCH MOHOT€HHO U PEIIECCHUBHO)
OTOMpaNuCh Ui TOAPOOHOTO aHajdM3a METOJAaMH CBETOBOW W JJIEKTPOHHOW MHUKPOCKONHU U
UMMYHOITUTOXUMUH.

CBeTO-MHKPOCKONUYECKH  aHaiu3  CTaaud  Meio3a  MPOBOJWIM  HA  JIaBIEHBIX
alleTOKAPMUHOBBIX ~ MpemapaTtax MaTepuHckux kietok mbUiblbl  (MKII), npuroroBieHHBIX
kiaccuueckuMm  crocooom  (Ilaymesa, 1988; Ilyxambckuit u  op., 2007). [Hnst 37€KTPOHHO-
MHUKPOCKOIIMYECKOTO U UIMMYHOQIIyopeceHTHOTro aHanm3a npodassl I meiioza MKII cripenupoBanu ¢
MOMOIIbI0 TUIIOTOHUYECKOTO IIOKAa Ha IMOBEPXHOCTH pacTBOpa caxapo3bl mo merony [umuca B
mMoaudukamuu gaboparopun 1uroreHetuku MOI'en PAH (Gillies, 1981; Fedotova et al., 1989;
CumanoBckuil u Op., 2014). Ilpenapatsl uxcupoBanu 4%-HbIM pacTBOpoM mapadopMaibaeruaa
(4%). Jns 5neKTpOHHO-MUKPOCKOITMYECKOTO MCCIESIOBAHMUS MPETapaTbl KOHTPACTUPOBAINA PACTBOPOM
A30THOKHCIIOTO cepebpa. XOpoIIo pacmiacTaHHble KIETKH HCCIEAOBAald Ha AJIEKTPOHHOM
mukpockorie JEM-100B (JEOL) mnpu wmanbix yBeiaudeHusX. st HMMMYHOQITYOPECIIEHTHOTO
BBISBJIICHHST ~ Mero3-crienupuaasix  O0enkoB  ASY1 wu  ZYP1 mnpemaparbl WHKYOHpOBAIA €
COOTBETCTBYIOIIUM HAOOPOM MEPBUYHBIX U BTOPUYHBIX aHTUTEINI M UCCIICOBAIIN HA (PIIyOPECIICHTHOM

mukpockorne Axio Imager D1 (Carl Zeiss).
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OcHoBHbIE 110J10KeHHs], BBIHOCHMbIE Ha 3aIIMUTY:

1. Meiiotnueckass Mytauust Syll pxxu HacimeayeTcss MOHOI€HHO U penieccuBHO. OHa
00ycCIaBIMBAaeT HapyIICHWE TOMOJIOTUYHOCTH CHApWBaHHUs XpomMocoM B mpodasze |, T.e. sBisercs
MyTalyel TeTepoJOrHYHOr0 CHHAICHCA.

2. B wMeiionmTax CHJIBHBIX aCHMHANTHYECKUX MyTaHToB SY9 B mpodaze | wmeiio3a
INPOUCXOIAT PEIKUE, HO PEryJsipHbIC, COOBITHS CHapUBaHHUS XPOMOCOM, KOTOpbIE O00ECIeYyMBarOT
00pa3oBaHue €AMHUYHBIX XHUA3M.

3. B meitonnrax myranToB Syl u Sy19 He Hapymena 3arpyska O0enkoB ASY1 u ZYP1 Ha
OCH MEHOTHYECKUX XPOMOCOM, U, TAKMM 00pa3oM, HapylIeHHs cuHarcuca y MyTantoB Syl u syl9 ne
CBSI3aHBI C Ie(eKTaMH 3arpy3KU 3TUX CTPYKTYPHBIX OCITKOB.

4. [Ipu ecTecTBeHHOW Jerpajallid CHUHANTOHEMHBIX KOMILJIGKCOB PXKH Ha CTaJIuH
TUIUIOTEHBI B X0/I€ HOPMAJILHOTO Meiio3a MPOUCXOAUT 00pa30BaHUeE METeNb JIaTepaIbHBIX 3JIEMEHTOB
CUHANTOHEMHBIX KOMILIEKCOB. Y CTAHOBIIEHO, YTO B COCTaB dTUX MeTenb BXxoauT Oenok ASY1. Jlanee
NPOMCXOTUT PACCIOCHUE JTHX TIeTelNb Ha JBE OCIKOBBIE HHUTH W TOCIEAYIONAs CIHPAIA3AIUSI
JEeTPATUPYIOIIUX HUTEH. AHAIOTUYHBIE TPE0OPa30BaHUs MPOUCXOAT B MEUOIMTAaX MYTaHTOB SY9 u
syll. B meliorutax mytanToB Syl u Sy19 B xoae TUIUIOTEHBI Takhe MPeoOpa3oBaHus HE MPOUCXOMISIT,

HMCCT MCCTO IIPOCTad (bpaFMCHTaI_[I/IH ocell MEHOTHYECKUX XPOMOCOM.

Anpo0Oanusi pe3yJbTaToB padoThl U MyOIUKALMHA

ITo pe3ynbTaram uccieqoBanus ObLUIO OMYOIMKOBAHO 9 meyaTHBIX paboT, B TOM YHCTE 2 CTaTbH
B JKypHalle «l'€HeTHKa», KOTOpBhIM BXOIWUT B CHHMCOK H3JaHUM, pekoMeHnoBaHHbIX BAK mis
ONyOJIMKOBaHUSI OCHOBHBIX HAYYHBIX PE3YJIbTATOB JUCCEPTAIIIH.

Pe3ynbrarel paboThl ObUIH MIPEACTABICHBI HA MEXKIYHAPOIHBIX KOH(PEpEeHIHIX «XpOoMOCcoMa
(HoBocubupck, 2009, 2015), ma XVII u XIX MEXIYHAPOAHBIX  MOJIOACKHBIX HAyYHBIX
koH(pepenmusx  «JlomonocoB»  (Mocka, 2010, 2012), na xoHbepeHuuu «buomoruueckoe
pazHooOpazue: I'enodoHapl u reHeTuyeckoe paszHooOpasme» (Mocksa, 2011), na XVII
Bcepoccuiickom cumnosuyme «CTpykTypa v pyHKIMH KietouHoro siapa» (Cankt-IlerepOypr, 2014) a
TaK)K€ Ha €XEroJHbIX OTU€THhIX ceccusax acnupantoB WMOI'en PAH B 2011-2013 ropax.

Amnpobarnust paboTsl cocTosinack 7 utons 2016 r. Ha mexutaboparopHoM cemunape MOI'en PAH.
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I''TABA 1. OB30P JIUTEPATYPbI

1.1. T'eHeTnyecKHii KOHTPOJIL Meli03a: o0IIMe MPeICTABJIEHUS

BriepBbie TeHbI, BIUSIONIME Ha XOJA Meio3a y pacrteHui (KyKypy3a), ObLTH OOHApy>KEHBI
bumrem (G.W. Beadle) B nayane 30-x romoB XX Beka (umrupoBano mo Golubovskaya, 1979). B
Poccun mepBbIM HcciiegoBaTeneM, HauyaBIIMM LIEJICHANPABICHHO W3Yy4aTh I'€HETUYECKUN KOHTPOIb
Mmeio3a, crana M.H. TomyboBckas. B 1979 rony ona omybnukoBama 00ibInoil 0030p, B KOTOPOM
MoJiBepriia aHanuzy BcE pa3HooOpa3ue H3BECTHBIX K TOMY MOMEHTY MEHWOTHYECKMX MyTalui
(Golubovskaya, 1979). M.H.TonyboBcKast BbIAEINIA CEMb IIUTOJIOIMYCCKHX OTAllOB Meko3a, 3a
KOTOPBIMH YCTQHOBJICH OCOOBIH TEHETHMUYECKH KOHTPOJIb: BCTYIUIGHHE B MEHO03, CHHAICUC
TOMOJIOTHYHBIX XPOMOCOM, MEHOTHYeCKas pPEeKOMOMHAIMs, XHa3MOOOpa30BaHHE, PACXOXKIACHUE
TOMOJIOTOB, IIUTOKMHE3 U BTOPOE JieleHne Meitosa. JlanpHelme uccneaoBanus moka3aim, 4YTo Cpeiu
JECATKOB CIEeNU(PUUECKUX TEeHOB Meio3a y pacTeHHil, T'pUOOB W KMBOTHBIX OOJBIIYIO YacTh
COCTABIISIIOT TEHBI, KOTOPbIE MPOSBISIOTCA B Tpodasze MepBOro JENEeHUS W MPSIMO HIM KOCBEHHO
BJIMSIFOT HA CHHATICHC TOMOJIOTHYHBIX XPOMOCOM.

Panee, B 1956 rony nBa amepukanckux nutojora M. Moszec (M. Moses) u JI. ®ocer (D.
Fawcett) HesaBHCHMO Jpyr OT JApyra OTKPBUIM MeEHO3-CHenubHUHYI0 CTPYKTYPY, Ha3BaHHYIO
CHHaNTOHeMHBIM KoMILIekcoM (Moses, 1956; Fawcett, 1956). DTo OTKpBITHE CTAI0 OJHUM U3 CaMbIX
3HAYMMBIX B DPAa3BUTUU HCCIEAOBaHWHA Meiio3a. CHHANTOHEMHBIH KOMIUIEKC — 3TO JABYHHTEBAs
OenkoBast cTpykTypa. OH COCTOMT U3 JBYX JaTepajbHbIX 371eMeHTOB (JID), coennHEHHBIX MEXIy
coboii momnepeunbiMu  punamentamu  (II®), kotopeie (opmupyroT ueHTpaibHbIl dmemeHT (L13J)
(Pucynok 3). CK — cyry6o meiio3-criennpudnas CTpyKTypa, KOTopas CyIIeCTBYeT TOJIbKO B mpodase |
merioza. CK obecnieunBaeT OOpaTUMBIM CHHANCUC TOMOJIOTMUHBIX XPOMOCOM U CIYXKHUT
YIBTPACTPYKTYPHBIM KOMIIAPTMEHTOM JIJISl MPOTEKAHUSI MOJIEKYISPHBIX MPOIIECCOB PEKOMOMHAIUH.

BosnbmHCTBO MeHOTHYECKHX TEHOB JKIpeccupyercs B mpodaze I, mostomy CK cran
HE3aMEHUMBIM HMHCTPYMEHTOM TIPH M3yYCHHH [UTOJOTHYECKOTO TPOSBICHUS MEHOTHYECKUX
mytanuid. [IpencraBieHue o 4Yucie yKe BBISIBICHHBIX CHENH(PUUECKHNX TE€HOB MeHo3a y pa3HBIX
opranuzMoB naér Tabuuua 1. Cyns no Hanbosee M3y4€HHOMY MOJEIBHOMY OOBEKTY — JIPOXIKaM
Saccharomyces cerevisiae — wMel03 y BCEX OPraHU3MOB JIOJDKEH YIPABISATHCS COTHSAMHU
cnenuduyecknx reHoB. CieayeT OTMETHTD, YTO CPEIN MYTAallMid MEHOTHYECKHX T'eHOB HAOIFOIal0TCs
(EHOTUIMYECKN OJWHAKOBBIE Y Pa3HBIX OpPraHW3MOB. HakoIIeHHBI B JUTEparype Marepuai o
MOP(OJIOrHUECKUX U3MEHEHHSIX B KapTHHAX MeHo3a, MO3BOJSET TOBOPUTH O TOMOJIOTHUECKUX PAAax
U3MEHYMBOCTHU MPU3HAKOB MeH03a B IIMPOKOM JIHANa30HEe TAKCOHOB. Majoe 4MciI0 U3Y4E€HHBIX T€HOB

Meio3a y BeicmuxX pacteHuit (50 y KyKypysbl, 10 cpaBHEHHIO ¢ 360 y Apoikei) HE 03HAYaeT, YTo
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ATHUX T€HOB Y PACTCHUM ACHCTBUTEIBHO MEHBIIE. JTO 03HAYAET, CKOpee Bcero, 4to okoiao 300 HOBBIX
TE€HOB Y KYyKYypy3bl, apaOujiorcuca u OpyTHX pacTeHWil emE mnpeAacTouT OTKpeiTh (bormaHos,
Konomuer, 2007).

OT0 mpeanooKeHue HEYKIIOHHO MOATBepxkaaeTcs. Tak, 3a nepBbie monropa necsarenerus XXI
BEKa OTKPBITO U omucaHo 28 HOBBIX MeroTrueckux reHoB puca (Luo et al., 2014) u okomo 30 HOBBIX
MmeioTrueckux reHoB y apabuponcuca (Mercier, Grelon, 2008). Yactp M3 3THX HOBBIX I'€HOB
apaluoIicuca 1 puca sIBJISIFOTCS. OPTOJIOTHYHBIME, B TO BpeMs KaK IpyrUe — YHUKAIbHBIMHU.

[IporpeccuBHbIe HCCleOBaHMS Meii03a OCHOBAHBI HA BCECTOPOHHEM HU3YyYEHUH MEHOTUYECKUX
MyTallMd M KOJUIEKIMI MEHOTHYeCKMX MYTAaHTOB KOHKPETHBIX OpraHu3MoB. B mnocneanue
JICCATHIICTUSI aKTHBHO M3y4arOTCsl TEHETUYECKUE KOJUICKIIMU pacTeHHid: KyKypy3sl Zea mays (Cande et
al., 2009), apadunoncuca Arabidopsis thaliana (Mercier, Grelon, 2008) u puca Oryza sativa (Luo et
al., 2014). Hama paboTta sBIsSeTCA MNPOJODKEHHEM IHKIA PaboT, MOCBAMIEHHBIX H3YYCHHIO
“ITereprockoii” KOJUIEKIIMM MeHOoTHYecknX MyTaHToB pxku, coszgaHHoi C.II. CocHuxuHOW u
kKoyuteramu Ha kKadenpe reHetuku CaHkT-lIleTepOyprckoro rocynapcTBeHHOTO yHUBepcutera. Jlaee
MBI PACCMOTPUM OCHOBHBIE TPYIIITBI U3YICHHBIX Ha JAHHBI MOMEHT MYTaIlMil pacTeHUH U moapoOHee

OCTaHOBHUMCI Ha KOJIJICKIIUH MEHOTHYECKHUX MYTAHTOB PiKH.

Tabamnuna 1. Yncao n3BeCTHRIX cEU(PUUECKUX T€HOB Mei03a y pa3HbIX OpraHu3MoB (110

borpanos, Konomuerr, 2007)

Yucno u3BEeCTHBIX I'€HOB Mel03a
OOBbekT Msyueno Ha HcTounuk
BCETO MOJIEKYJISIPHOM
YPOBHE
Saccharomyces cerevisiae 360 300 Priming et al., 2000
. Manheim, Mckim, 2003
Drosophila melanogaster 320 120 I'pimaesa, Borzaros, 2000
Golubovskaya et al., 2002
Zea mays 50 ! Pawlowsky et al., 2004
Secale cereale 20 - Sosnikhina et al., 2005
. . . Jones et al., 2003
Arabidopsis thaliana 20 10 Schwarzacher, 2003




11

1.2. MeiioTu4ecKHe MYTAllMU PAcTeHH

1.2.1. Inddepennuanus meiiounuToB

B KM3HEHHOM LHUKJIEC pacTEHHM MeHO03 CIYKHT I Iepexoma OT cropoduTHoi (2Nn) K
rametopuTHOM (N) ctaauu pa3BuTHs. OCOOEHHOCTh PACTEHHI COCTOUT B TOM, YTO Y HUX OTCYTCTBYET
MpeIETEPMUHUPOBAHHAST 3apOJIbIIIIeBast JIMHUS KIETOK. Melonutsl nuddepeHIupyroTcs B KOHIIC
JKU3HCHHOTO IMKJa B pe3yJbTaTe CEpHM T'OMEO3HMCHBIX akTuBaloHHbIX miaroB (Ma, 2005; Feng,
Dickinson, 2007). Yro omnpeaenseT HHANBUAYAIbHOCTh MEHOIMTOB K HACTOSIIIEMY BPEMEHH B ITOJIHOM
Mepe He U3BeCTHO. M3BecTHO JHIlIb HECKOJIBKO MYTAallUi, KOTOPHIE BHI3bIBAIOT CMEIICHUE PAaBHOBECHUS
MEX/y MEHOLIUTAMH M OKPYXAIOIIMX MX COMAaTHUECKUMH KieTkamu: macl kykypyssl (Sheridan et al.,
1996; Sheridan et al., 1999; Wang et al., 2012), exs/emsl apabumoncuca (Canales et al., 2002; Zhao
et al., 2002) u mspl puca (Nonomura et al., 2003). CuurTaroT, YTO 3TH MYyTAlMK MPOU3OULIH B
POJICTBEHHBIX T€HAX, KOTOPHIE KOJAUPYIOT KOMIIOHEHT CUTHAIBHOTO Kacka/ia, BEPOATHO, BOBICYEHHOTO
B cOop mH(pOpPMAUK OT COCEAHHMX KIJIETOK W MOMOTaeT YCTAaHOBHUTH CYABOY OyAyIIMX MEHOIUTOB.
Kpome toro, otkpeiT ren Mellpuca, kotopsiii kogupyer ARGONAUTE 6ernok, crennudHbIi s
kietok 3apoppbiimieBoi suauu (Nonomura et al.,, 2007). OTkpbiTHE 3TOr0 Te€Ha IaJi0 OCHOBAHUE
npenmnoniorate, uto PHK-onmocpenoBannas cucrema cailiecuHra, BO3MOXHO, Y4YaCTBYeT B

nudepeHIaug MeHOIIMTOB, KaK 3T0 OBLJIO MOKA3aHOo B Cliydae Ipyrux Beiciux 3ykapuor (Holmes,
Cohen, 2007).

1.2.2. Beryniienune B Meiio3

MexaHU3Mbl aKTUBAIMM Mei03a XOPOIIO M3Yy4YEeHbI Y )KMBOTHBIX U I'pHOOB, TOHUMAHUE 3TOTO
JTana MEWOTHYECKOro JEJeHHs y PACTEHHH Ha HACTOAIIMA MOMEHT sBIsieTcs (hparMeHTapHBIM
(Hamant et al., 2006; Mercier, Grelon, 2008).

VY apabunoncuca otkpeiTo 9t AML-TeHoB, mpoaykTsl KoTopbix cxoxu ¢ PHK-cBsa3platommm
oenkom MEI2 Schizosaccharomyces pombe, urparorimM ompeaensioIy poib B aKTHBAIIMK Meiio3a y
nposxokei. deHoTunsl, HabIOAaEMBble IPH UHAKTUPBUPOBaHHBIX AML1-5 renax, ykaspIBaroT Ha poJib
3THX I€HOB B Meio3e, oAHako HaOJroAaeMble HapyIIEHHs HMCKIIIOYAIOT HaIMpaBIIAIONIy0 poib AML-
TCHOB B MHUIIMAIMK Meiio3a y pactenuit (Kaur et al., 2006). AML1-5 rensl apabuoncuca OKa3pBaoOT
CUWJIBHOE TUIEHOTPOIHOE AEHCTBUE HA Pa3BUTHE PACTEHUH.

W3BECTHO HECKOJIBKO I'€HOB, KOTOPHIE MOTYT UIPaTh BEAYLIYIO POJb B PAHHUX MEHOTHYECKUX
COOBITHSAX y pacTeHuil. Y apabujorncuca Myrtaiuu B reHe Switchl mpenmstcTByer akTuUBaIMu

MEHOTUYECKUX COOBITUH, KaK MHUHUMYM, KOT€3UM CECTPUHCKHX XpOMaTHA M PEeKOMOMHALUU
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romoJyioruanbeix xpomocom (Mercier et al., 2001; Agashe et al., 2002; Mercier et al., 2003). V
KyKypy3bsl u3BecTeH TreH Ameioticl(Aml), kortopblid o0iagaeT 4acTHYHOW TOMOJIOTHEH C TEHOM
Switchl apabunorncuca. [{iast MyranToB @ml xapakTepHa 3aMeHa MEHOTHYECKOTO JICJICHHS Ha JICJICHHE,
nogobHoe mutotnueckomy (Golubovskaya et al., 1997a; Pawlowski et al., 2009).

Huknua-ogo6upie O6enku apadbuponcuca (CDC45 u SDS) Takke MOryT urparb pojib B
KOHTPOJIE MPOTEKAHUA MEHOTHUYECKOTO KIETOYHOTrO IMKJIA JINOO HMETh Ooliee CrerupruHy0 poiib B
penaparmu JJHK (Azumi et al., 2002; Stevens et al., 2004). Kpome Toro, (heHOTHIIBI MYTaHTOB
ms5/tdm u tam apabumorcuca (KOTOpbie, COOTBETCTBEHHO, MPUBOAAT K TPEThEMY LHUKIY CEerperaiiu
XpOMOCOM U YJICHHHHIO Meio3a [) maroT ocHOBaHMsI MpeosaraTb, YT0 COOTBETCBYIOIINE UM T'€HBI
MOTYT SIBIIITHCSI PETYISTOPaMU MeloTuyeckoro kierounoro nukiaa (Glover et al., 1998; Wang et al.,
2004).

Omnpenenenue cyIp0bl MEHOIUTA M 3aITyCK MEHOTHYECKOTO JCICHUS TOJDKHBI IPOUCXOUTD JI0
WIA BO BpeMs IpeaMeHoTHYeCKor S-(basbl, T.K. Ha 3TOHM CTaIUH YK€ IMPOMCXOJUT 3arpy3ka Meuo3-

crienU(pUYHBIX TUCTOHOB, KOTe3WHOB M KOHeHCUHOB (Strich, 2004).

1.2.3. Kore3usi ceCTpUHCKMX XPOMATH/ U CTPYKTYPA MEeHOTHYECKHX XPOMOCOM

Bo Bpemss MuTO3a M Melo03a CECTPUHCKHE XPOMATHABI YACP)KUBAIOTCS BMECTE C TOMOIIBIO
0enKoB Kore3nHoBoro komiuiekca (Pucynok 1, A). B kietkax, aensmmxcs myTéM MUTO3a, KOT€3UHbI
COEIMHSIOT CECTPUHCKHE XPOMATHIbl M YACP)KHMBAIOT UX BMECTE IO pacxoxIeHus B aHadaze. B
COCTaB KOTe3MHOBOro Komiuiekca Bxomar Oenku SMC1 m SMC3, u3 rpynmer SMC (Structural
Maintenance of Chromosomes — Oenku moaAep)KaHUS CTPYKTYphl XPOMOCOM), M JBa Oeka
SCC1/RAD21 u SCC3/PSC3, ne otnHocsmmecs k rpymne SMC (Haering et al., 2002; Ishiguro,
Watanabe, 2007). Kore3nHOBBIN KOMILIEKC MPUCYTCTBYET U B MEHOTHUECKUX XpoMocomax. [Ipu atom
y apoxokedt u mitekonuTaromux SCC1 B HEM 3aMeHEH Ha CXOAHBIN C HUM MeHo3cTenUIHbIA OeIT0K
RECS, a y npo3zoduisl Ha 6eok C(2)M. Y apoxxeir Schizosaccharomyces pombe SCC3 3amenén Ha
RECI11, y mnekonutatonux — Ha STAG3. Comartnyeckuit SMC1 miexonurtaromux 3aMeHEH B Meiio3e
na SMC1-beta (Hamant et al., 2006; bormanos, Komomuer, 2007).

B meio3e pacteHuil 3aMeHe 0ABEPraeTcs TOJIBKO OJJMH KOMIIOHEHT KOT€3MHOBOI'O KOMILIEKCA:
SCC1/RAD21 3amensiercst Ha pacTuTesbHbIN ananor REC8. DToT 0e/lok HACHTU(HUIIMPOBAH U OMKCaH
y apabugoncuca — SYN1 (Chelysheva et al., 2005), y puca — OsSRAD21-4 (Zhang et al., 2006) u y
kykypy3sl — AFD1 (Golubovskaya et al., 2006). Oxka3anock, 4To 3TH OEIKM B OOJIBIICH CTENEHU
cxoxu ¢ 6enkamu RAD21 MIeKOUTAIOMNX U OPOAOKEH, 4eM ¢ MX MeroTHaeckumu ananoramu RECS.
Okcrpeccusi pacTuTedbHbIX aHamoroB REC8 He sBisercst menio3cnennduunoii. CymecTByeT Tovka

3pCHUA, YTO 3TO ABJACTCA CICACTBUCM OTCYTCTBUSA HpCI[eTepMI/IHI/IpOBaHHOI‘/’I 3ap0,ublmeB0171 JJUHHUH
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kiaetok y pacrenuit (Hamant et al., 2006). Dty Touky 3peHust ykpemiser ¢GakT OTCYTCTBUS Y
apabunorncuca menoscneunduynoro ananora Oenka SCC3, Ha HPOTSDKEHUMM MHUTO3a M MeHo3a y
apabuorncuca aeiictByet oauH u ToT ke O6enok (Chelysheva et al., 2005).

Myramuu B rerne Synl/AtRec8 npuBOAAT K CIOXKHBIM MEHOTHYECKMM (DEHOTHIIAM, KOTOPHIE
BBI3BIBAIOT TOJIHYID MYKCKYK) W JKEHCKYI CTEepHIbHOCTh. [lepBuuHble ne(EKTHl BBIIBISIOTCS B
paHHEH JIENTOTEHE — WMEeT MECTO HEepaBHOMEpHas KOHjeHcalus XpomocoM. B anadaze |
HaOromaeTcst cuibHas (parmenrtanus xpomocom (Bai et al., 1999). CooOrraercst 0 BO3MOXHOM
yuactun SYN1 B cmapuBanuu xpomocom (Cai et al., 2003).

Ycranosneno, uro Oemok AFD1/ZmREC8 HeobxomuMm Juis MOAAEPIKaHUS  KOTE3UHU
CECTPUHCKHMX XPOMATHJI, BbIPAaBHHUBAHUS OCEBBIX 3JICMEHTOB M CIIAPUBAaHUS XPOMOCOM B Meio3e y
kykypy3bl (Golubovskaya et al., 2006). beiia monyueHa cepusi ajuIeIbHBIX MYTAllMid 3TOr0 TeHa y
KyKypy3bl. I3ydeHne 3THX MyTaHTOB MOKa3aJi0, YTO (hOPMUPOBAHHE OCEH MEHOTHYECKUX XPOMOCOM B
panneii mpodase | 3aBucut ot yposss sxcipeccud REC8. Y romosuror no cusibHbiM ayutensm (afd1-1,
afd1-2 u afd1-3) xpomocomusie ocu B mpodasze | He dopmupyrorcss BoBce (Hamant et al., 2006;
Golubovskaya et al., 2006). Oxnako mjisi TOMO3UTOT MO claboMy MyTaHTHOMY ajuiento afdl-4
XapaKTEPHO U HAJIMYKE JISNTOTCHHBIX O0ceil XpoMocoM, 1 00pa3oBaHue Gpurypsl Oykera.

AHAJIOTUYHO MJICKOIIUTAIOIIUM U  OpOXOKaM, KOTC3HMHOBBIC KOMILJIGKCHI pAcTCHUH B
LEHTPOMEPHBIX PETrMOHAX 3alllUIIEHbl OT MpexIaeBpeMeHHoro (1o anadasel Il) pacmeruienus
cenapasoi crenuanbHbiMu Oenkamu — mryrommHamu:  AtSGOL1 u AtSGOL2, ZmSGO1, OsSGO1
(Hamant et al., 2005; Wang et al., 2011; Cromer et al., 2013; Zamariola et al., 2014). IllyrouiHsl
pacTeHWil YHUKAIBHBI TEM, YTO OHU (DYHKIIMOHUPYIOT TOJBKO BO BpEMs MEPBOr0 MEHOTHYECKOTO
nenenust (Cromer et al., 2013). AtSGOL1 u AtSGOL2 apabumorncrca 3aliIIal0T [EHTPOMEPHBIC
KOT€3MHBI OT pa3pylieHus ux B aHadaze |, u Takum 0Opa3oM MpeaOTBpaIIACTCs MPEKICBPEMEHHOE
pacxoxaenue cectpunckux xpomarua (Cromer et al., 2013; Zamariola et al., 2014).

Kpome OenKkoB KOT€3MHOBOTO KOMILIEKCA CTPYKTYPY MEHOTHYECKHX XPOMOCOM OIPEICIISIOT
koHaeHcuubl (Pucynoxk 1, B). YV miekonuTamommx u TPpHOOB KOHJACHCHHBI HEOOXOJUMBI JIJIS
pekomMOuHanmu W crnapuBanus romoisoroB (Hirano, 2012). Metogamu 00paTHON T'eHETHKH
YCTAHOBJICHO, YTO B TCHOME apaOuI0ICKHCca MPUCYTCTBYIOT TOMOJIOTH BCEX T€HOB, MPOIYKTHI KOTOPBIX
bopMHPYIOT CYOBETUHHIIBI KOHACHCUHOBBIX KOMILUIEKCOB Y MJICKONUTAIOIIUX U TPUOOB, OJTHAKO OHU
emg IMI0X0 OXapaKTepU30BaHbI M HMX 3HAYCHHWE B Meil03e pacTeHHWil O KOHIA HE YCTAHOBJICHO.
W3BecTHO, YTO MyTallMd B T'eHAaX apaOWIOINCHCA, MPOIYKTHI KOTOPBIX SBISIOTCS CyObEIHHHIIAMHU
KOHJICHCHHOBOTO KOMJIIJICKCA, MPHUBOJAT JIMOO K THOEIH MPOPOCTKOB, JHOO CHIBHO CHHKAIOT
KHU3HECTIOCOOHOCTh U (DepTUIIBHOCTD pacTeHuid. [IpeanosnararoT, 4To KOHICHCHHBI PACTCHHUNA JTOJIKHBI

UMeTh (QYHKIIMIO B Mel03e aHaJOrMYHYI0 KOHJICHCHHAM XMBOTHBIX W rpuboB (Mainiero, Pawlowski,

2014).
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Pucynox 1. CrpoeHue kore3mHoBoro (A) u koHaeHCHHOBBIX KomruiekcoB (B). Kaxmprit
KoMIUIeKC coaepkut 2 SMC cyObenuHuIbl, KOTOpble (HOPMHUPYIOT KOJbBIO, YAEPKUBaeMOe
KJIEM3MHOBOM cyObeauHuLell. Bo Bpems MuTo3a posib KOore3uHoBoro kieusuHa Boionnser SCC1, Bo
Bpems Meifoza — RECS. Jlononnurenshblii Oemok SCC3  HeoOxoaum [Uis  MPaBUIBHOTO
(GYHKIIMOHUPOBAaHUS KOTe3MHOBOro komiekca (A). Ob6a koHIeHCHMHOBBIX Komiuiekca (Bb) conmepxar
SMC2 u SMC4 cyowsenunaunbl. [lomonmaurensable CAP-cyOheIMHHIBI 3aMBIKAIOT KOMITIEKCHI U

o0ecreunBaroT UX MoJHOLeHHOe GyHKIMoHupoBanue (mo Mainiero, Pawlowski, 2014).
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1.2.4. ®opmupoBanue purypnl “oOykera”

Jlo Havajga TpOIECCOB CHApUBAHHUS XPOMOCOM TEJIOMEPBI TNPHUKPEIUIIIOTCS K  SIIEPHOM
000JI0YKe 1 KJIacTepu3yroTces, oopasyercs durypa “Oykera’.

Y kykypy3wl wuiaeHtuduuupoBana wmytaius plural abnormalities of meiosis 1 (paml),
NEPBUYHBIM J1e(DeKTOM KOTOPOU sBIsicTCs Hapymenue GpopmupoBanus “Oykera” (Golubovskaya et al.,
2002). V myranToB paml Takke HApylICH M CHHAICHC ToMOj0roB. OmHAKO KOIHYECTBO (OKYCOB
RADS1 y MyTaHTOB He OT/iMYaeTcsi OT HOpMbl. M3ydyeHue 3TOoro MyTaHTa MO3BOJIUIIO CHENATh JBa
BbIBosa. 1. PanHmMe coObiTHs pekoMOWHammMu HE TpeOyroT Hamuwums “Oykera”. 2. IIporecch
bopMupoBaHus OykeTa ¥ HadalbHBIC 3TAllbl PEKOMOMWHAIIMK HE3aBUCHMBI Jpyr oT apyra (Hamant et
al., 2006).

AHamu3 psga MyTaluid KyKypy3bl, Yy KOTOPBIX HApyIICHO CIIapUBAHHE XPOMOCOM, HO
HaTMIUCTBYBET “OykeT”: phsl, maize male sterile 25 (mms25) u desynaptic Chris Staiger (dsyCS), nan
OCHOBAHHME I10JIarath, 4YT0 (hopMUpoBaHHE GUTyphl OyKEeTa U CIIAPUBAHUE XPOMOCOM TAKKE SIBJISTFOTCS
HE3aBUCHMBIMH TIporieccamu. Kpome Toro, HeT (akToB, MOATBEPKIAIOMIMX a0COIIOTHYIO
HeoOXxoauMocTh ““Oykera” ans crmapuBanus romojoroB (Hamant et al., 2006). Oanako Henb3s
UCKJIIOYaTh POJIb KIACTEpPH3AIMK TeJIOMep Ha sAepHOH MeMmOpaHe B OOJErdeHWH IOIAPHOTO

Y3HaBaHUs TOMOJIOT'OB IJId UX MOCJICAYIOHICTO ClIaprBaHUA.

1.2.5. MeitioTn4ueckasi peKOMOUHAIUA

NaeHTuuIpoBaHO MHOTO TEHOB pAcCTeHUH, KOTOpble HEOOXOAMMBI JUIsl MPaBHUIIBHOTO
IPOTEKaHUs MEHOTHUYECKON pekoMOMHanuu. brarogaps BHICOKONW KOHCEPBATMBHOCTU MOJIEKYISIPHBIX
MEXaHU3MOB PEKOMOMHAIMM Yy DJYKapHOT, CTpaTerdsi OOpaTHOM TE€HETUKH CTajla MOUIHBIM
UHCTPYMEHTOM JIJIsl U3y4YCHUs TEHOB PEKOMOMHAIIMN Y PacTeHH, B YaCTHOCTH, Yy apadbunorncuca (Bhatt
et al., 2001; Anderson, Stack, 2005; Ma, 2005).

@opmuposanue DSB. Meiiotnueckas peKOMOWHAIMS HHUIUHPYETCS JIBYHUTEBBIMU
paspeiBamu JIHK (DSB — Double-Strand Breaks), kotopsie y aposxkxkeii ocymiectsisier 6eiqok SPOL11.
benok SPO11-1 apabunmoncuca sehsiercss romonoroM SPO11, oH HeoOXoauMm i WHHUIMALUAU
MmeroTrueckoi pexkombunanuu (Hartung, Puchta, 2000; Grelon et al., 2001; Hartung, Puchta 2001). B
MeionuTax MyTaHToB atspoll-1 oOuapykuBaroTcs eIMHWYHbIE OWMBAJEHTHl HAa CTAIUU JUAKHWHE3a.
OTOT (hakT rOBOPUT O TOM, YTO JUOO y ITHX MYTAHTOB PEKOMOWHAIMs MOJABJI€HA HE TMOJHOCTBHIO,
au0o OuBajeHTHl B MeHOUUTaxX MYTAaHTOB (OPMHUPYIOTCS C IOMOIIBIO HE3aBHUCHUMOTO OT
pexomOuHanuu mexanusma (Grelon et al., 2001). TTogoOHBIM 00pa3om cebst BeayT MyTaHThI atspoll-
2 (Stacey et al. 2006).
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VY nmpoxokert ms popmupoBanusi DSB kpome SPO11 Tpebyetcss 9 BcrmoMoratrenbHBIX OCIKOB
(Keeney, 2001). Yerbipe u3 HUX MMEIOT cBoMx romojoroB y pactenmii (RAD50, MRE11l, NBS1,
SKI8), omnako HM OAMH U3 ATHX OEJIKOB HE MPOSBISECT IMOJHOTO CXOACTBA (DYHKIMHA MEXIy
npoxokamu u pacrenusimu (Jolivet et al., 2006). C momoripio moaxoma MPSIMON T'€HETHKH ObLI
obnapyxen Oenok AtPRDI, kotopeiii HeoOxomum s oOpazoBanuss DSB y apabumoncuca.
JByruOpuaasiii ananu3 nokasai, yto AtPRD1 B3aumoneiictByet ¢ AtSPO11-1. DTo0 siBAsieTcst HepBbIM
CBHUJICTEJILCTBOM HAJIM4Ms KOMILUIEKCa OENIKOB, KOTOpBIA obecrieunBan Obl dopmupoBanue DSB y
Beicinx dykapuoT (De Muyt et al.,, 2007). OcranbHble OCIKH-KOMIIOHCHTBI 3TOr0 KOMILIEKCA
OCTAIOTCSl HEM3BECTHBIMHU.

Penapayus DSB. BbonpmmHcTBO 0€7KOB, 33/J€HCTBOBaHHBIX B pemnapanmu DSB, cxomnsl B
[apcTBax rpuOOB U )KUBOTHBIX. DYHKIIMOHAIBHBINA aHAIU3 TAKUX TEHOB y apaduaorcuca mokasai, 4To
9TO CIPAaBEIIMBO U JUIS PACTEHHIA, XOTSA Y HUX OOHapyKUBAIOTCsA HEKOTOphie ocobenHoctu (Mercier,
Grelon, 2008).

Y npoxokedr hopmupoBanue u nporeccuHr DSB ocymecTisiercst ¢ momompio 6emkoB MRX
(MRN) komriuiekca, KoTopblil BkitodaeT B cedst 6enku MRE11, RAD50 u XRS2/NBS1 (Borde, 2007).
Oynkuun MRE11 u RADS50 Obutu u3ydens! y apadbunoncuca. Okaszanock, uro y apadbugomncuca MRX-
KOMIUIEKC HeoOXoauM i nporeccunra DSB, Ho He siBisieTcs 00s13aTenbHbIM TSl UX (GOPMUPOBAHUS
(Puizina et al., 2004; Bleuyard et al., 2004). IIpoueccurr DSB npuBOAUT K TMOSBICHUIO OJHOHUTEBBIX
koHIOB /IHK, K KOTOpBIM MPHCOEIUHSIOTCS CIIENUAIbHBIE OCIKH, CIIOCOOCTBYIONINE AKTHBHOMY
noucky romosioruu (Shinohara, Shinohara, 2004). @yHKIIHK HEKOTOPBIX BOBACYEHHBIX B ATOT MPOIIECC
O0enkoB m3ydeHsl y apadupornicuca. RADS51 u DMCI1 sBastorcs romonoramu RECA, HO mMeroT
pazmuuHble (QyHKIUU B permaparuu DSB B Meiio3e y nmpoxokeit. M3ydeHWe COOTBETCTBYIOIINX
MYTaHTOB BBISIBIJIO 3HAUYUTEIFHBIC OTJIMYUS B BHIITOJIHAEMBIX 3TUMH OenkamMu QyHKIHSIX. Y MyTaHTOB
atrad51 pemnapanust DSB ne ocymectsisercs (Li et al., 2004), B To Bpemst kak y myrantos atdmcl
penaparss DSB npoucxoaut, HO o MaTpuile cectpunckux xpomatuy (Couteau et al., 1999; Siaud et
al., 2004). HUccnenomarenu  mpemnonoxwin, urto AtRADS] WHUIMHPYET MOMCK TOMOJIOTHH
uaanpdepentHo ot Ttuma Marpunbl, a AtDMCI1 cnocoOcTByeT pemapanuyd 1O TOMOJOTHYHOU
XpOMOCOME.

VY Kkykypy3sl uaeHtudunuponsano nsa romosora RADS1: RADS51A u RAD51B. HUx
OTCYTCTBHE B MEHOTHYECKOM IPOTEOME BBHI3HIBACT MEHEE BBIPAKEHHBIC IMOBPEXKICHUS (UEM B Cllydyae
apabugoricuca). Y [ABOWHBIX MYTAHTOB KYyKypy3bl IO O3TUM T€HaM HaOII0JaeTcsl YHUKaIbHBIN
(eHoTHI, KOTOPBII HE XapaKTepeH Juid MyTaHToB rad51 npyrux opraHu3MOB: CIIapHBAaHUE, CHHAIICUC
U XMa3MOOOpa3oBaHHE MEXJy HErOMOJIOTUYHBIMH XPOMOCOMAaMH. JTO TOBOPHUT O HEOOXOAMMOCTH
npucyrctBusi RADS1 ans HaxoXIeHHsT XpOMOCOMaMH TOMOJIOTHH TIPH perapanud B Mehose y

KyKypy3sl. B aToM aBoiiHbie MyTaHThl Fad51 KyKypy3bl CX0KH ¢ Pph MyTaHTaM¥ MIIEHUIIBI, Y KOTOPHIX
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“paspeméno” romeosiornuHoe crapuBanue xpomocoM (Rey et al., 2015). ¥V aBoiHBIX MyTaHTOB
rad51a, rad51b 6einox DMCI1 mosxeT yacTuuHO 00ecreunBaTh MHBA3UIO HUTEH U HEKOTOPBIC )KEHCKHE
rametsl BepKuBatoT (Li et al., 2007).

Kpome GenkoB AtRADS1 u AtDMCI B penapanuio DSB y apabumoncuca BOBIEYCHBI JIBa
napanora RAD51 — AtRAD51C u AtXRCC3. Ananu3 myranToB atrad51c u atxrcc3 mokasai, 4To 3Tu
oenku B3aumoeicTByroT ¢ AtRADS1 Ha craauu penapaiuun DSB (Osakabe et al., 2002; Kerzendorfer
et al., 2006).

Kpome Toro, y kykypy3sl ectb reH PhSl, KOTOpbIil y pacTeHHii SIBISCTCA YHUKATIbHBIM TCHOM,
BOBJICYEHHBIM B 3aycK Mexann3moB uHBazuu Hureii JJHK (Pawlowski et al., 2004).

3akniouumenvHole IMansvl MEUOMUYECKOU peKomOunayuu. Y PacTeHUH, TaKKe Kak U Y
JPYTUX dYKapUOT, CYIIECTBYET KaKk MUHIMYM JBa PAa3JIMYHbIX THUIA MPOoAyKTOB penapanun DSB: KO
(xkpoccoseprr; COs — crossovers) u HKO (ue-kpoccosepsr; NCOs — non-crossovers) (Mezard et al.,
2007). B cBoto ouepenb, yCTaHOBJIEHO, 4TO cymiecTByeT aBa kiacca KO. Knacce | KO xapakrepusyercst
HalmyueM uHTepdepeHnru, B To Bpems kak miusi |l kmacca KO cBoiicTBeHHO He3aBHCHMOE
pacmpenenenue mo anuHe OuBaiieHTa. COOTHOIIEHHWE 3THUX KJaccoB BuuoctenuduuHo. KpaitHumun
BapuanTamu sBisitorest Hemarona C. elegans (tosibko kimace 1) u dpoxoxu S. pombe (toasko kiace I1).
VY nposxkeii S. cerevisiae ¢popmupoBanue KO | tuna 3aBucut or ZMM-6enkos (ZIP1, ZIP2, ZIP3,
ZIP4, MSH4, MSHS5 u MER3) u B Menbieii crenenn ot 6enkoB MLH1 u MLH3 (Lynn et al., 2007).

CymectBoBanue nByx kiaccoB KO y pacrenmii BrepBbie Obuto mnpezckazaHo Copenhaver u
coaropamu (2002) u Ha NaHHBI MOMEHT MOATBEPXKACHO Ojaroaaps UACHTU(GUKALUU U ONHUCAHUIO
rera Mus81 u romosnioroe ZMM-6enkoB y apabugoncuca (Copenhaver et al., 2002; Mercier, Grelon,
2008). Y myrantoB o ZMM-6esnkaM He HapyIIEHbI paHHHE COOBITHS PEKOMOUHAIINH (IPUCYTCTBYIOT
curHainbl RAD51/DMC1); cuHarncuc HapyllieH He3HAYuTeIbHO. TeM He MeHee, HaOJr01aeTCsl CHITbHOE
nonasienue popmupoBanus KO. MakcumanbsHoe cHmxenne KO y zmm-myTanToB He npeBbliaet 85%
YPOBHSI TUKOTO TUIA. DTO TOBOPHUT O TOM, YTO, Kak MUHUMYM, 15% KO y apabunoncuca sBiastoTcs
ZMM-ne3aBucumbiviu (11 xacce).

B renome apabuzorncuca mpuCyTCTBYIOT JBa npeanonaraeMeix Mus81 rena. Y cranosieHo, 4To
OIMH M3 HHMX BOBIEUY€H B comMaTuueckyio penapaunuio JJHK wm yuactByer B oOpazoBanuu 9%
meiiotndyeckux KO. Bropoit romomor Mus81 apabunoncuca siisercs ncesmorernom (Hartung et al.,
2006; Berchowitz et al., 2007).

Anderson wu coaBropel (2014) ¢ OMOIIBIO KOMOMHHPOBAHHOTO  HWCIIOJIb30BaHUS
UMMYHO(]DITyOPECIIEHTHOM U 3JIEKTPOHHON MUKPOCKOIIHUHU MPOBEIN NOAPOOHBINH aHAIN3 paclipe/leeHus
nByx kimaccoB KO y tomara. YcranoBineno, uro 18% KO y nukoro tuma Tomara sisisrores KO |l
kimacca. Jlms aByx kimaccoB xapakTtepHo paznmmuHoe pactpeaenenne KO: KO | knacca nmokanusyroTcs

MIPEUMYIIECTBEHHO B JUCTAJIbHBIX pEernoHax (M MperMyIlecTBEHHO B JUIMHHBIX medax), KO Il knacca
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— B IIPUIIEHTPOMEPHBIX PErHOHBIX (reTepoxpomatuH). Habmronanace natepdepennns mexay KO | u 1l

kiacca (Anderson et al., 2014).

@opmuposaine DSBs  A(SPO11-1, AtSPO11-2
AtPRD1-3
; AtDFO

IIponeceunr kounor JIHK
MRN-kommieke

AtCOMI1
O6mern muTAME [JTHK
AtRADSI/AtDMCI

/ X AtRADS51C/AtXRCC3, AtBRCA2

AtMNDI/AtHOP2, AtRPATA
|

®opMupoBaHeHEe JBOWHON cr;')yx'rypm Xommupes (dHJ)

i i

AHTHpeKOMOMHA3a
Pazpymenue dHJ Paapemt:nne dHJ — A FANCM] =
ZMM-benku
A,;T&PC-”““XRM” AtPTD, ASHOC1 |AtMUSSI
(AIRECIMA) AtMLH1/AtMLH3
\J Y \J
NCO NCO Kmacc I CO Kunace I1 CO NCO

(3aBUCUMBII OT (HE3aBHCHMBIH OT (SDSA)
uHTEpdepeHIHH) HHTEphEpEHIIH)

Pucynok 2. Mojens pekombOuHnaruu y apadoumorncuca (mo Pradillo et al., 2014).
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1.2.6. CnapuBaHue roMoJIOrHi4HbIX XPOMOCOM

HawnbGonee 3HaYMMBIN M3 HEpa3pelIEHHBIX BOIIPOCOB B M3YYCHUU Meii03a — KaKue MEXaHH3MBI
o0ecrieunBarOT TOMOJIOTUYHOE CHApUBAHHE XPOMOCOM. Takue QaxkTopsl Kak MOPQOIOTHS
XPOMOCOM, pachpeielieHne CrenuuIHbIX MmocienoBarenbHocTel, cBsa3annbie ¢ JJHK Genku moryr
BHOCHTB OIpeIeTIEHHBIC BKJIA/l B TOMOJIOTHYHOE Y3HABAHUE XPOMOCOM, HO MOJICKYJISIPHBIE MEXaHU3MBI
9TOrO CIIOKHOTO IpoIiecca ocTaroTes HemsBecTHbIME (Hamant et al., 2006).

OnHUM H3 MEXaHM3MOB, KOTOPBIA MOXET CHOCOOCTBOBATH TOMOJIOTMYHOMY Y3HABAHHUIO
XpOMOCOM, SIBJISIETCSl KJIacTepu3alusi TeJIOMEep Ha sAepHOM 00ojouke, T.e. (hopMupoBaHue (GUTYpPHI
oykera (Pa3zmen 1.2.4).

Y Markod mmeHuIsl Triticum aestivum, wm3BecteH reH Phl, KOTOpBIi KOOpAMHHpYET
TOMOJIOTHYHOE CITAPHUBAHUE XPOMOCOM Yy 3TOTO BHJA, WMEIOIIETO TPH FOMEOJIOTHYHBIX TeHOMa (2N =
6X = 42). B mpodaze | y mNmeHWNBl TUKOTO TUIA CHAadaia OOpa3yloTCs MYJIbTHBAICHTHI U3
TOMEOJIOTHYHBIX XPOMOCOM, KOTOpPBIE 3aTe€M IOABEPraroTcs KOPpPEeKIHU. B maxuTeHe mpUCYyTCTBYIOT
TOJIBKO OMBAJICHTHI FTOMOJIOTHYHBIX XpoMocoM. Takasi Koppekius HapyiieHa y phl MmyrantoB: MHOTHE
MYJIBTHBAJICHTHl COXpaHaoTcs 10 Metadassl |. OpHako Hamuume aiiens AMKOTO THIA HE
NPEOTBPALIaeT HETOMOJIOTUYHBIE/TOMEOIOTUYHBIE XPOMOCOMBI OT B3aMMOJCHCTBHS B Cllydae
OTCYTCTBHUSI TOMOJIOTMYHOM Mapsl B MIIEHUYHO-pxKaHbIX ruOpuaax (Martinez-Perez et al., 2001). Oto
HaOJI0JJeHNEe TOBOPHUT O TOM, YTO pa3JielIieHHE MEXIy rOMOJOraMH M TOMEOJIOTaMHU MPOHCXOAUT He
paHee Ha4aJbHBIX OTANOB CIApUBAaHUs XpoMcooM. Takum obOpasom, reH Phl neoOxomum s
KOPPEKIIUK HETOMOJIOTMYHOTO (TOMEOJIOTHYHOr0) crapuBanus y mirenunsl (Moore, 2002; Hamant et
al., 2006).

VYcTaHOBIIEHHE TOMOJIOTHM TECHO CBSI3aHO C MpolleccaMHM PeKOMOHMHAalMU. Bplie onmucaHsl
mytraiun 1o renam Rad51 u Dmcl y apabupmorcuca u Kykypy3bl. WX wu3ydeHHe craio
JI0Ka3aTeIbCTBOM TOTO, YTO paHHUE dTanbl pekomMOuHammu (penaparuss DSB) BoBieueHBI B TOUCK
TOMOJIOTHH I mocneaytomiero crapuanus xpomocom (Franklin et al., 1999; Pawlowski et al.,
2003). dakTuvecK, peKOMOMHAIMS MOXKET M SBISATHCSA CIIOCOOOM MOKMCKa TOMOJIOTHH Y PacTeHUil
(Hamant et al., 2006).

Pacnpenenenne RADS1 Obuto uzydeHo y 20 MeHOTHYECKUX MYTaHTOB KyKypy3bl. OKka3anoch,
yTo KoymuecTBO (hokycoB RADS1 B panneit mpodaze | xopomo m oTpuniaTeIbHO KOPpETupyeT ¢
KOJTMYECTBOM yHUBajeHTOB B MeTadaze | y 18 wm3 20 myrantoB (Pawlowski et al., 2003).
Hcknrouenusimu  okazanuch MyrtanThl paml (Golubovskaya et al., 2002) u dsyl, y kotopbix

oOHapykuBaeTcsi HopmaiibHoe pactpezaencane RADS1 npu HapyieHHOM cuHarcuce romosoros (Bass

et al., 2003).
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I'en Phsl kykypys3sl OTBeYaeT 3a 3arpy3Ky (PepMEHTOB PEKOMOMHAIIMK HA XPOMOCOMHBIE OCH,
no kpaitneir mepe, Oenka RADS51 (Pawlowski et al., 2004). B surorene y mytantoB phsl
peructpupyercs B cpenneM 3 ¢okyca RADS5S1 Bmecto 500 (mukuii Tuim). Pe3yabTaToM ClIyXHT
TeTepOJIOTUYHBIA CHHAIICUC XPOMOCOM B IMAaXUTEHE. OTO SBIAETCA €ll€ OJHUM J0Ka3aTeJIbCTBOM
HEOOXOUMOCTH paHHUX (PEPMEHTOB PEKOMOMHAILIMU ISl OCYIIECTBICHUS KOPPEKTHOI'O CIIApUBAHUS
romojioroB. I'er Phsl 6bu1 kioHupoBan. OH KOIUpyeT OCIIOK, KOTOPBI HE 00agaeT 3HAYUTEIbHON
CXOXECThI0 C WM3BECTHBIMU MEHOTHUECKMMH O€JIKaMH, HO HMMEET IPEANoIaracMble TOMOJIOTH Y
apabumorncuca u opyrux pacrenuii (Pawlowski et al., 2004). Myrauter dsyCS u segll xykypys3sl
UMEIOT IMTOJOrMYeCKUe (PEHOTHUIBI CXOXKHE C HUTOJOTHUECKHM (EHOTHIIOM MyTaHToB phsl —

TeTePOJIOTUYHBIN CHHAIICUC XPOMOCOM.

1.2.7. Coopka CHHAIITOHEMHOI'0 KOMILIEKCA

Hapymenuss B ¢GopMHpOBaHMM CHHANTOHEMHOTO KOMIUIEKCA SIBISIOTCS HauOoiee YacTo
BCTpEYAOIMMHUCS Je(eKTaMu y MEHOTHYECKHMX MYTAaHTOB, MOJYYEHHBIX C ITIOMOIIBIO ITOJIXOJOB
“npsimoii” renetuku (forward geneticS screens). DTo 0OBsCHSETCA TeM, YTO JEPEKTHl CHHAICHCA
MOTYT OBITh CICICTBHEM HECKOJIbKUX MEPBUYHBIX JIE(PEKTOB: KOr€3MH CECTPUHCKHX XPOMATH],
TOMOJIOTHYHOTO CHapuBaHMs XpoMocoMm, pekomOunaruu (Jones et al., 2003; Bormanos, Komomuerr,
2007). Tak, y ymoMHHABIIMXCS BbIllle MyTaHTOB Synl apadumoricuca u afdl xkykypyssl, y KOTOPBIX
OTCYTCTBYET KIIFOUYEBOW KOMIIOHEHT Kore3mHoBoro komiuiekca — RECS, coopka CK He mpoumcxoaut
(Bai et al., 1999; Golubovskaya et al., 2006). Oto roBopuT 0 3aBucumocTd uHHIKMaKH cOopku CK ot
HaJUIeXKaIIeH KOTe3Un CeCTPHHCKUX XpoMmatui. 3arpyska OenkoB CK B KIeTOYHOE SIpO MPOUCXOAUT
Ha OCH CECTPUHCKHX XPOMAaTHI, yXe C(OpPMHUPOBAHHBIE C IOMOLIBIO OEJIKOB KOT'€3HHOBOTO
KOMILIEKCa.

Y wmyrtanToB asynapticl (asyl) apabumoricuca TakXe HApyIICH CHHAIICUC TOMOJIOTHYHBIX
xpomocoM B npodaze |. I'er Asyl 6w kioHupoBaH. Oka3anoch, UTO OH KOJIUPYET O€JOK, KOTOPHIH
obnamaer 3HauuTenbHOU ToMmosoruer B N-konmeBod yactu (nomen HORMA) ¢ Genxom HOPI,
KOMIOHEHTOM JarepanbHbix dneMentoB CK y apoxokeit (Caryl et al., 2000). B nanpHeiinem ObLin
uneHtuuimpoBanbl romosioru reHa AtASY1 y puca — PAIR2 (Nonomura et al., 2004) u nieHuis: —
TaASY1 (Boden et al., 2007). Myrantsr asyl apabumorncuca (2n = 10) UMEOT aCHHANTHYECKHUH
IIUTOJIOTHYECKUN (PEHOTHUII, OJJHAKO JUIS HUX XapaKTepHO HAIWYKME SIUHUYHBIX XHa3M — B MeTadasze | B
cpenneM oOHapykuBaetcs 1,57 ouBaieHnt Ha kierky (Caryl et al., 2000). ®eHotun myranToB pair2
puca oka3bpiBaeTcs Oosiee CHIbHBIM, B MeTadasze | HabmogaroTcs Tonbko yHuBaieHTsl (Nonomura et
al., 2004). ®enotunsl myrtanTtoB hopl/asyl y wu3y4eHHBIX OpPraHU3MOB (IPOXOIKH, HEMaTOJa,

apa6n;[oncnc, pI/IC) HUMCIOT 60J'ILI_HyIO CXOXECTh, UTO T'OBOPUT O KOHCCPBATUBHOCTU POJIHA Ocnka
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HOP1/ASY1 B noctpoennu CK y stux opranmsmon (Hollingsworth et al., 1990; Zetka et al., 1999;
Caryl et al., 2000; Nonomura et al., 2004). B nocrpoernn OD/JID B Meii03€ KHBOTHBIX Y4aCTBYIOT
npyrue Oenku: SYCP2 u SYCP3, xoropeie He oOmamaror romosorueit ¢ 6enkom HOP1 mposoxeit

(bormanos, Konomuer, 2007).

-
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Kpoccopepras
Pucynox 3. Cxema crpoenusi cuHantoHemHoro komiuiekca (CK): LD — ueHTpaibHbIi
aneMeHT, JID — narepanbHblil 21emMeHT, O — oceBOM 3JeMEeHT HecnapeHHOM xpomocoMbl, JIIX —
narepanbHble eTu xpomatraa, CX — cectpuHckue xpoMaruapl, [1® — nonepeunsie punamenTs:, PY

— peKOMOUMHAIMOHHBIN y3enok (1o borganos, 2003).

VY apaOupjonicuca u3BecTHBI JBa reHa Zypla u Zyplb, KoTOpble KOAMPYIOT KOMITOHEHTHI
nentpanbhbix 3ementoB CK (Higgins et al., 2005). Hanuure uMMyHOQIYOPECIIEHTHOTO CHUTHANA
AtZYP1 u y zypla, u y zyplb mMyraHToB, a Takke MACHTUYHOCTh UX MUTOJOTOYECKUX (HEHOTHUIIOB,
CBUJIETENLCTBYET O ‘‘B3aMMoO3aMeHsieMOCTH’ ATHX TeHoB. (O0a Oenka NPUCYTCTBYIOT TOJBKO B
npodaze |. YcraHoBieHO, UTO MHMIMAIUS pEeKOMOMHAIMKM HeoOxonuma st 3arpy3ku AtZYP1 na
XPOMOCOMHBIE OCH, HO OHa HE SIBJSIETCS JOCTaTOYHBIM (akTopoM ais nonuMmepusauuu AtZYP1 u
npespaiieHus ero B komnoneHt [[D. [Ipu orcyrcTBum u AtZYPla, u AtZYP1b GenkoB Habmromaercs
3aJiep)KKa Mei03a, ClapuBaHUE W CHHAIICUC OTCYTCTBYET B OOJBIIMHCTBE MEHWOIIMTOB. XHa3MBbl,
oOHapyXuBaeMble NMpU OTCYTCTBUH 000ux ZYP1 OenkoB 00pa3yroTcss KaKk MEXIy TOMOJOTHYHBIMH,
TaK U MEXy HErOMOJIOTMYHBIMU XpOMOCOMaMH, T.e. orcyrcTBue ZYP1 y apabunoncuca “paspemaer”
PEKOMOMHALIMIO MEXJy HErOMOJIOTMYHBIMU pernoHamu xpomocoM. HMccnenoBanus OenxoB CK y

IPOXOKEN MPUBEIIO K IPEAIIOI0KEHUIO O CYIIECTBOBAHNH “‘KOHTPOJIN mero”’ MexaHusMa, KOTOPBIi
9
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cieaun Obl 3a mporekanuem mpodaser | (Borner et al., 2004). Ananu3 ocoOeHHOCTEH pacrpeeeHus
AtZYP1 moxasan BBICOKYIO CXOXECTh B TEHETHYECKOM KOHTPOIIE MeH03a MEXIy apaOHIONCUCOM U
opoxcoxamu. llpennonarator, yro y pacteHuit CK moxeTr nelicTBoBaTh Kak “KOHTPOJIUPYIOIIUIL™
KOMIUIEKC, KOTOPBI 00ecreunBaeT KOPPEKTHOE OCYIIECTBICHHE MpolieccoB pekomOuHanuu (Higgins

et al., 2005).

1.3. Ilereprogckast KONJIEKIHSA MeHOTHYECKUX MYTAHTOB PKH

Cpenu pacTeHU POXKb SABISIETCS yJOOHBIM OOBEKTOM JUIsl IUTOTCHETUYECKUX HMCCIIEJOBAHUM,
U, B YaCTHOCTH, JUId U3y4eHUs Melo3a. Poxkb nMeeT HeOOIbIIOE YHUCIIO KPYITHBIX XpOMOCOM (2n = 2X
= 14), KOTOpBIE XOPOIIO OKPALIMBAIOTCS pasIMYHbIMM MeTogamu. Kpome Toro, meio3 y pxku
MIPOTEKAET, KOT/1a KOJIOC JIOCTUTAET 3HAYUTEIBHBIX pazMepoB (10 12 cMm, a mpuibHUKH — 10 0,5 cM), 4TO
MO3BOJIIET IOJIy4yaTh OOJBIIOE YMCIO MAaTEPUHCKUX KIIETOK MbUIbIBI HA HYXKHBIX CTaJuAX Meio3a.
Kpome Toro, poxp sIBiISI€TCSI XOPOLIO NPOpabOTaHHBIM LIUTOTEHETUYECKUM OOBEKTOM, UYTO o0JierdyaeT
paboTy 1O M3Yy4EHHIO Melo3a 3TOr0 pacTeHUs U, B YAaCTHOCTH, pPabOTy IO HCCIIEAOBAHUIO
MEUOTHYECKUX MYTaLlHM.

B oTiimume oT APpyrux KOJIEKIUH MEHOTHYECKUX MyTaHTOB (KYKYpY3bl, puca ¥ apaObHI0TICHCa)
JUISL CO3/IaHUSl KOTOPBIX IPUMEHSUIMCh METOAbl HWHIYLMPOBAHHOIO MyTareHe3a MU TIE€HeTHYECKON
TpaHchopmanuu, Bce MmyTranuu B llereprodckoil KoseKIUM SBIAIOTCS CHOHTaHHBIMH. MyTanun
ObUIM BBIIEJICHBI IIPU CaMOOINbBUIEHUN THOPUAOB OT CKPEIIMBAHUS OTJCNIBHBIX PACTCHUN IMOMYJISALUU
(copr Bstka unm copHo-mosieBas poXb U3 3aKaBKas3bsl) C aBTOPEPTUIBHBIMU JIMHUSIMH PXKU.
BoigenenHple MyTaluy MOAAEP)KUBAIOTCS B TETEPO3UTOTHOM COCTOSIHUM B CAaMOONBLIEHHBIX JINHUSAX.
I'eHeTnyeckuil aHalIM3 BENETCS IYTEM HW3YYEHMsI DPACLICIUIEHHS B CaMOOIBUIEHHBIX CEMbSIX OT
IeTepO3UrOTHBIX (EePTHIIbHBIX pacTeHUl JMHUH W B TUOPUIHBIX ceMbsiX F2 OT cKpelmuBaHHMA
OTIENBHBIX (EPTUIIBHBIX PACTEeHHWH pa3HBIX pacuieruistommxcs juaui (CocHuxuHa u Op., 1994,
CocHuxuna u dp., 2005).

C nomouipl0 TeHEeTHYECKOro aHajau3a M MOJPOOHOr0 IIMTOJIOTMYECKOTO H3YUEHMs CTaJuil

Meii03a MeHoTHUeCKHEe MyTalluU PKU ObUIH pa3/ieNieHbl Ha 6 TPyIIL.

1.3.1. MyTrauumu acuHancuca

K mepBoit rpynme oTHOcCsATCS MyTaHTBI Syl m Sy9 C BBICOKMM YHCIIOM YHHBaJICHTOB B
meiionuTax B Meragasze I (MI). Ha cragusx, aHaIOTMYHBIX 3UTOTEHE W MAXUTEHE NMPH HOPMAIBLHOM
Meiio3e, y 3THX MYTaHTOB OOHApy)KMBAIOTCS TOJIBKO OCEBBIE 3JEMEHTHl XPOMOCOM, CHHAIICHC

orcyrctByeT, CK He dopmupyercs. Y myranta Syl Gonee uem B 99 % xierok B MI conepkat TOJIBKO



23

VHUBAQJIEHTHL. ¥ MyTaHTa SY9 Takux KJIeToK okojio 67 %, B ocTanbHbIX 33% KJIETOK BCTpEUaloTCs
HeMHOTrouuncieHHbie ouBajieHTsl (Sosnikhina et al., 1992; Cocuuxuna u dp., 1998; Sosnikhina et al.,
2005). C momomrsto FISH-30H10B ycTaHOBIIEHO, 4TO MyTanus Syl HapyiaeT KiacTepu3aluio TeoMep
Ha SJIEPHOM MeMOpaHe BO BpeMs JICITOTCHBI M Jajiee, KOrJa y HOPMAaJbHBIX PAaCTCHUH HACTYIaeT
3uroteHa. Y MyTtaHtoB SY9 kiactepusaius He HapymieHa win 3¢dexr nHesnauntenen (Mikhailova et
al., 2001). ¥V Tex ke MyTaHTOB, C HOMOIILI0 METO/Ja UMMYHO(DIYOPECIICHIINU, OBLJIO HCCIICIOBAHO
pacnpenenenue panHero Qepmenta pekomOuHanuu — Oenxka RADSI. Beuio ycranoBieHo, 4To Yy
myTtaHTa Syl ¢uryopecueHTHBIH cHUTHAI Oellka OTCYTCTBYET Ha BCEX HCCIICAOBAaHHBIX CTamusX (OT
JICITOTEHBI JI0 TIAXUTEHBI) B OTVIMYHE OT HOPMAJBHBIX pacTeHHil. Y MyTaHTa SY9 OOMIIBHOE YHCIIO
¢oxycoB RADSI1 pe3ko cHIKaeTCs 10 CPaBHEHHUIO C HOPMOM YK€ B paHHEW MMaxuTeHe, TO eCTh 00K
CJIIMIIKOM PaHO Hcye3aeT U3 MehouuTtoB. ECTh ocHOBaHMS mpeanonarate, 4ro myrauuu Syl u Sy9
OnM3KU MyTarpsiM asb u asl Tomata, KOTOpbIE KMEIOT CXO/IHbIe acuHanTu4eckue Genorumnsl (Havekes

et al., 1994; boraganos, Konomuer, 2007).

1.3.2. MyTanusi He3aBepIIEHHOI0 CHHAIICHCA

Jnst MmyTanTa Sy3 XxapakTepeH MUupoKuil criektp pacrpenenenuss MKII B 3aBucuMocTH OT yucia
YHUBaJIEHTOB. Menouuntsl, coaepxaimye B MI TOJIBKO yHMBajI€HTBI, BCTPEYAOTCS C 4aCTOTOM BCETO
2%. Ha ocHoBe anaim3a CK 3TOT MyTaHT OTHECEH K YacTHYHO AaCHHANTHYECKUM, TaK Kak OH
XapaKTepU3yeTCsl HE3aBEPIIEHHBIM CHUHAICUCOM K MOMEHTy Hadana aerpagauuu CK, koropas
HACTymaeT B paHHe# aumuioTeHe. Ha mpenmecTBytomei el ctaauu mo3aHel maxuTeHbl 0OHAPYKEHBI
acMHAaNTHYECKWE YYacTKH B TEJIOMEPHbIX M MHTepcTHIMaNbHBIX paiioHax CK. HabGmonaercs
paspyuieHre oceBblXx d31eMeHToB CK B acMHaNTHYECKMX CErMEHTax €Ile A0 HacTYIUICHHS
OTTAJIKWBAaHUA JlaTepaibHbIX ieMeHToB CK B auIoTeHe, T.€. MPOUCXOAMUT IPEXIAEBPEMEHHOE

npekpainenue cuHarcuca (CocHuxuHA u dp., 1992; denorosa u op., 1992).

1.3.3. MyTanuu rerepoJIOTH4HOr0 CHHAIICHCA

Tpetess rpynna mytantoB (Sy2, Sy6, sy7, sy8, syl0 um syl9) xapakTtepusyeTcs TeMm, 4TO Ha
CTaJUM TAXWUTEHbl Y HHUX HAOMIOJAIOTCS KapTUHBI CMEHBI MApPTHEPOB CIApUBaHUs JaTepallbHBIX
AIIEMEHTOB («IEPEKITIOUEHUs») U CKJIQJKU JaTepalibHBIX 3JIeMeHTOB «Ha cebs» (fold-backs). Takue
HapYIICHUS TOBOPAT O HAIMYUU HETOMOJIOTUYHOTO CHHAIICHCA Hapsly ¢ TOMOJOTHYHBIM. Ha cTaann
MI y 3Tux MyTaHTOB HaOIOJAETCS BaphbUPYIOILIEE YHCIO YHHBAJIEHTOB, KOTOPOE 3aBHCHUT OT YHUCIIA
XHMa3M, BO3HUKIIUX TIPU CMEHE MapTHEPOB criapuBaHus BO BpeMs npodassl I. B MecTax acunaricuca u

TCTCPOJIOTUYHOIO CHUHAIICHCAa OTCYTCTBYCT HJIM PE3KO CHHUIKXCH KPOCCHUHI'OBEP, B PE3YJILTATC 4YCTO B
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MeTadase | BHIABIAIOTCS YHUBAJICHTHI U B PEJIKUX CIIydasX MyJIbTHUBANEHTHI (10 11% y MmyTaHTOB Sy2 u
sy19) (I'amxuesa, 1992; Fedotova et al., 1994; Cocuuxuna u op., 2001; Cocuuxuna u dp., 2002;
Cocuuxuna u dp., 2007; Cocuuxuna u odp., 2009). IIpeamnonarator, 4ro AedeKT y ITUX MYTAaHTOB
CBS3aH C ATaloOM Yy3HaBaHUS romosoruusbix JokycoB JJHK, To ectb mposiBisiercs yxe BO Bpems
CrapuBaHMs TOMOJIOTHYHBIX XPOMOCOM B O4Y€Hb paHHel mpodasze I, Tak kak mpouecc «COOpKu»
6enkoBbix 31emenToB CK B 3HauMTeNbHON creneHH MHAU(QepeHTeH Kk romosioruu jnokycoB JJHK
(bormanos, Konomuern, 2007). Mexanusm ACHCTBUS TaKUX F€HOB MOKA HESICEH, HO CY/S 10 BCEMY, OH
COCTOMT W3 HECKOJIbKMX OJTamoB. Ha paHHHMX JTamax cHoapuBaHHUs XpOMOCOM Y3HAIOTCS Bce
TOMOJIOTHYHBIE TOCJEI0BAaTEIIbHOCTH JaK€ B HEAICNIbHBIX IOJOXKEHHUSIX, a 3aTeM IPOUCXOAUT
KOPpPEKIHs IOJ] BO3ACHCTBHEM T'€HOB, KOHTPOJUPYIOMIMX CTPOrOCTh TOMOJIOTHYHOTO CHHAICHCA
(Cocuuxuna u dp., 2005; bornanos u dp., 1996). UmenHo Tak, cumtaercs, aekcTByeT Jiokyc Phl y
MSTKOH IIIEHHIIBI, UMEIOIEeil roMeonoruunbie renomsl (Jenkins, Okumus, 1992).

Y MyTaHTOB PXHU C TETePOJIOTUYHBIM CHHAIICUCOM IIOMHMO YHHUBAJEHTOB B Meio3e
BBISBJISIFOTCS.  OWBAJICHTHI M MYJIbTUBAICHTHL. MYJIbTUBAICHTH CUYUTAIOT PE3YJIbTATOM PEIKOTO
KPOCCHHTOBEpa 10 TOMOJIOTHYHBIM ITOCIICOBATEIBLHOCTSAM B AKTOMHYECKOM mojoxeHnn (CocHUXMHA
u op., 2005). YV myrantoB Sy10 Obu10 H3y4eHO MOBEJACHHE XpOMOCOM B MI ¢ HCmonb30BaHUEM MSTH
FISH-30H10B, ¢ TOMOIIBIO KOTOPBIX MOXKHO OBLJIO JTOCTOBEPHO HJIEHTH(UIIUPOBATH KKIYI0 Hapy
TOMOJIOTHYHBIX XPOMOCOM. bBBITIO yCTaHOBIIEHO, YTO 3HAYMTENIbHAas dYacTh OuBajeHTOB (39%) y
MyTaHTa oO0pa30BaHa HETOMOJIOTHYHBIMH XPOMOCOMAaMH, XOTsS OWBAJICHTHI OBLIM TMPABUIBHO

opueHTHPOBaHbI B MeTadasnoii miockoctu (Jenkins et al., 2005; Mikhailova et al., 2006).

1.3.4. MyTanum aHoMaJILHOT0 CTPOEHHs JaTepajbHbIX 3j1eMeHTOB CK

[Tpyu M3ydeHuM 3JeKTPOHHO-MUKPOCKONHMUYECKUX (poTorpaduil criperupoBaHHBIX MPENapaToB
MAaXUTEHHBIX KJIETOK PACTEeHUN U3 JIMHUU Ms6, XapaKTepu3yroliencs MyXCKOH CTEpUIIbHOCTbIO, ObLIN
oOHapy»XeHbl HEU3BECTHbIE paHee aHOMalIuM yiabTpacTpykTypbl CK. OTa myTanus Obuta o603HaueHa
kak mei6 (bormanoB u op., 1997; Bogdanov et al., 1998). Anomanuu mpeacTaBmsiid coOOM
YIABTPACTPYKTYPHbIE BBIPOCTHI Ha JlaTepalibHBIX 35ieMeHTax CK. BrIpocTsl ObUIHM JBYX THUIIOB: “IIUIBI’
u “neperopoaku”’. BeipocThl mHOrma cuiibHO ucKaxanu cTpyktypy CK, mpuBoas k mpoOenam Ha
OJIHOM W3 JIaTepaJIbHbIX JJIEMEHTOB, a TakkKe (OPMHUPOBAIHU JIOKAJIbHBIE BETBSIIUECS CTPYKTYpBHI.
Cpennee 4uClIO TAaKMX AHOMAJIMM Ha KIETOYHOE SAPO YBEIMYHMBAJIOCH OT PAaHHEH MAXWUTEHBI /10
NO3AHEH JUIUIOTEHbl. DbBBUIO TPENnosoKeHO, 4YTO BBIPOCTHI Ha JarepalbHbIX aneMeHTax CK
BO3HUKAIOT B pe3ysibTaTe MOAU(PHUKAIUU CTPYKTYpPbI OEJIKOB, (OPMUPYIOUINX JIATEPATIbHBIE JIEMEHTHI
CK, w/unu B pe3ynbTaTe OIMIMOOK caMOCOOpKH 3THX OenkoB. bplma mpeiokeHa W albTepHATHBHAS

THUIIOTE3a, KOTOpast OCHOBBIBAJIACH HA TOM, YTO UMEJIA MCCTO NOCTOBCpPHAsA OTPHULIATCIIbHAA KOPPEIIALINA
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MEXy YHCIOM BBIPOCTOB B cyOTepMuHaibHbIX cerMeHTax CK M 4YucioM pexoMOMHAITMOHHBIX
Y3CJIKOB B 3THUX CCIMCHTax. HOBTOMY HE 6LIJIO HUCKIIIOYCHO, 4YTO BO3HHMKHOBCHHMC aHOMAJIbHBIX
BBIPOCTOB CBSA3aHO ¢ jAedexkramu GopMHpOBaHUS 3TUX (PEepPMEHTATUBHBIX KoMmIiuiekcoB (bormanoB u
op., 1997; Bogdanov et al., 1998).

OTMC‘ICHO, 4TO MyTanuAa mei6 HacCJICAyeTCad HE3aBUCHUMO OT MYTaluu TIETCPOJIOTHYHOIO

cuHaricuca Sy6, KoTopast IPOsBISCTCS B 3TOM e auHuu pacteruit Ms6 (Cocuuxuna u dp., 2005).

1.3.5. Myranuu HepaBHOMEPHOIi KOHJAEHCAMHA MeHOTHYECKHX XPOMOCOM

JIBe cCHOHTaHHbIE MeHO3-crieu(UUHbIe MYTalldd C OJUHAKOBBIM  IIMTOJOTHYECKUM
MPOSIBIICHUEM BBIZICJIEHbl HE3aBHUCHUMO M3 pPa3HbIX momyiasuui pxu. O0e MyTaluu pelecCUBHBI,
QJUTCJIBHBI M HACJIEIYIOTCS MOHOTEHHO, TeH ObUT 0003HauYeH CHMMBOJIOM MEI8. MyTaHTHbIC ajuiesn
ATOr0 TIEHAa BBI3BIBAIOT HEPABHOMEPHYIO KOHJCHCAUWIO XPOMAaTHMHA [0 JJIMHE MEHOTUYECKOU
XPOMOCOMBI; KOHJIGHCUPOBAaHHBIM XPOMAaTHUH IIEpeMexaeTcss yJacTKaMHu Clladoi KOHJEHCAIlHH.
XpOMOCOMBI TPOSBISAIOT JIUIKOCTh KOHIIOB M YacTO YTPAayMBAIOT WHIUBUAYATbHOCTh. OOBIYHO
XPOMOCOMBI TIPH 3TOM MyTallMd UMEIOT TEHJICHIIUIO K “KOMKOBAHUIO”, XOTS B HEKOTOPBIX KieTkax MI
pa3IMuUMBl  OTKpPBITbIE OWBAJICHTHI, NPABWJIHLHO OPUEHTHUPOBAHHBIE B MeTa(a3zHOW IIIIOCKOCTH.
Myranus He BIUSET HU Ha MPOIECC CHHAIICKCA, HU Ha (JOPMHUPOBAHKE BEPETEHA, a BIIUSACT TOJBKO HA
CTpYKTYpy XpomocoMm. B Al xpomocombl pacxomsTcss K IHOJOCaM, HO CHJIBHO (PparMeHTHUPYIOTCS.
Hecmotps Ha peskue HapymieHus meiiosa, Habmogaemble B 100% KII€TOK, OCHOBHAs Iporpamma
JIeJIEHUH Mel03a OCyIECTBIsIETCs 10 KOHIIA, (POPMHUPYIOTCSI MUKPOCTIOPHI € siIpaMH Pa3HOro pa3mepa

U coJiepKalire HepaBHOE KoaudecTBO xpomaTtuHa (CocHuxuHa u dp., 2003a).

1.3.6. MyTanuu cBepXKOHACHCAIUA MEHOTHYECCKHX XPOMOCOM

AunnenpHbie MyTaiu Mei5 u meil0 takke umeroT cxoauslii GeHotum. Jus myranuun meilo
XapaKTepHa CBEPXKOMITAKTHU3AIMS XPOMATHHA MEHOTHYECKUX XPOMOCOM, COIPOBOXKIaeMast
OCTAaHOBKOH JICICHWS Ha pa3HbIX CTaausx Mero3a. Kpome TOro, BBISBICHBI HapyIICHHS B
dbopMUPOBaHUN BEpEeTeHa, YTO MPOSBISAETCS B OTCYTCTBUU KOHBEPreHIMU (UOPUIUT Ha MOIOCAX
nenenust (Lamunaa v dp., 1994; CocHuxuna u op., 1996). IIpu 37eKTPOHHO-MUKPOCKOIHUECKOM
anaymze MKII myranToB meil0 ObUTH BBISIBICHBI YTONIIEHHS JaTepanbHbix anemenToB CK (Denorosa
u op., 1995).

Myramuu mei8 u meil0 — pereccuBHBbIC, HEaUICNbHBIC, HACICIYIOTCS W TPOSBISIOTCS

He3aBucuMo (CocHuxuna u dp., 20030).
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1.3.7. B3aumoaeiicTBue MeHOTUYECKUX IT'€HOB Y PsKH

Jisi  HEKOTOpBIX  CHHANTHYECKUX  MYTallMd  pPXH  yCTAaHOBJICHO  AIHCTaTHYECKOE
B3amMojieiicTBre. Ha ocHOBaHHMH 3TOro OBUI CIENaH BBIBOJ O TOPSAKE aKTHBAIMH JTUX T'C€HOB B
meioze: Sy9 (acunamcumc) > Syl (acumamcuc) — >Sy3 (He3aBepmI€HHBIM cuHarcuc) > Sy19
(rereposoruunsiii cunarcuc) (Cocauxuna u dp., 2005). ITo 0ka3aaoch BO3MOKHBIM OCYIIIECTBUTH HE
JUIE BCEX Map TECTUPYEMbIX MYTaIlMid, T.K. (DEHOTHITUYECKOE MPOSBICHUE psa MyTalUid CXOIHO
(Hamu4KMe BapBUPYIOLIETO 4YHCIa YHUBaJICHTOB B MI). BONBIIMHCTBO W3 HCCIEIOBAaHHBIX TCHOB
Hacnenyercss HesaBucuMo. CueruieHue ObUIO OOHapykeHO ToJbKO s reHa Sy10 (reTepoioruyHbINd
cuHarncuc) ¢ reHamMud mei8 u meil0, BAUSIONMMH HAa KOMIIAKTH3AIHUI0 MEHOTHYECKHX XPOMOCOM

(CocHuxwuna u op., 2003B).

1.3.8. KapTupoBanue Meil0OTHYECKHX I'€HOB PKHU

C ucnonbp30BaHUEM MHKPOCATEIUIUTHBIX W H303UMHBIX MapKepOB OBLIO KAPTUPOBAHO IATH
MEHOTUYECKUX MyTaluil pku. AcuHantuyeckue TeHbl Syl u Sy9 Oblim  KapTHpOBaHbBI B
MPUIIEHTPOMEPHOHN 00J1acTH JIMHHBIX TIed XpomocoM 7R u 2R coorBerctBernHo (Manbimes u op.,
2009). T'en sy19 Taxxe ObUT JOKAJIM30BaH B JUIMHHOM IUIieye xpomocoMbl 7R (JlommaroBuu u op.,
2013a), ren Sy10 oka3zaics pacroyio’keH Ha JUIMHHOM Iiiede XpoMocombl SR. T'en Sy18 xapTupoBan Ha
xpomocome 2R (HommaroBuu u Op., 20136). Jlokaim3anus MEHOTHYECKHMX T'€HOB OTHOCHTEIIBHO
MOJIEKYJISIPHBIX MapKEepPOB OTKPHIBAET MEPCIEKTHUBBI JIJIs1 UX TOYHOTO KApTHUPOBAHUS U KIOHUPOBAHUS
C WCIOJNB30BAaHUEM TEHOB-KAHIUIATOB W3 CEKBEHHUPOBAHHBIX TeHOMOB. C Jpyroil CTOPOHBI,
MOJICKYJISIPHBIE MapKephl TO3BOJIAIOT YIPOCTHTH IMOJJICP)KAaHWE MYyTAallUd B TETEPO3UTOTHOM
COCTOSTHUH, a TaK)K€ CO3/1aBaTh JABOWHBIE MYTAHTHI JUIsl OMpEENICHUs MOPSAKA BKIIOYEHHUS TEHOB B
MOJIEKYJISIpHBIE TPOIIECCHl Meiio3a ¢ TIpHUMEHEHHEM MapkepHoro otbopa. Takoil momxon yxe

NpUMEHEH T U3ydeHHE ABOMHBIX MyTaHTOB Mo reram Syl u Sy9 (Jlositoc u op., 2009).

[To cremeHn H3y4EeHHOCTH JEHCTBHsSI TE€HOB Ha MOJeKyIsipHOM YypoBHe Ilereprodckas
KOJUIEKIIMSI MEHOTHYECKMX MYTAHTOB PXKU YCTyNaeT KOJUIEKIMAM MEHOTHYECKUX MYTaHTOB
apabuyornicuca, KyKypy3sl W puca. OmHako, Oyiaromaps COTPYAHHYECTBY HCCIEAOBATENIeH ATOM
koyuiekuu B [lerepOypre ¢ 3apyOeKHBIMU KOJUIETaMH, MOJICKYJISIPHBIE UCCIIEOBAaHUS YK€ HaYaIINCh
(Mikhailova et al., 2001; Jenkins et al., 2005; Mikhailova et al., 2006; Phillips et al., 2008; Jlositoc u
op., 2009). Ilereprodckas KOJUIGKIMS Hapsay C MyTalusIMH, (EHOTHIIUYECKH CXOTHBIMH C
MYTaIMsIMA 'y apaOHIoTIcuca, KyKypy3bl U pUca, COICPKHUT MYTAIMH, KOTOPBIC €Ile He OMHCAHBI y
JIPYrux pacTeHuil (Hampumep, MeI6, mpuBOAsAINas K aHOMadbHOMY cTpoeHuio JIJ) u mosTomy

MMpEaACTaBJIACT coboit LICHHBIN MaTepuail ajd HCCIIEIOBaHUIA. KpOMe TOT'0, KOJUICKIIU Oorara 0O0JbIION
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cepueil MyTaluid TeTEepOJOTMYHOTO CHHAINCHCAa XPOMOCOM M TPEACTABISET OCOOBI WHTEpEeC I
UCCIIEIOBaHMsI, TIOCKOJBKY pacmu@poBKa MOJEKYISPHBIX MEXaHU3MOB OOpPaTUMOTO TOMOJIOTHYHOTO
CIIapUuBaHUA XPOMOCOM ABJIACTCA HepBOCTeHeHHOﬁ 3a;laqe171 JJIS I‘JIy6I/IHHOF0 IIOHUMAaHWU IIPUPOJbI

Melo3a Kak YHHUKAJIbHOI'O OHOJIOrMYECKOI0 Impouecca.
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I''TABA 2. MATEPHAJIBI U METO/IbI

2.1. PacTuresbHbBIN MaTepuaJ

B uccnenoBanusx ObUIM MCMOJIB30BaHbI IOTOMCTBA pacTeHuit pxxu Secale cereale L., kotopbie
pacHIeTUIsIMCh 10 MeoTHYeckuM MyTanusim Sy11, sy9, syl u sy19. PaGoty ¢ myTarusiMu Besu 100 B
WHOPEIHBIX JTUHHSIX, TUOO0 B THOPUIHBIX MMOTOMCTBAX OT CKPEIIUBAHUS WHIUBUIYaTbHBIX PACTCHUN-
HOCHUTEJEH MEHOTHYECKMX MyTaluil ¢ MapKepHbIMU JHMHUSIMH (0€3 MEMOTHYECKUX MyTaluil).
Cemennoit Marepuan Obln mnpenoctaBieH C.II. CocHUXWMHOW W3 TEHETHYECKOW KOJUICKITMH
MeroTnueckux MyTantoB pxku (Ilereprodckast Kosuiekiys), CO31aHHON €10 U KoJuleraMu Ha kadeape
renetukn Cankr-llerepOyprckoro rocynapctBeHHoro ynuepcutera (Cocuxuna u Op., 1994;
Cocuuxuna u dp., 2005; Sosnikhina et al., 2005). Jlns yao0cTBa onucaHusi pe3yabTaToB MOAPOOHAs

I/IH(l)OpMaI_II/IH 00 HU3YUCHHBIX IIOTOMCTBAX IPUBOAUTCA B HAYAJIC COOTBCTCTBYHOIIHUX pPa3[aciIOB

(Pazmeanr 3.1, 3.2 u 3.3).

2.2. CBeTO-MUKPOCKONNYEKHE HCCIeT0BAHUSA

CBeTO-MHKPOCKOIIMYECKHE  MCCIEAOBAaHMA  MeHo3a y  pacTeHUl  OpOBOAWIM  Ha
alleTOKapMUHOBBIX JABJIEHBIX IIperapaTax, MPUTOTOBJIEHHBIX Kiaccuueckum crnocodom (Ilaymiesa,

1988; ITyxanbckuit u dp., 2007) ¢ HEOONBIIUMHU MOTUDHUKALTUIMH.

2.2.1. le/IFOTOB.]IeHI/Ie PacTBOpOB AJs q)mccamm U OKpaliMBaAHUA HUTOJOTHIECCKOI0

mMaTepuaJa

s npurorosnenus 200 mu gukcatopa 3:1 (yKCycHBIN ankoroiyib, U3MEHEHHBIN (UKcaTop
Kapnya) cmemmBanu 150 M 96% stunoBoro cnupta (3 wactu) u 50 mi (1 gacts) neastHol yKCycHOU
KUCTOTHI. 7151 (pMKCAIMHU MCIONIB30BAIN CBEKEIIPUTOTOBICHHBIH oXmaxaéHHbIH (“ice-cold”) pacTBop.
3adukcupoBaHHbIN MaTepuan xpanuau npu -20°C.

Jlnin  mpurotoBneHusi ¢ukcaropa Hbprokomepa wHcCIONb30Baid BeUIECTBA B  CIENYIOIIEM
COOTHOILIIEHUH: M30MPONMIIOBBIN cUpT — 6 yYacTel, MPONMMOHOBAs KUCIOTa — 3 4acTH, aleToH — 1
4acTh, TUOKCaH — | yacTb, meTpoieitHbiii 3¢up — 1 vacts. [IpenmymecTBo gaHHOrO (prukcaropa —
BO3MOXXHOCTh XPaHUTh MaTepuai (AJ UTOJIOTHYECKUX MCCIETOBAaHUM Ha CBETO-MHUKPOCKOIMYECKOM

YpOBHE) NPU KOMHATHOM TeMIlepaType U OTHOCUTENBHO J0JIroe BpeMs (roj u 6osee).
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JIns mpUroTOBIIEHHST PAacTBOpa alleTOKApMHUHA K 55 MJT TUCTWJUIMPOBAHHOW BOJBI MPUIIMBAIU
45 M1 neAsHOM YKCYCHOM KHCIOTBI, MPUOABIISIIN 2-5 T' KapMUHA M KUMATWIM 3-6 4acoB B KoJIOe Ha
BOJISIHOW OaHe ¢ MPUMEHEHHEM OOPaTHOTO XOJIOAUIbHUKA. [locie oXIakIeHUsI HACHIIEHHBIH TEMHO-

KpacHbIN pacTBOP (PUIBTPOBAIHN U MMOMEILATIH B CKISIHKY C IPUTEPTOIN MPOOKOH.

2.2.2. IlpuroroBjeHue JaBJIeHbIX PeNapaToB

JlJis SKCIpecc-TeCTUPOBAHUS CTaIui Meiio3a U MEHOTHYECKUX (PEHOTUIIOB M3 JKUBOTO I[BETKA
IUHIETOM M3BJIEKaIM NBUIBHUK M MOMEINAIM Ha MpeAMETHOoe crekio. HaHocuiau Ha Hero Karuiro
alleTOKapMUHa, HAaKpbIBAIM MTOKPOBHBIM CTEKJIOM M HECWJIBHO pa3JaBlIMBalU. B ciiyuae HaxoxaeHus
HYXHOM cTaguu (auakuHe3 — MeTadas3a |), NMOKPOBHOE CTEKJIO NOJHMMAIM, W3 IbUIbHUKA
BBIJIaBJIMBAJIM COJIEP)KUMOE (IIOCIIE YETo MbUIBHUK yAAIsuId co cTekiia). Kamio nNoBTOpHO HakpbIBaIU
MOKPOBHBIM CTEKJIOM, AaKKypaTHO HAJaBIMBAIH OOJBIIUM TIaJbIIeM W HAarpeBalH, HUCKIIOYast
KUIISTYEHUs, 10 UHTEHCUBHOTO MTPOKPAILIMBAHMSL.

JUis moxpoOGHOro LUTONOIMYECKOIO aHalM3a KOJOChA (DPUKCHPOBAIM C MCIOJIb30BaHHEM
¢ukcaropa Hproxomepa nmubo ¢ukcatopa 3:1. 3arem orOupanu 3apUKCHPOBAHHBIC NHUIBHUKU B
HYKHOM CTaJiuy U IIOMEUIaId UX B pacTBOp alleTokapmMuHa Ha 1-2 cyTku. [IpUIbHUKM pa3iaBiuBaId B
Karuie 45% yYKCyCHOM KHCIIOTHI TI0 ONMMCAHHOMY BBIIIE MPHHLIUNY (0€3 HarpeBaHUs) W M3Y4alH IO

CBCTOBBIM MUKPOCKOIIOM.

2.3. DJ1eKTPOHHO-MHUKPOCKONUYECKHE UCCIeJ0BAHUS

2.3.1. lloaroToBKa NpeIMeTHBIX CTEKOJ U PACBTOPOB

[IpenmetHble cTEKJA OTMBIBAIM LienoyHbIM pactBopoM OJITA (1 wac), mpoMbiBaaM B
IPOTOYHOH Bojie M morpyanu Ha 30 MUHYT B JUCTHJUTMPOBAHHYIO BOAY. UHCThIe CTEKIA XpaHHUIU B
96% »staHone. Jlanee npeaMETHOE CTEKJIO MPOTUPAIU CyXOM TpAMOYKOoW O€3 Bopca M MOrpy:Kajau Ha
1/3 nmueet B 1% pactBop mactika ¢upmer “Falcon” (1 r mmactuka B 100 M xnmopodopma) Ha 1,5
CeKyH/Ibl. BricymuBanu Ha Bo3ayxe B TedeHue 10 MUHYT M 0OBOAMIIM KOHTYp IUIaCTHKA JIakoM. JIak
yIEP)KUBAET TUTACTHK Ha CTEKJIE B TIPOIIecCce MallbHEHIIeH paboThI C IpernapaTaMH.

Quxcamop - 4% napagopmanvoecuo 6 0,IM pacmeope caxaposvi. B 70 wn
OMIMCTUIIMPOBAHHOM BOJBI pacTBOPSIIN 3,4 T' caxapo3bl, MOMENIAIN PacTBOP Ha IUIMTKY C MAarHUTHOMN
MeIankoi u no6asisin 4 r napadopmansaeruaa. Jlonusanu Boay 10 otMeTku 100 mut u HarpeBaiu

pactBop 1o 70-80°C. Jlamee moGamnsimu 4-5 xamens IM NaOH 10 moysiHOTO OCBETIEHHUS PacTBOpA.
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PactBop ¢dunbTpoBanm, octyxanu u goBoawiu pH mo 8,2 6opatHeiM Oydepom. ['oTOBBI pacTBOp
xpanuiy npy -20°C 1 UCTIONB30BAIH TOJIBKO OXJIaXAEHHBIM (“ice-cold”).

bopamnvui  6ygep. ToroBumm 2 crokoBbix pactBopa. A. 0,2M H3BOsz. b. 0,05M
Na2B40O7;*10H20. [lo mepe HeoOxoaumMocTH pacTBOphl A m b cMemmuBanu B cooTHomeHun 1:4 u
nosrydasia 6opatubiid 0ydep ¢ pH 9,0.

Hemepeenm ons npomwieanusi npenapamosé - 0,4% pacmesop Pfoto-Flo. Toroswin u3 4%
CTOKOBOTO pacTBopa u gosoauian pH 1o 8,5 ¢ momomrsio 6opatHoro Oydepa.

Kpacumeno — pacmeop AgNO3z. T'otoBumun 70% pactBop AQGNOs Ha mnpeaBaputeiabHO
MOJKHCIIEHHOW C IIOMOIIBIO CJ1a00i a30THOM KHCIOTHI OMaucTHiIHMpoBaHHOW Boge (pH = 3,5).
PactBopsl AgNO3 C HelTpasIbHBIM U 11e04YHbIM PH 3HaunTeNnbHO Xyxe okpamuBaroT CK pacrenuil.

Tunomonuueckuti pacmeop 08 pacniacmvl8anus KIemoK - pacmeop caxaposvl. ['oToBunn
0,2M pacTBOp caxapo3bl B OMAUCTUINPOBAHHON BOJIE.

Cpeoa @'unuca. B 50 mn cpenst Urna pactBopsiinu 500 Mr Obrubero anbOymuHa U 100aBIISIN
200 mxn 0,5M SITA (cpema xenrena). Josogmnmu pH no 7,7 ¢ momompbio 0,5M NaOH (cpena
npuoOperana MaJIMHOBBIN 11BeT). PaznuBanu no npodupkam no 1w, xpanunu npu -20°C.

0,5M  3TA. Hna npurotonenuss 100min  pactBopa Opamm 18,61 1 DIATA
(C10H1408NazN2*2H20) u cravana pactBopsuin ero B 70 Ml BOAbL. 3aTeM J00aBISUTH IO OHOM
nesuiete NaOH (Bcero okoio 20 r) mo ocBetieHust pactBopa. JdoBoawmimm o0b6éM pactBopa g0 100 mur,
pH nosoamu 1o 8,0.

Kneti ona 6neno. Iorpyxanu nonocky ckotda anuHoi 8-10 cm B 20 miu xiopodopma. Junkuii

CIION CKOTYa pacTBOPSIICH, BCICACTBUEC YCTO pACTBOP an06peTaJ1 CBOICTBA KJIEs.

2.3.2. IlpuroroB/eHue NpenapaTos

MeTon TpUrOTOBJIEHUS MpPEnapaToB JUIsl 3JIEKTPOHHO-MUKPOCKOMHYECKOTO HCCIEIOBAHUS
CHUHANTOHEMHBIX KOMILJIEKCOB pPAacTeHWH OCHOBaH Ha paciuiacteiBaHuu (cnpeaupoBanuu) MKII,
UCIIOJIB3Ys THIIOTOHMYECKHUI [IIOK Ha TIOBEpXHOCTH pactBopa caxapossl (Gillies, 1981; Fedotova et al.,
1989).

Ha ocHOBe »skcmpecc-TeCTUpOBAHUS CTAAMM MeWo3a W ONPEAENICHUS I[MTOJOTHYECKOro
denoruna (Pasgena 2.2.4) Mbl OTOMpanu KOJOChS pacTeHUl TpeOyromerocs oOpasiia (IUKWN THII,
MeHOoTHYeCKue MyTaHThI), B KOTopbiXx Habmoganu MKII B npodase | meiio3a. B yrmyGnenue yacoBoro
CTEKJIa HAHOCHJIM KaIlIto cpenbl ['minca n noMemany B He€ NbIJIbHUKY, B KOTOPBIX IO HAIlleH OLEHKE
nporekaeT npodaza | meioza. [IbulbHUKM pa3pe3any Ha JIB€ YacTU M BBIIABIMBAIIU COICPKUMOE B
cpeny. CycrnieH3HI0 TIEPEHOCHIIN B Mpooupky Ha 1 wim 1,5 Ma u romorennsupoBanu. Ha npeamerHoe

CTEKJIO aBTOMATHYSCKOM MUITETKOM HAaHOCHUIIH 4 KaIlIx pacTBOpa 0,2M Caxapo3bl U HA UX TOBCPXHOCTb
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packanbIBalid MOJYYECHHYIO CyCleH3HI0 KiIeTok. Uepe3 1,5-2 MUHYTHI NpUKACAINCH K KAIUISIM APYTUM
IPEJAMETHBIM CTCKJIOM M PAaBHOMEPHO PaCHpPEACISsUIN CYCIIEH3HIO IO TOKPHITOW IJIACTHKOM YaCTH
npeaMeTrHoro crekia. Jlamee mpemaparbl ¢ukcupoBanu B oxnaxaéHHoM (“ice-cold”) 4% pacrBope
napadopmanbaeruaa u npombisasiud pactopom 0,4% “Pfoto-Flo”. TTockonbky “Pfoto-Flo” siBnsercs

JIETepreHToM, B anbHeinieM pactBop AgNO3 Xxopoiio “pactekancs’ 1Mo MOBEPXHOCTH Mpenapara.

2.3.3. KonTpacTupoBaHue npenaparoB U 0TOOP KJIETOK JIA UCCIeT0BAHUS

Ha npenapar nanocwm kammo 70% pactBopa AGNOs, HakpbIBalu MOKPOBHBIM CTEKIOM H
nmoMeriaii B BoasHOW OaHe B Tepmoctar Ha 56°C. CTeneHb OKpallMBaHHS KOHTPOJMPOBAIH IO
CBETOBBIM MHUKpockonoM. Ilocne oGHapyxkenus 3-4 XOpoIIO NPOKpAIIEHHBIX KIETOK, Mpenapar
OTMBIBAJIM B OUIMCTHIMPOBAHHOW BOJIC M BHICYIITUBAIM HA BO3yXE.

OxpalIeHHBIN TIpernapaT U3y4aid 1Mo CBETOBBIM MHKPOCKOIIOM M BBIPE3aJId KJIIETKH C XOPOIIIO
pacmactaHHbIMU CK 00BEKTHBOM C anMa3HbIM MeTUYUKOM. [1oa OMHOKYNISpHOI JTyHoi Mo JKanbIBaId
BOJIy 10 TPaHUIIEC BBIPE3aHHBIX KPYXKKOB IutacTuka. Ecnu nmnénka He oTaensiach OT CTEKIa, TO BMECTO
BOJIBI TIOJKAITBIBAIA CJIA0BIA PAcTBOP IUIABUKOBON KHUCIIOTBI, KOTOPBIA 3aTeM OBICTPO W TIIATEIHHO
OTMBIBAIM OMIMCTUIUIMPOBAHHOM BOAOW. BiieH Ty, 3akaTyio B MUHIETE, CMAYUBAIIU B XKHJIKOM KJIee U
BBICYIIMBAIM HAa BO3JyXe, TOCIE YEero KacalucCh OJCHIOH TOBEPXHOCTH BCIUIBIBIIETO KPYXKKa
riacTrka. BeicylmuBanu Ha BO3ayxe.

[TonydenHble OEH/IBI KCCIIEIOBAIM Ha 3NIEKTPOHHOM MuKpockorie JEM-100B npu yBenuuenun

3-8 THIC. pa3s.

2.4. UMMyHO(JIyOpeCIIEHTHBIE HCCICAOBAHUSA

2.4.1. IlpuroroB/eHue NpenapaTos

[IpenapaThl 11 UMMYHOLIMTOXMMHUYECKOTO H3YyU€HUS TOTOBMWJIMCH Ha CTEKIJIAX, MOKPBITHIX
cjioeM Mnosu-L-n1M3uHa, aHaIOTHYHO MeTony, onucanHoMy B Pasgese 2.3.3. @ukcauuio npemnaparoB
TakXe MPOBOJMIN HaHeceHHMeM Ha HUX 4% pacTBopa mapadopmaibaeruia (B T€4eHHe 7 MHHYT),

IIOCJIE MPOMBIBKH U BBICYIIMBAHUS ITpenaparsl NOMEIaInuch Ha xpaHenue npu -20 °C.
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2.4.2. Pa3zBenenue aHTHUTE

ChIBOpPOTKH JTMOGUIN3UPOBAHHBIX MEPBUYHBIX aHTHTEN NpoTUB OenkoB AtASY1 u AtZYP1,
nonydenusie oT JILA. UensimeBoii (INRA-AgroParisTech, Centre de Versailles-Grignon, ®paniusi),
BOCCTaHABIMBAIA HEOOXOAUMBIM OOBEMOM OMIUCTUIUTUPOBAHHBIN BOABl. Takum 00pa3oM, MbI
MoJlyyaiu Hepa3BeACHHBIM pacTBOp MepBUYHbIX aHTHTeN. [lamee antuTena pasBoauian B ADB
(antibody delution buffer: PBS, 3% BSA, 0,05 Triton X-100) ¢ no6asnenuem 0.05% a3uaa HaTpust 10
HY>KHOW KOHILICHTPALIUH.

Bropuunsie anTuTena (kommepueckue) Takxke passoauian B ADB ¢ no6asnenuem 0,05% a3uga
HaTpus. PacTBopel anTuTen Xpanuiau crporo npu +4°C. B Tabauue 2 npeacraBiieH MOJTHBIM HAOOP

HCIIOJIBb30BaHHBIX B pa60Te AHTUTCII.

Ta6auna 2. [lepBuynbie 1 BTOPHYHBIC AaHTUTEIA, UCIIOJIB30BAHHBIE B UMMYHOMOP(})OIOTHIECKUX

HCCICOOBAHUAX

[lepBuYHbIC aHTHTENA,
Bropuunbie aHTHTENA, pa3BeICHHE
pa3BencHue

1. KoHBIOTHPOBAHHEIC ¢ (hITyOPOXPOMOM

Cy3 ko3bu anTutena npotus 19gG
1. Kposiubu aHTHTENIA TPOTUB
kponuka, 1:300

oenka ASY1 apabupornicuca

2. KonbrorupoBaHHbIe ¢ (IyOpOXpoMOM
A.thaliana,1:250 p (ryopoxp

K03bH aHTUTENa npotus 1gG

kponuka, 1:500

4. KonbrorupoBaHssie ¢ (IyopoXpoMoM

Alexa 546 xo3bu antuTena npotus 1gG
2. KpbIcuHbIC aHTHTEIA TPOTHB
kpsbichl, 1:500

6enka ZYP1 apabunoncuca

5. KonsrorupoaHHsIe ¢ (IyopOXpoMOM
A.thaliana, 1:150 P (myopoxp

KypuHbIe aHTHTeNa IpoTHB 1gG

kpoichl, 1:400

2.4.3. UMMYHHOOKpAIIMBaHHeE NPeNnapaToB

[Ipemaparsl pacniacTaHHbIX sigep u3Biekanmu ¢ -20°C, BBIIECPKUBAIM TNPU KOMHATHOMU
temrepatype 10 MUHYT (70 UCUe3HOBEHHS KOHIeHcaTa), otMaunBaiu B PBS (pH = 7,4) B Teuenue 10

MHUHYT. 3aTeM MHKYOMpOBaJM MpernapaTsl B BOASHON OaHe ¢ MepBUYHBIMH aHTUTeNnamu npu +4°C B
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teueHre Houu. Hanocuiu no 10 MKJT pa3BeI€HHOr0 pacTBOpa aHTUTEN Ha cTekino. CTEKIa MpoMbIBaIU
3 paza mo 5 muuyr B PBS, HaHOCHMIM COOTBETCTBYIOUIME pAacCTBOPHI BTOPHYHBIX AHTHUTEN U
MHKYOMpOBaJIM Ipenaparsl B BOASHON OaHe B Tepmoctare mnpu +37,5°C B Teuenue 3 yacoB. [locne
MHKYOallud C BTOPUYHBIMU aHTHTENaMHU CTEKJA mpoMbiBaiu 3 pa3a mo 5 munyr B PBS. [lanee
3aKI0Yaad mpemaparel B cpeny “Vectashield” ¢ kpacurenem DAPI. HakpeiBanmu mpemnapat

IMOKPOBHBIM CTCKJIOM U NPUCTYHAIIU K aHAJIM3Y IIPCIIapaToB.

2.4.3. UccaenoBanue npenaparoB Ha GuiyopecueHTHOM MHKPOCKOIIe

[Ipenapatsl aHaTU3WPOBAIN C MOMOIIBIO (IyopeciHeHTHOro Mukpockona Axio Imager DI
(Carl Zeiss), obopynoBannoro oobektuBamu PLAN-NEOFLUAR, pryrHoii gammoit HBO, uepno-
6enoit CCD kamepoii Hakorutenust curaaiga AxioCam HRm Rev.3 (Carl Zeiss) u Habopom ¢puibTpoB
(Ta6umua 3). [ nmoyueHust UPOBBIX U300paKEHUI KCITOJIB30BAIOCH POrPaMMHOE 00ECIICUCHHE
Axiovision Release 4.6.3. ITony4ennbie n3o0paxkeHust 3aTeM oOpabarbiBaiarch B mporpamme Adobe

Photoshop.

Tab6auua 3. OUIbTPHI, UCTIONIB30BaHHBIC TIPU paboTe HA PIIyOPECHIEHTHOM MUKPOCKOTIE

Hcnonb3yemblie
OubTp Jnanazon

b1yopoXpoMbl

] ] upokomonocHsIi GpuasTp
Filter set 01 shift free DAPI
(EX BP 365/12, BS FT 395, EM LP 397)

oT 515 uM u BbIIIIE

(EX BP 450-490, BS FT 510, EM LP 515)

Filter set 09 shift free

V3KkononocHsli GuUIbTp
Filter set 43 shift free (EX BP 550/25, BS FT 570, EM BP
605/70LP 590)

Alexa 546
Cy3
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2.5. MoJjiekyJasipHO-TeHeTUYeCKUI aHAJIU3

2.5.1. Boigeaenne THK

JIHK BbImensid W3 MOJNOABIX JIMCTheB ¢ wucnoib3oBanueM CTAB-meroma (Bernatzky,
Tanksley, 1986). C pacrenust oTOMpaIy JIUCThS U IMOMEMaId B mpobupku Ha 1,5 mir. Jlo6asmsuiu 250
Mk 2x CTAB-0ydepa u pactupanu aucths nectukoM. Jlodasmsum 200 mxn 2x CTAB-6ydepa u 450
MKJI TUCTHUJUTUPOBAHHON BOJBI. 3aKPBIBATIM KPBIIIKU MPOOUPOK U MEPEMENIUBAIU UX cojaepxkumoe 30
pa3, cTaBwIM B BOAsHYIO OaHto Ha 1,5 1 mpu 65°C. Ilocne octyxenus no6asisiiau 600 M xiopodopm-
nzoamuHa (25:1) 1 nepememmBamu cojaepkumoe npodupok. LlentpudyrupoBanmu 15 mun Ha 14 ThIC.
00./MuH, Tocie yero orOupanu nunerkoil 800 MK BepxHeW (pakIMM W MEPEHOCWIH B HOBYIO
npoOupky Ha 1,5 mu. JobGapmsmn 700 MK M30mpoIiaHoia U MEPEMEIINBAIM COJECPKUMOE POOUPOK
30 pa3. LentpudyrupoBanu npu TexX ke yCIOBHIX, IOCJIE YEro M30IMpornaHos ciuBaiu. J(obasismu
300 mxu1 aTaHona U yepe3 10 MuH npobupku HeHTpuyrupoBaiu 5 MuH Ha 14 Teic. 06./MuH. CrniuBanu
3TaHOJ, MPOOUPKHU BHICYIIMBAIU. PacTBOpSsIM OCEBIIYIO0 Ha BHYTpeHHEH noBepxHocTu npodbupok JJHK

B 200 MKJI JTUCTWIIIMPOBAHHOW BOABI. XpaHWIM B XoJoAuiIbHUKE npu +4°C.

2.5.2. IloiumMepa3Has HenHasi peakuusi

[Ipu pabGore ¢ pacTeHUSIMH M3 CEMbH, PACIICTISAIOMICHCS 10 MyTauu SY9, MBI HCIOIb30BAIN
SSR-mapkep Xgwml32-2R, nokanu3oBaHblii B NPHUIEHTPOMEPHOM O00JACTH AJUMHHOTO IjIeya
xpomocombl 2R (Khlestkina et al., 2004) u TecHO CUEMICHHBIH C MeEHOTHYECKMM TeHOM Sy9

(MausitiieB u dp., 2009). ITocnenoBatensHOCTD TpaiiMepoB Obula B3siTa U3 0a3bl maHHBIX GrainGenes

(http://wheat.pw.usda.gov/GG3/). IpaiimMeps! cuHTE3UpOBaIU B KOMIaHu# “CHHTON”.

5' TACCAAATCGAAACACATCAGG 3

5' CATATCAAGGTCTCCTTCCCC 3

Jost moctanoBku [P rorounu IP-cmech, B koTopoit conepxkanock 10% 10x Taq-Oydepa,
10% dNTP, 6% MgCl2, 2% mpaiimep |, 2% mnpaiimep 11, 2% npoosr JJTHK, 66% auctuiaupoBaHHOI
BoJibI M 2% Taq-nonaumepassl. [P npoBoawin Ha ammmndukartope Biorad Tetrad 2 mpu cnenyromux

pexumax : 5 mun 94°C; 34 mukmna 30 cex 94°C, 30 cex 58 °C, 30 cex 72°C; 10 mun 72°C.


http://wheat.pw.usda.gov/GG3/
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2.5.3. Daexkrpodopes

DnexTpodope3 NPoIyKTOB aMILIU(PUKALUU TPOBOIWIH B 2,5% arapo3HoM rese, cojaepkalieM
0,5M TBE. B 180 mu1 qucTUIIMpoBaHHOM BOJBI pacTBOPsUIM 5 T arapo3bl u qodasisuu 20 ma 5x TBE.
HarpeBanu B MukpoBonHoBoW meun. Jlo6aBnsum 6 Mk Opomuctoro >tuaus. CoOupann BaHHOUKY,
3aMBaNd Tellb W knanu 10-15 muHyT. 3acTHIBIIMK Tellb MOMEIIATM B KaMepy IS 3JeKTpodopesa,
packamnbiBaiii o0pa3ibl. DinekTpodopes nmpopoauiau npu 150 B. M300pakeHus moiryqdain ¢ IMOMOIIbIO

dposoii porokamepsr Gel Doc XR ¢ ucnosnp3oBanueM nporpammer Quantity One.

2.6. Kpurepum onpenesjieHusi craauii meiio3a

IIpy cBETO-MUKPOCKOMIIMYECKOM HCCIIEJOBAHUU CTaauil Meio3a (IuakuHe3 — TeTpajsbl
MHUKpOCIIOP) MBI [OJIb30BAJIUCh CTAHJAPTHBIMU KPUTEPUSMHU, IMPUHATBIMM B KIJIACCUYECKOU
nutoreHeTuke pacteHuil (Ilyxansckuit u np., 2007; [laymesa, 1988).

IIpu wusydenun npodassl | (37€KTPOHHO-MHKPOCKOIIMYECKHE U HMMMYHO(IYOpECLIEeHTHbIE
UCCIICIOBAaHMsI) MBI PYKOBOJACTBOBAJIUCH KPUTEPUSAMH, KOTOpPbIE HCIIOJIB30BAINUCh paHee Ipu
U3Y4YEHUU MEHOIMTOB PAaCTEHUU PrKM TUKOIo TUIa U MeoTudeckux MyrantoB (bornanos, Konomuer,
2007; Fedotova et al., 1989).

VY pacreHMii JUKOro TUIA CTAJHIO JICHTOTEHBI ONPENCISUIM 110 HAYaBIIEMYCS  IPOLECCY
dopmupoBanus O, KOTOpbIE HAa 3TON CTalMU UMEIOT Haubosiee NpoTsLKkEHHYI0 Anuny. [lpu nepexoze
K cTaauu 3uroreHsl OO yKOpauMBarOTCS M YTOJILAKOTCS, 3TU INPOLECCHI MPOJOJDKAIOTCS M Jalee
(BIUIOTH 10 TMaxWTeHbl). [ JMaBHBIH KpUTEpUN CTaguU 3UTOTEHBl IPU HOPMAJIbHOM Meilo3e —
KJIacTpupoBaHue KOHIIOB OD B orpaHudyeHHo obOmactu siapa (durypa “Oykera”). B 3urorene
HaunHaercss oOpazoBanue CK. CuHarcuc HauMHaeTcss B HEpPBYIO odepenb BOIM3M TeloMep, Kpome
TOTO, MO JJMHE OMBAJIEHTOB OJHOBPEMEHHO BO3HHMKAIOT TOYKM HMHUIMAIMK cuHarcuca. CTaguio
MAaXUTEHbl OMNpeAeNsIM 1O MNOJIHOCThI0 cpopmupoBaHHbM CK OuBanenToB. IIpoTuBomosoxHbie
koHIpl CK Ha cTaauy maxuTeHsl pacnojararTcs AajaeKo APYr OT Apyra. JomoJHUTENbHbIN KpUTepuit
CTaJIu{ 3UTOTEHBI U MAXUTEHBI — B3AaUMHOE 3alleIUIEHNe, MHTEPIOKUHT U pa3peiBel OO n CK. Hauano
CTaJIu¥ JUIJIOTEHB! ONPEIEISUIA M0 B3aUMHOMY OTTalKuBaHuo JID (necuHacuc, paHHss AMIIOTEHA).
CpenHiol0 JUIUIOTEHY BBISBISUIM 10 HAJIMYUIO CIHpalM3allid KOMIIOHEHTOB paspymatommxcs CK.
[To3aHss IUIIIIOTEHA — B KapUOIJIa3Me MEHOIIMTOB COXPAHSIIOTCS TOJIbKO oAnHOYHbIE pparmeHTs CK ¢
NapHBIMU YTOJIIIEHUSMH Ha HUX.

IIpu u3ydyenuum MyTaHTOB Syll mMOIB30BAIMCh TEMHU ke KPUTEPUAMH, YTO U JJI pacTEeHHI
JTUKOTO THMAa. 3a UCKIOYEHUEM HapyUIeHH TOMOJOTHYHOCTH CHHArcuca, coObITus npodassl | aTux

MYTaHTOB COOTBETCTBYIOT COOBITHSM Mpodassl | mpyu HOpManbHOM Meiio3e.
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Metiotnueckue mytanThl SY9, Syl wm Syl9 xapakTepusyroTcsi CUIBHBIMH HapyIICHUSIMH
cuHarcuca. B ux melonurax, HadyMHas CO CTaJAMM 3UTOTEHBI, CYLIECTBEHHO HAPYILEHA IPOrpaMMa
coObrtrii mpodassl |. [ToATOMY MOKHO TOBOPUTH JUIIH O CTAIUSIX, AaHAJOTHYHBIM 3UTOTEHE, TAXUTEHE
U JUIUIOTEHE MPU HOPMAIBHOM Meio3e, y 3TUX MyTaHTOB. CTaauio JENTOTEHbl y 3TUX MYTAHTOB
OTIpEeeIISIN AHAJIOTUYHO ClIydaro JUKoro tuma. CTaguio, aHaJOTUYHYIO 3UTOTE€HE, Y MyTaHTOB SY9 u
sy19 ompexpensuin 1mo HanIM4MIO Kiactepuzauuu Tenomep. CTaanio, aHAIOTUYHYIO MAaXWTEHE, — IO
paccpeloTOUYCHHBIM MO SAPY TEIOMEPAM U MO YKOPOYEHHBIM U yToieHHbIM O3. ¥ myrantoB Syl
HapylieHo oOpa3oBanue (urypsl “Oykera’, IOSTOMY CTaJUI0, AHAIOTUYHYIO 3UTOTEHE-TIAXUTEHE, Y
STUX MYTAHTOB BBIABISIM 10 YKOPOYEHHBIM M yTonmeHHbIM OD. BcrmomoraTenbHbIM KpUTEpHEM
CIIY)KHJTM B3aWMHBIE 3anensbl U HaTsbkeHne OD. CTaauio, aHaJOTUYHYIO JUIUIOTEHE, Y MyTaHTOB Sy9
OTIpeNeNsIN M0 MOCTeneHHo cnupanuzauuu OD; y myrantoB Syl m Syl9 — mo mocremenHoin

dbparmenTanuu O3.
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I''TABA 3. PE3YJIbTATBI U OBCYKJIEHUE

3.1. U3y4yeHue Hac/1eIOBAHUSA M NIPOSIBJICHUS MelHoTHYecKOi MyTanuu Sy11

Mamepuan onsa uccnedoeanus. JIjis wzydeHuss meroruueckod myrtamuu Syll Ham Obum
IpeJOCTaBlIeHbl ceMeHa OT camoomnbuieHuss pacteHuss Nel30/2 wu3 Ilereprodcekoit  KoeKuuu
MeioTrueckux myranuii p>ku. Pactenne Nel30/2 — ato rereposurornoe no mytaruu Sy1l1l pactenme
nAToro nokosieHuss ot uHOpuaunra (ls) w3z muaum Mcll. B crenyromem MOKOJIEHUH MPOU3OILIO
pacileruieHle Ha pacTeHUsl TUKOTro Tuma W MyTaHToB Syll u Mbl Hayanu moApoOHOE HcCieoBaHUE
MyTauuu. Mpl U3y4WJId HACJIEI0BAaHUE U MIPOSBICHUE MYTallMU B TPEX MOCIE0BATEIbHBIX TOKICHUIX
(le-1g). PacTenust BrIpaIiuBaivd Ha ONBITHOM II0JIC JIAOOPATOPUU TEHETUKU U IIUTOJIOTHH MOCKOBCKOTO

HUNCX “HemunnoBka” (MockoBckast o61acts) B 2007-2009 rr.

3.1.1. HacienoBanue MyTanuu

B Ta6aune 4 npencrapiiena poaocioBHas (IIOCIEI0BATENbHbBIC TTOKOJICHHUS OT CAMOOIBUICHHS)
pacTeHuil p>Ku, U3YyYEHHBIX B JaHHOW pabore. CyMMapHO HamH H3y4eHO 15 cemell, 0Opa3oBaHHBIX
MOTOMKAaMU TeTepo3uror, oomiei uucineHHocThio 109 pacrennii (Tabamuma 5). Bo Bcex cembsix
HaOJII01a7I0Ch pacUieryieHne Ha Ba (DEHOTUIMYECKUX KiIacca: AWKHHA THUI U MYTaHTHBIE MO MEWO03y
¢dopmbl. TecTupoBanre MEHOTHYECKUX (DEHOTUIIOB BEJIM 1O MUTOJIOTHYECKUM IMOKA3aTeNsIM, KOTOPBIE
Oynyt onucanbsl Hike. YuciaeHHocTH 13 ceMmell oOKa3alucCh CIUIIKOM MallbIMM JJIs  aHajau3a
pacuierienus. i 1ByX cemell yaanoch NMPOBECTH CTATUCTHUYECKYIO OOpabOTKy paclleruieHus Ha
OCcHOBe KpuTepus y°. Pacmemnienue B 3THMX [BYX CEMBAX OKa3anoch OAHOPORHBIM (XZrer = 0.50,
P=0.480) u pacuér mpoBOIWIM MO OOBEAMHEHHBIM MaHHBIM. W3 34 wu3yueHHbix pacteHuii 10
XapaKTepU30BAINCh aHOMAIbHBIM Mei030M. Takoe COOTHOIIEHHE PacTeHUH XOpPOIIO COOTBETCTBYET
TEOPETHUECKH OJKMAEMOMY IIPH MOHOTE€HHOM HacienoBanuu (y%s:1 = 0.35, P = 0.554). Eciu orpyouts
pacy€Thl M TIPOBECTH aHAIU3 PACHICIJICHUS MO OOBEAMHEHHBIM HaHHBIM Bcex 15 cemeit (109
pacTenuii, 84 U3 KOTOPBIX paCTeHMsI JUKOTO TUIA U 25 MYyTaHTHI), TO OyneT HaOmoAaTbes emeé Oonee
XOpolllee COOTBETCTBHE MOHOTEHHOMY paciieruienuio (%1 = 0.25, P = 0.617).

Kpome Toro, OblTM M3ydeHbl ceMbH, OOpPa30BaHHBIE B CIEIYIOIEM IMOKOJEHUH B PE3ysbTaTe
CaMOOIIBIIIEHUS MOJYCTEPUIIbHBIX MYTaHTHBIX pacTeHuil. bbuio uccienoBano 16 Takux pacteHud, mpu

3TOM BCE OHM UMEJH MYTaHTHBIN iuToorndeckuii perotun (Tadauma 6).
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Taoauna 4. [TocnenoBarenbHbIe MOKOJIEHUS OT CAMOONBUICHUS PACTEHUH P>KH, HACIEAOBABIINX
mytaruio Syl1l. CripaBa oT HOMepa pacTeHHI yKa3aHO MOJAIbHOE YHCIIO OMBAJICHTOB U YHUBAJIECHTOB.

L[BGTOM BBIJACJICHBI MYTAHTHBIC PACTCHUA.

2007 r. 2008 r. 2009 r.
Nel8 | 7"
Ne30 | 7"
Ne34 | 5"+4' | N6 | 5"+4'
Nel2 | 7"
Nel6 | 7"
Nel | 7" [ Ne35| 7" | Nel8 | 6"+2'
Ne21 | 7"
No22 | 7"
Ne36 | 7"
Ne43 | 7"
Nod4q | 7"
Nel 7"
Ne2 | 7"
Ne3 7"
Ne6 | 6"+2' [Iponomkenne TabIuIIbL:
Ne7 | 7" 2007 r. 2008 r. 2009 r.
Nel7 | 7" Ned | 7" | Nel9 | 7"
Ne20 | 7" No21 | 5"+4'
No2 | 5"+4' N8 | 7"
Ne4 | 6"+2' o | NelO] 7"
Ne23 | raq | 2013|6742 N2z | 7 ars [ 7
Ne3 | 7 Nel9 | 6"+2' Ne6 | 6"+2'
Ne25 | 5"+4' No28 | 5"+4'
Ne26 | 6"+2' Ne31 | 5"+4'
Ne24 | 7" Ne32 | 7"
Ne25 | 7" Ne37 | 5"+4' | Ne9 | 5"+4'
Nell | 5"+4' Ne38 | 7"
Ne26 | 6"+2' | Nel7 | 6"+2' Ne45 | 7"
Ne23 | 6"+2' No48 | 7"
Ne27 | 6"+2' No5 | 6"+2'
Ned0 | 5"+4' | N5 | 6"+2' N6 | 7"
Ne4l | 7" No7 | 7" | Ne42 | 7"
Ne4 | 7" Ned6 | 7"
Ne5 7" Ne47 | 7"
N9 | 7" Ne49 | 7"
NolOQ | 7" Nel | 6"+2'
o | Nell | 6"+2' " wim | N3 | 6"+2'
Neq | 7 N2 | 7" Ne8 | 7 Ne8 | 6"+2 N7 |62
Nol3 I Nel4 | 6"+2'
Neld | 7" Ne29 | 7"
Nel5 | 7" Ne33 | 7"
Nel6 | 7" Ne39 | 7"




39

Tabauua S. Ananu3 pacuieruieHus o MyTaruu Sy11 B moToMcTBax caMOOTBIIEHHBIX TETEPO3UTOT

Beero W3 Hux:
Popurensckoe . . 5
pacTeHuil | pacTeHH IUKOTO X3 P
pacTeHue B coMbe ma MyTaHTOB Sy11
Nel30/2 7 6 1 - -
Nel (2007 r.) 7 6 1 - -
Ne3 (2007 1.) 14 9 5 0,86 0,355
Ne4 (2007 1.) 20 15 5 0 1
Ne8 (2007 1.) 5 4 1 - -
Ne35 (2008 r.) 5 4 1 - -
No22 (2008 r.) 5 3 2 - -
Ne2321 4 3 1 - -
Ne12041 6 5 1 - -
Ne4 174 8 7 1 - -
Ne4 18t 3 2 1 - -
Ne419t 4 3 1 - -
Ne317% 5 4 1 - -
Ne130! 5 4 1 - -
Ne131? 11 9 2 - -
Ne3 + No4 (2007 1.) 34 24 10 0,35 0,552
> (n=15) 109 84 25 0,25 0,619

! Nannble no pacienaenuio B 3Tux noromcrsax npepocrasiaensl C.I1. Cocuuxunoii. Pactenus
BBIPAIIMBAINCH HA OMBITHBIX MOJsIX Kadeaps! renetuku CIIOITY.

2005 = 3.84 (d.f. = 1)

Tabanna 6. Ananus pacuienjeHus: B IOTOMCTBaX MyTaHTHBIX pacTEHUN

Bcero N3 Hux:
Popurensckoe pactenue pacTeHul B
JIUKOIO THIIA MYTaHTOB
CEMbe
Ne34 (2008 r.) 1 0 1
Ne23 (2008 r.) 6 0 6
Ne26 (2008 r.) 3 0 3
Ne40 (2008 r.) 1 0 1
Ne37 (2008 r.) 1 0 1
Ne8 (2008 r.) 4 0 4
> 16 0 16
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3.1.2. CBeTO-MUKPOCKONUYECKUI aHAJIN3 CTAAU Meilo3a

[TonpoOHbIl HUTONOTHYECKUI aHanu3 ObLT mpoBenéH A 29 MyTaHTHBIX pacTeHuid u 10
pactenuii qukoro tuna. Hambosee nHpOpMaTUBHAS CTAANUS JUIS UCCICAOBAHUS C IIOMOIIBIO CBETOBOTO
MHKpOCKONa — Merada3a NEepBOro JeineHus Mmeno3a. OueBUIHBIA IUTONOTMYECKUH J1e(eKT,
BbI3bIBaeMbIii Mytanueil Syll — nanmuue yHuBaneHToB B MI. Uucio yHUBaleHTOB y pacTeHUM
BapeupoBaio ot 0 1o 10 B paznuunbix MKII y Bcex MyraHTHBIX pactenuit (PucyHok 4).

B Tabaune 7 npexncrasiensl pactpeneneHuss MKII B 3aBucuMocTy OT uncia yHUBAJIEHTOB y
MYTaHTHBIX PAaCTEHMH M pacTeHUM JUKOro Tuma. B cpelHeM 4KciIO yHHUBAJIEHTOB Ul 29 MyTaHTHBIX
pactenuii coctaBwio 2,7 £ 0,06 yHHBaJIeHTa Ha KJIETKY. Y PacTEHUW AMKOTO THIA YHUBaJEHTHI B M|
BCTPEYAINCH PENIKO.

Jlnst Gonee TOYHOTO ONMCAHHS KapTHUHBI TOBeAeHUs xpomocoM B MI Obuto mpoeneno
uzyyeHue pacnpeneneHuss uumciaa xuasm no MKII (Taéamma 8). M3 Tabmuubl BHIHO, YTO
XMa3M000pa30BaHUe Y JAHHOTO MEHOTUYECKOI0 MyTaHTa JOCTOBEPHO CHIDKEHO Oosiee ueM B 1.5 paza.
[ToMrMO YHWBAJIEHTOB, Y KOTOPBIX OTCYTCTBOBAJIM 00€ XMa3Mbl, HAOIIOAAINCh OUBAJICHTHI C OJHOMN
Xua3Moil (OTKpbIThie OuBaneHTbl). OJHAKO €CIIM MOCMOTPETh Ha paclpeselieHue Xua3M Ha CTaJluu
JMaKNHE3a, TO TaKOro KOHTpAcTa MEXIYy JAUKMM THIIOM M MYTaHTOM HaOIOAaThCs HE OyneT, XOTs
paznuuusa ngoctoBepHsl (Tabmuma 9). Moxno 3akmounts, yto MKII wmyrtantoB Syll mpu
IPOXOXKACHUU CTaJuU AuakuHe3a TepsaoT He MeHee 30% xuasM. K Hauany MI sTo BbIpaxkaercs B
nepepacnpe/ieieHid 4acTOThl KJIacCOB Iap TOMOJIOTOB B CTOPOHY YBEIMYEHMs YWciIa Hap, He
O00BbEIMHEHHBIX XMa3MaMU M OOBEAMHEHHBIX TOJIBKO OJHOM XHa3MOH, TO €CTb B IOSBICHUU

YHUBAJICHTOB U OTKPBITHIX OMBAJICHTOB.
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& A e e B

PucyHnox 4. /luakune3 u metadasa | y pacrenuii qukoro tuma (A — B) u y meioTudeckux

mytanTos Sy11 (I, 1):

A — TMaKWHe3 y pacTEeHUsI P>KU TUKOro Tuna (7 3aKphIThIX OMBAJICHTOB);

b, B — meradasza | y pacrennii pxxu nukoro tuma (B — 7 3akpeiTeix OuBaneHtoB, B — 5
3aKPBITHIX OMBAJICHTOB M 2 OTKPBITHIX OUBAJICHTA);

I, /1 - meragaza | y meifornueckux myrantoB Syll: I' — 6 GuBasieHTOB (3 3aKpBITHIX U 3
OTKPBITHIX) U 2 yHHUBaNeHTa, J| — 4 OTKpBITBIX OMBajeHTa U 6 YHUBAJIECHTOB. Y HUBAJEHTHI MOKa3aHbI

cTpenkaMu. MaciTaOHbIe OTPE3KU — 5 MKM.
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Tadoauua 7. Pacnpenenenne MKII B 3aBucHMMOCTH OT unciia YHUBJICHTOB B MeTadase | y MyTaHTOB
Sy11 u pacTeHui TUKOTO TUIIA

Obpazen Yucino Yucno MKII (%) ¢ uuciiom yHHUBaJIEHTOB Cpennee
uccie- uccie- 0 2 4 6 8 10 | 12 | 14 YHCIIO
JOBaH- | JOBaH- YHH-
HBIX HBIX BaJICHTOB
pacte- | KIETOK, Ha
HHH, IIT. IIT. MEHOIIUT,
IIT.
Jukuit 17 289 93,7 | 6,3 0,1+0,03
THUI
MyTaHTbI 29 980 326 (36,01(229| 66 | 1,8 | 0,1 2,2+0,06
syll

Tab6auuna 8. Pactipenenenue nap roMoioros Ha ctaauu Metadasbl | B 3aBUCUMOCTH OT YKCIa XUa3M y
MyTaHTOB Sy11 u pacTeHuil Tukoro Tumna

Yucno Yucno Jons nmap roMoJI0rOB €
Yucmo N Cpennee unciio
O6paserr pacte- | ok nap YUCJIOM XHa3M, %o HaM Hal
HHUH, > | rOMOJIO-
IIT. 0 1 2 OMBAJICHT, IIIT.
IIT. rOB, IIIT.
Jlukuii TUI 7 291 4725 1,0 10,8 88,1 1,8+0,01
MytanTs Sy11 17 675 2037 16,0 56,8 27,2 1,1+0,01

Tadauna 9. Pactipenenenne nmap roMosIoroB Ha CTa UM JUAKWHE3a B 3aBUCHMOCTH OT YHCJIA XUa3M y
MyTaHTOB Sy11 u pacTeHuil tukoro Tuna

JoJist map TOMOJIOTOB C Cpennee
Yucno Yucno Uucno nap 4KCJIOM XuasM, %o YUCIIO
O6pa3zen pacTeHui, | KIJIETOK, | TOMOJIOTOB, XUa3M Ha
IIT. IIT. IIT. 0 1 2 3 OWBaJICHT,
IIT.
Jukuii Tam 6 43 301 07 |16.3 | 814 | 1.7 1.8+0.02
MyrtanTsi Sy11 8 68 476 23 | 302|664 | 1.0 1.7+0.02
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B HEKOTOpBIX KIeTKax MyTaHTHBIX PAaCTEHUN ObUIN BBISABICHBI MYJIbTHBAJICHTHBIE ACCOLIMALINN.
B Buny ocobenHocreil 00beKTa MOAPOOHBIN MX YUET 3aTpyaHEH, OJHAKO HAM YIAIOCh M3y4uTh 351
MKIT u cpemn sHux B 3% MKII Obuim BbIsBIeHBI MylnbTHBaIEHTH. Cam ¢akT Hamuuus
MYJIbTUBAJIEHTHBIX accouuanuii B M| oueHb Ba)XXHO JOMOJIHAET LUTOJOTMYECKMH (EHOTHIL A
MYTaHTOB XapaKTepHa He TOJbKO OCJIa0JIeHHasi CIIOCOOHOCTh MOJIEPKAaHUsI XUa3M, HO U UMEET MECTO
o0pa3oBaHUE XHa3M MEXAYy HETOMOJOTHYHBIMUA PaiOHAMU XPOMOCOM (KOCBEHHBIM J0Ka3aTeIbCTBOM
Yero W SBJISIOTCS SAMHUYHBIC MYJIbTUBAICHTHI, Jomennme 10 MI).

[utonornyeckuii aHanu3 mocheayrmux craauid meiosza Obutl npoBenéH C.I1. CocHuxuHOU M
kosuteramu (kadenpa reaetuku CIIOIY), ero pesynbrarsl (Tadaunma 10) Bonud B Halry COBMECTHYIO
nyonukanuio (I'onyouos u dp., 2010). OrcTaBaHue OTAENIBHBIX XPOMOCOM MOYHO paccMaTpUBATh Kak
pe3yJbTaT HENPaBUIIBHOIO PAaCXOXACHUS YHHUBAJIEHTOB. MOCTBI, B CBOIO O4Y€pe/b, IOJITBEPKIAIOT
HaJlmyue omubok xuazmooOpaszoBanus B mnpodaze |. Berpeuanmuce MKII myTaHTOB ¢ HepaBHBIM
neneHueM, (parmMeHTaMu XpoMOCOM M TsDKaMH XpoMaTHHAa. B pesynbraTe BCeX ONMCAHHBIX
HapylmeHnid (HOPMHUPOBATUCH JEPEKTHBIE TETPAJbl MUKPOCIOP: TETPaibl C MHUKPOSAPAMH, JAUAIbI,
TpHUajbl, MOHABI W TONHAAbl. B KadecTBE MHTErPUPYIOIIErO NOKa3aTels HapyUIeHWH Meio3a Mbl
paccuMTany TeTPaJHbI MHIEKC: OTHOLIEHHWE YMCIIa HOPMAJbHBIX TETpaJ K OOIIEeMYy YHUCIy TeTpaj
(Iyxanbckuii u dp., 2007). J{ns pacTeHUi TUKOTO THIA M3 MOMyJsAiuud Bstka oH ObuT paBeH 98.8 +
0.2%, mnst pactenuii qukoro tuna u3 nHopennon muand Mcll — 90.3 £ 0.7%, a mist myranTta Sy11 on
okazaiicsi cHmKeH 110 54.5 + 1.2%. JlanHbIii moka3aTens He 00J1a1aeT BHICOKOH YyBCTBUTEILHOCTHIO,
HO MOJTBEPXK/1aeT MOBBIIIEHHOE YHCII0 aHOMAJIMH Y MYTaHTOB Ha 3aBEPILIAIOIIMX dTanax Menosa.

B koH11ie pa3zaena Mbl IpUBEIEM JTaHHBIE 110 3aBA3bIBAEMOCTH 36pHOBOK OT caMOonblIeHus. J{is
pacreHuii qukoro tura oHa coctasmia 11,98 + 2,75% (Bapusuponaina ot 3,86 10 23,03%, n = 6), a ais
mytaHToB Syl1l — 2,2 + 0,58% (BapeupoBasia ot 0 1o 10,00%, n = 19). Takum oOpa3om, y MyTaHTOB
3aBsI3bIBAEMOCTh OKa3aJlach CHIDKEHA NpUMEpHO B 5 pas. [laHHBIM (akT HarisIHO WIUIIOCTPUPYET
BJIMSIHUE aHOMaIMK Meio3a Ha pepTUIIbHOCTh pacTeHUi. HecMOTpsl Ha MIMPOKUIA CIIEKTp HapYIICHUH,
MYTaHTHBIE PACTCHHUsI CTAOWIIHHO 3aBS3BIBAIN €IMHUYHBIC 36PHOBKH, TO €CTh, MyTanms Syll seisercs
MOJIyCTEPHIIbHON. MBI OOBSCHSIEM ITO HEBBICOKOM CTEMEHbIO MPOSBICHUS aHOMAIHM (OTHOCUTEIBHO
JIPYruX MyTalMi U3 KOJUIEKLMH), YTO OCTaBJIsIeT HEOOJBIION MIaHC JUIsi 00pa30BaHUS HOPMAJIbHBIX

TraMcET.



Taoauna 10. Xapakrepuctuka anadasser |, anadassr |l 1 Terpag mukpocnop y mytantoB Sy11 u

pacTeHui JUKOro TUIIA

Pactenus JUKOI'O THUIIa

Cragus
veiiosa ITpusnax Myrautst Sy11 [ }13 yu6pennoit | Us nonynsuun
auHauu Mcll Bsarka
Yucno pacteHuit 12 8 26
Yucno kieTox 888 950 4084
U3 HUX ¢ HapymeHusmu (%) 45.2 +1.67 11.7+0.8 2.6 +0.25
B T.4. C OTCTaBaHUEM XPOMOCOM 243 +1.44 6.9 +0.82 1.0+0.16
Al C MOCTaMH 19.0+1.32 3.1+0.56 0.8+0.14
¢ ¢pparMeHTaMH XPOMOCOM 2.1+0.49 1.7+0.42 0.7+£0.13
C HEPaBHBIM JICJICHUEM 2.0+0.47 0 0
C TSDKaMU XpOMaTHHA 0.3x0.19 0 0
Uucno pacrenuit 10 7 26
Yucno KiIeTok 886 739 4462
U3 HUX ¢ HapymeHusmu (%) 54.4 +1.67 142 +1.28 1.3+0.17
B T.4. C OTCTaBaHUEM XPOMOCOM 40.6 £ 1.65 13.0+1.24 1.0+ 0.15
Al C MOCTaMu 9.1+0.96 0.9+0.36 0.3+0.08
¢ ¢hparMeHTaMu XpOMOCOM 1,3+0,37 0 0
C HEPaBHBIM JIeJICHUEM 2.3+0.49 0 0.02 £0.02
C TSHKaMH XpOMaTHHA 0.2+0.11 0 0
Yucno pacTeHnit 12 13 24
Uucno kieTok 1797 1887 3732
U3 HUX ¢ HapymeHusmMu (%) 455 +1.17 9.8+0.68 1.2+0.19
Terpanbl B T.4. C MUKPOSIIPAMH 30.9+1.09 8.8 +0.65 1.1+0.17
MHUKPOCIIOP JMaJIbl C MEKPOSIIPAMU 9.1+0.68 0 0
TPHUAIbl © MOHAJIBI 1.1+0.24 0 0
C HEpPaBHBIM JIEJIEHUEM 1.7+0.30 09+0.22 0.1 £0.05
C TsDKaMH XpOMaTHHA 0.1+0.08 0 0
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3.1.3. DJIeKTPOHHO-MUKPOCKONNYECKU aHaJau3 npogaspi I

Ha ynsrpactpykrypHoM ypoBHe Ob110 uccienoBansl 40 MKII ueTsipex pacTeHHd JUKOTO THUIIA
(Nel19, Ne20, Ne38, Ne22 — 2008 r.) u 84 MKII nsatu myranToB Sy11 (Ne6, Ne23 u Ne27 — 2008r.; Ne5 u
No2 — 2009 r.). MBI aHQIM3UPOBAIN YIABTPAaCTPYKTYpHBIE KapTuHbl cTpoeHuss CK Ha cramusax ot
JENTOTEHbl A0 MO3J1HEH IUIUIoTeHBl. [lOCKONbKY XapakTep CHHAICHca MOAPOOHO U JIOCTOBEPHO
BO3MO)XKHO OLIEHUTb HAa CTaJUsIX HE paHEe CPEJHEN 3UIrOTEHbl U HE II03/IHEE pAaHHEH IUIUIOTEHBI,
MMEHHO 3TOMY JHana3oHy cyOcTa il ObII0 yeIeHO OCHOBHOE BHUMAaHUE.

VY pacrenmii gukoro Tumna HapymeHuid B ctpoeHun CK He Obuio BbIiBIeHo. Ha cramum
naxutenbl Bce CK cocrosii M3 ABYX JlaTepajbHBIX 3JIEMEHTOB M OBUTM HEMPEPBIBHBI MO JUIMHE
(Pucynok 5). Hapymenus B popmupoBanuu CK B x0/1e 3UroTeHsI U ectecTBeHHOM aerpanaimu CK Bo
BpEMSI IUIIJIOTEHBI TAK)KE HE ObUIN BBISIBJICHBI.

Y MyTaHTHBIX PAacTEHUN Mbl OOHAPYXWJIM HApPYIIEHUS CHUHAIICMCAa TOMOJIOTOB, a MMEHHO
CMEHY MapTHEpOB crapuBaHus (“mepexitoueHus’” — SWItChes) u cuHarcuc jarepaibHbIX 3JIEMEHTOB
CK “na cebs” («cknagku» — foldbacks) (Pucynku 6, 7 u 8). B Mectax Takux HapylieHHid ObUIH
oOHapy»XeHbI 30HbI acuHarncuca. [Ipu mojacuére yncina aHOMaIHA KaX10€ COOBITHE “TICPEKITIOYCHUS U
KaKaas “Ckiaika’ YYUTBIBAJIUCh KaK OTHeNbHble coObiTus. “TlepeximtodeHus” M “CKIaaku’” UMENd
o0IIyI0 AMHAMUKY U3MEHEHUS M0 CyOCTaJusIM, ITO3TOMY Mbl CYMMHPOBAIIH JIBa MOKa3aTess U Jeialiu
JaTbHEHIITNE 3aKIIFOUCHHSI IO 00bETMHEHHBIM JaHHBIM.

JIst CTaTUCTUYECKON OLICHKHM 3HAYMMOCTH PA3JIMYMM CPEIHEro YMCJa HAPYIICHWHM Ha KIETKY
MO CTaausAM Mbl CQOPMHUPOBAIH TPU BBIOOPKH KJIETOK: 1) cpemHsisi 3UroteHa, 2) MO3/Hssl 3UTOTEHa,
paHHsAA M CpedHsAs NaxuTeHa W 3) MO3[HAS MNaXUTeHa M paHHssS AumuioTeHa. Mcmonb3oBamu
JIBYXCTOPOHHMH IBYXBBIOOPOUHBIN t-TECT /17151 BBIOOPOK € pa3iuyHbIMU JucnepcusiMu. Okazanoch, YTo
pas3IMuus TOCTOBEPHBI IS BceX TPEX map cpaBHeHus Ha 95% ypoHe 3HaunMoct (Tadoauma 11).

[{uTonoruyecku MAaHHBIA pe3yJabTaT MOXKHO HMHTEPIPETUPOBATH CIEAYIOUIMM 00pazoMm.
[TposiBneHne MyTanu MOXHO HAOMIOAAaTh YK€ Ha CTQJAMU CpelHell 3UrOTeHbI, KOrja HaOII01aloTCs
eAuHUuYHble HapymeHus B crpoeHuu CK, koTopelii Tonpko Hauan QopmupoBaThecs. B mosnnei
3UroTeHe, 1o Mepe yBenuueHus oouieit nmuael CK, uncino HapymeHuil 10CTOBEpHO YBEIMUNBAETCS HE
MeHee yeM B 5 pa3. OHaKo Ha IPOTSHKEHUH JUINTENbHON CTaJIMH MTAXUTEHbI IPOUCXOIUT MOCTENEHHOE
CHIDKEHHE CpelHero uucia Ae(eKToB Ha KIETKY M K CTausM MO3AHEeH NaXWUTeHbl — paHHEH
JUIUIOTEHBI CHMDKEHHUE CTAHOBUTCS JOCTOBEPHBIM.

@akT HanmMuus “NIepeKiIIoueHui” TapTHEPOB CMApUBaHUS B MaxuTeHe (M WX YaCTUYHOE
COXpaHEHHE BIUIOTH JI0 CTAaJUU JUIUIOTEHBI) JOIMYHO OOBACHSAET MPUCYTCTBHE MYJIbTHBAJIEHTHBIX
acconuanuii Ha Oojiee TMO3JHMX CTausIX Meio3a. Pe3ynabTraTel CBETO-MHUKPOCKOIHMYECKOTO U
ANEKTPOHHO-MUKpOCcKonuyeckoro aHanuza MKII B3auMHO [MOMOJNHSIOT W XOPOILIO OOBSCHSIIOT

IMMOJIYYCHHBIC PC3YJIbTAaThI.
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PucyHok 5. DIeKTpOHHO-MUKpOCKOMHUYecKas (ororpadusi paciiaCTaHHOTO spa MEHOInTa

PACTCHUA PXKU JUKOI'O TUIIA HA CTAAUH ITaXUTCHBI. MacirraOHbIi OTPEC30K — 5 MKM.
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Pucynok 6. DiekTpoHHO-MHKpOCKonYeckas (oTorpadusi paciuiacTaHHOTO siipa MeHoIHTa
mytaHTta Syll Ha craguu no3AHEW 3UroTeHbl. MHOTOYMCICHHBIE YYacCTKH HErOMOJOTHYHOIO

CHHaIcuca — “TiepeKII0YeHns” 1 “CKIaIKu” — OTMEUEHBI CTpeiakamMu. MaciTaOHbIi OTPE30K — 5 MKM.



Pucynok 7. ®parMeHT paciuiacTaHHOTO siipa MenoruTa mytanta Syl1l Ha cTaauu 3UTOTEHBI.
Crpenkamu nokasassl JBa “TIEpEKIOYEHNs NMAapTHEPOB criapuBaHus. Beero B acconnannuy y4acTBYIOT

yeTbIpe JaTepasibHbIX 35eMeHTa CK. MacirabHblil oTpe3ok — 1 MKM.

Pucynok 8. ®parmeHT pacruiacTaHHoro sigpa Meronuta Mytanta Sy11 Ha cTaguy MaxUTEHBI.
Heromomornuneiii cuHancuc mnpuBEN K 0Opa30BaHUIO CJIOKHOHW aHOMAJIbHOW  acCOIHMAINH
natepanbHbiX d1eMeHToB CK. Otmedensl “niepexmtodenus’” (CTpenku), “ckiaaka” (P) u oOmmpHas

30Ha acuHarncuca (A). MacmraGHbIi 0Tpe30K — 1 MKM.
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Ta6auna 11. Jlunamuka coOBITHII HETOMOJIOTHYHOTO CHHAIICKCA IO cTaausM rpodassl | y MmyranToB

syll
IMo3mussa
[To3aHss 3uroTeHa,
Cpenuss MaxXUTeHa 1
paHHSAS U CpeaHsis
3UTrOTeHa paHHss
MaxuTeHa
JTUIUIOTEHA
N3y4eHo KIeTok, mT. 14 19 7
Hapymiennii B cpegnem
0.5 3.4 1.9
Ha KJIETKY, IIIT.
t12=5.54 > to 05 = 2.07
JIByxcTOpOHHHIA t-
. t2-3=2.44 > to05 = 2.07
KpUTepui
t13=3.09 > to05 = 2.30

3.1.4. O6cyxnenune

MyTanuu reTepoJorHyHOr0 CHHArcuca (MHIMCKPUMUHAHTHOTO, HETOMOJIOTUYHOTO) OMHCAHBI
y nyka (Jenkins, Okumus, 1992), kykypy3sl (Golubovskaya et al., 1997b), apoxxeii (Nairz, Klein
1997). Bonbimoe umcio Takux myranuii ooHapyxeno y pxku (CocHuxuHa u dp., 2005; Sosnikhina et
al., 2005).

I'enernueckuii aHanu3 HoBoW Myranuu Syll mokaszan, 4To NpHU3HAK aHOMAJILHOCTH Meio3a
HacJIeyeTcss MOHOT€HHO M perieccuBHO. Llutonornueckoe nposinenne myranuu Syl1l coorBercTByer
paHee M3YYEeHHBIM MYTAIUSAM M3 TPYNIBl MyTallMil TeTepOIOTHYHOTO cHHarcuca. Ha caMbIx paHHUX
CTagusX MeHoTmueckoro naeneHus aedexrsl He BbLBAIOTCA. MKII HOpManbHO M 0e3 3aaepkKu
BCTynaroT B Meiio3. B nentorene ¢opmupyrorcs OO XpomMOocoM, U HPOUCXOIUT (OPMHPOBAHUE
¢burypsl “Oykera”, B OTIMYME OT MyTaHTa Syl, y KOTOpOro HapylleHa KjlacTepu3alus TeJIOMep U HET
«Oykera» (Mikhailova et al., 2001). IIpu mepexonme K CTaJuu paHHEH 3UTOTEHBI MHHUIMHAPYETCS
cHHaricuc. B cpemHel 3uUroTeHE BBIABISAIOTCS €JUHMYHBIE HapyiieHus B (opmupyrommxcs CK,
CBOWCTBEHHBIE BCEM MYTAIlMSIM C TeTeposioruuHbiM cuHancucoMm (CocHuxuHa u dp., 2005; Sosnikhina
et al., 2005). OgHako cTeneHb MPOSIBICHUS HAPYIICHUH W JalbHEHIas X cyap0a mo cyocraausm
npodassl | paznuyHa. Y uzydueHHOro Hamu MyTtanTa Sy11 yxe B mo3aHel 3uroTeHe 4nciio HapyleHun
JIOCTOBEPHO YBEJIMYMBAETCSI B HECKOJBKO pPa3, JOCTUTas cBOero muka. Ha mpoTsikeHWH paHHEH U

CpCI[HCfI MaxXrUTCHBI TPOUCXOJAUT MOCTCIICHHAA UX KOPPCKUUA, U K KOHILY MMO3dHEH MMaXUTEHbI — Haydally
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paHHEN AUIUIOTEHBI MPOUCXOIUT JOCTOBEPHOE CHIKEHUE 4uciaa aHoManuid. CXO0XKell TeHIEHLMER
obnamaer myrarus Sy7, HO CTeNeHb €€ MPOSBICHUS (CpeqHee YHCIO HAPYIICHHW Ha KIIETKY) BHIIIE
(Fedotova et al., 1994). Myranuu Sy8 u Syl0 Tarxke sBistOTCA OOJiee CHIBHBIMA M UX ITHKH
HApyIICHWA TMPHUXOIATCS HAa CTaJWU  paHHEH-CpelHEH TaxXWUTeHbl H MO3JHEH MaXUTEHBI
coorBerctBeHHO (Fedotova et al., 1994; Cocuuxuna et al., 2007). Myranus Sy2 BbI3bIBACT €AUHHYHBIC
HapylieHus Ha npoTsbkeHuu Beeil npodassl | (Cocuuxuna et al., 2002). HecmoTpst Ha cyliecTBeHHBIC
pa3iuuuvs, BCe MyTalUd OOJAAar0T OJHOW OCOOCHHOCTHIO: K Hadaly TUIUIOTEHBI YHCIO OIIMOOK
CHHAIICHCA CHUYKACTCSI.

B nunakunese y myrantoB Syll ¢opMupYIOTCS KOHIIEHCHPOBAaHHBIC OMBAJCHTBHI, HO 4YacTOTa
00pa30oBaHHBIX XMa3M y MyTaHTOB Syl1l mocToBepHO CHIKEHA IO OTHOUICHHIO K JUKOMY THUITy. bosee
TOr0, K Hadairy metadasbl | mpoucxoaut moreps eme mpuMepHO TPETH XHa3M, 4TO AaéT OCHOBAHHE
OPEINONIOKUTh O HApPYNICHWH OJHOTO M3 93TaloB CIIOKHOTO IPOIECCOB PEKOMOWHAIIMHM U
xuazMooOpazoBanus. I[logoOHas TenaeHuus omnucana ans myrtamuil Sy18 u sy2 (CocuHuxuna u op.,
2009). B meragasze | y myranTa Syll kpoMe OTKPBITHIX OMBAJICHTOB M YHHBAJCHTOB HAOIIOIAIOTCS
SMHUYHBIC MYJIBTUBAJICHTHL. Hannuue MyJIbTUBAICHTHBIX AaCCOIMANNN, HECOMHEHHO, SIBJIICTCS
CJICZICTBUEM HETOMOJIOTHYHOTO CHHAIICUCA, BBIBICHHOTO Hamu B mpodasze |. CTouT OTMETHUTH, YTO
TaKWE acCOLHUAIMH C PA3IMYHON YaCTOTOW OBUTU OMHMCAaHBI Y BCEX MYTAHTOB P)KH C FETEPOJIOTMYHBIM
cunaricucoM (Cocuuxuna u dp., 2005; Sosnikhina et al., 2005). Ha Gosnee mo3aHux craausx Meios3a
BBISBJSICTCS IMPOKHM CIIEKTP HApYIICHHWH, KOTOPBIE MOXKHO pacCMaTpUBaTh KaK CJICICTBUC
aHOMaJIMH, perucTpupyeMbix B M| HakaHyHe cerperaniy roMOJIOTUYHBIX XpPOMOCOM. J[1si MyTaHTOB
Syll xapakTepHa MOBBILIEHHAs: YaCTOTa MOCTOB M OTCTaBLIMX XpoMocoM B aHadasze I u B anadasze II.
OrcraBaHWe OTAETBHBIX XPOMOCOM MOXKHO paccMaTpuBaTh Kak pe3ylbTaT HENPaBUIHLHOTO
pacXoXJICHUsT YHUBAJIEHTOB. MOCTHI, B CBOIO OUYE€pEe/lb, KOCBEHHO TOJTBEPKIAIOT HAIUYHE OIINOOK
xuazMooOpazoBanust B mpodaze |. Taxxe BcTpewanucs MKII MyTaHTOB ¢ HEpaBHBIM JETICHHEM,
(dparMeHTaMH XpOMOCOM U TsDKaMH XpOMaTWHa. B pe3yibraTe BCeX OMNMCAHHBIX HapPYIICHUH
bopMUPOBATUCEH JTIeDEKTHBIC TETPAIBl MUKPOCIIOP: TETPAJIBI ¢ MUKPOSIIPAMHU, TUAIBI, TPHAIBI, MOHABI
U TOJHMaabl. 3aBSA3bIBACMOCTh 3€PHOBOK y MYTAaHTOB CHIDKEHa MPUMEpPHO B 6 pa3. [laHHBIA QakT
HArJSIIHO WIJUTIOCTPUPYET BIMSIHME aHOMAlMK Meio3a Ha (epTHibHOCTh pacTeHuil. HecmoTps Ha
IIMPOKHUN CIIEKTP HAPYIICHUH, MyTaHTHBIC PACTEHUSI CTAOWJILHO 3aBS3bIBAIOT CIUHUYHBIC 3CPHOBKH,
TO ecTh MyTamus Syll sBIseTCS MONYCTEPUIBHONW. DTO MOXKHO OOBSCHHTH HEBBICOKOH CTENEHBIO
MPOSIBIICHUS aHOMaJMH (OTHOCHUTENIBHO JPYTUX MYTalUid TeTEPOJIOTHYHOTO CHHAICHCAa W3
[TeTeprodckoii KOJUIEKIIHH), 9YTO OCTaBISIET HEOOMBIIION MIAHC I 00pa30BaHUS HOPMAIIBHBIX TaMeT.

Myranust Syl1 siByiseTcsi BOCbMOM MO BPEMEHH OTMCAHUSI MyTallMeld P)KU C TeTePOJOTHUHBIM
CUHAIICHCOM, paHee ObUTH OTIMCAaHbI MyTaruu Sy2, sy6, sy7, sy8, sy10, sy18 u sy19. C momomisio TeCTOB

Ha aJuienu3M ObLIO TOKa3aHo, uto myTarun Sy2 u Sy10; sy2 u Sy19; sy18 u sy19 HeamnenbHBI MEXKIY
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coboii (Cocuuxunaa u Op., 1994; Cocuuxuna u op., 2005; Cocuuxuna u op., 2009). T'en syl0
JIOKaJIM30BaH Ha JUIMHHOM IIjieue XpoMocoMbl SR, sy18 — B nueHTpoMepHoii obsactu XxpoMocomsl 2R,
syl9 — na mmHHOM IUIede xpomocombl 7R ([loamarosuu et al. 2013a; JlonmatoBuu et al. 20136).
bonee Toro, nzyduenue ABOMHBIX MYTaHTOB MoOKa3ano, uTo reH Syl0 HaunHaeT nelicTBOBaTH B Meio3e
panbiie reroB Sy19 u sy2 (Cocuuxuna u dp., 2005). Hanmnyre 60MBIIOrO YnCiIa T€HOB, OTBEYAOIINX
3a CTPOTOCTb TOMOJIOTHHM CHHAICHCA, TOBOPUT O TOM, YTO 3TOT IMPOIECC HACHIIMIEH COOBITHSMH Ha

MOJICKYJIAPHOM YPOBHC U HAXOAUTCA 11O CTPOTUM I'CHCTUYCCKHUM KOHTPOJIEM.
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3.2. PeBU3HS IUTOJIOTHYECKOT0 MPOSIBJIEHUS MeiloTHUeCKOoii MyTamum Sy9

Myramust SY9 sBIseTCs aCHMHANTHYECKOW MyTallMed piKH, KOTOpas aKTUBHO HCCIIEAYETCS
COBPEMEHHBIMH MeToaaMu MosekyisgpHoi ruroreneruku (Mikhailova et al., 2001; Jlosiroc u op.,
2009; MuxaiinoBa u oOp., 2010). OxHako Ha CETOMHAIIHMN [€Hb HE pas3pelleHa CYICCTBEHHAs
npobiemMa HECOOTBETCTBUS IIUTOJIOTHYECKUX KapTHUH B Ipodasze u Meradasze nepBoro MEHOTHIECKOTO
nenenus. B meradaze [ y myrantoB Sy9 npumepno B 2/3 MKII HaOmoal0TCS TOJBKO YHUBAICHTEHI.
Onnako B 1/3 MKII cTabunbHO HaOJIFOAAFOTCSE OMBAJICHTHI, YUCIIO KOTOPBIX BapsupyerT. [Ipu nzydenun
O6onpmux BbIOOpOK KieTok (1000 m Oosee) Bcrpewarorcs emamauuHble MKII nmaxe ¢ ceMbro
ouBanenramu (Jlosmroc u dp., 2009). PykoBOJACTBYIOCH COBPEMEHHBIMHU IMPEACTABICHUSIMUA O MEHO03¢e
MOYKHO TIPEATOJIOKUTH, 4TO B mpodasze | pacTeHmii ¢ Takoil KapTHHOW mMoBeaeHUs xpomocom B MI
JOJIKHBI TPUCYTCTBOBaTh x0T Obl kopoTkue ywactku CK (bormanos, Komomuen, 2007). Ognako
naxe kopotkux ¢parmentoB CK y wmyrantoB Sy9 He Obuio OOHApYXKEHO, U €ro IUTOJOTHYECKHI
¢denoTun ObUT KIaccu(UIMPOBAH Kak MOJHOCTHhIO acuHanThueckuil (Demorora, 1988; CocHuxuna u
op., 1998). Hameit 3amaueii crano coriacoBanue KapTHH Meio3a B npodase | u meradaze I B MKII

MYTaHTOB SY9.

Mamepuan ona wuccnedoganusn. Jjisi WUCCIENOBaHUS UWTOJOTHMYECKHMX KAPTUH MeWo3a y
MEHOTHYECKUX MYTaHTOB SY9 HaM OBUIM NpPEJOCTaBICHBI ceMeHa F3 OT caMOOMBUICHUS pacTEeHUs
Ne321/21 (2004 r.) u3 Ilereprodckoii KOUIEKIIMM MEHOTHUYECKHX MyTauuid pxku. Pacrenue Ne321/21
(+/sy9) — pacreHue wu3 KapTHpyoLleH OONyISAIMHA F2 OT CKpeUMBaHHUS WHIMBUAYaIbHOTO
TeTepO3UTOTHOTO MO MyTaruu Sy9 pacteHus ¢ pacteHueM u3 aBTodepTwibHON JmHuel L6. Takum
obpazom, B F3 MBI oxumanm HaOMIOAAaTh pacHICIUICHWE B COOTHOUIEHWH 1:3 Ha MyTaHToB SY9 M
pacteHust aukoro Tuma. Pactenus Fs BblpamumBanu B Terumue kadenpsl renetuku PIAY-MCXA ¢
ocenu 2009 r. mo BecHy 2010 r., pacrenust F4 — ¢ ocenu 2010 r. mo Becny 2011 r. SpoBuzanuto
npoBoauiu nipu 5-6°C B HosiOps-siHBape (F3) m gexaGpe-depane (Fa) B spoBu3alimoHHONW Kamepe

[eHTpa MoJieKyJsipHoi OuotexHomoruun PIAY-MCXA.

3.2.1. CBeTO-MHMKpOCKONUYeCKUI aHaau3 MeTtadasbl [

VY Meiiotndeckux MyTaHToB SY9 aHomanmu B MI mposBIsUIHCH B HAMWYAK OOJBIIOTO YHCIIA
yauBaneHToB. bonemuuacTBo MKII He coneprkano 6uanientoB BoBce (Pucynok 9, A). Kak BumHo u3
Tabauubl 12, Bce MyTaHTHBIE DPACTEHMS XapaKTEPU30BAINCH CXOJHBIM YPOBHEM TPOSIBICHUS
aHOMAJIMH, TOATOMY JalibHEHIIINE BBIBOABI MBI JeNalid 10 00beAMHEHHBIM JaHHBIM. B cpeqHem uucio

YHUBAJIGHTOB JUIsI MYTaHTHBIX pacTteHuil cocraBmio 13,21+0,096 ynusanentoB Ha MKII. Penkue
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OuBasieHTHl BcTpedanuch Juib B 29% kierok (Pucynok 9, Bb) Hamm pesynbTatsl Xoporio
COTJIACYIOTCSl C pe3yJbTaTaMu OMYOJMKOBAHHBIX paboT, MOCBAIMIEHHBIX JAaHHOMY MYTAHTY, KOTOpbIE
Obun BeIMosHEHBI Ha Oonbmux BeiOOpkax MKII. Tak B BeIOOpke w3 1026 MKII enunnyHBIC
OuBaseHThI ObUTH OOHAPYKEHBI B 347, T.¢. B 34% kierok (Jlosioc u op., 2009).

Jlnst 6onee mogpoOHoro ananmza MI mbl m3yunnu pacnpenenenne xuazmM B MKIT (Tabauna
13). Kak Buano u3 tabmuisl, 6onee 90% nap romonoroB B MKII MyTaHTHBIX pacTeHUI HE UMENIU HU
OJTHOW XHMa3MBbl, T.€. MPEACTABISIN COO0W yHHMBaneHTHI. JIumb 5,2% umenu xots Obl OJHY XHa3My.
[Tpruém ymciio map roMosoroB, 00bEAMHEHHBIX IBYMS XHMa3MaMmu, coctaisieT Becero 0,5% ot obuiero
Yyucia M3y4eHHBIX map romojioroB. Tak B 272 MKII 6suto o6HapykeHo Bcero 109 OGuBaneHTOB, U
oimbe 9 U3 HUX OBUIM 3aKPBITBIMU (T.€. C ABYMS XHa3MaMH). Y pacTeHHH IUKOTO THIIA MPOLEHT
3aKpBITBIX OMBaJeHTOB cocTaBui Oomnee 80% oOmero umciaa map TroMoJIoroB. B merow,
XHa3M000pa3oBaHUE y MEHOTHYECKOro MyTaHTa SYy9 okas3aloch CHIKEHO mHpumepHo B 30 pa3 B

CpPaBHCHHUM C PACTCHUAMMU JUKOI'O THUIIA U3 JTOH K€ CEMBH.

A

3

Pucynok 9. Meradaza | y acmHanTnueckux myTtantoB Sy9: A — 14 ynuBanentoB; b — 10

YHHUBAQJIEHTOB U 2 OTKPBITHIX OMBajieHTa (II0Ka3aHbl JBOMHBIMU CTPEIKAMHU).
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Taoauua 12. Pactipenenenne MKII B Metadase | B 3aBUCUMOCTH OT YKMCIIa YHUBAJIEHTOB y PACTEHUH

JTUKOTO THUIIA U MyTaHTOB Sy9

Home Kou- KoymuectBo MKII ¢ uncioMm yHHBaJI€HTOB, MIT. Cpennee
aCTeI-) BO YHUCJIO0
pHHH MKII, 0 2 4 6 8 10 12 14 VHUBAJICHTOB
IIT. Ha MKII, mr.
Pactenus gukoro tuma
No2 25 25 0
No4 25 22 3 0,24
No5 25 20 5 0,4
No6 25 24 1 0,08
No7 25 23 2 0,16
Ne8 25 25 0
NelO 25 14 9 2 0,88
Nell 25 24 1 0,08
Nel2 50 46 4 0,16
Nel3 25 24 1 0,08
Nel4 25 24 1 0,08
Nel5 25 22 3 0,24
Nel01 25 23 2 0,16
Nel109 23 19 4 0,3478
Ne108? 9 9 0
Nel10! 12 12 0
Ne123? 8 8 0
Ne1241 4 4 0
Nel05t 12 11 1 0,1667
Nell1? 4 4 0
Nel32! 4 2 2 1
> 373 335 36 2
% | 100 | 898 | 97 | 05 0,20 + 0,061
MyrtaHThbI Sy9
Nel 31 2 10 19 13,1
Ne3 100 6 18 76 13,4
No9 50 1 2 7 7 33 12,76
Nel102t 10 3 7 13,4
Nel21 24 3 4 17 13,17
Nel29 27 1 7 19 13,33
Nel36 22 2 5 15 13,18
Ne130? 7 1 2 4 12,86
Nel37 18 4 14 13,56
> 272 1 2 21 55 193
% | 100 04 | 07 | 77 | 202 | 710 | 3?1 *0.0%

1 HaHHI)Ie 0 3TUM PACTCHUAM HEC YYUTBIBAJIUCH IIPpU O6’BC)II/IHGHI/II/I JaHHBIX B CBA3HU C

HebopImM KormuectBoM MKII B BeIOOpKE.
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Tabauua 13. Pactipenenenue map roMosioroB B metadase [ B 3aBUCHUMOCTH OT YKCiia XHa3M y paCTEHUN

JTUKOTO THUIIA U MyTaHTOB SYy9

Kod-Bo KonunuectBo map Cpennee
HOMe KOH'BO Ha TOMOJIOI'OB C HUCJIOM qUuCJI10
p MKII, P XHWa3M, IIT. XMa3M Ha
paCTCHI/IH — T'OMOJIOT'OB, 6I/IBaJ'ICHT,
IIIT. 0 1 2
IT.
PaCTeHI/IH JAUKOI'O THUIIa
No2 25 175 0 26 149 1,85
No4 25 175 3 5 167 1,94
No5 25 175 5 7 163 1,90
Nob6 25 175 1 14 160 1,91
No7 25 175 2 9 164 1,93
Nog& 25 175 0 32 143 1,82
Nel0 25 175 11 43 121 1,63
Nell 25 175 1 54 120 1,68
Nel2 50 350 4 64 282 1,79
Nel3 25 175 1 27 147 1,83
Nel4d 25 175 1 9 165 1,94
Nel5 25 175 3 53 119 1,66
Nel01 25 175 2 24 149 1,84
Nel109 23 161 4 29 128 1,77
Ne108? 9 63 0 5 58 1,92
Nel10?! 12 84 0 14 70 1,83
Ne1231t 8 56 0 10 46 1,82
Ne1241 4 28 0 0 28 2,00
Ne1051 12 84 1 7 76 1,89
Nel11? 4 28 0 3 25 1,89
Ne1321 4 28 2 19 7 1,18
> 373 2611 38 396 | 2177
% 100 14 | 152 | g34 | 182+0028
MyTtaHTbI Sy9
Nel 31 217 203 13 1 0,07
No3 100 700 670 26 4 0,05
Ne9 50 350 317 30 3 0,10
Ne102! 10 70 67 3 0 0,04
Nol21 24 168 158 10 0 0,06
No129 27 189 180 8 1 0,05
Ne130?! 7 49 45 4 0 0,08
Nol36 22 154 145 9 0 0,06
Nel37 18 126 122 4 0 0,03
> 272 1904 1795 | 100 9
% 100 943 | 52 | o5 |006+0008

- I[aHHLIC o 9TUM PACTCHUAM HC YYUTBIBAJIUCH IIPU O6’bC,Z[I/IHeHI/II/I JaHHBIX B CBA3H C

HebobpIuM KoruectBoM MKII B BeIGOpKE.
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AHanmu3 pacuieruieHusi B motoMctBax F3 m F4 m u3ydenne meradasbl | y  BBIIIEOUBIINXCS
MYTAQHTOB TOKAa3aJHl, YTO ATH MYTAHTHI SIBJISIFOTCS TUINHUYHBIMH ACHHANTUYECKUMHU MyTaHTaMu SY9,
TaKUMU JKe, Kak B paborax CocHuxuHoi u coaBTopoB (CocuuxuHa et al. 1998; Cocuuxuna et al.
2005). Oxnako myTanus Sy9 xapakTepH3yeTCsi CJIOXKHBIM MPOSBICHUEM U MOXKET XapaKTePU30BaThCSI
HECKOJIbKUMH ITUTOJIOTHYECKHUMH (PEHOTHUIIAMU, KOTOPBIE MOTYT OBITh MICHTHYHBI IIUTOJIOTHYECCKUM
(eHOTUIIAM HEKOTOPBIX JAPYTMX CHHANTHYECKUX MyTaHToB pxu (Pazmen 3.2.4). [Tostomy, C 1emb0
yIIOCTOBEPUTHCS, YTO MBI pabOTaeM HMMEHHO C MyTaHTamMHu SY9, MBI TPOBEIU MOJEKYJISIPHO-
T€HETUYECKOE TCHOTUIMPOBAHHUE C HMCIoJIb3oBaHUEM SSR-mapkepa Xgwml32, koTopbld clLEIieH ¢

reHom Sy9.

3.2.2. MosieKy/JSIPHO-TeHETUYECKUI aHAJIU3

I'en Sy9 ObL1 KapTUPOBaH B MPHUIICHTPOMEPHOW O0JACTH JUIMHHOTO TIeYa XpOMOCOMBI 2R
(ManpiieB u Op., 2009). Ha Bwibopke u3 120 pacrenuii F2 B 3TOii pabore OBLIO YCTaHOBJICHO
abcomoTHoe cueruienne rera SYy9 ¢ naBymst SSR-mapkepamu Xscm43 u Xgwm132. Ha Pucynke 10
Npe/CTaBJICHa TCHETHYECKass Kapra XpoMOCOMbl 2R, cocTaBieHHas 10 pe3yJbTaraM 3TOro
uccienoBanus. B Hamield paboTe [Jis aHa M3a HACIICAOBaHM MyTaluu SY9 ObLI BHIMOJIHEH aHAIU3 €€
kocerperanun ¢ SSR-mapkepom Xgwml32. B pabore C.B. ManbimeBa c coasropamu (2009)
MOKA3aHO, YTO PEIECCUBHBIM (MyTaHTHBIN) auiens TreHa SY9 creruieH ¢ amrenem SSR-nokyca
Xgwm132 nnunoii 121 m.H., a AOMUHAHTHBIA — ¢ amneneMm anuHOW 111 m.H. Pesynbrarel Hamiero
aHanuza npeacrapieH B Tadauuax 15 u 16 u va Pucynke 11.

Bce Tpu MyTaHTHBIE pacTeHUsl B TOKOJCHWUHM F3, BBISBICHHBIC B pe3yJibTaTe HAIIEro
IIUTOJIOTUIECKOTO aHAJIN3a, OKA3aIKMCh CIETUIeHkI ¢ aieneM SSR-mokyca Xgwml132 mmunoi 121 m.H.
(Tadmuma 15). Pe3ynbrarhl, MONy4YeHHbIE C IMOMOIIBIO CBETOBOW MHKPOCKOMHHM U MOJCKYISPHOTO
aHaJM3a, MOJHOCThIO coBnamu. Kpome Toro, ¢ momomipto SSR-mapkepa MBI yCTaHOBWIIM, YTO BCE
pacTeHus TUKOTO THIMA (MMEIONIME JOMHHAHTHBIM amienb SY9) SBISIOTCS TeTepo3uroramu. B
CIIEAYIOIIEM IOKOJIEHHH OT MX CAMOOIIBUICHHS MOXKHO OBLTO OKHMIATh BBHIIIEIUIEHUE PEIleCCHBHBIX
romo3urot Sy9/sy9. B mccnenoBaHHON ceMbe MbI HE OOHAPYKHJIM TOMO3UTOT IO JOMHHAHTHOMY
ayutento Sy9, 4To, O4eBUIHO, CBSI3aHO ¢ HEOOJIBIINM KOJTMYECTBOM PACTEHUI B BRIOOPKE.

Jns nanbHemen paboTel ¢ MyTanueil B MOKOJEHUU F4 MBI BBIPACTUIIM MOTOMCTBO PacTEHHUS
Ne2 (+/sy9). Ha BwiGopke m3 30 pacrenuit F4 Mbl HaOmIOamM paciieljieHHe YK€ Ha BCE TpPHU
TEHOTUIIMYECKHUX KJIacca: TOMO3UTOTHI 110 JUIEI0 AMKOro Tuma +/+ (5 pacTeHuit), TOMO3HIOTHI IO
MyTaHTHOMY auiento SYy9/sy9 (10 pacrenuii) u rerepo3uroTsl +/Sy9 (15 pacrenuii). Melorndeckuit
denotun Hamu Obu1 omnpeaenéH s 16 pacteHuil. JlaHHbIE LUTOJOTMYECKOrO aHalW3a U

TCeHOTHIIMPOBAaHUS C HCTOib3oBaHMeM SSR-mapkepa Xgwml32, kak W OXHIAIOCH, TTOJHOCTBHIO
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copnanu (Tadauma 16). Habmromaromeecss B JaHHOM TMOTOMCTBE pacIICIJICHHE IO MyTamuu Sy9
(koTopoe OBUIO TIPUPABHEHO K pACIICIUICHUIO TI0 CICIUICHHOMY C Heil Jokycy Xgwml32)
cooTBeTCTBOBANO pacmernennio 1:2:1 (y%121 = 1,67, P = 0,434). Eciu orpy6uts pacuérsl u
00beMHNUTh BBIOOpPKKM pacTeHuid m3 F3 m F4, TOo pacmenieHue Takxke OyIAET COOTBETCTBOBATh
O’KM/IA€MOMY, HO C MEHbIIEH BEpOSTHOCTBIO (¥%1:2:1 = 4.64, P = 0.098). CBo/IHbBIE JaHHbIE [0 AHATN3Y
pacuieruienus npeacrasieHsl B Tadaune 14.

HecmoTpss Ha OTCYyTCTBHME CTaTHCTHYECKH JIOCTOBEPHBIX OTIMYMN OT TEOPETUUYECKU
OKMJAEMBIX YacTOT, B OOOMX IOTOMCTBAaX MPOCIIECKUBACTCS AUCOANaHC B YHCIEHHOCTAX KJIacCOB
roMO3UroT: Habmrogaercs “Heqo00p” TOMO3ZHUIOT MO AJUIENI0 IUKOrO THUIA B MOJb3Y YHCIEHHOCTU
TOMO3HUIOT 1O MyTaHTHOMY ajuiento. B pabore C.B. MansimeBa u coaBtopoB (2009), B KoTOpO#t
onucaHa paboTta ¢ KapTupyromei nonyisinueit F2, Takxe oTMedeH qucOananc B pacpeieeHuu A0ei
TOMO3UTOT TPU COXPAHEHHH MAOJM TeTepo3uror paBHod 0,5, HO B OOpaTHYIO CTOPOHY. ABTOPBI
MPEIOJIOKUITN, YTO B HM3y4aeMOM paiioHE XpoMOCOMBbI 2R MOXeT mpHCYTCTBOBAaTh CEIEKTHBHBIN
¢aktop, KoTOphid Benér Kk ramerodputHou cenekiuu (ManbimeB u dp, 2009). BosmoxHo, npu
nepexoqe ot mokoneHuss F2 x F3 (wm ot F3 x F4) mpousonuia pekoMOMHALUS MEXIY JIOKYCOM
CEeJIGKTHUBHOTO (akTopa U reHoMm SY9, u, TakuM 00pa3oM, pELECCHUBHBIA (MYTaHTHBIN) aljienb Meii-
reHa CTal CLEIUVICH C «BBIUTPBIIIHBIMY alljielieM CeleKTHBHOro (aktopa. B pesymbraTe uero msl
perucTpupoBaid AucOaTaHC B TOJB3Y PELECCHBHBIX T'OMO3HWIOT, a HE B IIOJIb3Y JTOMHHAHTHBIX

TOMO3UTOT Kak 3To Ha0moaanock C.B. ManbleBbIM U COaBTOpaMHU.

Tabauna 14. Ananus pacuiensienus B Fz u F4 mo meffornyeckoit myrtauuu Sy9

Obee KomunuectBo | KomumuectBo | KonmuectBo
[Tokosienne | KOJIMYECTBO TOMO3HTOT TE€TEePO3UTOT TOMO3UTOT Y121 P
pacTeHui +/+ +/sy9 sy9/sy9
Fs 15 0 12 3 - -
Fs 30 5 15 10 1.67 | 0.434
y 45 5 27 13 464 | 0.098

%005 = 5,99 (d.f. = 2)
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Pucynok 10. I'enernueckas kaprta
XPOMOCOMBI 2R, MIOKa3bIBAOLIAs
pacroyio’)keHre MeHoTH4ecKko Mytanuu Sy9
OTHOCHUTEJIBHO  MOJICKYJSIPHBIX ~ MapKepoB.
CeppiM [[BETOM BBIJICTICHA o0nacThb

teHTpomMepsl (Maibimes u dp., 2009).

Pucynok 11. ®parmenT snekrpodoperpammbl NpoaykToB amrumpukanuu SSR-mapkepa

Xgwml32 Ha pacrteHusix u3 motomctBa pacteHust Ne321/21 (+/sy9). Pacrenms Nel m Ne3 —

perieccuBHBIE TOMO3HTOTHI (SY9/Sy9). OcTanbHbIe MATh PACTCHUIN — IeTepO3UTOTHI (+/Sy9).
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Tadauna 15. Pe3ynbTaTel reHOTUIUPOBaHUS pacTeHnit F3 (moTomcTBO pactenust Ne321/21) ¢

ucnonb3oBanueM SSR-mapkepa XgwWm132 u 3aBsA3bIBAEMOCTb 36PHOBOK OT CAMOOMBIJICHUS y TEX Ke

pacTeHui

3aBsA3bIBAEMOCTD 3CPHOBOK OT

Howmep MeﬁOTUI/Iqec JnmHa annensi(eit) CaMOOIIbUICHUS
pacrenus KU SSR-nokyca I'enoTun KonmuecTro %
dbenoTun Xgwm132 KOJIOCHEB, | 3aBA3BIBAEMOC
IIIT. TH
Nel MYTaHT 121 n.u. sy9/sy9 4 0
No2 makait Tun | 121 e + 111 n.a. +/sy9 3 66,3
Ne3 MYTaHT 121 m.H. sy9/sy9 6 0
No4 qukaii Tun | 121 me. + 111 o.h. +/sy9 5 32,8
No5 qukuii tun | 121 me. + 111 n.h. +/sy9 1 25
No6 qukaii tun | 121 me. + 111 n.h. +/sy9 4 21,4
Ne7 oukuid tun | 121 me. + 111 o.H. +/sy9 3 454
Ne8 oukuid tun | 121 ma. + 111 oa. +/sy9 HET JaHHBIX
Ne9 MYTaHT 121 n.u. sy9/sy9 3 0
NelO muknid Tun | 121 mH. + 111 n.H. +/sy9 HET JaHHBIX
Nell oukuid tun | 121 me. + 111 n.H. +/sy9 3 494
Nel2 makuid T | 121 ma. + 111 m.a. +/sy9 1 34,1
Nel3 oukuid tun | 121 me. + 111 n.H. +/sy9 10 42.0
Nel4 makuii Tun | 121 me. + 111 n.a. +/sy9 1 411
Nel5 makait Tun | 121 me. + 111 n.a. +/sy9 2 423




Tadauua 16. Pe3ynbTaTel reHOTUIUPOBaHUS pacTeHnit F4 (moTomMcTBO pactenus Ne2) ¢

ucnoib3oBanueM SSR-mapkepa Xgwm132

MelioTnueckum

JnmHa anmnensi(eit)

Howmep pacrenwust deroTm SSR-nokyca l'enorun
Xgwm132

Nel01 IIUKUN THUII 111 m.u. +/+
Nel02 MYTaHT 121 n.H. sy9/sy9
Nel03 — 111 mH. +/+
Nel04 - 121 mu. + 111 ma. +/sy9
Nel105 JIAKHAMN TUIL 121 nH. + 111 m.H. +/sy9
Nel07 - 121 mu. + 111 ma. +/sy9
Nel108 JIAKHAMN TUIIL 121 nH. + 111 m.H. +/sy9
Nel109 JIAKHAM THUIL 121 . + 111 m.H. +/sy9
Nel10 IIAKHAMN TUIIL 121 m.H. + 111 1. +/sy9
Nelll JIAKHAMN THUIL 121 . + 111 m.H. +/sy9
Nel12 - 121 n.H. sy9/sy9
Nell3 - 111 m.H. +/+
Nell4 - 121 mu. + 111 m.H. +/sy9
Nel15 - 121 n.H. sy9/sy9
Nell6 - 121 n.H. sy9/sy9
Nell9 - 121 mu. + 111 m.H. +/sy9
Nel21 MYTaHT 121 n.H. sy9/sy9
Nel122 - 111 n.u. +/+
Nel23 IIUKHAM TUII 121 my. + 111 .. +/sy9
Nel24 IAKHAM THUIIL 121 mH. + 111 .. +/sy9
Nel26 — 121 n.H. sy9/sy9
Nel127 - 121 mu. + 111 mu. +/sy9
Nel29 MYTaHT 121 n.H. sy9/sy9
Nel30 MYTaHT 121 n.H. sy9/sy9
Nel31 IIAKHAM TUII 121 mH. + 111 .H. +/sy9
Nel35 - 121 n.a. + 111 .. +/sy9
Nel36 MYTaHT 121 n.H. sy9/sy9
Nel37 MYTaHT 121 n.H. sy9/sy9
Nel38 — 111 m.h. +/+
Nel39 JTUKAN THIT 121 mu. + 111 m.H. +/sy9
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3.2.3. Anaau3 npodassl I

Mp1 m3yunnu npodasy | y Tpéx meiotrnueckux MyTaHToB Sy9 — pactenuit Nel, Ne3 u Ne9 — u
JIBYX pacTeHuil spoBoil pxu copra CeneHra (HOpMaJIbHbBIN MEH03, KOHTPOJIb).

Hame wuccnegoBanue Mbl Hayald C  OPUMEHEHHS  METOAa  MMMYHOIIMTOXHMHH.
Hcrnonp30BaHHBIE HAaMHM aHTUTENA BBIABISUIM pykaHOW optosior Oenka AtASY1, koTopeii y
apabumoricuca Arabidopsis thaliana u xamyctel Brassica oleracea accoruupoBas ¢ jJaTepajbHBIMU
anementamu CK (Caryl et al.,, 2000; Armstrong et al., 2002). [IpaBoMepHOCTh HCIOJB30BAHUS
anTuten K 6enky AtASY 1 ms mapkupoBanus JID y pxku Obuta moka3ana B paborax E.M. MuxaitioBoit
u coaBTopoB (Mikhailova et al., 2006; Phillips et al., 2008; Muxaiinosa u op., 2010).

MBI YyCTaHOBHWIIM, YTO Yy PacTEHHH pKU JUKOro Tuma curHaisl ASY1 mosBisianch B paHHEH
JENTOTeHE B BUAEC MHOTOYHMCICHHBIX (DOKYCOB, pacCpelOTOYEHHBIX MO sApy Meidouuta. [lanee, mo
Mepe pa3BUTHUS CTAIUH JIENTOTEeHbI, curHaibl ASY | mpuobpeTanu JUHEHHBIN BU U, C 9TOTO MOMEHTA,
HAYMHAJU COBMAJAATh C HUTONOornYeckoi kapTuHoi OD/JID, KOHTpaCTUPOBAHHBIX HUTPATOM cepedpa,
KOTOPYIO Mbl HAaOJII0JaJI IIPU 3JIEKTPOHHO-MUKPOCKOIIMYECKOM HCCIIEI0BAHUSX.

Curnman ASY1 B MKII myrantoB Sy9 okaszaics ciabbiM, 0Opa3oBaHHBIE MM OCH OBUIH
TycKJbIMU U ToHbLIEe, yeM OO B MKII pactenuii nukoro tumna Ha aHanoruyHsix cragusax. B 50,6%
MKII myrtantoB (N = 85) nabmromanach He3aBepiiéHHas 3arpy3ka ASY1 Ha XpOMOCOMHBIE OCH:
muddysnoe pacnpenenenne curaana mo MKII, nyakrupnas 3arpy3ska ASY1 Ha XpOMOCOMHBIE OCH,
dparmenTupoBanubsie ocu (Pucynok 12). B ocraBmuxcs 49,4% MKII mam ynmanock TpoCienuTh
chopmupoBannbie ocu. Takue MKII Obutn B34THI A5 JanbHenero nu3ydenus npodassl | y MyTaHToB
(Pucynok 13). CTOMT OTMETHTBH, YTO AaXe B TAaKUX KIETKaX MpOCiekHBanach HexBatka ASY1:
CUTHaJ ObUT clabbiM, OBICTPO “BhIropail’” moJ (IyOPECHEHTHON JIaMIION, ChEMKY H300pakeHHI
MPUXOINUIIOCH OCYIIECTBIIATH MU OoJbliei skcno3unuy, yem cbéMky MKII pacrenuit aukoro tumna Ha
aQHAJIOTUYHBIX cTagusax. TakuM oOpa3oM, HAMH OTMEYeHa OCOOCHHOCTb MYTAaHTOB SY9 — neduiur
ASY1 Ha MEHOTHYECKHX OCAX XPOMOCOM.

3a uckmovyennem crnaboro curHana ASY1 B MKII Craaust nentoTeHsl y MyTaHTOB SY9 He
OTJIMYAJIaCh OT CTA/IUU JIEITOTEHBI Y PACTEHUH IUKOrO TUIIA C HOPMaJIbHOM MEHO30M.

[Tonpo6HO MpoaHATU3UPOBAB LUTOJIOIMUYECKYIO KapTUHY Melo3a y MyTaHTOB SY9 Ha cTajuu
AQHAJIOTMYHOW 3UTOTEHE-ITAXUTEHE, MBI BBIABWIN yKOpoueHue u yronmenue OO no cpaBHeHuto ¢ OO B
nentoreHHbIXx MKII. DTo COOTBETCTBYET M3MEHEHUSM MPHU MEPEXOJE OT JENTOTEHBI K 3UTOTEHE, U
Janee K MaxuTeHe, IpU HOpPMaJbHOM MeWo3e y pku u Opyrux opranusmoB. B ornmume ot MKII
pacTeHHH JUKOTO THIA, Y KOTOPBIX, HAYMHAs CO CTAUM PaHHEH 3UTOTEHBl, HAUMHAETCS CIIapUBaHUE
XpOMOCOM B MHOTOYHMCIIEHHBIX CaiiTax MO BCEH JIMHE Map roMOJIOroB (CliapvBaHHWE HAYUMHAETCS
NperMYIIeCTBEHHO B TesoMepHbix pernonax) (Gillies, 1985), y myranToB Sy9 BBISBISUTUCH JHUIIb

HEMHOTOUYHNCJICHHbBIE U  OTHOCHUTEIbHO KOPOTKHE YYAacTKU clapeHHbIX XpoMocoM (Pucynox 14,
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Tadoauna 17). B cpennem Hamu Obuto oOHapyxkeHo 2,1 *+ 0,27 momoOHBIX CIIAapEeHHBIX y4acTKOB Ha
MKII (n = 14; min = 0, max = 5). Cpeausis AJIMHA ClIApPEHHBIX y4acTKOB coctaBmia 4,7 £ 0,30 mxMm (N
= 30; min = 2,7; max = 8,8). Takum o6pazom, B MKII myrantoB Sy9 Ha cTajud aHAJIOTMYHON
3UrOTEeHEe-TIaXUTEHE MPOUCXOAUIIO PEAKOE, HO PETYIsIpHOE, ClIapUBaHNE XPOMOCOMHBIX OCEHl.

[Ipouecc B3auMoAENUCTBUS TOMOJIOTUYHBIX XPOMOCOM MPHUHITO Pa3AeisaTh HA YEThIpE dTama:
MIOUCK TOMOJIOTHH, NMPECHMHANTHYECKOe BHIpAaBHUBAaHHWE, CIIApUBAaHHE W CHHarcHc, T.e. cOopka CK
(Loidl, 1990). PykoBoaCTBYysiCb  pe3yJbTaTaMd HMMMYHOIIMTOXUMHYECKOTO  HCCIICIOBaHHUS,
MOJIyYEHHBIMU C TOMOIIBIO JBYXMEPHOU (IIyOpecleHTHOH MUKPOCKOIHH, Mbl MOXKEM JIOCTOBEPHO
aHAJIM3UPOBATh TOJBKO MepBble TpH dTana. C Henblo0 M3yuyeHUsl 3aBEpIIAloIIero dTarna CliapuBaHUs
XPOMCOOM — CHHAIICHCA — MBI TIPOBEJH AJIEKTPOHHO-MUKPOCKOIINYECKOE HCCIIEJOBAHNUE.

I[Ipu okpammBanuu mpodazueix MKII HUTpaTOoM cepebpa W H3yYyeHMH HX Ha
TPAaHCMHUCCHOHHOM 3JIEKTPOHHOM MHKPOCKOIE, TaK K€ Kak M Ipu aHanu3e pacrnpeaeneHus ASY1, y
MyTaHTOB SY9 BBIABISUIUCH Je(eKThl B CTPOCHHUM oOcel MeloTrnyeckux xpomocom. OO
KOHTPACTUPOBAIHCH TUIOX0, YaCTO HAOIIOJAMCH MPOTSHKEHHBIE HEMPOKpAIIeHHbIE y4acTKH, Opemu. B
59,1% MKII Ha cTagusx OT JISNTOTEHBI A0 JUILIOTEHBI (N = 22) BBISBISUIUCH T€ WU UHBIE 1e()EKTHI B
ctpoenun OO (ToHkwe ocu, Opemu, ¢parmentauus O03). B  ocraBmuxcs 40,9% MKII
MPUCYTCTBOBANU chopmupoBanHbie 0.

IIpn noapobHOM m3ydeHuu xapaxrtepa pacrnonoxeHuss OO B takux MKII mbl oOHapyxuiu
CIIapeHHBIC YYaCTKH, KOTOphIE MO CTpocHHMIO W KapTuHe moBeneHus O32/JID coorBerctByror CK

(PucyHox 15, Ta6aumna 18).
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Pucynok 12. ImmyHnoduryopectieHTHOE BhIsiBlicHUE Ocenka ASY 1 (3ey€HbIi) B paciuiacTaHHBIX

Aapax MEHOIMTOB acHMHANTUYeCKMX MyTaHTOB SY9 B mpodasze |. HezaBepmiénnas 3arpyska ASY1 Ha
XpoMOCOMHBIE ocu: A — nuddy3Hoe pacrpeneneHue CHUTHajga MO MeHouuTy ©u ¢dparMeHTaIus
XpOMOCOMHBIX oceil, b, B — myHkTHpHas 3arpy3ka Ha XpoMOCOMHBbIe ocH, I — ¢pparmeHTanMsI OCEBBIX

AJIEMEHTOB XpoMocoM. XpoMaTuH okpaiied DAPI (cunwmii). MaciitabHble OTPE3KH — 5 MKM.



Pucynok 13. UmmynoduryopeciieHTHOE BoisBiicHHe Oenka ASY1 (3enéHblil) B paciiaCTaHHBIX sIpaX MEHOIIMTOB pacTeHH TUKOro Tuma (A -

B) Ha cragusx nentotensl (A), 3urorensl (B) u maxurens! (B) u acunantuueckux mytaHtoB Sy9 (I' - E) Ha craausax ananornuseix sentotene (I') u

surotene-naxutene ([, E). Xpomarun okpamen DAPI (cunuii). MacirabHble OTpe3KH — 5 MKM.
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Pucynok 14. MmmyHodayopecuentHoe BoisBieHue Oenika ASY 1 (3enéHblit) B pacIiuiaCTaHHBIX
Apax MEHOLIUTOB aCHHANTUYECKUX MYTAHTOB Sy9 Ha CTaauM, aHAJOTMYHOW 3UrOTEHe-NIaXUTEeHe MpH
HOpPMaJIbHOM Meifo3e: A — IpecHHaNTH4YeCKOe BHIPABHUBAHUE OCEBBIX 3JIE€MEHTOB XpomocoM; B, B —
CHapeHHbIE YYaCTKH OCEBBIX AJIEMEHTOB XPOMOCOM (ITOKa3aHbl cTpesikamMu). MaciitabHble OTpe3KH — 5

MKM.
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Tabauua 17. Ananu3 cnapeHHbIX yuacTkoB O3, BBIIBIEHHBIX ¢ TOMOIBIO aHTUTEN K AtASY 1, y

MYTaHTOB SY9 Ha cTaJuH, aHAJOTHYHON 3UTOTEHE-TTaXUTeHE IPU HOPMAJIHLHOM MeHo03¢e

Y f— HOMED MKITI KonnuectBo CIIaPCHHBIX I[J'II/IHa CIIAPpCHHEBIX Y4aCTKOB,

Y4aCTKOB, IIT. MKM

Nel 1 6,3

No2 2 2,7;3,4

Ne3 2 3,4;29

Ne4 3 59:7,4;4,1

Ne5 5 7,2,5,6;4,6;4,3; 4

Ne6 1 4,7

Ne7 3 7,2;8,8;5,3

Ne8 2 3,6; 3,8

Ne9 2 6,3; 3,4

Nel0 2 5,7, 5,7

Nell 2 2,9;2,8

Nel2 2 3,4;3,8

Nel3 1 5,9

Nel4 2 34;3,3

Cpez[Hee KOJI-BO CIIaPCHHBbIX Cpe,HH}I}I JJIMHA OJHOTI'O
yuactkoB Ha MKII: CIIapEHHOI'0 y4YacTKa:
2,1+£0,27 4,7+0,30

Tab6auua 18. Ananus pparmentoB CK y MyTanTOB SY9, BBISIBICHHBIX C TOMOIIBIO AJIEKTPOHHO-

MHKPOCKOIMNUYCCKOI'0 UCCIICAOBAHNA

Y cnoBHBII HOMED KonnuectBo pparmenton
Crangus
MKII CK, mir.
Nel JlenrroTeHa-3uroTeHa 0
No2 JlenToTeHa-3uroTeHa
Cpennee xon-Bo pparmentoB CK 05
B JICNITOTEHE-3UTOTCHE
Ne3 3uroreHa-naxuTeHa 1
Ne4 3UroreHa-naxuTeHa 2
Ne5 3uroreHa-naxureHa 0
Ne6 3uroreHa-naxureHa 0
Ne7 3UroreHa-naxuTeHa 1
Cpennee koi-Bo (pparmenToB CK
e B SI/IFOTeHe(-ll)'II;XI/ITeHe 0.8+0,37
Ne§ Jurmorena 2
Ne9 Jurnorena 0
Cpennee kon-Bo pparmentoB CK 1
B JIUIUIOTEHE
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Pucynok 15. ®parmMeHThl 371€KTPOHHO-MUKPOCKOMMMUYECKUX (poTorpaduil pacniacTaHHbIX siep

MEHOIIMTOB aCHHANTHYECKUX MYTAHTOB SY9 Ha CTaausX aHAJIOTHYHBIX JIENITOTEHE-3UroTeHe (A),
suroreHe-naxureHe (B) m mummorene (B). Crpenkamm oTMedeHBl (parMEeHTHI CHHANTOHEMHBIX

KOMIIJICKCOB.
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3.2.4. O6cyxnenune

Hamu nccrnenoBaHo mposiBJIeHHE MOHOT€HHOM peliecCUBHON MyTanuu SY9, KOTOpasi BHI3BIBAET
IOJIHYI0 MY)KCKYIO M JKEHCKYI0 CTEPWIBHOCTb y pPAcTeHHUH pxku (B OTIMYME, K HPUMEpY, OT
MOJIyCTEpHIIbHOM MyTaruu Sy11, pe3ynbraTel aHaaIH3a KOTOpOii onucadsl B Pazaede 3.1).

OueBunHbIil nedekt myrtanuu Sy9 — HaTU4KMe BHICOKOTO YHMCIIa yHUBaJeHTOB B MeTadaze |. B
OpPHUTMHAJBHOW CTaThe, NOCBAINEHHOW NaHHOW myTtaiuu (CocHuxuHa u Op., 1998) aBTopamu ObLIO
BBIJIEJICHO JIBE I'PYMIBl MYTAHTHBIX PACTEHHM COIJIACHO CIIEKTpaM pacIpelieieHHs] YHUBAJIEHTOB I10
MKII. K nepBoii rpymime OblTH OTHECEHBI MyTaHTHBIE PACTEHUSI CO CPEIHUM YUCIIOM YHHUBAJICHTOB Ha
MKII ot 3,5 go 10,7. ¥V takux pacrenuit 8,7 — 49,0% MKII coxepxanu Toapko yHuBajIeHTH (14
YHHBAJICHTOB), B ocTasibHbIX MKII Habmonanock ot 0 no 12 ynuBanentoB. Ko BTopoii rpymie Obuin
OTHECEHBI pacTeHusl co cpeaHuM uucioMm yHuBaieHToB Ha MKII or 10,8 1o 14. ¥V Takux MyTaHTOB B
74,1-98,5% MKII nabmroganuck TOibKO yHHBalleHTHI, B ocTaBiuxcsi MKII oOnapyxuBamuch 1-3
OuBasieHTa (T.€. 8-12 yHUBAJICHTOB).

Bce neBATh M3yueHHBIX HAMH MYTAaHTHBIX pacTeHuil — kKak B F3, Tak u B F4 — umenu 60-77%
MKII ¢ 14 ynuBanenramu, a cpennee unciao yHuBaneHtoB Ha MKII g Hux cocraBuiio ot 12,76 no
13,56. OueBunHO, uTo N0 Kiaccupukanyu CocHUXUHOM 1 coaBTOpoB (1998) Bce n3ydyeHHble B Hallei
paboTe pacTeHUs ClelyeT OTHECTH KO BTOPOM rpyrme MyTanToB Sy9. Takas kiaccudukanus sBisiercs
B JIOCTaTOYHOM Mepe YCIOBHOM C LUTOJOTMYECKOW TOYKM 3pEHHsi, T.K. JaK€ BHYTPU TpYIII
HaOJIIOJIAI0TCSL IOCTOBEPHBIE Pa3IMUMs MEXAY PAaCTEHUSIMM IO XapaKTepy CIIapUBaHUS XPOMOCOM B
Mmetadase |. 3agaua nanHO# KiaccupUKALUU OMUCATh BAKHYIO TEHETUYECKYI0 OCOOEHHOCTh MYyTalluu
SY9 — pa3iaMyHyIO CTENeHb MPOSBICHUS MyTallMM (CHIy MYTal[MHM) HE TOJBKO MEXAY pa3iIMuHbIMU
MKII onHOrO pacteHus, YTO CBOMCTBEHHO BCEM CHHANTUYECKUM MYTALUSIM PXKU U OpyTUX pacTEHUM,
HO U MEX/1y pa3IMYHbIMU MYTaHTHBIMU PACTEHUSMHU.

MHoro4MciaeHHble HCCIEOBAHUS XapaKTepa HAClIeJOBaHUS B PA3IUYHBIX MOTOMCTBaxX
pacrenuii (uHOpenHas nuHHs Mc9, pasnuyHble THOPHIHBIE MOKOJEHUS OT CKpELIMBaHUSA C
MapKEePHBIMH JTMHUSIMA ¥ TMHUSIMU C IPYTUMHU MYTAIUSIMH) TIOKA3aJIH, 9TO MyTaIus Sy9 orpenensercs
petieccuBHBIM ajuienieM ogHoro reHa (CocHuxuna u dp., 1998; JloBuroc u dp., 2009; Mansbimes u dp.,
2009). OgHako MpOSIBJICHHE MYTAIMU OTIMYACTCS Y Pa3IMYHBIX TOMO3HUIOT Sy9/Sy9, uTo U oTpaxaeTcs
B YINOMSHYTOW BBbIII€ TPYNIUPOBKE MYTAHTHBIX pPACTEHUH 1O CHJIe peructpupyembix B Ml
HapylmieHuid. BakHO OTMeTUTh JBE€ OCOOEHHOCTH HAacClI€JJOBaHMS MNPUHAIJIEKHOCTH MYTAHTHBIX
pPacTeHUH K pa3HbIM IPyIIIaM.

1. B moToMcTBE OJJHOTO TE€TEPO3UTOTHOTO pacTeHHs +/Sy9 MOTYT BBIICTUIATHCS PELIECCHBHBIC
TOMO3HUTOTHI SY9Sy9, KoTOpble MPUHAMIEKAT K PA3NUYHBIM rpynnaM MyTtaHToB (CocHUXUHA u Op.,

1998).
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2. IlpuHaaneXKHOCTh MYTAHTHBIX PACTEHUWWA K TOM WM WHOW rpynne Hacienayercs. Tak,
HanpUMep, BCE M3y4YCHHBbIE HAMU MYTaHTHBIE PACTECHHUs, KOTOpbIe MPHHAJICKATH K
MOCIIEI0BATEIbHBIM MOKOICHUSIM F3 1 F4 (camoomblieHHE) OT CKpEIMBaHUsl TeTEPO3ZUTOTHOTO 10 SY9
pactenus (Ne321/21, 2004 r.) ¢ MmapkepHO# JIuHUK (0€3 MEHOTHYECKUX MYyTaIui), MPUHAICIKAITN HE
TOJILKO K OJHOW W TOW K€ BTOPOM Trpymme, HO U TakKe UMENIU UJCHTHUYHYIO KapTUHY MOBEICHUS
xpomocom B MI Bruote no HioancoB (Tadmmubr 12 m 13). Myrantsr Sy9, ans kortopeix E.J.
MuxaiinoBa ¥ COaBTOPbI MPOBOAMIN HIMMYHHOIIUTOXUMHUYECKUE dKcriepuMenTs (JIoBitoc u dp., 2009;
MuxaitnoBa u Op., 2010) umenu KpalHIO BBIPAKCHHOCTh MyTallid — |4 YHHBaJICHTOB BO BCEX
kierkax (E.M. MuxaitnoBa, nuuHoe cooOmienne). Takol MUTONOTHYSCKUN (PEHOTHII, KaK M B HaIlEM
ciydae, okasaics HacienyeMmbiM. C momomipio oTO00Opa M CKpEUIMBaHUN €ro yJaloCh NMEPEeHEeCTH Ha
spoBoii (hoH (Muxaiinosa, 2011).

Oty QakTel AAIOT HAM OCHOBAaHUS MPEANOoNarath HaJWYHE OJHOTO WM HECKOJBKHUX T€HOB
(reHOB-MOAM(PHUKATOPOB), KOTOPbIE HE BIMAIOT HAa MOHOTCHHBIH Xapaktep pacuiervienus 3:1, HO
OKa3bIBAIOT BJIHMSIHWE HA BBIPAKCHHOCTH (CHIy) MyTallud B WHAWBUIYAIBHBIX pacTeHUsAX. V3yueHue
XapakTepa HacJIeIOBaHUe TOJOOHBIX TeHOB U UX 3(QeKTa SBISETCS JOBOJIHHO CIOKHOM 3a1adel U Ha
JaHHBIA MOMEHT HCCIIEIOBaHHWE T'€HOB, OKA3bIBAIOUIMX BJIMSHHE HA MPOSIBICHUE MyTanuu SY9, He
YBEHYAJIOCh YCIIEXOM.

Crnenyer ynmoMsiHyTh 00 0COOCHHOCTH pactioniokeHus yHuBaieHToB B MKII y myranTos Sy9. YV
MYTaHTHBIX pacTeHuid 2-W rpynmsl 53,8% yHUBAJNEHTOB paroyiaraloTcsi Ha TMOJI0CAaX KIIETKH,
ocTaJbHbIe — B IIEHTpE MeWoIuTa Win okasbiBatoTcs pazopocanubiMu 1o MKII (CocHuxuna u op.,
1998). Xapakrep moJsipu3aliii YHUBAICHTOB y MyTaHTOB SY9 B Tex MKII, B KOTOPBIX HaOIIOAAIOTCS
TOJILKO YHUBAJICHTHI, JIOCTOBEPHO OTJIMYAETCS OT CIIYy4allHOTO OMHOMHAIIBHOTO H3-3a 00Jiee BHICOKOM,
YeM OXKHJAETCs, YaCTOThI KJIACCOB C Mosipu3anuel yHuBaneHTtoB tuma 2/12, 1/13, 0/14. Takoii xe
XapakTep TMONSPU3AlUK YHUBAJICHTOB XapakTepeH M s acuHanTudeckux myraHtoB Syl. Boree
BBICOKAsl YacTOTa KIJIETOK C KpallHUMHU THIIAMH TOJISIPU3ALMMA BMECTE C BBICOKOW YacTOTOW KIJIETOK
(46,2%) c pa3OpoCaHHBIMH XPOMOCOMAaMH UJIU OCTAaBUIUMUCS B IIEHTPE, IO MHEHUIO aBTOPOB, MOXKET
yKa3plBaTh Ha TMOBpexaeHue BepereHa neneHus (CocHuxwnHa u op., 1998). HemocpeactBeHHOrO
U3y4eHHs] BepeTeHa [eJIeHUs y CHHANTUYeCKMX MYTAaHTOB pXXKM HE TNpoBOAMIOCh. JlaHHOE
NPEANONI0KEeHNE KAET NOATBEPIKICHHS, MIIM ONIPOBEPKEHMSI, B OYAYILIUX UCCIIEIOBAHUIX.

Ha mo3maux cramusx meiosa (mocine MI) y myranToB SY9 peructpupyercsi MUPOKUI CIIEKTP
TUTTUYHBIX I CHHANITHYCCKUX MYTAHTOB HApYIICHWH, KOTOPBIC, KaK MPUHATO CUYHTATh, SBISIOTCS
cnenctueM HapymieHuit B MI. B pesynpTate Meiioza y MyTaHToB SY9 (GOpMUPYIOTCS aHOMAaJbHBIC
TETpaabl ¢ OOJIBLIIMM YHCIOM MHUKPOSJIEp, BCTPEUAOTCs Mmoyuaabl. [Ipliblia MOJHOCTHIO CTEpHIIBHA.
CeMeHa Ha MYTAaHTHBIX PACTCHHSAX, HE3aBHCHMO OT WX TPYIIbl, HE 3aBS3BIBAIOTCS HHU TIPU

CaMOOIIBUICHUH, HU MPH ¢cBOOOAHOM I1BeTeHnn (CocHuxuHA u Op., 1998). B Hamieit pabote cemeHa Ha
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MYTaHTHBIX pacTeHHsX (N = 9) He 3aBA3BIBATKCH HU PH M30aupoBaHuu KojockeB (Tabauma 15), u B
YCIIOBHUSAX TEPEOINbUICHHS C PAaCTEHUSMH JUKOTO THIa ¢ (DepTUIbHOM MbUIBLONW. DTH HaOIr0AeHUsS
TOBOPAT O TOM, YTO MyTaIusl Sy9 BHI3BIBACT MOJTHYIO MYXKCKYIO U )KEHCKYIO CTEPUIBLHOCTD.

Hama pabota 6pu1a cokxycupoBana Ha uydeHun npodassl | y myrantoB Sy9. C momoIibro
UMMYHO(IIYOPECIICHTHOTO  BBIABJICHHSI pykaHoro oprosnora Oenka AtASY1 U 3IeKTpOHHO-
MHUKpOCKomu4yeckoro ananmza mnpodasueix MKII Mbl ycTaHOBWIM /IB€ BaKHbIE OCOOEHHOCTH
[IUTOJIOTUYECKOTO (PEHOTHIIAa MyTaHTOB SY9.

1. MytaHTel XapakTepusyrTcs Ae()EKTHBIMH MEHOTHYECKMMHU OCSIMH XPOMOCOM, YTO
BBISBIIICTCSL KaK MPH  BIIEKTPOHHO-MHUKpOCKONMYeckoM aHanuze OO, KOHTPacTHMPOBAHHBIX
A30THOKHUCIIBIM cepedpoM, TaK U MPU UMMYHOLUTOXUMHUYECKOM HM3YYEHUH pPaCHpeieseHUs OpTojiora
6enka AtASY1 — Ha XpOMOCOMHBIX OCSIX HaOJrOIaeTCs ero 1e(UIuT.

2. B npodasze | y myraHToB Sy9 perucTpupyrorcs €IMHUYHbIC, HO PETYJSpHBIE, COOBITHS
CHapUBaHMsI XpPOMOCOM M CHHAICHCA.

Panee, E.1. MuxaiinoBoit u coaBropamu (JloBmroc u oJp., 2009) Tarxke ObUT HPUMEHEH
UMMYHOITUTOXUMUIECCKUH TIOIX0 ISl u3ydeHus pacnpenencaus ASY 1 B mpodase | y myranTo Sy9.
bb110 BBISABIEHO, 4TO y MyTaHTOB oTcyTcTBYeT curHai ASY1 B 90% MKII. B ocranbHbix MeHonuTax
CUTHAJI BBIABIISUICSA B BUJE JUCKPETHBIX (POKYcOB. B 3urorene Habmoganuch oTaelbHbIe (POKYCHI, a B
NMaXUTEHE — KOPOTKHE OTPE3KH, IMPU STOM B sIpbIIKe HaOmonanochk auddysnoe ceeuenne (Jlosiroc
u dp., 2009). B satom uccnenosanuu E.M. MuxaiiioBa 1 cOaBTOpBI MPOBOIMIIN aHAIN3 Ha MyTaHTHBIX
pacTeHusX SY9, JUlsl KOTOpBIX ObUIO XapakTepHO Hainuuue B Meradase | Toiapko yHuBaseHTOB. Ilo
kiaccupukanuu CocHUXUHON U coaBTOPOB (1998) Takue pacTeHus Takke Kak U pacTeHUs, H3y4eHHbIE
B Halel pabore, ciieyeT OTHECTU KO BTOpoM rpymnme. OJHaKo TaKue pacTeHUsl CO CPEJHUM UYUCIOM
yauBaneHToB Ha MKII 13,9-14,0 3anuMaroT kpaiiHee MOJI0KEHHE BO BTOPOU TPyMIe, HEOTIUYUMEI 110
KapTHHE MoOBeJIeHHss XpomMocoM B MI oT camoro cuiapHOro MyTaHTa Pk Syl U JOCTOBEpPHO
OTJIMYAIOTCS Mo mokaszarensM M| oT pacreHuil, u3ydeHHbIX B Hameil pabore. B cBsi3u ¢ 3TuUM, Kak
MUHUMYM B paMKaX OOCYXXIEHHsS pe3yJbTaTOB Halleil paboThl, UMEET CMBICI pa3[elUTh BTOPYIO
TpyIIly MyTaHTOB SYy9 Ha JBe MOATPYMIBL. YCIOBHO 0003HAaYMM WX Kak rpymmsl 2A u 2b. B rpynmy
2A Mbl OTHECEM pacTeHHsl, KOTopble UMeloT B cpenHeM oT 10,8 1o 13,8 ynuBanentoB Ha MKII B M1, B
T.4. PacTeHMs, W3ydyeHHble B Hamleid paOore; B rpynmy 2b — pacTeHHMs cO CpPeAHHMM YHCIIOM
yanBaieHToB Ha MKII paBabpiM 13,9-14,0, B 1.4. myrantel SY9, m3ydennoie E.M. MuxaitioBoii n
coaBTopamu. Takum 00pa3zom, Mo CHIIe PETUCTPUPYEMbIX B M| HapyIIeHuit MBI BBIZEITISIEM TPH TPYIIIHI
MYTaHTHBIX pacTeHuit Sy9: rpynmna 1 (ciaboe nposBieHre MyTanun), rpynmna 2A (yMepeHHO CHIBHOE
NpOsIBIEHUE MyTalluK) U rpynna 2b (MakcuMalibHOE IPOSIBICHUE MYTALIUH ).

AHanu3 pacrpenencHus pxaHoro oproynora Oenka AtASY1,rakum oOpa3om, ObIT TPOBEACH

st Tpynn 2A u 2B mytanThIX pacteHuit Sy9. B o0enx rpynmax MyTaHTHBIX pacTeHUI HaOIOIaeTcs
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Hapymenue 3arpy3ku ASY 1. Ho cuna aedekroB mo rpynmnam otiauyaeTcs. B rpymnme 2A MyTaHTHBIX
pactenuii mpumepHo B nonmoBuHe MKII nabmiogaercss HapylieHHas TUO0 He3aBepIIEHHAs 3arpyska
ASY1 na ocu xpomocom, Ho B iosioBuHe MKII ynaérest mpocneauts chopMupoBaHHBIE OCH, KOTOPBIE,
OJIHaKO, TaKke UCIbIThIBalOT AehunuT ASY 1 1o cpaBHEHHUIO ¢ pacTeHUSIMH TUKOro tumna. B rpymme
2b myrtantoB SYy9 BoBce He oOHapyxuBatorcs MKII co chopmupoBanubiMu ocsimu ASY1. B Takux
MKII nabmronatorcst MO0 OTAeNbHBIE (HOKYCHI, THO0 KOpOTKHEe (hparMeHThl oceil. Takum obOpazom,
UMEET MECTO TpsiMasi 3aBUCUMOCTh MEX1y cuiioi aedektoB B 3arpy3ke ASY 1 Ha XpOMOCOMHBIE OCH B
npodase | 1 CHIKEHUEM YPOBHS PETUCTPUPYEMOTro B ArakuHe3ze-MeTadase | xuazmooOpazoBaHusl.

Bropoii BakHBII BBIBOJ Hallei pabOThl COCTOMT B TOM, YTO IpPHU MOAPOOHOM H3YYEHHH
MOBEJICHUS OCe MEHOTHUECKUX XpoMOcoM B mpodasze | y myTanTtoB Sy9 Mbl 0OHApYXHUIH KOPOTKUE
y4dacTku criapeHHbIx OO u ¢pparments! chopmupoBanubix CK.

Panee, B pe3ynbpTaTe AJIEKTPOHHO-MUKPOCKOIUYECKIO HccleaoBaHus npodassl [ y MmyTaHTOB
sy9, 10.C. denoroBa u coaBtopsl (PemoroBa, 1988; Cocuuxuna u dp., 1998) saperucrpupoBanu
MOJTHBIA ACHHAIICUC XpOMOCcOM. lIpu M3ydeHUM eIMHWYHBIX MPO(a3HBIX sep HE OBLIO BBISBICHO
Y4aCTKOB CHHAIICHCA XPOMOCcOM U ciieqioB copmupoBanHbix CK. Takoii mpoda3HbIil ITUTOIOTHICSCKHIA
dbeHoTUII HE COOTBETCTBOBAJ KapTHHE IMOBEACHUA XpomMocoM B MI, B KOTOpoil cTaOMIBHO
HaO01aeTCsl HEOOBIIOE KOJIMYECTBO OMBAJIIEHTOB MpuUMepHO B 1/3 kietok. buBanentsl oOpasyrorcs
B pe3yJbTaTe MPOILECCOB PEKOMOWHAIMHM M MOCIEIYIONMEro XuazMooOpa3oBaHus, Uil MPOTEKAHUS
KOTOpBIX Y BCEX M3yueHHBIX BblcHIMX 3ykapuoT Heoboxoaum CK (bormanos, Konxomuen, 2007).
[ToaToMy MBI IPEANONIOKUIH, YTO MIPH JaibHelemM uzydenuu npodasasix MKII myranTos Sy9 B HuX
OyayT oOHapyKeHbl, Kak MUHUMYM, KopoTkue (pparments! CK.

MoHO OBUIO MPEINOJIOKHUTh U aJbTEPHATUBHYIO THIIOTE3Y: PEAKHE XHa3Mbl 00pa3yroTcs y
MyTaHTOB SYy9 6e3 yuactus CK. YcraHoBieHHe Takoro (akTa MOXHO OBUIO ObI CUMTATh HEOOBIYHBIM.
Msbl He HalUIM B JMTEpaType CBUAETENbCTB HAJTUYUSA MEXaHU3MOB, 00ECHEeUMBAIOMIUX 0Opa3oBaHuE
xua3M BHe mpoctpaHcTtBa CK y Bbicmux sykapuoT. OJHAKO MOJHOCTHIO MCKIIIOYaTh BO3MOKHOCTh
HAJIMYHAS TIOAOOHBIX MEXaHW3MOB Y MOKPBITOCEMEHHBIX PACTEHHH HENb3s B BUAY JOCTATOYHOTO
pa3HOO0pa3us CTpaTeruii Meio3a y yKapuoT, U HAIMYUST TEHOB (CUCTEM T'€HOB) B T€HOMAaX BBICIIMX
JYKapHOT, OO0ECIEYMBABIIMX HBOJIOLMUOHHO JPEBHUE CIOCOOBI  PEIyKIMH 4YHCIa XPOMOCOM
(bormanos, Konomuer, 2007).

Pemrenne cioxuBmierocss MPOTHBOpEYHsi OBUIO TJABHOW 3ajadyeldl Hamero WCCIeIOBaHHS
myTaHTOB SYy9. OOnapyxuB ¢parmentsl CK B mpodazapix MKII myTaHTOB, MBI CMOTJIH €ro
paspemmmTh. Ha cTtasnu, aHaTIOTHYHOM 3UTOTeHe-aXUTeHe NP HOPMAJIILHOM Melo03e, y MyTaHTOB Sy9
HamMH ObLIO 3apeructpupoBaHo B cpeaHem 2,1 + 0,27 yuactkoB cmapenHbix O2 u 0,8 + 0,37
¢dparmenToB CK. B meradasze | Hamu Ob110 00HapyxeHo 0,4 + 0,06 xuazm va MKII. Ha ocHOBaHumn

OTUX Ha6J'IIOJIeHHI\/'I MOXKHO CA€JIaTh CIACAYIOIHUE 3aKITIOUYCHUA.
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1. V myradToB SY9 4HMCIIO CAalTOB CHapUBaHUs JOCTOBEPHO HIDKE YHCIa OOHAPYKUBACMBIX
¢parmentoB CK: nByxcTopoHHMI t-TecT A BHIOOPOK ¢ pa3znuyHbIMU qucnepcusmu: t = 2,89; to05 =
2,26; P(t < to05) = 0,018. M3 3TOr0 MOXHO 3aKJIFOYNTh, YTO HE BO BCEX CIAPCHHBIX ydacTkax OO B
utore npoucxonut GopmupoBanue CK. B cBoro ouepenb 3T0 rOBOPUT O TOM, YTO Yy MYyTaHTOB Sy9
CYILIECTBEHHO CHMKEHA CIIOCOOHOCTh KaK K CIIapUBaHHUIO XPOMOCOM, Tak U K oopazoBanuio CK B yxe
CIIAPEHHBIX y4aCTKaxX 0CEH XPOMOCOM.

2. Xots mbl o6HapyxkuBanu ¢pparmeHTsl CK B mpodazueix MKII B 1Ba pa3a vaire, 4eM XHa3Mbl
B MeTadazuaeix MKII, paznuune mexay cpenaum yucioM ¢pparmenToB CK u cpefHUM 4HCIIOM XHa3M
Ha MKII He sBisercst qoctoBepHbIM. Bo3MokHO, mpu yBenudeHUH BBIOOpKH mpodaznbpix MKII 3to
pas3n4ue CTaHeT TOCTOBEPHBIM M MOXKHO OyJeT 3aKJII04YHTh, uTo He Bce ¢parmentsl CK craHoBsTCS
caiiTaMu Ui MPOTEKAHUS MPOIECCOB PEKOMOMHAIIUM Y MYTAaHTOB SY9 (YTO COOTBETCTBYET HAIIUM
CyOBeKTUBHBIM HabmoaeHusIM). OIHAKO Ha JaHHBIA MOMEHT MBI MOXEM CENaTh JHIIb BBIBOJ O TOM,
yro KojudecTBO (parMenToB CK mpuMepHO COOTBETCTBYET KOJMYECTBY PErucTpupyemMbix B MI
xua3M. B n11000M ciydae, Hall BBIBOJ pa3pelIacT MPOTHBOPEYHE, KOTOPOE CIOKUIOCh HA MOMEHT
Hauaya Hallero uccienoBanus. Peakue xua3mbl y MyTaHToB SY9 oOpa3yroTcs, oueBHIHO, Oiaromapsi
HAMU4YUI0 KOpoTkux (parmentoB CK, Ha IUTONOrMYECKOH W MOJIEKYJISIPHOH OCHOBE KOTOPBIX W
MPOUCXOAT PelKHe COOBITHS PEeKOMOMHAIIMM M XHMa3MoOOpa3oBaHUs, a HEe Oimarogaps Kakomy-Iudo
OKCTPAOPAMHAPHOMY MEXaHHM3MY Mei03a, KOTOphId oOecreynBall Obl 0oOpa3oBaHHWE XHa3M BHE
npoctpanctea CK.

B 3akmioueHue riaBbl EpeUrCINM BCE U3BECTHBIC HA TaHHBIM MOMEHT Je(EeKThI, BHI3bIBAEMbIC
myTanuu Sy9: nepuuut ASY 1 Ha MEHOTHYECKHX OCSX XPOMOCOM, HapyIIeHHE MPOLIECCOB CIIapUBaHUS
romoJioroB, Hapymienue ¢opmupoBanus CK, nHamnuume ynuBameHToB B M| U mupokuit crekTp
HapyIlIEHUH Ha MOCIEAYIOLUX CTAagusX W, HAKOHEI|, MOJHAs MY)KCKas U JKEHCKas CTepUIbHOCTh
pacTeHUN.

Campblif paHHui BbIABIsIeMbl 3ddext myrammu — nepunur ASY1 — He MoxeT OBbITH
€MHCTBEHHON MPUUYMHON Halu4usl yHHBajIeHTOB B M|, T.k. B rpynne 2A MyTaHTOB 0OOHapyXUBAIOTCS
MKTII, B KOTOpPBIX OCH XpOMOCOM C(hOPMHPOBaAHBI, HO UX CHAPUBAHUE MTPOUCXOIUT JIUIIb B OTJEJIBHBIX
pEeruoHax, He BO BCEX U3 KOTOPBIX, KpOME TOTo, B ociecTBUH npoucxoaut popmuposanue CK. T.e.
HapymieHa u 3arpy3ka ASY1, u camu mo cebGe mpolecchl CIapUBaHHUsS T'OMOJIOTOB U MpOIEecC
noctpoenuss CK mexny aHumu. B cBoro odepens, Hamuuume yHUBaJIeHTOB B MI u, kak cieacTue,
HapymeHus B | u |l nenenusix meiioza He MOTYT B MOJIHOM Mepe 0OBSCHUTH CTEPHIIBHOCTh PACTEHUH,
T.K. JaXe MYTaHThl | Tpynmel, Yy KOTOpBIX HaOJIOAAeTCsl CPAaBHUTEIBHO HEBBICOKHH YpPOBEHb
HapyLeHUH, O00JIaZal0oT MOJHOW MYXKCKOW M JKEHCKOH CTEepPHJIBHOCTHIO (NP TaKOM € YpOBHE
LUTOJIOTUYECKUX HApYyIIEHUH IPyrue MyTaHThI CIIOCOOHBI 3aBSI3bIBATh CEMEHa — HAlpuMep, MyTaHThI

Sy3 u Sy11l). MoXHO TOBOPUTH O TOM, YTO MyTarus Sy9 XxapaKTepu3yeTcs IUICHOTPOIHBIM JeHCTBHEM
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Ha MeWonuThl. [lepBudnHbie nedexThl (WM OAWH TIEPBUYHBIN AePEKT, KOTOPBIA HApPYIIAET Cpa3y
HECKOJIBKO IIETIOYeK MEHOTHYECKUX COOBITHI), BBI3BIBAEMBIC MyTallMel, HaM TOKa HEW3BECTHBI
Hogyto nadopmaiuio MoxXeT 1aTh NPOTEOMHBIN aHAIN3, KOTOPBINA MO3BOJIUT YCTAHOBUTH OCIIKU U UX
XapaKTepUCTHKHU, [0 HAJIMYMIO KOTOPBIX Ppa3IUYalOTCsl MEHOLMTHI PACcTeHUH AMKOro TUNA U
MEHOTHYECKUX MyTaHTOB. Takyto paboTy Hauanu ocymecTBiarh E.M. MuxaitiioBa u Koiera st
mytanuii Syl u sy9 ¢ ucnonp3oBanuem 2D — DIGE cpaBHuTensHOrO 35ekTpodopesa u mocieayromei
Macc-CIeKTPOMETPUU CTIEHU(UYHBIX Ui MEHOTHYECKHX MYyTaHTOB OenkoB. B meiio3-cnenuduunom
poTeoMHOM “JaHAamadTe” MyTaHnToB Syl BeIABIsSETCS OAMH CHEU(DUUIHBIN OCJIOK, KOTOPBIN SBISICTCS
moaudukamueit 6enka GAPDH, oTBeTcTBeHHOr0 3a SHEpreTuyeckuii Merabonmsm (MuxaiiioBa u op.,
2015). Myrantel SY9, B CBOK oOuepe/ib, XapaKTEPU3YIOTCS HATMYMEM HECKOJIBKUX YHUKAIBHBIX
o6enxoB (E.M. MuxaiinoBa, nu4Hoe cooOmieHne). ITOT (aKT SBIACTCS MPSIMBIM JI0Ka3aTeIbCTBOM
IIEHOTPONHOro AelcTBUs MyTanuu Sy9 Ha Menonutsl. [locne pacumdpoBku mocienoBareaIbHOCTEN
cnenupuYHbIX OEIKOB Mbl MPUOIU3UMCA K TOHUMAHUIO TOTO, KaKWe MOJIEKYISIPHBIE MPOIECCHI

HapYIICHBI, 1 HAPYIIEHBI KAKUM 00pa3oM, B MEHOIIUTaX TOMO3UTOTHBIX 110 MyTauu Sy9 pacTeHui.
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3.3. AMmmyHo(yopeciieHTHBII aHaIu3 pacnpenenenus 6eakoB ASY1 u ZYP1 B meiiouurax

MyTaHTOB Syl u sy19

Mamepuan onsa uccneoosanusn. J{ns pabotel ¢ mytanusimu Syl u Sy19 ObuM MCHIOIB30BaHBI
IIOTOMCTBA OT caMmooImbuicHus pactenuii Ne6s/7/7 (2008 r., Aberystwyth); Ne227/8, Ne227/9 u
Ne227/14 (2004 r., ITeTeprod).

Pacrenne Ne6s/7/7 — rerepo3urotnoe mo myranuu Syl U TOMO3UTOTHOE 10 TeHy sipoBocTH SPl
pactenue. ['enotun storo pacrenus Obu1 onpeaenén E.M. MuxaiinoBoil U KoyuieraMu ¢ MOMOIIBIO
MOJIEKYJIApHBIX MapkepoB Remsl135 (cuemen c¢ Syl) m Remsl237 (cuemien ¢ Spl) B xoxme
coOcTBeHHBIX uccienoBannii (Muxaiinosa, 2011). Ilockonbky myTtanus Syl siBisieTcss MOHOTEHHOW U
peueccuBHoi (CocHuxuHa u dp., 2005; Manebiies u dp., 2009), B MOTOMCTBE OT CaMOOIBIJICHUS 3TOTO
pacTeHus MbI OXKHJAaIl HAOIIOAATh pacllelUIeHne Mo 3TOW MyTtauuu B cooTHomeHuu 3:1. Takke mbl
OKHJIAJIU, YTO BCE PACTCHHS B IAHHOM ITIOTOMCTBE OYIyT SPOBBIMHU.

Pactenus 227/8, 227/9 n 227/14 — 510 pacrenus F2 oT ckpemuBaHus 03UMON JTMHHUH-HOCUTEIIS
myTaruu Sy19 ¢ sipooit uaun SApl10. ['eHoTHn 3THX pacTenuit He ObUT 3BecTeH. OHAKO pacTenue Fi
OBLIO TeTepo3UTroTHBIM 10 MyTaruu Sy19 (uro Obuto ycranosieno C.I1. CocHUXMHOM MO pe3ylibTataM
FeHEeTUYECKOTO aHaiu3a) M, MOCKOJIbKY MyTauusa SY1l9 HacnmemyeTcss MOHOTE€HHO M PELECCUBHO
(Cocuuxuna u op., 2005; JoamaroBuu u odp., 2013a), Xxotss ObI B OJHOM U3 TPEX MOTOMCTB F3 MbI
OXHJAK 3aUKCUPOBATH BBIIICIUICHUE PEIeCCHMBHBIX roMo3urot Sy19/syl9. Takke MbI oxuganu
HaOII0/IaTh paclIeIIEHUE 110 MPU3HAKY 03UMOCTHU-IPOBOCTH B IOTOMCTBaxX F3.

Pacrenus BeipanuBanu B Termnne MOI'en PAH Becnoii-nerom 2012 r.

3.3.1. CBeTo-MuKpockonuyeckuii ananau3 Meradassl | 1 HacsiegoBaHHe MyTalUI

W nns myrantoB Sy1, u s myranToB Sy19, u3ydeHHBIX B Hamield padore, ObLIO XapaKTEpHO
BBICOKOE coniepkanue yHuBaneHToB B MKIT Ha craguu meradassl | (Pucynok 16, Tadmumst 20 u 21).
MopaneHoe uucino ynHuBaneHToB B MKII nans pacTeHMii TOMO3ZHMTOTHBIX MO 0O0E€MM MyTalUsM
COCTaBHJIO MAaKCUMAaJIbHO BO3MOKHOE /IS pakKM yHcio — 14,

B namrem uccnenoBanuu 06110 u3ydeHo 136 MKIT mectu myrantoB Sy1l/syl. ITpu sTom Obit
oOHapyXeH JIMIIb €AMHCTBEHHBIH OTKpBITHIH OuBaneHt, B octaibHbiX 135 MKII o6HapyxuBanuch
TOJIBKO YHUBaJIeHTHI. [ myTtanTtoB Syl9 Obula xapakTepHa HEMHOTMM Oojiee BBICOKAash 4acToTa
nossnenus ouBasienToB B MKII. B 11,8% MKII mytanToB Sy19 BcTpeuanoch mo o JHOMY OTKPBITOMY
ouBasieHTy, B 6,6% MKII — o 1Ba oTKpHITHIX OMBasieHTa. B octanpabx 81,6% MKII npucyrcTBoBam

TOJIBKO YHUBAJICHTHI.
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Cpennee yucino yHUBaJIGHTOB 1jisi MyTaHTOB Syl cocraBamno 13,98 + 0,016 yHuBasieHTOB Ha
MKII, myst mytanToB Sy19 — 13,49 + 0,254 (ans pactenuii aukoro tumna — 0,21 + 0,066).

Pacmieruienue B MOTOMCTBaX, B KOTOPBIX OOHApYXHBAJIMCh MYTAHTHBIC PACTCHHUs, KaK W

0XHNJaJI0Ch, COOTBETCTBOBAJIO MOHOI'CHHOMY pPaCHICIUICHUIO B CJIyda€ IIOJTHOI'O JOMHHHPOBAHHUA

(Ta6amma 19).

P,

Pucynok 16. Meradasza | y meiiotnueckux myrantoB Syl (A, B) u syl9 (B). Bo Bcex Tpéx

MeouuTax HaOoaaercs no 14 yHuaneHToB. MacmTaOHble OTPE3KH — 5 MKM.

Ta6auna 19. Ananus pacuieruieHus no Mmeotuueckum Mytauusim Syl u sy19 B u3ydeHHbIX

IIOTOMCTBAaxX
Ponurensckoe o 2
Pacrenuit o A 31
pacTeHue u ero Jukunii Tin MyTtaHTbI P
H3y4EHO
TE€HOTHII
Pacmennenue no syl
6s/7/7 (+/syl) 20 14 6 0.27 0.603
Pacmerenue mo sy19
227114 (+/+) 13 13 0 - -
227/8 (+/sy19) 18 16 2 - -
227/9 (+/sy19) 18 11 7 1.85 0.174
> (22718 + 227/9) 36 27 9 0 1

v%005=3.84 (d.f. = 1)
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Taoauna 20. Pactipenenenne MKII B 3aBucuMocTu ot uncia yauBajieHToB Metadase | y pactenuit

JTUKOTO TUTIa U MyTaHToB Syl u Sy19

Koi-Bo KonuuectBo MKII ¢ uncnom yrusanentos, mr. | CpeaHee 4ucio
O6pazen MKII, 0 ) 4 5 3 10 | 12 14 YHUBAJIECHTOB
IIT. Ha MKII, mr.
Pactenus aukoro Tumna:
6s/7/7 (n = 15) 88 76 9 3 0,34
227/8 (n = 16) 90 83 7 0,16
227/9 (n =11) 80 75 5 0,13
258
(%) oo ARy 0,210,066
Myrantsi Syl (13 notomctsa 6S/7/7):
Ne202 25 25 14
Ne204* 11 11 14
Ne235 25 25 14
Ne243 25 25 14
Ne249 25 25 14
Ne264 25 1 24 13,92
2. (n=6) 125 1 | 124
%) 100 08 | 992 13,98 + 0,016
MyrtanTs Sy19 (*— u3 motomcTsa 227/8, 2 — n3 motomcTBa 227/9):
Ne214 5 5 14
Ne225t 25 2 6 17 13,2
Ne218% 6 1 5 13,67
Ne220%" 10 10 14
Ne2322 25 3 3 19 13,28
Ne248%" 13 2 11 13,69
Ne2582 26 26 14
Ne259% 5 5 14
Ne261% 12 12 14
2(n=9) i 2 | 9| 82 e 940254
(%) 100 6,6 | 11,8 | 81,6

- Z[aHHBIe N0 3TUM pPACTCHHUAM HC YUYUTBIBAJIHNCH IIPU O6’be):lI/IHeHI/II/I JaHHBIX B CBiA3H C

HebopImM KomuectBoM MKII B BeIOOpKE.
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Thma u MytanToB Syl u Sy19

Taoauua 21. Pactipenenenne MKII B 3aBucumMocTu ot uncia xua3m B metadase | y pactenuit 1Tukoro

Kon-Bo | Kor-Bo map Yucno nap roMosIoroB ¢ Cpennee
O6paserr MKITI, | romosoros, YHCIIOM XUa3M, TIT. YUCJIO XUaA3M
. - 0 1 5 Ha OUBaJIEHT,
IIT.
Pacrenus nukoro tuna:
6s/7/7 (n = 15) 88 616 15 131 470 1,74
227/8 (n = 16) 90 630 7 96 527 1,83
227/9 (n =11) 80 560 5 62 493 1,87
258
(5‘)) & % %75 % %47?2) 1,81+0,038
MytanTsi Syl (13 notomctsa 65/7/7):
Ne202 25 175 175 0 0 0
Ne204” 11 77 77 0 0 0
Ne235 25 175 175 0 0 0
Ne243 25 175 175 0 0 0
Ne249 25 175 175 0 0 0
Ne264 25 175 174 1 0 0,005
2. (n=6) 125 875 874 1 0 0.001
(%) 100 100 99,9 0,01 0 '
Myrants Sy19 (1 u3 moromctra 227/8, 2 — u3 moromctBa 227/9):
Ne214 5 35 35 0 0 0
Ne2251 25 175 165 10 0 0,06
Ne218% 6 42 41 1 0 0,02
Ne220% 10 70 70 0 0 0
Ne2322 25 175 166 9 0 0,05
Ne248%* 13 91 89 2 0 0,02
Ne2582 26 182 182 0 0 0
Ne259% 5 35 35 0 0 0
Ne261% 12 84 84 0 0 0
2(n=9) 76 532 513 19 0
(%) 100 100 96,4 3,6 0 0:04:£0,019

*
— HaHHBIe II0 OTUM PACTCHUAM HE YUHUTBIBAJIWCH IIPU 06T)eJII/IHeHI/II/I JaHHBIX B CBSI3U C

HebobpuM KonuectBoM MKII B BeIGOpKE.
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3.3.2. Anaau3 npodassl |

Mytauun Syl u Sy19 sBasioTCS XOpOIIO W3YYEHHBIMH MEHOTHUECKUMU MYTAIUSIMU PiKU
(Cocuuxuna u dp., 1994; Cocuuxuna u op., 2005; Muxaiuiosa u dp., 2010). Panee myist 3tux mMyranui
ObUT MIpOBENEH 3IeKTpOHHO-MUKpockonuueckuii ananmu3 CK (Sosnikhina et al., 1992; Cochuxuna u
op., 2001). B pesynbraTe 3THX HCCIACIOBAHHMN OBLJIO YCTAHOBIIEHO, YTO B MEWOIMTAaX MYTaHTOB Syl
HabmoaeTcs acuHancuc xpomocom: CK He oOpasyercs, Ha mpoTskeHUM Bceil mpodassl | B sapax
MKII npuCyTCTBYIOT TOJBKO HECIIAPEHHBIE OCEBBIE 3JEMEHTHI XPOMOCOM. Y MyTaHToOB Syl9 Obun
BBISIBJICH T'eTepPOJIOrMYHbI cuHarncuc xpomocom: CK oOpasyercs, HO ¢ OOJBIIUM KOJIHMYECTBOM
OIMOOK ToMoJIoruu cuHarcuca. B meitonurax mytanToB Syl9 kpome HOpMalibHO C(OPMHUPOBAHHBIX
yuacTkoB CK BBIABIAIOTCS OOJIBIIOE KOJMYECTBO CMEH MapTHEPOB crapuBaHus (“switches”) wu
YYaCTKOB C CHHAIIMCOM JiaTepasibHbIX 3jeMeHToB “Ha ceds” (“foldbacks™) u compoBokmaromux ux
OOMIMPHBIX 30H acuHarcuca. TakuM oO0pa3oM, STH MyTalUH IPHHAIISKAT K pa3HbIM TpyHIam
MEHOTUYECKUX MyTanuii: Syl sBIsieTCsS CWJIBHOM acHMHANTHYECKON Myranueid, a myranus Syl9 —
MyTalyeld TeTepoIOTUYHOro (MHIMCKPUMUHAHTHOTO, HErOMOJIOTUYHOr0) cuHarcuca. Hama pabora
Obula TIOCBSIIEHA HMMMYHOQIIYOPECIEHTHOMY H3YYEHHIO paclpeleieHus Meno03-Crenn(uaHbIX
0enkoB B npodase | y 3TUX MyTaHTOB.

Meiio3-crienuduyuabie OSITKH y PKU HEU3BECTHHI. [103TOMYy HMMYHOITUTOXUMUYESCKUN TIOIXO]]
JUISL U3YYEHHUs Meio3a y 3TOro 00beKTa OCHOBaH Ha KCIIOJIb30BAHUM AHTUTEN K M3BECTHBIM OelkaM
JIPYTHX BHUJIOB, B TOM WJIM MHOW CTENEHH POACTBEHHBIX pKU. Hamu ObUIM MCHOJIB30BaHbI AHTUTENA,
BeIpaboTanHbie poTuB OenkoB ASY1 u ZYPI1 apaduponcuca A.thaliana. Bemok AtASY1 — Genok,
acCOIMMPOBaHHBIN ¢ naTepanbHbiMu dteMenTamMu CK y kanycTs! u apadugoncuca (Caryl et al., 2000;
Armstrong et al., 2002), AtZYP1 — cTpyKTypHbIi O€NOK MONEepPeYHbIX (UIAMEHTOB [EHTPAIBLHOTO
anementa CK (Higgins et al., 2005). B uccnenoBanusx Meiio3a y mokpbeIToceMeHHbIX pacteHnii ASY1
UCIIONIB3YETCsl Kak Mapkep JjarepanbHbix anemeHToB CK, ZYPl — kak mapkep LEHTpPajJbHOTO
aneMeHTa. Mcnonp3ysl aHTUTENa NPOTUB ATHX OENKOB apaOUIOICHCa, Mbl BBISBISUIM OPTOJIOTH ATHUX
0EIKOB Y PKH.

Msl uccnenoBanu pacnpeneneaus ASY1 n ZYP1 B mpodaze | Meiio3a y J0CTYNHBIX Ham
MYTaHTOB PXKH W TIPOBEIH CPAaBHUTEILHBIH MMMYHO(MIYOPECICHTHBIA aHAJIH3 PACTpPENCICHUS ITHX
OcenmkoB B Medommrax wmyraHToB Syl wm Syl9. ITlomoOHoe wucciiejoBaHHWE JIsi 3THX MYTaHTOB
IPOBOJMIIOCH BIIEPBBIE. METOJOM UMMYHOLIUTOXUMHUM HaMH ObIITH U3y4eHbl pacTeHus Ne243 u Ne249
(mytanThI SY1), pacrenue No214 (mytant Sy19) u pacrenue No250 (nukuii Tum).

B MKII pactenuit pxxu qukoro tumna curHanbl ASY | MOSBISUTMCH B paHHEH JIEITOTEHE B BHJIE
MHOTOYHCIICHHBIX (POKYCOB, PacCpEIOTOYSHHBIX MO sApy MehonuTa. [lanee, mo Mepe pa3BUTHS CTaIuu

JICTITOTCHBI, CUT'HAJIbI ASY1 HpI/IO6peTaJ'II/I JIMHEHHBIN BH] U, HaYMHasd C 3TOro MOMCHTA, HaAYWMHAJIN
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COOTBETCTBOBaTh KapTuHe moBeacHUs OO/JID, KoTopyro Mbl HAOMIOJAIM TPH DJIEKTPOHHO-
Mukpockonuueckom wusydeHuun MKII mnocie KOHTpacTUpOBaHUS XPOMOCOMHBIX OCEH HHUTPATOM
cepebpa. Curnaibl ZYP1 HauMHalIM BBISBISATHCA, TAKXKE HAYMHAS CO CTAJUU JIENTOTEHBI. [Ipu sToM
OoHHM (hOPMHPOBAIIM HE3aBUCHUMBIEC JTHMHEHHbBIE TPEKU, KOTOPHIE ObUIM YAaCTUYHO Pa300ILEHbl C OCAMU
ASY 1. IIpu nepexonie K CTaAMKM 3UTOTEHBI MMPOUCXOAMIO O0bEAMHEHNE JIMHEHHBIX curHaioB ASY1 u
ZYP1 B JBYXIOJOCYHO CTPYKTYpY HECIapeHHbIX XpoMocoMmHbIX ocedl (Pucynok 17, A — B). Ha
craauu maxuteHbl ASY 1 u ZYP1 BBISBISUTHCH HAMH TaKXKe B BUJC ABYXIOJIOCON CTPYKTYPBI, HO yiKe
CHHANTUpOBaHHBIX oceil xpomocom (Pucynoxk 17, I' — E). CdopmupoBannsie CK wumeror
Tpéxmnoyocyto cTpykrypy (JID — D — JID), kotopas IOCTyNmHAa Mg BBISBICHUS TOJBKO IpHU
AJIEKTPOHHO-MUKPOCKOIIMYECKOM ~ MCCIEN0BAaHUM, JHMOO TpU  HCIOJB30BAHUU  TPEXMEPHOMH
(iryopeceHTHOI ~MHMKpPOCKOIIMM  BBICOKOTO  paspemieHus. [Ipy  HCIONb30BaHMM — JIBYMEPHOM
¢biryopeciieHTHOM MHKPOCKOINUHU, Kak B ciydae Hamero uccienoanusi, CK BblsBIsieTcss B BuIe
Heau(pdepeHIIMPOBAHHON JIMHEWHON CTPYKTYphl, B COCTaB€ KOTOpPOH, B 3aBUCUMOCTH OT
HCIOJIb3YEMBIX aHTHUTEJ, BBIABISAIOTCA T€ WM MHbIe Oenku. [lo 3Toil mpuyuMHE MBI perucTpupoBaiIn
nyxnonocsie Tpeku ASY1 u ZYP1 B crpykrype CK Ha craguu maxuteHsbl, a He TPEXIOIOCHIE, KaK
MO>KHO OBbLITO OBl 03kHIaTh Ucxoas u3 Mopdosoruu CK.

3apeructpupoBanHoe Hamu pacnpenenenue ASY 1 u ZYP1 B MKII myrantoB Syl u sy19 Gswio
cxoxuM (Pucynkm 18 um 19). [lo cragwm 3WrOTeHBl KapTHHA pACIpEACIeHUS 3TUX OCIKOB HE
OTJIIMYAIACh OT JUKOTO TUMa. B nenTorene ¢popmupoBanuchk 4acTuaHo o0ocobiaennsie Tpaku ASY 1 n
ZYP1. Ha cragumn, aHaJIOTMYHOW 3UrOTEHE-TIAXWTEHE MPU HOPMAIBHOM MeHo3e, MPOUCXOIUIIO0
0o0beIMHEHNE JIMHEWHBIX CHTHAJIOB B CTpykType OO, KOTOpble OCTaBaJUCh HECIAPEHHBIMU Ha
npotsokeHun Beeid mpodaser |. Curnanst ASY1 u ZYP1 ocraBanuch 00ObeTUHEHHBIMA U BO BpeMs
nporieccoB Tpancopmanuu u aerpaganun CK B qumnoreHe-nuakeHese. B orinmune ot MyranToB Sy9,
y KOTOpBIX HaOmonanach cnupanu3amus OO, y myrantoB Syl u Syl9 B aummorene mpowucxonauia
dparmenrarms OO (Pa3aen 3.4).

CrnenyeTr oTMeTuTh, uTo curHainbl ZYP1 Obun HamHoro crnabee curHanoB ASY1 kak B MKII
pactenuii aukoro tuna, Tak 1 B MKII o6oux MyTaHTOB (BHE 3aBUCMMOCTH OT HaOOpa MCMOIb3yEeMbIX
BTOPUYHBIX aHTHUTEN). ODTO HAOMIOJEHHE KOCBEHHO TOBOPUT O KOJMYECTBEHHOM pa3iMyuM B
npucyrcTBuM 3THX 6enxoB B MKII y pxu, KOTOpoe COOTBETCTBYET KapTHHAM, HaONI0JIaeMbIM B
npyrux opranusmax. Hanpumep, ycranosieHo, uto B npodase | meiio3a nmenunst sxcrpeccust ZYP1

B 1Tk pa3 MeHbIne skcnpeccuu ASY1 (Khoo et al., 2012).



Pucynoxk 17. Pacnipenenenune 6enxoB ASY1 (3enéusiit) 1 ZYP1 (kpacHblif) B pacIylaCTaHHBIX SApaX MEHOLUTOB PaCTEHUH pXKH JTMKOTO THIIA: A,

I' — pacnpenenenne ASY1; b, I — pactipenenenue ZYPL; B, E — coBmemenune curaanos ASY1 u ZYP1; A, b, B — meliorut Ha ctaauu 3urotensr; Iy 1,

E — ¢pparMenT meiionura Ha CTaIuM MO3IHEH 3uroTeHbl. XpomatuH okpaiieH DAPI (cunwuit). MaciraOHblie OTPE3KH — 5 MKM.




Pucynoxk 18. Pactipenenenune 6enxoB ASY 1 (3enénsiit) u ZYP1 (kpacHBIif) B paciutacTaHHBIX sSpaX MEHOIIMTOB aCHHANITHYECKUX MYTaHTOB SY1:

A, T' — pacnpeneneane ASY1; B, I — pacnpeneneane ZYPLl; B, E — coBmemenue curHaiioB ASY1 u ZYP1; A, B, B — meiiorut Ha crajauw,

a”anoruuHoi 3urorene-naxutene; I', /|, E — pparmenT toro e meiionnrta. Xpomarun okpaiieH DAPI (cunuit). MaciraGHble OTPe3KH — 5 MKM.




Pucynok 19. Pacnpenenenne OenxoB ASY1 (zenénwrnii) m ZYP1 (kpacHBI) B pacIUTaCTaHHBIX sApax MeWonuToB mytanta Sy19: A, I' —

pacupenenenue ASY1; b, I — pacnpenenenue ZYP1; B, E — coBmemenue curnanos ASY1 u ZYP1; A, b, B — meiionuT Ha cTaauu, aHATOTHYHOU

suroreHe-naxurene; I', [, E — ¢parment Toro xe meionura. Xpomatus okpamen DAPI (cunwmit). MacmtaOHble OTPE3KH — 5 MKM.
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3.3.3. O6cyxnenune

Nzyuenne coBmectHoro pacnpenencHust 6enkoB ASY1 u ZYP1 B mocienHue Tonbl CTajlo
HEOTBEMJIEMOM 4YacCThl0 IPOIPECCHUBHBIX HCCIECIOBAHMM Meio03a y BBICIIUMX pacTeHui. Takue
UCCIICIOBAaHMS MPOBECHBI CPen ABYAOIBHBIX PACTECHHUM Ui apaOUaoICcuca, Cpelyd OJHOJOIbHBIX —
JUId puca, slUMEHs, KYKypy3bl, HIIEHHUIBI M pxXU. Tarke CTaau MOSBIATHCA pabOThl, B KOTOPBIX
pacripe/ie/ieHie JaHHbIX OEJIKOB MCIIOb3YETCs 1S U3YyUEeHUs Mei03a y SK30THYECKHUX, C TOUKU 3PEHUS
UTOreHeTHKH, BHUIOB. Hampumep, pacnpenenenne ASY1 u ZYP1 wmsyueno y pacrenus Luzula
elegans, y koToporo HaOJIOAAaeTCS WHBEPTHPOBAHHAS IIOCIICAOBATEIILHOCTh CTaAMN Meho3a u
cymectBoBauue CK y 53Toro Buia pacTeHMH BBI3BIBAJIIO BONpoOc Yy Hccienosareneid. [Iposens
UMMYHO(DIIyOpECIEHTHBI  aHalu3  paclpelesieHus d3Tux  OelkoB  (BMecTe € JpYyTUMHU
[UTOrCHETHYECKUMH METOaMHt), aBTOPHI clenaiu BbeiBog o Tom, uro CK y L. elegans cymiectByeT u
nporekanue mnpodaza | TpUHIHMNHUATEHO HE OTIMYAETCS OT BHJIOB PACTECHHHA C KIACCHYECKON
10CJIeI0BAaTEIBHOCTIO cTaauii Meiio3a (Heckmann et al., 2014).

NmynHohayopecieHTHRIM moaxoa ans u3ydeHus oproinoroB OenxoB AtASY1 u AtZYP1 y
pxu BrepBbie Obul mpumenéH E.M. MuxaiinoBoir u coasropamu (Mikhailova et al., 2006).
KomnekTuBoM aBTOpOB OBLIO M3y4eHO coBMecTHOe pacnpeaenenne ASY1 u ZYP1 8 MKII pactennit
KM JUKOTO THIA U MeioTnueckux MytaHTtoB Sy10. B pesynbraTte mccienoBanusi Obuia mpeaioxKeHa
monenb cOopku CK y piu, B COOTBETCTBHHM C KOTOpo# juHelHble ocu OenkoB ASY1 u ZYP1
00pa3yIoTCs 10 CUHAIICKUCAa TOMOJIOTOB, 00BEAUHAACH B TPEXIIOIOCYIO CTPYKTYPY, Y KOTOPOH J1Ba Ci10s1
ASY1 ¢mankupyror cioit ZYPI1, Tonbko Ha craaum maxuteHsl. Kpome Toro, OBUT clienaH BBIBOX O
toMm, uto Oenku ASY1 u ZYP1 HeoOxomumel, HO HemocTatouHbl it coopku CK y pxku: oba Oenka B
IOPUCYTCTBYIOT Ha OCAX MeHoTHueckux XpoMocoM y MyTaHToB Sy1l0, obOpasys AByXmosocble
nuHelHbIe ocH, HO coopka CK Hapymena (Mikhailova et al., 2006; Muxaiinosa u dp., 2010).

B mameit paboTe MBI HCIIONIB30BANM aHanmW3 pacrpenencHus OenkoB ASY1 u ZYP1 s
PaCKpBITHS MOJIEKYJISPHBIX 0COOEHHOCTEH nedekToB, BhI3bIBaeMbIX MyTanusMu Syl m Sy19. V stux
MYTaHTOB HapyueHo oOpa3oBanue I[D npu momHocThio chopmupoBaHHbIXx OD: y myraHTOB Syl
Ha0Jro1aeTcs MOJIHBIN acuHancuc romosioros U 113 He obpasyercs, y mytantoB Sy19 113 obpasyercs,
HO KaK MEXIy TOMOJIOTUYHBIMH, TaK U MEXIy HETOMOJIOTUYHBIMH XPOMOCOMaMH. MBI BBIIIBUHYJIH
THIIOTE3y O TOM, YTO y MyTaHTOB Syl w/mim y MmyTaHToB Sy19 mMokeT ObITh HapyIieHa 3arpys3ka Oenka
ZYP1 na xpomocoMHble ocH B mpodasze |, yTo u 0o0ycraBiaMBaeT LUTOJOTHUECKUE (HEHOTHIIBI
MYTaHTOB.

OpHako Halla TUTNOTEe3a HE MOATBEpIWIach. Mbl HE 3aperuCTPUPOBAIH OTIMYUA B 3arpy3ke

kak ASY1, tak u ZYP1 Ha XpoMOCOMHBIE OCH HHM y MyTaHTOB Syl, Hu y mytanToB Sy19. Oba Oenka
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NPUCYTCTBYIOT B CPAaBHUMOM C JUKUM THIIOM KOJIMYECTBE HA MEHOTHYECKHUX OCSAX XPOMOCOM, HO
npoueccsl B3aumozeicTsus romosaoros B MKII myTaHTOB HapyIeHBbI.

Taxum 00pa3oM, MBI MOKEM CZIeaTh JABa BBHIBOJA.

1. CK B mpodaze | y pxu o0pa3yroTcs He myreM BcTpauBaHusi Oenka ZYP1 mexmny
CHHAINITUPYIOIIMMHU TOMOJIOTAMH, a ITyTeM OOBEIMHECHUSI 00pa30BaBIIMXCS €Ie 10 Havaia CHHAICuca
JMHENHBIX CTPYKTYp TOro Oenka.

2. IlpucyrctBue ZYP1 Ha ocsX MEHOTMUYECKHX XPOMOCOM PXKHU HE SIBJSIETCS pELIarOIIUM
YCIIOBHEM YCIICITHOTO OCYIIECTBICHHUS CHHAIcuca TomojoroB. ZYPl mpucyrcTByeT Ha ocsx
MEHOTHYECKUX XpoMcoM y MyTaHToB Syl u Sy19, Ho popmupoBanme CK y 3THX MyTaHTOB HapymIEHO.
OueBUIHO, YTO JIs1 OOBEJMHEHHUST XPOMOCOMHBIX Oceil B TpexmosiocHyio cTpykrypy CK y pxu
HEOO0XO0IUM JIONIOJTHUTEIILHBIN (QaKTop.

Haim BBIBOJIBI SIBIISIFOTCSL TIEPBBIM TOATBEpxkAeHUEM Mojenu (Pucynok 20), mpeiokeHHON
E.J. MuxaiinoBoii 1 coaBTopaMu Ha ocHOBe aHanu3a pacnpeznenenus ASY1 u ZYP1 y pacrenuit pxxu
nuKoro Tuma u myranToB Sy10 (Muxaitnosa u dp., 2010). Mbl mosTy4uiIn HICHTUYHBIC PE3yIbTATHI MO
pacrpeneneHnio 3TUX JBYX OCJIKOB NMPH HOPMaJbHOM Meio3¢ W 00OraTHIIM MOJIENb JAaHHBIMH IO
mytanusam Syl u Sy19.

Jlnst pactenuii iepsoie Oenku 11D Obln onmucansl y apadbugoncuca A. thaliana — AtZYPla u
AtZYP1b, xotopsie uMer0T 93% roMOJIOTrHI0 Ha HYKJICOTHHOM YPOBHE COOTBETCTBYIOIIMX UM T'€HOB
(Higgins et al., 2005). OTkpeiTie 3THX O0€NKOB ObLIO cenaHo ¢ nomouibio BLAST ananu3za nporeoma
apabuJIoncuca Ha OCHOBE YK€ M3BECTHBIX K TOMY BPEMEHH OCNIKOB momnepedHbix ¢uiamentoB CK:
SCP1 xpeicer (Meuwissen et al., 1992), SCP1 uenoseka (Meuwissen et al., 1997), ZIP1 aposxxeit
(Sym et al., 1993), c(3)G nmpozoduisr (Page, Hawley, 2001) u SYP-1 nemaronst (MacQueen et al.,
2002), T.e. ¢ MOMOINBIO CTpaTeruu «oOpaTHOW TeHeTHKW» (reverse genetics strategy), koropas
YCIIENTHO MPUMEHSETCS B 3ydeHUH MeloTHueckux reHoB pactenuii (Mercier, Grelon, 2008). 3arem,
y)Ke Ha OCHOBe TmocieaoBareiapHocTeit OenkoB ZYPla w  ZYPlb apabumoncuca, Obutn
uneHtuuimpoBanbl 6enku 11D napyrux pacrenmii: ZYP1 sumens (Barakate et al., 2014), ZEP1 puca
(Wang et al., 2010), ZYP1 msrkoit mmenuntsr (Khoo et al., 2012) u ZYP1 kykypyssr (Golubovskaya et
al., 2011).

Panee Obimn m3yueHbl ASyl-TeHBI U COOTBETCTBYIOIIME UM O€NKH y apabujorcuca, puca H
mrenuipi: AtASY1 (Caryl et al., 2000; Armstrong et al., 2003), OsPAIR2 (Nonomura et al., 2004;
Nonomura et al., 2006) u TaASY1 (Boden et al.. 2007; Boden et al., 2009) cooTBeTCTBEHHO.

Jlnsi BceX MEpEeurCIICHHBIX BBIIE BUAOB PACTEHHH OBUIO M3Y4EHO pachpejeieHue OeIKoB
ASY1 u ZYP1 B sapax meilouuToB BO BpeMms npodasel | meiioza. J[lamee MBI paccMOTpUM
ocobennoctu pacrpenenenuss ASY1 u ZYP1 B mpodasze | y STHX BHIOB WM CpPaBHUM HX C

IMMOJIYYCHHBIMH HaMU PE3yJIbTaTaMU Ha PKHU.
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Pucynok 20. Mopens 3arpy3ku 6enkoB ASY 1 u ZYP1 Ha ocl MEHOTHYECKUX XPOMOCOM PIKH.
HesaBucumbie nuneitnsie curnansl (“tpexu”) ASY1 u ZYP1 dopmupyroTcs 1o Havana CHHaICuca.
Janee mpoucxoaut oOBEAMHEHHE CUTHAJIOB JBYX OENKOB (HO HE HMX KOJIOKAJM3alusl) Ha OCIX
HECIMapEHHBIX MEHOTHUYECKHX XpoMocoM. B maxurtene curnansl ZYP1 nByX TOMOJ0TOB OOBJAMHEHBI,

dbopmupyeTcsi TpExmoiiocasi CTPYKTypa, B KOTOpo curHaibl ZYP1 3akirodeHbl MEXy CHUTHATaMu

ASY1 (Muxaiinosa u op., 2010).

VY apabunomncuca A.thaliana curnaner ASY 1 nosiBisitorest ipu nepexoje MKIT or G2 craauu
npeaMeroTuyeckod MHTep(dasbl K JIENTOTEHE B BHUJAE JIUCKPETHBIX (DOKYCOB M MpEAlIeCTBYIOT
nossneHuto curHanoB ZYP1. K MomenTy nosiBnenus curnanoB ZYP1, curnanst ASY1 yxe ycneBarot
chopMHpOBaTh MPOTSHKEHHBIE TPEKU BJOJIb HECHIAPEHHBIX XPOMOCOMBIHX oceil. [lo mMepe pa3Butus
MPOIIECCOB cHHArcuca o0a Oenka OOHApYKUBAIOTCS BIOJIb OMBAJICHTOB MPO(a3HBIX MEUOTHUYECKUX
xpomocoM, curHanel ZYP1  ymnussiores. B maxuteHe  gopmupyroercs  HeNpepbIBHAs
TPEXKOMITIOHEHTHAasI CTPYKTypa, B KoTopoil curHan ZYP1 3akmtouéH ¢ naByx ctopoH Tpekamu ASY1
(Higgins et al., 2005).

V mirenunsl T.aestivum curnansl ZYP1 HaunHAIOT MOSBIIATHCS BO BPEMs paHHEH JICTITOTEHBI B
BUJIE TOUYEUYHBIX (DOKYCOB, KOTOpPBIE JIOKAIN3YIOTCS B XpoMmatuHe. Bo Bpems nepexona MKII k cragun

3uroteHs! curiansl ZYP1 ¢popMHupyIOT KOPOTKHUE JIMHEHHbIE TPEKH, B TEUEHHUE CPEIHEH 3UTOTEHbl OHU
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ymHsoTesa. B maxurene curHansl ZYP1 mpenctaBisioT co0oi MpoTsHKEHHBIE TPIKHU, B TO BPEMs Kak
ASY1 yxe “Boirpy3usics” u3 3THUX peruoHoB. CurHanel ZYP1 mnosBisitoTcs B TeX peruoHax, B
KOTOPBIX TepBbIM NosiBUICS ASY1 U B KOTOPBIX OH K TOMY MOMEHTY YK€ BBITpY3Wics. B maxutene
TpéxmosocHas ctpykTypa 6enkoB ASY 1 u ZYP1 ue popmupyercs (Khoo et al., 2012).

Phillips u coaBroper (2012) mpoBenu anamu3 pacmpenenenuss ASY1 u ZYP1 B sapax
MmeiionuToB y suMeHs H. vulgare ¢ ucnonb3oBaHueM TpEXMEPHON (IIyOPECHEHTHOW MHUKPOCKOIHH
BbIcOKOTO pasperieHusi (3D-SIM). ABTOpbI yCTaHOBHMIIM, YTO Yy SIYMEHSI BO BPEMS 3UTOTEHBI CUTHAIIBI
ASY1 nponanaroT U3 TOJIBKO YTO CHHANTHPOBAHHBIX PETHOHOB, B KOTOpPbIE HAUMHAET 3arpyKaTbCs
ZYP1, ogHako MOSBISIOTCS HAa XPOMOCOMHBIX OCSX BHOBb Ha CTauu mNaxuteHsl. [lpu sTom B
naxuTeHe curHan ciabee u pacupenenéH He mo Beer amuHe CK. Bputo mpemnoskeHo 1Ba BO3MOXKHBIX
o0bsicHeHus1 Takoil auHamMuku ASY1: mubo MpoUCcXomuT BpeMeHHas MOAM(UKAIUS €ro 3MUToma, U
MO3TOMY OH MepecTaéT BBIABIATHCSA IOCIE CHHAICKCA U JO0 HACTYIUICHHUS 3peiod MaXUTEHBI, JH0Oo,
neiiceTuerensHo, ASY1 BhITpyKaeTcsi ¢ XpOMOCOMHBIX OCEH BO BpeMsl 3UTOTEHBI M 3arpykaercs
BHOBb Ha crajuu maxurtenbl (Phillips et al., 2012). Tak wiu mHave, 3TO SBJISIETCS OTIMYMTEIBHON
0cobeHHOCThIO TIpodassl | saMeHs.

benok PAIR2 puca O. sativa (opromor ASY1 apabuporcuca U IIIECHHUIIBI) MMOSBISETCS Ha
craauu S/G2 npeameiiotrueckoit nHTepdaspl, B panHei npodase on accouuuponan ¢ OD. Bo Bpems
cuHarncuca romosioroB PAIR2 Beirpykaercss ¢ XpOMOCOMHBIX OCEM M HauMHAET MPUCYTCTBOBATh B
Hykieoruiasme B Buae auddysnoro curnama (Nonomura et al., 2006). benox monepedHbix
¢unamentoB CK puca ZEP1 (opronor OenxoB ZYP1 apyrux pacteHuil) mosiBisieTcs B JIEITOTEHE B
BUJIE OTAENbHBIX (POKYCOB, BO BpeMs IO3JHEH JIENTOTEHbl U B TEUEHHE CTAJUM 3UTOTEHBI CUTHAIIbBI
MIOCTETICHHO YJMHSIOTCS U (POPMUPYIOT KOPOTKHE TPEKH; K MOMEHTY HACTYIUICHHUS TAaXUTSHBI CUTHAT
OKa3bIBAETCSI BHIPOBHEH BJIOJIb BCEHl JIIMHBI OMBaJIEHTOB. Takoe pacnpe/esieHne COXpaHsIeTcs BIUIOTh
70 TO3/IHeH mMmaxuTeHsl, 3aTeM, B aumuioteHe, ZEP1 ormensercs or CK u mpucyrctByer B BuUje
arperaToB B HyKJeoIUlazMe. B JuakuHe3e OoCTaTouHble CUTHAJbI CEMapHUpOBaHbl OT OMBAJIEHTOB, HO
MPOJIOJDKAIOT TPHUCYTCTBOBATh B HyKJeoruiazme. MurtepecHo, uto ZEP1 cHoBa 3arpyxkaercs Ha
XPOMOCOMBI B MOJIOJIBIX MHKPOCIOpPAax, BO BPEMs JEKOHJEHCAIMM XPOMOCOM TOCJE€ MEHOTHYECKOro
JIeTIeHHsI, YTO NaéT OCHOBaHHE MPE/Ioyararh O JOMOJHUTEIbHBIX (QYHKIUsIX 3toro Gemka (Wang et
al.. 2010).

VY xykypy3sl Z.mays curaansl ASY 1 nosBisoTCs B JenToTeHe. B mentorene u 3urorene ASY1
MapKHPYIOT HeclapeHHbIe pernoHbl xpomMocoM. [lociie cunancuca, curaan ASY 1 Ha ocsXx XpoMocoM
CHJIBHO OcCJIabeBaeT M CTAHOBMUTCS NpPEphIBUCTHIM. bonee Han&xHbIM MapkepoMm JID y KyKypysbl
spisiercs: 0enok AFDI1 (optomor RECS), kotopsrit acconuuposan ¢ O3/JID u 10, u mocne cuHamncuca
romosnoroB. ZYP1 nossnesercs B pentoTeHe B Buje nuddys3noro curnana. Bo Bpems 3urorens ZYP1

3arpy’kaercd B CHHANTHPOBAaHHbIE pPErHOHbI M (OPMUPYET JIMHEWHbIE CHUTHAJIbl MEXAY
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TOMOJIOTHYHBIMH XPOMOCOMaMH, B MaxUTEHE CUTHAJIbI (POPMHUPYIOT HETPEPHIBHBIM CHUTHANI MO BCel
JUIMHe OWBAJICHTOB, B TMO3JHEH MaxWTeHe curHai (parMeHTupyercs u paccemBaercs (Wang et al.,
2009; Golubovskaya et al., 2011).

Bpemst mosiBnienne o6oux OenkoB B MKII Bcex H3y4eHHBIX BHIOB, CyIs IO BCEMY, HE
otimuaercs — 3to G2/nenrorena ms ASY1 u nenrrotena st ZYP1. OqHako xapakTep 3arpy3Ku 3THX
0eTKOB Ha MEHOTHYECKMX XPOMOCOMAaX M MX PacHpeesieHHe OTIMYACTCA y W3YYEeHHBIX pacTeHuil. B
ynpouméHHoM Buze ocobeHHocTH yuactusi OenkoB ASY1 u ZYP1 B cuHamcuce XpoMOCOM y 3THX

BHJIOB TIpesicTaBicHbl B Tabaume 22.

Tabauua 22. OTniuuTeabHbIE 0COOCHHOCTH 3arpy3ku U pactipeaesenus 6eakoB ASY 1 u ZYP1 B

npodase | meiio3a y mecTu BUIOB paCTCHUN

Benok ASY1 benok ZYP1
B naxurene
Curnan oOpazyercst 3arpyxaercs Ha
npomanaetr/ TpéXmoJjiocas XPOMOCOMHBIC 3arpyxaercs B
ociiadeBaer CTPYKTypa u3 OCH 10 MecTa CUHaIrcuca
rocJiie cuHarcuca | oenxkos ASY1 u CUHAIICHUCA
ZYP1

Apabuporcuc — + — +
ITmenwnna + — — +
SumeHb + + — +
Puc + — _ +
Kykypysa + - - +
Poxn - + + —

[To xapaktepy 3arpy3ku/Boirpy3ku ASY 1 poxb cxoka ¢ apabHUIONICHCOM U sTIMEHEM. Y ITHX
pacrennii  ASY1 npucyTcTByeT Ha MOJHOCTBIO C(OPMHUPOBAHHBIX MpOoQa3HBIX OHBalEHTaX U
Ha/IEKHO MapKUpyeT JatepanbHble dneMerTsl CK. B oTiamume oT HUX y NMINIEHHIBI, pUca U KyKYpY3bl
curaansl ASY 1 mponaiarT U3 CHHANTHPOBAHHBIX PETHOHOB.

CymecTByeT TUIOTE3a, COTIACHO KOTOpPOH ociallieHne WM MOJHOE MCYE3HOBEHUE CUTHAja
ASY1 W3 CHHAaNTUPOBaHHBIX PETHOHOB (y IIIEHHUIBI, SUYMEHS, pUca U KYKypy3bl) SBISETCS
CJIEZICTBHEM MAacCKUpOBKH WM Monudukamuu ero (0enka ASY1) smmroma B mpoliecce CHHAICHCA,
BeitencTBue dero curaan ASY1 mpomamaer ¢ XpOMOCOMHBIX oceil. KOoCBeHHBIM 10Ka3aTeIbCTBOM
3TOTO MPENNoyoKeHus sBisgercs (akr Toro, yto B mpodasze | sumens curnan ASY1 cHauana

npomnagacT U3 pEruoHOB CHUHAIICHCA B 3UTOTCHC, a 3aTEM MOABIISICTCA BHOBb B IMAXWUTCHC. O,[[HO nu3

00BsicHeHU# Takoro moseacHus curaanoB ASY 1 — Bpemennas moaudukarus ero snurtomna (Phillips et
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al., 2012). JIpyroe KOCBEHHOE OKA3aTEILCTBO 3TOW THIOTE3bI OBUIO MOJIYYEHO Ha KyKypyse. Ilpu
UCTIOJIb30BaHUM MouuIpoBanHoro cnocoba ¢uxcanuun MKII, 2% pactBopom nmapadopmanbaerus
BMecTO 4% pactBopa, curHaiel ASY1 coxpaHsuiuck U BO Bpems naxutenbl. Ilpu Takoit ¢uxcanum
CTPYKTYpa KOHJEHCHPOBAHHOI'O XpOMAaTWHA COXpAHSETCd HE IOJIHOCThIO, IIO3TOMY aBTOPbI
IpEeANnonaraloT, 4TO HpU TPaJULUUMHHON (uUKcauu Iocje 3aBEepLICHHMs] CHHAICUCA HPOMCXOIUT
mackupoBka snutona ASY1 (Golubovskaya et al., 2006; Golubovskaya et al., 2011). B ciyuae, eciu
3Ta TUIIOTE3a BEPHA, TO BCE IIECTh M3YYCHHBIX PACTCHUH HE UMEIOT MPUHLUMIHAIBHBIX OTIMYUHN B
pacupenenenun  ASY1. IlpsMbix pgokasarenscTB ¢akta wMoaudukanuu snutona ASY1 B
CHUHANTUPOBAHHBIX PErMOHAX HA CErOJHALIHUN IE€Hb HET.

Pacnipenenenne ZYP1 cxoxe y Bcex HSATH M3y4eHHBIX paHee BHI0B. CHUTHaIBI 3TOro Oeika
BCTPAUBAIOTCSI B PETHOHBI CIIAPUBAHUS U 110 MEpEe Pa3BUTHUS CHHAICHUCA YAIUHSIOTCA. Takas KapTuHa
HOBEJICHUs OEJIKOB MONEPEeYHbIX (HIAMEHTOB XapaKTepHa U JUIsl APYTUX BUJIOB OpraHu3MoB. OpHako
POXb MMEET YHHUKaJbHYI0O OCOOCHHOCTh MO MMMYHOQIyOpeclueHTHOMY moptpery Oenka ZYP1 —
0eloK 3arpykaercsi He B MecTa CHHAICcHca FOMOJIOTOB, a (OPMUPYIOT JIMHEHHbIE CUTHAIIBI (“Tpeku’)
enié JI0 HavaJila CHHAIICKCA B JICIITOTEHE, KOTOPBIC 3aTeM 00beanHsIoTCs ¢ Tpekamu ASY 1. Jlanee, mo
Mepe OCYILECTBJIEHUS CUHarcuca, oOobeauHsAoTcs Tpeku ZYP1 AByX TOMOJOTMYHX XpPOMOCOM M
dopmupyercst Tpéxmonocas CTpYKTypa, B KOTOpOi /Ba o0beAMHEHHBIX Tpeka ZYP1 ¢ AByX CTOpOH
“¢dnankupyercs’” curnagamu ASY 1. BzanMopacmosioxkeHne 3TuX OCIKOB B IMAXUTEHE Y PKH JTUKOTO
TUNa OBUIO YCTAHOBIIEHO C IOMOIIBIO TPEXMEPHOH (IyOpecleHTHOH MHKPOCKONUU BBICOKOTO
paspemenus (Mikhailova et al., 2006). ®akt cOopku TpekoB ZYP1 y pku 10 Havana criapuBaHHs
YCTAQHOBJIEH B JIBYX HE3aBUCHUMBIX paboTax — B pabore E.M. MuxaiinoBoii 1 cOaBTOpOB U B HaIlleM
UCCIIEIOBAaHUHA. B AITHX WCCIENOBAaHMUAX WCIOIB30BAINCH PA3MYHBIE CHOCOOBI TPHTOTOBICHUS
MEHOTHYECKUX MPETapaToB U UX (HUKCAIIH.

Cynas mo Bcemy, pkaHoil opromor Oenka ZYP1 sBasercs taxke u Oenkom OD/JID.
Jloka3aTenbCTBOM ITOTO SIBISIETCSI M PEe3yNbTaT aHain3a cuHanTuiecknx myrantoB Sy10 (Mikhailova
et al., 2006), syl u syl9 (mama pabora). Y Bcex TpEX MyTaHTOB HaOmromaercs 3arpy3ka ZYP1 Ha
XPOMOCOMHBIE OCH BHE 3aBUCUMOCTH OT cuHancuca: ZYP1 mpucyrctByeT Ha OCsIX XpOMOCOM, HO
oOpa3zoBanue 11D HapymeHo. ¥V pxu aukoro tuna ZYPI, cyns mo BceMmy, BBHIIOJHSET U (PYHKIUIO
6enka 1192: B maxureHe nuHelHble curHaibl ZYP AByX roMoJOroB OOBEIUHSIOTCS U OKa3bIBAIOTCS
3aKIIIOYEHHBIMA MeXTy curHagamu ASY1, koropsie o0pasytor cooTBercTByromee mupuae CK
npoctpancTBo. T.k. dopmupoBanue 11D y myranToB He mpoucxoaut, a ZYP1 mpucyrcTByeT Ha ocsax
XpOMOCOM, TO JJisi oObenuHeHus TpekoB ZYP1 HeoOXOoAUMbl JOMOIHUTENbHBIE (aKTOPHI, KOTOPHIE,
BO3MOXHO, U JIe(EKTHBI Y U3YUYEHHBIX MYyTaHTOB. OTKpBITHI HOBbIe Oenku L[D y MbIm u HEMaTObI,
KOTOpBIEe (DOPMUPYIOT CIIOKHBIE KOMIUIEKCHI C O€JIKaMH MOTIEPEYHbIX (PMIIAMEHTOB U HEOOXOIUMBI JIJIst

ux KoppektHoit coopku (Hamer et al., 2006; Schild-Prifert et al., 2011; Schramm et al., 2011;
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Hawley, 2011). Emie panee meromamMu OMOMH(DOPMATHKHU MpeacKa3aH HOBbIM Ocenok 11D y HemMaToas!
(FpumaeBa u Op., 2004). BmnoaHe BO3MOXHO, YTO AQHAJIOTUYHBIC MM OCJKH HAJIMYECTBYIOT U B
MEHOTUYECKOM IIPOTEOME PIKH.
Takum o6pa3om, oprosior AtZYP1 y pxxu couetaeT B cebe 0coOeHHOCTH Kak OenkoB JID, Tak u
OenkoB monepeunbix (umamentoB CK. DOT1or ¢akrt sBIsSETCS YHUKAIBHOW OCOOEHHOCTHIO

MEHOTUYECKUX XPOMOCOM DIKH.
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3.4. CpaBHUTEIbHBII HUTOJOTHYECKHH aHAJIN3 CTAIMU TUIJIOTEHbI Y PACTEHU JUKOT0 THIIA U

MeiioTHueckux MyTaHToB Sy1, sy9, syll u sy19

Ananmu3z npodassl | y mMelloTuyeckux MyTaHTOB B MpEAbIAYHIMX pas3fesiax 3aKaHyMBajcs Ha
CTaJuu NaxuTeHbl. B 3TOM paszene Mbl OTIEIbHO OCTAHOBUMCS Ha CTaJANH JIUILUIOTEHBI Y U3YYEHHBIX B
Hamield pabotre GopM pKH U MPOBEAEM MX CPAaBHUTEIBHBIA IUTOJIOTWUYECKUN aHanu3. BwimeneHue
TAKOT'O aHAJIN3a B OTACIBHBIN pa3/ies ObUIO CAEeNaHO O CIEAYIOINUM COOOPaKECHHSIM.

Bo-nepBrix, o mporueccax coopku CK, ero cTpykrype ¥ (pyHKIMOHUPOBAHUU H3BECTHO YKe
JIOCTaTOYHO MHOTO, UCCJIEJOBAHUE 3TUX BOIPOCOB aKTHUBHO MPOAOJKAETCS BO MHOTHX JIaOOpaTOpHsIX
1o BceMy Mupy. B nmpotuBosec 3Tomy, o npoueccax pazdopku CK u ero nmosesennu Ha 3aBepiiarommx
cragusax npodassl | u3BecTHO 0veHb Mano. CymecTByeT TOJIBKO HEOOBIIOE YUCIO PadOT, B KOTOPHIX
B TOW WJIM MHOW CTeNeHu yieneHo BHMMaHue cyapbe CK Ha cTramusx OUIUIOTEHBI M JUaKWHE3a.
CrneuuanbHble MyONUKAIMK, TOCBSIIEHHBIE ITHUM CTaIWsAM, ObUIM CHEJIaHbl TOJBKO COTPYIHUKAMU
nabopatopun uutorenetuku HMOI'en PAH (Fedotova et al., 1989; Komomwen u op., 2001;
CumaHoBckuid u Op., 2014). Mexay TeMm, 3HaHHE TOTO KakKuM oOpa3oM mpoucxoauT pasdopka CK
MOMOXET TMOJIYYUTh JOMOJHUTENbHYI0 HWH(OPMALMIO O €ro CTPYKType U MpUOIU3UThCA K Oolee
MOJIHOMY MTOHMMAaHHIO BOMPOCOB TuHaMuku U pyHkunonupoBanusi CK. B Bompocax npeobpa3zoBaHus
CK B x0/1€¢ TUIIJIOTEHBI JIOCTATOYHO OEJIBIX MSTEH.

Bo-Broprix, B xoxe mpeapiaymux ucciaegopanuit CK pxxu B 1abopaToOpuu IUTOTEHETUKHU
HOI'en ObU10 MOKa3aHO, YTO POXKB ABJISETCS OJHUM M3 HEMHOTUX OOBEKTOB, Y KOTOPBIX JIOCTYITHA AJIs
aHanuza KapTuHa aerpagupyromux CK — Ha 3aBepmarommx cragusx npocdassl | braromaps
MoaudUKAIIMM METOAa OKpalllMBaHUs TPErnapaToB ObUIM TMOJYyYEHBl OPUTMHAJIBHBIE JaHHBIE O
TpaHchopmaluu yabTpacTpykTypHbix kommoHeHntoB CK Ha cramgum aumutotensl (Fedotova et al.,
1989).

[ToaTomy B Hamieil paboTe MbI yaenmid ocoboe BHUMaHHE BOMPOCY pazOopKH (Ierpajaliui,
tpanchopmaruu) CK 1 mpoaomkmim 1eTaabHOe U3yUYeHUE CTAUU JUTUIOTEHBI Y PKU TUKOTO THIA U Y
MeroTnueckux MyTtantoB Syll, sy9, syl wm Syl9. Amnamu3 mpoBOAWIICS Ha TeX K€ PACTECHUSX,

noipoOHast paboTta ¢ KoTopbiMu onucana B Pazgenax 3.1, 3.2 u 3.3.

3.4.1. Tpanchopmanus JaTepajbHbIX 3JIEeMEHTOB CHHANITOHEMHBIX KOMILJIEKCOB B IMILJIOTEHE Y

pacTeHuii AUKOT0 TUIIA

IIpu 351€eKTPOHHO-MUKPOCKONINYECKOM M3ydeHuu auiuioTeHHbIXx MKII pactenuit pxu AMKOTro
TUna (KOHTpAacTHpOBaHWe mpenapaToB mpoBoawtn pactBopoM AGNOz ¢ pH = 3,5) mbl oOHapy) uIH

OUTOJIOTHYCCKHUEC KapTHHBI HO)IO6HBI€ TEM, 4YTO OBLIM OITKCAHBI paHee q)eleTOBOI\/’I n COaBTOpaMu
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(1989). Takke MBI TpoBenM HWMMYHO(DIIyopecleHTHbIH aHanu3 auruioreHHbix MKIT ¢
UCTIOJIb30BaHUEM aHTHTEN MpoTHB Oeska AtASY1. Lluronornuyeckue KapTUHBI, BBISIBJICHHBIE 00OUMHU
METOJIaMH, OKa3aJIUCh NIOJHOCTHIO HIEHTUYHBIMH.

B panneil numioteHe HaOIOIANO0Ch JIOKAJbHOE OTTAJKWBAaHUE (JIECUHAICHUC) JaTepabHbBIX
snemenToB (Pucynwok 21, A). B cpemHeit aumiioreHe 30HA JIECHHAINICHCA YBEIMYHMBAJIach,
tpanchopmupyronuecst JID npuodperanu Buj nerens (Pucynok 21, b, B). Hauunas ¢ atoit cragun
MOXHO  ObUIO HaOMIOJaTh pasneneHue (paccioenue) JID Ha 1Be HUTH, KOTOphIE (HOPMHUPOBAIU
HEe3aBHCHUMbIE NEeTNIM. Mexay JMHEHMHO pachojOKEHHBIMU BJAOJIb OMBAJIEHTA OCHOBAHUSMH TETEIh
coxpansuinck ydactku CK, KOTOpbIe K 3TOM CTaguu CTaHOBWJIMCH 0OJiee IEKTPOHHO-TIOTHBIMU (T.€.
yTonméHHbIMK). B nanpHelneM, B mo3nHeil numuiotene, Ttakue ¢parmentsl CK mpeBpamanuch B
[IapHbIE IUIOTHBIE YTOJIIEHUS JJaTEPAIbHBIX 3JIEMEHTOB.

Haunnast co cpenHeil AUMIOTEHBI BBIABISIACH CIMPATH3AIMST KOMIOHEHTOB JETPaIUupPYIOMINX
CK. Ilo namum HaOJIOACHHUSIM B KapUOILIa3Me€ MEHOLIMTOB PXKU HA CTaJUU CPETHEH TUIUIOTEHBI
NPUCYTCTBOBAJHM  CIENYIOIIME  CTPYKTYphl, KOTOpbIE HWMEIW  TEHIACHIHIO  IPHOOpEeTaTh
CIIMPAJIM30BAaHHBIN BUL.

1. KommoHeHTHI (OeNKOBbIC HUTH) pacciouBimxcs JID.

2. JlaTepanbHble 3JEMEHTHI, KOTOpPbIE JAECUHANITUPOBAIN, HO He pacciounuch (Pucynok 22,

D).
3. Coxpansromuecst (QparMeHThl emé HeAerpaaupoBaBUX (MO0  JeTrpagrpOBaBIINX
HenosHoCcThI0) CK (PucyHok 22, B)

IlocrenneHHO Takue CTPYKTyphl Hcue3and. B mo3gHell [AuIioTeHe B KapuOILIa3Me

IPUCYTCTBOBAJIM TMapHble yToimeHus JIO ¢ peakumMu octaTkaMu Opyrux KOMIIOHEHTOB

nerpaaupoBasmux JID (Pucynok 22, JI).
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PucyHnok 21. ®parMeHThI 3JEKTPOHHO-MUKPOCKOTTMYECKHUX (hoTorpaduii pacriacTaHHBIX sep
MEHOIIMTOB PACTCHHIA PXKH JIMKOTO THIIA HA CTaJUH TUIUIOTeHBI (KoHTpactupoBanne AgNOs ¢ pH =

3,5): A — panuss quruioteHa; b — paHusas-cpenHss AUIIOTeHa; B — cpeaHss TuIuioTeHa.



Pucynok 22. ImmyHnoduryopectieHTHOE BhisiBIeHHE Oenka ASY 1 (3e€HbIi) B paciuiacTaHHBIX
Apax MEUOLMTOB PACTEHUH PXKU AUKOTO TUIA HA CTaJUMU JUILUIOTEHBI: A — paHHss QUILIOTeHa; b, B,
I' — cpeansis mumunotena; J| — mo3guss nuruioteHa, b — necunancuc naTepaibHBIX 3JE€MEHTOB
CHHAIITOHEMHBIX KOMIUIEKCOB (MoKa3aH crpenkamu), I' — crnmpanuzanus JIecHHanTHPOBABIIMX
JaTepaibHBIX JIeMeHTOB. XpomatuH okpaiieH DAPI (cunuit). MacuirabHbie OTPE3KH — 5 MKM.
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3.4.2. JlnnyioTeHa y MeHOTHYECKMX MYTaHTOB Syl1

B 3urorene-naxureHe y MyrantoB Syll mpoucXoIuT reTeposoruyuHbIi CHHAIICUC XPOMOCOM
(Pa3zmea 3.1). B maxurene kpome CK, 00pa3oBaHHBIX TOMOJOTHYHBIMH XPOMOCOMAaMH, MIPHUCYTCTBYIOT
cnoxuble koHpurypauuun CK, KoTOpble SBISIOTCS CIEACTBUEM HETOMOJOTHYHOIO CHHAICHCA.
['eTeposOru4HbIN CHHANICUC COMTPOBOXKAAETCS PETHOHAMH aCHHAIICHCAa XPOMOCOM.

B panneii mumnoreHe B MKII myrantoB Syll, aHamormdHo IUKOMY THITY, HaOIIOgaeTCs
JoKaJgbHOE oTTaskuBaHue JID u ux BeimetrnuBanue u3 crpykrypbl CK (PucyHnok 23, A). O3, kotopsie
OCTaBaJIUCh HECMIAPEHHBIMH B MaxXUTEHE, B paHHEH AUIIIOTEHE MPUOOPETAIN BOJHUCTYIO CTPYKTYpPY U
HAUMHAIU crnupanu3oBbiBaThes. [logoOHy0 kapTuHy Tpanchopmanuu OD Mbl HAOMIOIATH TaKXKe B
panHe# nuruioTene y mytadtoB Sy9 (Pasmen 3.4.3).

Cpennsist aumioreHa y MyTaHToB Syll HeoTiauunMa OT NO3AHEW AWIUIOTEHBl Y pacTeHUi
mukoro tuna. CoxpanuBmuecs ¢pparmentsl CK umenu u3BUTOH, M 4acTO CHHpATM30BAHHBIN, BUI,

BBISABJSUIACH CIMpaIH3anus aerpaaupyromux JID/03 u ux kommnoneHtoB (Pucynok 23, B).

3.4.3. Cnupanu3anus oceBbIX YJI€MEHTOB B THIJIOTeHEe Y MyTaAHTOB SYy9

B maxutene y myTanToB Sy9 Hamu ObUT BBISIBICH CHIIBHBIM aCHHATICHC XPOMOCOM, CIIapUBaHHE
U CUHAIICHC IPOMCXOJWIM TOJBKO B €IMHMYHBIX cairtax. B maxumrennsix MKII npucyrcrBoBanu
IPEUMYIIECTBEHHO HECITAPEHHBIE OCEBBIC JIEMEHTHI MeiioTHYecKuX Xpomocom (Pa3zgein 3.2).

B panneit nunnorene OO npuoOperanu BOJHHUCTBHIA (M3BUTOH) BuA, oOmas amuHa OD mpu
sToM yBenmuuBanack (Pucynok 24, A, B). [lanee npoucxoauna mocrenennas crmpaimsanus OD. B
cpeanell aurioTeHe Bce oceBble dneMeHThl B MKIT MmyTanToB SY9 OKa3bIBAUCH CIIMPATM30BAaHHBIMU
(Pucynok 24, B, I).

HaunnHass co cragum cpeaHedl AMIUIOTEHbl BBIABISUINCH HENApHbIE YTONIEHUS Ha
cnupanuzoBaHHelx OOD. K mosaneit aumnorene OO paspymanuch, B MKII BbIABISINCH TOJBKO
HermapHble yTonmeHuss OO, KOTopble MpU HCIONB30BaHNK aHTUTEN mpoTuB ASY1 naBanmu cuipHOE

dnyopecuentHoe ceeuenue (Pucynok 24, ). CnenosatenbHo, OHU coaepxanu 6emok ASY1.
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Pucynok 23. DIeKTpOHHO-MHUKPOCKOITHYECKUE (bOTorpaq)HH (bparMeHTOB pacruIacTaHHBIX
sep MeHonuToB MyTanToB Syll Ha cTagum paHHEH-CpemHeW AWIUIOTEHHI (A) M Ha CTaJlUM CPEIHEH

muriotens! (B). Kontpactuposanue 70% pactsopom AgNO3z (A —pH =3,5; B—pH =7).
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P e

Pucynox 24. Crnupanuzanus OCEBBIX 3JIEMEHTOB  XPOMOCOM B PpAaCIUIaCTaHHBIX  sjipax
MEHOIMTOB Ha CTAJANU JUIJIOTEHBl Y aCHHANITUYECKUX MYTaHTOB SY9: A, B — (hparMeHThI 371€KTPOHHO-
MUKpockormmyeckux (ortorpadwmii; b, I', I — ummyHodmyopecnentHoe BwisiBIeHHE Oenka ASY1
(3enénblif), xpomatuH okpamieH DAPI (cunwmii); A, B — panusas gumiorena, B, I' — cpengnss
JUIJIOTE€HA, 0 — HECKOJIBKO MEHOLIMTOB Ha CTAJAMU IMO3AHEH MUIIIOTeHbl. MacmTabHble OTpe3Ku — 5

MKM.
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3.4.4. @parmeHTAIMs 0CEBBIX IJIEMEHTOB XPOMOCOM B JIUIJIOTeHe Y MyTaHTOB Syl u Sy19

B punnorene y myranToB Syl u Sy19 mamu He ObLIO BBISIBICHO cienoB cnupanuzanuu OD. B
OTIIMYHME OT pPaCTeHWil IuKoro tuma u myTaHToB SY9 m Syll y atmx myrtaHToB aerpanamus OO
npoucxoawia nyréM ux mnocreneHHou (parmentauuu (Pucynkm 25 u 26). B panHeil qumioTeHe
HaunmHaIM oOpa3oBbIiBaThcsl Opemu. B cpennert mummoreHe B MKII mpucyrcTBOoBanmm KOPOTKHE
dbparmenTs! nerpaaupyronmx O3. B mo3aHei auniaoreHe 00HApyKUBAIKUCH JIMIIb TOUEYHbIE OCTATKU
03. C nomompto coBmecTHOro BoisiBieHus 6enkoB ASY1 u ZYP1 B MKII myranTos Syl u sy19 namu
OBLJIO YCTAHOBJIEHO, YTO CHTHAJBI 3TUX OCJIKOB, OOBEIUHUBIIUCHL HA OCAX MPO(a3HBIX XPOMOCOM B
naxuteHe (Pa3gena 3.3), ocraroTcs 00beAMHEHHBIMH BIUIOTH JO TOJHOM HMX (Ocel) aerpaianud B
no3aueit qumorere (Pucynok 25, B, I, JI; Pucynok 26, b, B, I'). Yronmienns Ha aerpaaupyronmx

O3 y myranToB Syl u sy19 He oOHapyKUBAIUCH.

3.4.5. O0cy:xxnenue

Ecnu ananu3 XpoMocoM Ha CTaJAMM MAaxXUTEHbl YJO0O€H AJi M3Y4YEHUs JeTaJbHOMN JIMHEHHOU
CTPYKTYpPbI XPOMOCOM M [UIsl BBISICHEHUS CTETIEHU MX T'OMOJIOTMH, TO Ha CTAJMU JUILIOTEHbI BO3MOXKEH
TOYHBIN aHAJIM3 YUCIIAa XUA3M U UX JIOKAIM3aluuu. Bo Bpems AUIIIIOTEHBI XPOMOCOMBI €111€ TOCTaTOYHO
JUITMHHBI (10 CPAaBHEHMIO C MOCIEAYIOMEeH CTaaueil AMakuHe3a), a TOMOJOTH JECHHANTHPOBAHBI 110
BCEH JUIMHE, KpOME JIOKYCOB XHa3M, TIJ€ €Ile CcoXpaHstoTcs Koporkue @parmentsl CK ¢
pekomouHanmonubiMu  y3enkamu (Zickler, Kleckner, 1999). Ilo sroii mpuunHe 3HaHHE IETATBHON
CTPYKTYPbI XpOMOCOM Ha CTaJUM JUIUIOTEHbl MMEET CYIIECTBEHHOE 3HAadeHUE I LUTOT€HETHKH.
OpmHaKko METOABI AIIEKTPOHHOW MHUKPOCKONHHU, MO3BOJHBINKE OTKPHITh CK ¥ BBIACHUTH pONIb ATOM
Ba)XHOH BCIIOMOTATENBHOW CTPYKTYPHl B MEXaHHW3Max CHHAICHCA, PEKOMOMHAIWU W 00pa30BaHUs
XHMa3M, OCTaBAJIUCh JI0 HEKOTOPOro BpeMeHH Hed((EKTUBHBIMU ISl aHAINW3a YIbTPACTPYKTYphI
TUIIIOTeHHBIX XpomocoM. Kpome ¢parmentoB CK, cOCTaBIsABIIMX JOJNHM MPOLEHTOB JJIHHBI
XpPOMOCOM, OCTajlbHasl JAJMHA XPOMOCOM HE IOJ1aBajlaCh aHaJIU3y H3-3a JEKOHJEHCHUPOBAHHOTO
(muddy3HOrO) COCTOSHUSA XPOMATHHA M OTCYTCTBUSL KaKUX-IHOO MOpP(OIOrMUecKHX MapKepoB Ha
XpOMOCOMax, Kak y >KMBOTHBIX, Tak U y pacteHuil (Zickler, Kleckner, 1999; bornanos, Konomuern,

2007).



Pucynok 25. ®@parmeHTanusl OCEBBIX 3JIEMEHTOB XPOMOCOM B PACIJIACTAHHBIX SApaX MEHOIMTOB MyTaHTOB Syl Ha cTanuu TUILIOTEHBI.
NmmynodayopecuienTHoe BhisiBieHue 6enkoB ASY 1 (3enéusiil) u ZYP1 (kpacHblit): A — MEHOLIMT Ha CTaAWK CpeaHel nuIuioTeHsl; b — Melionut Ha

craauu no3auei aqumiorena; B, I'y [ — dparmenT Toro sxe meiorura. Xpomarus okparied DAPI (cunmit). MaciraOHbIe OTPe3KH — 5 MKM.



Pucynok 26. ®parmeHTamusi OCEBBIX JJIEMEHTOB B pACIUTACTAHHBIX  sApaX MEHONWTOB MyTaHTOB SY19 Ha cragmu IUIUIOTEHHBI.
NmmynodayopecuentHoe BoisiBneHue 0enkoB ASY 1 (3enénsiit) u ZYP1 (kpacHblif): A — MEHOIIUT HA cTaauu cpenHeit aumnorensl, b, B, '— gparment

Toro xe Meroruta. Xpomarus okparieH DAPI (cunuit). MacuirabHbIe OTpe3KH — 5 MKM.
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B na6opatopun nurorenetukn MOI'en PAH, Gnaromapsi mpuMeHeHUIO MOIU(DHUITIPOBAHHOTO
METOJIa KOHTPACTHPOBAHUSI TOTaIbHBIX mpenaparoB CK u wuccienoBaHusi WX TMOA SJICKTPOHHBIM
MHUKPOCKOIIOM, OBUIM TOJIy4€Hbl OPUTHHAIBHBIE TaHHBIE 00 ynbTpacTpykTrype kommnoHeHToB CK Ha
3aKIIOYMTENBHBIX cTaausx mpodassl | meiio3a y pxxu (Fedotova et al., 1989). Moaudukanus merona
cocrosuia B ToM, uto sjpa MKII, pa3pyiieHHbIX THIOTOHHYECKUM IIOKOM U (PMKCHUPOBAHHBIX Ha
NOJUIOKKe HelTpanbHbiM 4% pacTBOpoM mapadopMaibAeriia, KOHTPACTHPOBAIU a30THOKHUCIBIM
cepeOpoM TIpH KHUCHBIX 3HadeHHsX pPH. DTo mMmMO3BOMWIO BHISBUTH 0O0Jee TOHKHE JeTalld
ynbTpacTpykTypsl CK u X pa3pymamomuxcs 4actei, 4eM npu TpaauliioHHOM KoHTpactupoBanus CK
A30THOKHCIIBIM cepeOpoM MpH HelTpasibHOM PH.

Ha ocHoBanuMu 3THX HcCle0BaHUi ObuTa mpemioxena mMonaeib aemonraxa CK (Fedotova et
al., 1989). CornacHo 3Toit MOJIeNH, Ha CTa UK JUIUIOTEHBI MEH03a IPOUCXOIAT CICAYIOIIUE COOBITHSL.

1. JlokansHOE oTTankuBanue JID ¢ 0Opa3zoBaHWEM Ha HUX YTOJIICHUA.

2. OOpa3zoBaHue HEOONBIINX METeNlb, KOTOPbIE COCTOSAT U3 Martepuana JID B obnactu
orrankuBanus JID u mpeBpamenue MHHBIX CK B JTUHEHHYIO MOCIEI0BATEIBHOCTh €0 KOPOTKHX
CeTMEHTOB, COCIMHEHHBIX TOHKMMH HUTSIMH, 00paszyromuMu netiau. [Ipu 3ToM mernu — mapHel U
OuiaTepaabHO CUMMETPHYHBI

3. BeitaruBanue nereinp u ykopoueHue cermeHToB CK.

4. TlpeBpaienue HUTEH, 00pa3yOIMUX TETIH, B CKIAJAKHA U CHUPAIH SJIECKTPOHHO-TUIOTHOMN
HUTH, BBITATHBAEMON U3 JIATEPATBHBIX JIEMEHTOB.

5. ObpazoBanue mapHbIX OOOOBUIHBIX YTONIICHUH HAa MAPHBIX BUTKAX CIUPAIH.

6. Jlerpanamus ciupaieBUAHBIX HUTEH.

Mozenb mosty4yniia moATBEPKICHHS B MOCISIYIONIMX UCCIeI0BaHUIX Ha Mbimk Mus musculus
(Komomuenr u op., 2001) u B paboTax APyrux aBTOPOB, KOTOPHIC HCIOIH30BAIH HHBIC METOJIbBI
U3y4YeHUsT MEHOTHYECKMX XPOMOCOM Ha apyrux oowrekrax (Stack, 1991; Reed et al., 1992; Rufas et al.,
1992). Dro ommcanue Bouuio B MoHorpaduio (bormanos, Konomuerr, 2007). OqHako, 3aKIFOUEHUE O
TOM, 4TO B ucxoaHou myonukaiuu FO.C. denoroBa u coaBTopsl (1989) nabmronanu TpaHnchopmMaiuio
uMmeHnHo JID, a He meHTpanpHoro snementa CK unum HUTEH XpomaTwHa, OBLJIO CHIENAHO TOJIBKO Ha
OCHOBAHMHU JAHHBIX 3JIEKTPOHHO-MHMKPOCKOIIMYECKOT0 M3Y4YEeHUsT MOHOXPOMHO oOkpamieHHbIXx CK,
BbI3bIBaNIO Auckyccuu (O.JI. Komomuer, nnyHoe cooOrmienue) u TpedoBaio oka3aTenabcTB. biarogaps
NPUMEHEHHI0O METOoJa WMMYHoIUTOXUMHUYeckoro BbisiBieHHS ASY1 — cnenmduyeckoro Oenka,
accouunpoBanHoro ¢ O9/JID, Takue qoka3zaTenbCcTBa OBLIM MOTYYEHBI B Halllel pabore.

Kaprtuna pacnpenenenust optonora 6enka ASY1 B meloruTax piKH MOJTHOCTBIO MOBTOpsIa
UTOJIOTHYecKyto KapTuHy O3/JID npH 371eKTPOHHO-MUKPOCKOIMMYECKOM HCCIIEIOBAaHUU B YCIOBUSX,
korza 3t aneMeHThl CK KOHTpacTHpoBalii a30THOKHUCIBIM cepedpom nipu pH = 3.5. B aumioTeHHbIX

MKII pacteHuii p>ku JUKOTO THIA HaM yJalOCh BBIIBUTH B3aUMHOE OTTAJIKHMBAaHHUE (JIECHHAIICHUC)
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natepanbHbIX 1eMeHToB CK (Pucynok 21, A; Pucynok 22, B), ciupanu3zanuo JeCHHAITHPOBABIIINX
JID (Pucynok 21, B; Pucynok 22, I') u oOpa3oBanue napHbix yronmenuii (Pucynok 22, J1). Bee atn
CTPYKTYpPhl HMMMYHOOKpAaIIMBAIUCh aHTUTeNamMu K Oenky ASY1, d4ro sBiasercs mOpsiMbIM
JIOKA3aTeIbCTBOM HX NPOUCXOXKJAEHUs U3 JyarepainbHbix 3nemeHToB CK. M3mepuB mnapamerpsl
crupasneil, BBIIBISEMBIX METOJIOM KOHTpacTUpOBaHMs cepeOpoM mpu kucioMm pH u aHTHTEenamu K
ASY1, MBI yOeOUIUCH, YTO UMEEM JIeNI0 ¢ UACHTUYHBIMH CTPYKTypamu. J(namerp cnmpanu B 000X
ciaydasx (OpH  BIEKTPOHHO-MUKPOCKONMYECKIOM U HMMYHOLIMTOXMMHUYECKOM HCCIEIO0BAHUSAX )
cocTaBysut OT 1 10 2,5 MKM, JUIMHA BUTKA CIIUpan — 2-4 MKM, mar cnupaiu — 0,5-2 MxM.

Ham He ygpanoch yBUIETh pa3lieieHHs JaTepajbHOrO 3JIEMEHTa Ha JIB€ HUTH Ha CTaJuH
CpeHE! NWILJIOTEHbl NP HMMMYHOOKpAIIMBAHMM, KAaK 3TO BBIABIAETCS INPU YIbTPACTPYKTYPHOM
anamu3e CK mopn asnekrponnsiM mukpockornom (Fedotova et al., 1989). Dtomy ecth BO3MOXHbBIE
o0bsicHeHus. 1. OnuHOYHBIE HUTH cOCTOSAT W3 Oenka ASY1, HO B BUAY MEHbIIEH pa3peraroriei
COCOOHOCTH (hIYyOPECHEHTHOT0 MHKPOCKONAa MO CPaBHEHHIO C DJIEKTPOHHBIM MHKPOCKOIIOM OHU
OCTAJUCh HEPA3IMYMMbl JUIsi ONTHKU. 2. OJMHOYHBIE HUTU COCTOAT M3 KAKOro-TO JIPYroro
CTPYKTYpPHOTO O€JIKa M II03TOMY HE BBIABISAIOTCA aHTUTENaMu K Oenky ASY 1. U, HakoHel, BO3MOXXHO
elmie OJIHO IMpenanoynoxeHue (3): OAMHOYHBIE HHUTH HE SABIAIOTCS KommoHeHTamu JID. OpnHako
CTPYKTypHasi TPUHAUISKHOCTh Takux HUTeW K JIO Moxker OBbITHh JI0Ka3aHa CIEIYIOIIUM
cooOpaxeHueM. CTpyKTypbl, U3 KOTOPbIX IPOUCXOIAT HUTH (BBIIETIMBAIOLIUECS YYaCTKU
napajuiespHo Jexaux JIO nocne ux B3aMMHOIO OTTaIKUBAHUS) IETEKTUPYIOTCS aHTUTENIaMU K OeNKy
ASY1, a 3HauuT U OCBOOOXKIAIOUIMECS M3 HUX OJUHOYHBICE HUTU TaKkKe MJOJDKHBI SBISTHCS
KoMIoHeHTaMu JID, u mpeamnonoxkene 3 A0DKHO ObITH OTBEprHyTo. M3 1BYX oOCTaBHIMXCS
IPEOJIOKEHUH HanboJiee BEPOATHO NepBoe: (PIIyOpPECIEHTHBI MUKPOCKOII HE MO3BOJISET BBISIBUTH
TaKO€ paccjIoeHue HUTed cocrosmux u3 Oenka ASY1, kakoe BBISBISIETCS C MOMIIbIO AJIEKTPOHHOTO
MHUKpPOCKOIIA.

VY MeHoTHYeCKMX MYTaHTOB SY9 ¢ MOMOIIBIO 3JIEKTPOHHO-MHKpOcKonuyeckoro ananuza CK
obHapyxkuBaerca cnupanmsamus OO (Pucynok 24, B). [Ipy UMMyHOIIUTOXHUMHYECKOM BBISIBJICHUU
Oenka ASY 1, mbl yBunenu Ty xe kaptuny noseneHust OD. [Iponece cnupanmzammu OO (Pucynok 24,
I') B numioTeHe MyTaHTOB SY9 BBIpaXK€H CHJIbHEE, YeM CIupaiu3aius octaTkoB JID B Hopme. DTO
ABISICTCA  OTIMYUTENBHOW OCOOEHHOCThIO MyTanmMu Sy9, M, CyAs IO BCEMy, CBA3aHO C €&
acMHANTHYECKUM XapakTepoM. He MCKII0UeHO, 4TO UIMEHHO HapylIeHUE YKJIAJKU CKaTOM Crupaiu B
CTpyKType JatepangbHoro aieMenta CK Ha cTaausX 3UTOTEHBI-IAXUTEHbI OTCYTCTBYET Y MYTAHTOB
sy9. Ilapamerpsl crnupanu ONKOBBIX CTPYKTYp Y MYTaHTOB SY9 COOTBETCTBYIOT MapameTpam,
OoOHapy>KEHHBIM Ha CTAJHH JTUIUIOTEHBl Y HOPMAJIbHBIX pacTeHUi. ITO JaéT HaM OCHOBAHUE TOBOPHUTH

0 TOM, 4YTO Tporecchl aeMoHTaxka OD/JID y acuHanTHYecKHMX MYTaHTOB SYy9 W y HOpPMAIbHBIX
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pacTeHUil MPOTEeKAaIOT UASHTUYHBIM 00pa3oM. B cBolo ouepesb, 3TO CBUAETEILCTBYET O HE3aBUCMOM
ot 11D mexanuzme pazdopku JID.

OxkpamuBanue npenaparoB DAPI mokaszano, 4ro crnupain3oBaHHbIE CTPYKTYpPHI IO CBOEH
npupose He UMErT oTHomeHus K xpomatuHy W JIHK (Pucynmkm 22 m 24): DAPI okpammBaer
xpomatnH  guddy3Ho, a cnupanu BeIABIAIOTCA aHTuUTenamMu K ASY1. Takas kaptuna Obuia
xapakrepHa st Bcex MKII kak HopMalibHBIX pacTeHHi, TaK 1 MyTaHTOB SY9.

Takum  00pazoMm, MBI TPOBEIM CPABHHUTEIbHBIM HMMMYHOIUTOXUMHYECKUN  aHAIN3
pacnpenenenus optosora Oenka AtASY1 B MKII pacreHuii p>ku ¢ HOPMaJIbHBIM MEHO30M U Y
aCMHANTHYECKUX MYTAaHTOB SY9 Ha craauu AuIuioTeHbl mpodassl | meitoza. OOHapYyKUB KapTUHBI,
IIOJIHOCTBIO ~ COOTBETCTBYIOIIIME  OINMCAaHHBIM  PaHee IMpPU  BIEKTPOHHO-MHUKPOCKOIIUYECKOM
uccnenoBannu CK, Mbl yCTaHOBWIJIM, YTO UMEHHO KOMIOHEHTHI JID hopMupyroT narepaibHbIE NETIN
(«BeimernuBatotcs» u3 CK) u BrocneacTBuu 00pa3yroT cCupaiu B Kapuoruiazme aurioreHHsix MKIT.
DT0 BaKHOE 3aKIIIOYCHHE SBIISETCS IEPBBIM BBIBOJIOM JIAHHOTO pa3/iena Hallei paboThl.

Kpome Toro, 4to Mbl yCOBEpLIEHCTBOBAIN 3HAHUS O AUIUIOTEHE Y PACTEHUHN P’KU JUKOTO THIA
U Yy MyTaHTOB SY9, Ha OCHOBE aHAJIM3a KOTOPBIX ObLIa MpeiokeHa Moaenb PeoToBOM U COAaBTOPOB
(1989), MbI TOMYYHIIM OpUTHHAIIBHBIE TaHHBIE O TPEOOPA30BAHUU XPOMOCOMHBIX OCEH B TUILIOTCHE Y
myTanToB SY11, syl u sy19 . B Tabaune 23 npenctaBieHbl pe3yabTaThl aHAIKM3a CTaIUU JUILIOTEHBI Y
M3YYEHHBIX B Hauleil padote popm pxH.

JlumioteHa y MyTtaHToB Syl1l 0oHOBPEMEHHO CX0Ka U C JUIUIOTEHOW y pacTeHUM pPrKH JUKOTO
TUMA, U C AUIUIOTeHON y MyTaHToB SY9. TpancdhopMmalius CMHANTHPOBAHHBIX HA MOMEHT MaXUTEHBI
XPOMOCOMHBIX OCEH IPOUCXOIUT MO CLEHApPHUI0 JHUKOro Tuma: aecuHarncuc JIO, BeleTIMBaHHE
KOMIOHEHTOB JID u ux cnupanuzanus. TpaHcpopmanus HecriapeHHbIX OO NMPOUCXOAUT aHATIOTUYHO
MyTaHTaM SYy9 — HaOItoaeTcsi MOCTENeHHAs UX Cripanu3anys. MOXHO cKa3aTh, 9YTO MyTaHTHI Sy11l
SBIISIOTCS CBSI3YIOLIUM 3B€HOM MEXY AUKUM THIIOM U MyTaHTamH Sy9 B pa3BHBaeMON HaMU MOJEIH
npeoOpa30BaHus 0ceil MEHOTHYECKUX XPOMOCOM.

Takum oOpa3om, Ui pacTeHHMd JTUKOTO THMa W MyTtaHToB SY9 m Syll xapakrepnHa
Crupaan3anus KOMIIOHEHTOB O€JIKOBBIX OCel XpoMocoM B juIuioreHe. PaHee mnonoOHas
[UTOJIOTHYECKasT KapTWHA OblLIa TakXke OMHCaHa y MYTAHTOB SY3 ¢ HE3aBEPIIEHHBIM CHHAIICHCOM
romonoroB B maxureHe (Fedotova et al., 1989). Ilockoabky Takas OCOOEHHOCTh JHMITIOTEHBI
XapaKTepHa B TOM YHUCIIE M JJI PACTeHHM JAMKOrO THIA C HOPMAJbHBIM MEHO030M, U MOCKOJIBKY Y
pacTeHui TUKOTO THIa U 'y MyTaHToB SYy9, Sy11 u Sy3 muIuioTeHa MPUHIMIHAIBLHO HE OTIMYACTCS, MBI
CUMTaeM, YTO ONMUCAHHBIE BHIIIE MPEOOPA30BAHMS SBISIOTCS €CTECTBEHHBIMU (“HOPMATBHBIMU ) IS
oceil MeHOTHYECKIX XPOMOCOM pXH. B oTIHUne oT mepedncieHHbIX Bhie (GopM p>KU Y MyTaHTOB Syl
u Syl9 BeuBisieTcs mocteneHHas (parmentanus OO g0 MONMHOTO WX HcYe3HOBeHHsS. CremnoB

Crupaau3aluu OENKOBbIX ocei He BbLABisieTca. Mbl 3adukcupoBanu gparmenranuio OO y 3THX
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MYTaHTOB B X0JiI¢ MMMYHO(DIyopeciieHTHOTO BbisiBiieHus OenkoB ASY1 u ZYP1 Ha XpOMOCOMHBIX
ocsax. Panee, F0.C. ®enoroBa Taxke orMmevana ¢parmenranuio OO y MyTaHToB Syl B QumiioTeHe B
X0/I€  DBJEKTPOHHO-MUKpPOCKONMHUUecKuX uccinegoBanuit (®emorosa, 1988). E.M. Muxaiinosa
HaOmonana ¢parmentanuio OD B nurioreHe y MyTaHTtoB Syl mpu ummyHHOOKpamwuBaHun OO
antutenamu k 6enky ASY1 (Muxaitnosa, 2011). [TonpoOHoro aHanusa AMIUIOTEHBl Yy MyTaHTOB Syl B
paborax }0.C. ®enoroBoii u E.M. MuxaiinoBoii nposeneHo He 6bu10. OgHaKo o ¢pparMeHTanuu (a He
cupanmuzanuu) OO y myrantoB Syl, B wmTore, cooOmiaercs B TpEX HE3aBUCUMBIX pPabOTax, H,

OUYEBUJHO, YTO 3TOT (akT AocToBepeH. Jlumiorena y mytantoB Sy19 panee He Oblia onucaHa.

Ta6auna 23. CpaBHUTEIBHBIN HUTOJOTHYECKUI aHAIN3 CTAIMHU TUIUIOTEHBI y PACTEHUH PIKU JUKOTO

tumna u mytanToB Sy11, sy9, syl u sy19

Ilo3 s
[Taxutena Pannsas qumiotena | CpenHsas QUILIOTEHA
TUIUIOTEHA
Brinernusanue JIO;
[TapHbIe
. cripanm3anus JID u ux
Jukunit JIokanbHOE YTOJIIIEHUS
CK KOMIIOHCHTOB;
THIT oTtasikuBanue JID Ha OCTaTKax
crupan3anus
P bjie)
¢parmenToB CK
JlokansHOE
CK (B T.u.
oTTankuBanue JI9,
NEPEKIIIOUCHUS U Cmaous He
syll HaYajo —1 -
CKJIQJIKH), uccnedos8ana
Crupan3aluu
HecniapeHHble 0D
HecniapeHHbIX OO
Henapnsie
Hecnapennsie O3, P
Hauaino YTOJIIIEHUA
sy9 e/IMHUYHbIe (PparMeHThI Cnupanuzanus O3
CK cniupanuzauuu O Ha OCTaTKax
6]
syl Hecnapennsie OO ®parmenranus O
Hecnapennsie O3, CK
sy19 (B T.4. IEPEKITIOYECHUS U @®parmentanus O3
CKJIAJIKH )

Habmtonaemas B numinoreHe ¢parmentanuss OD y myraHToB Syl m Syl9 MokeT roBopuTh O
IpyroM coctaBe (10 CPaBHEHHWIO C IHKHUM THUIIOM) OEJIKOBBIX OCEH XpPOMOCOM B HMX MEHOIUTAaX.
Bo3M0HO, HEXBaTKa IMEHHO TaKUX KOMIIOHEHTOB OOYCIIaBIMBAIOT UTOJOTHUECKUN (PEHOTHIT dTHX

MYTAHTOB B ITaXUTCHC: aCUHAIICUC Y MYTAHTOB Syl )41 I/IHI[I/ICKpI/IMI/IHaHTHHﬁ CHUHAIICUC Y Sylg
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3AKVIIOYEHUE

Hame wuccnenoBanue cTano MpOAODKEHHEM LUKIa paboT, MOCBAMIEHHBIX HW3YyYCHHIO
MEHOTHYECKUX MyTaHTOB pku u3 IleTeprodckoii renernueckoit komwiekuu (Sosnikhina et al., 2005;
CocHuxuHa u Op., 2005). bnarogapss HCHOJB30BAaHWUIO METOJOB CBETOBOM M DIJIEKTPOHHOM
MHUKPOCKOIHH, a TaKXe MPUMEHEHHUI0 MMMYHO(IIYOPECHEHTHOTO MOJXO0/Aa JUIS BBISBICHHUS MEWO03-
cnenu(uyeckux OCNKOB, MBI TOJXYYHMIH OpPUTHHAIBHBIC JaHHBIE O MPOSBICHUU MEHOTHYECKHX
mytaruii  Syl, sy9, syll wum syl9. Hame wuccienmoBanue ObUIO CHOKYCHPOBAaHO Ha HM3YYCHHH
OCOOCHHOCTEH CTpOCHUS W JUHAMHUKU (DYHKIIMOHUPOBAHUS CHHANTOHEMHBIX KOMILUIEKCOB Y ATHX
MEHOTUYECKUX MYTAaHTOB 10 CPABHEHMIO C pacTeHUsMHU aukoro tumna. B Tabamume 24 npencraBieHa
cBOJHasE MHpopManKsg 00 OCHOBHBIX M3YUCHHBIX B Halleld paboTe XapaKTepUCTHKAaX pPacTEHUI piKu

JUKOI'O THUIIA U MEHOTHYECKHUX MYTAHTOB.

Tabanuna 24. Kpatkast XxapakTepucTHKa U3Y4YE€HHBIX B paboTe (popm pxu

[TpucyrcTBre 6enKoB
Cpennee 4uciio
B CTPYKTYpE Xapakrep [ToBenenue
YHUBAJICHTOB Ha
dopma pxu MeHOTHYECKUX CHHAIICHCA B XPOMOCOMHBIX OCE .
MEMOINT B
XPOMOCOM [MaXUTEHE B JUILUIOTEHE
metadase |, mr.
ASY1 ZYP1
IMonueri
Jnkwmii Tamn + + Cnupanuzanus 0,1 +0,03*
CHHAIICHC
I'eTeposiornunsbiit
syll Her nanHbIx Cnupanuzanus 1,1+0,01
CHHAIICHC
Her Cnupanuzanus
sy9 + AcuHarncuc 13,21 + 0,096
JAHHBIX (sIpKO BbIpa)KeHHasl)
IMonueri
syl + + ®parmeHTanus 13,98 £ 0,016
aACHHAIICUC
I'eTeposiornunsbiit
sy19 + + ®parMeHTanus 13,49 £ 0,254
CHHAIICUC

1o Cpenusist BeTUYKHA 110 paCTEHUSAM JTUKOTO Thma u3 auaud Mcll (Pasmen 3.1.2).

Mpbl  BHepBble M3Y4YMIM TmposBieHue Myrtauuu Syll. B pesynbrate 3ie€KTpOHHO-

MHUKPOCKOIINYCCKOTO aHAJIM3a CUHAIITOHCMHBIX KOMIIJICKCOB B MeHonuTax MYTaHTOB Syll HaMU OBLI
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OoOHapyKeH TIeTEepOJIOTUYHbI CHHAICUC XPOMOCOM: HaOJII0AaI0Ch KaK TIOMOJIOTMYHOE, TaK U
HErOMOJIOTUYHOE CHapuBaHHE XPOMOCOM. Pe3ynpTaToM Takux HapylmIeHHH ObLIO CHHXKEHHE YPOBHS
xua3mMooOpaszoBanus (B 1,5 paza mo cpaBHEHHIO C HOPMOH ), ITMPOKHUI CIIEKTP aHOMHUAIUI B IEPBOM U
BTOPOM JIEJICHUSAX MeHO3a U, KaK CJIEJICTBHE, MIOHI)KEHHAasi CIOCOOHOCTh 3aBsA3bIBaTh ceMeHa (B 5 pa3
IO CPABHEHUIO ¢ HOpMOiT). Myrtauus Syl1l sBnsercsa BOCbMOM MO0 BPEMEHU OIMCAHUS MyTalUel poku ¢
TeTEPOJIOTUYHBIM CHHAIICUCOM XPOMOCOM, IIpM 3TOM OHa OKas3ajach caMmoi ciaboi (mo cuie
OpPOSIBIICHUS.  HApyIIeHWH) W3  HUX.  MyTanmMm  TeTepojOrHYHOro  (HErOMOJIOTHYHOTO,
VH/IMCKPUMHMHAHTHOIO) CHHAICHCa SBJSIOTCS CaMbIM MHOIOYMCIEHHBIM THUIIOM MYyTallUid cpenu
M3BECTHBIX CHHANTHYECKUX MyTalliii y KyKypy3bl u pxku (Cande et al., 2009; Sosnikhina et al., 2005).
MyTanuu reTepoJornyHOro CHHArNcuca (Hapsaay ¢ MyTalusiMu OpyruX THIOB) IIMPOKO M3Y4alOTCs B
3apyOexKHBIX JIA0OpATOPHUSAX, OJHAKO MEPBUYHBIA NMe(eKT TakKuxX MyTalluii Ha CETOMHSIIHUN JeHb
yIaJoCch YCTaHOBHTh HE Ul Bcex ciydaeB. M3BectHo, uto myramust Phsl kykypys3sl Hapymiaer
3arpy3Ky paHHHUX (EpMEHTOB PEKOMOMHAIIMM Ha XPOMOCOMHBIE OCH, CJIEJICTBUEM YEro SBIISETCS
HapyIICHHE TOMOJOIMH CIAapUBAaHHUS XPOMOCOM M TETEPOJIOTHYHBIN CHHATCHUC. [ eTeporornyHbIit
CHHAIICHC XpPOMOCOM ObLT OOHapykeH y myTtanToB rad51 m dmcl apabumoncuca u Kykypy3bl. Takum
o0pa3oM, OJHUM U3 (PAKTOPOB, 00ECIEUMBAIOIIMX T'OMOJOIMYHOE y3HaBaHHE XPOMOCOM, SIBJISETCS
3allyCK IpoLeccoB pekoMOMHanmu. OfHAako, B 1EJOM, 3HaHMS O MEXaHM3Max Y3HaBaHUS
TOMOJIOTHYHBIMU XPOMOCOMAaMH JIPYT JPyTa OCTAIOTCS HEMOJHBIMU. [IpakTHuecKkas 3Ha9MMOCTh TaKUX
MYTaIMi 3aKII0YaeTCs B MOTEHIIMATLHON BO3MOKHOCTH X BKJIFOUEHUS B CEJIEKIIMOHHBIC ITPOTPAMMBbI
C LENbI0 pacUIMpeHHsl pa3HOOOpa3us HMCXOAHOTO MaTepuaja (C MOMOIIbI0 PEKOMOMHALUMU MEXIy
HErOMOJIOTUYHBIMH CEerMEHTaMM XpoMmocoM). B cBere srtoro, usydyeHHas Hamu Mytamus Syll
npencrasiasier uHTepec. (OHa  XapaKTepu3yeTcsli peryiasipHbIM, HO HEBBICOKUM YPOBHEM
HETOMOJIOTUYHOTO CHHAIICHCA, YTO OCTAaBJISIET BO3MOXKHOCTB JUISl 3aBSI3BIBAHHS CEMSH, T.C. SIBISCTCS
HOJYCTEPUIIbHOM (B OTJIMYME OT OOJIBIIMHCTBA APYTUX MYTAllUil reTepoJIOrMyHOro CHHAICHCA PXKHU U
opyrux pactenuil). Ilepsuunsiii nedpexkr myranuu Syll, kak u Opyrux MyTauui reTepOJIOrHMYHOIO
CHHAIICHCA P)KU, OCTAETCS] HEU3BECTHBIM.

C uenbro MpuOIM3UTHCS K TOHUMAHHIO TIEPBUYHBIX 1€(DEKTOB, BRI3BIBAEMBIX JAPYrOi MyTaIlen
reTeposiornyHoro cuHamncuca Syl19 wu acuHanTtuyeckod wmytaunuedt Syl, MBI HCHOJIB30BaU
UMMYHO(DITYOpECIIeHTHBI  MOJIXOA JUIA BBISBJIEHUS CTPYKTYPHBIX O€JIKOB CHHANTOHEMHBIX
komruiekcoB ASY1 u ZYP1, anTuTeNna K KOTOphIM HaM ObLTH OCTYMHEL [IpoaHanu3upoBaB n1aHHBIE
JUTEPATyPhI, MBI MPEIMOIOKIIN, 9TO Y MyTaHTOB Syl u Sy19 mokeT ObITH HapylIeHa 3arpy3Ka dTHX
OenKOB B siipa MEHOLMTOB W/WIIM WX paclpelesieHne Ha XPOMOCOMHBIX ocsix. OTcyrcTBHE Oernka
ASY1 npuBoauT K acuHarcUCy XpoMocoM y apadumorncuca u puca (Caryl et al., 2000; Nonomura et
al., 2004), B To Bpems Kak HapylieHus B 3arpy3ke Oenka ZYPLl mpHBOAMT K TeTEpOJOTHYHOMY

CHHAIICUCY XpomocoM y apabumoricuca (Higgins et al., 2005). OxHako MBI HE 3aperHCTPHUPOBAIN
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pasznuuuii B 3arpy3ke u pacnpeaenenun Hu ASY1, au ZYP1 y myrantoB Syl u sy19 nmo cpaBHeHuUro ¢
JUKUM THIIOM. MBI 3aKJIIOYMIIN, YTO IIUTOJIOTUYECKHUE I€(EKThI, BEI3bIBAEMbIE STUMH MYTAlUSIMU, HE
cBsizanbl ¢ moBpexnaeHueMm OenkoB ASY1 u ZYP1. OueBuaHO, YTO LUTONOTHYECKHE (HEHOTHIIBI
MyTaHTOB Syl u Sy19 onpenenstorcs IpyruMu GpakTopaMu, KOTOPbIE IIOKA OCTAKOTCSI HEN3BECTHBIMHU.

N3yuenne coBmectHOro pacmpeaeneHus OenkoB ASY1 u ZYP1 sBuseTcs HEOThEMIIEMOM
YaCThIO IPOTPECCUBHBIX MCCIIEOBAHNI Meiio3a y pacTeHuii. Pacnipenenenue 3Tux 0enkoB panee ObLIO
U3y4eHO y PACTeHMU JAMKOTO THUIIA M Psiia MEMOTUYECKHX MYTaHTOB KyKYpy3bl, apaObuaoncuca, puca,
NIIEHUIbl, suMeHs. Hamne uccnenoBaHue SBISIETCS BTOPHIM YCIEHIHBIM MOJOOHBIM HMCCIEIOBAHUEM
s pxku. Panee coBmectHoe pacnpenenenue 6enkoB ASY1 u ZYP1 Obuto n3ydeHo y pacTeHHUH PiKU ¢
HOpMaJIbHBIM Meio3oM U y mytanToB Sy10 (MuxaiinoBa u dp., 2010; Mikhailova et al., 2006). B
Hameil pabore Mbl MOJYYMIM JAaHHBIE, KOTOPBIE XOPOIIO COTJIACYIOTCA C 3TUM MCCIIEOBAaHUEM M
HOJTBEPAKIAIOT IMPEUIOKEHHYI0 MOJENb 3arpy3KHd JIByX O€JIKOB Ha OCH MEHOTHYECKHX XPOMOCOM
pku, oboramast e€ gaHHbIMU 10 MyTaHTaMm Syl u Sy19. B ornuuue oT Apyrux pacTeHui, y KOTOpPBIX
3arpy3ka ZYP1 nmpoucxoauT B CIapeHHbIE yYacTKH MEHOTHYECKUX OMBAJIICHTOB, Y PXKH MPHCYTCTBUE
TUHEHHBIX curHaioB ZYP1 yxe B JENTOTEHE-3UTOTEHE CBUJIETEIBCTBYIOT O 3arpy3Ke 3TOro Oeka
HaKaHyHe MpoLeccoB crapuBaHus. Kpome Toro, Mbl NpuIuIg K BEIBOAY, 4TO Hanuuue 6enkoB ASY1 u
ZYP1 He sBnsieTcs AOCTATOYHBIM (DAaKTOPOM IS YCIIEITHOTO OCYIIECTBICHHs CHHaIcuca: oba Oenka
NPUCYTCTBYIOT Ha OCEBBIX dJIeMEeHTax XpoMocoMm MyrtaHToB SY10, Syl m Syl9, Ho cunamcuc y 3THX
MYTaHTOB OTCYTCTBYeT (acuHarcuc y Syl), 1100 CHIbHO HapyIleH (TeTepoIoruyHblid cuHancuc y Sy10
u sy19).

3arpy3ka O6enka ASY1 nHapymiena y npyroil u3ydeHHoil B Hameil pabote GopMbl pxu — y
MyTaHTOB SY9. B mosoBHHE MCCIeIOBaHHBIX MEHOIIUTOB ATUX MYyTaHTOB HaOmogancs aedpumur ASY1
Ha XpPOMOCOMHBIX OCsiX. Ham pe3ynbTar cOOTBETCTBYET NaHHBIM, NonydeHHbIM E.M. MuxaitioBoil u
COABTOpaMM, U3y4yaBIIMMU MPOsIBIEHHE MyTaluu Sy9 Ha Apyrom reHeruyeckoM ¢one (MuxaitnoBa u
op., 2010; Jlosmroc u odp., 2009). Pe3ynpraTrom ux uccieAoBaHUs ObLIO 3aKIIOYEHUE O HAPYHICHHOU
3arpy3ke Oenka ASY1l Ha ocum MeHOTHUECKMX XpoMocoM MyTaHToB Sy9. B mpenbimymumx
UCCIIEIOBAaHHUSX COOOIMIATIOCH TAK)KE O MOJHOM aCHHAIICHCE XPOMOCOM B MEWOIMTaX MYTaHTOB Sy9
(DemoroBa u Odp., 1988; CocuuxuHa u Jp., 1998). B Haieii paboTe MbI MOJXYYHIH MOATBEPKICHUE
3akitoueHus o HexBaTtke Oenka ASY1 y myrantoB Sy9 . Takum oOpasom, nepurur ASY1 Ha
XPOMOCOMHBIX OCSIX — HanOoJiee paHHWN M3 M3BECTHBIX Ha JIAHHBIH MOMEHT Je(DEKTOB, BHI3BIBAEMBIX
myTanpeid Sy9. OmHako cuiia MPOSBICHUS MYTallid BapbUpOBaJia B Pa3HBIX KIETKaxX. B moioBuHe
U3yYEHHBIX HaMHU MEHWOIIMTOB Mbl OOHApy>KUBAIU C(HPOPMHUPOBAHHBIE XPOMOCOMHBIE OCH. B Takux
MEHOIUTAaX MbI 3apETUCTPUPOBAIN PEryJIsIpHbIE €IMHUYHBbIE COOBITUS CIIApUBAHUS M CHHAICUCA
XpOMOCOM (OOJBITMHCTBO OCEBBIX AJIIEMEHTOB XPOMOCOM OCTaBaJMCh aCHHANTHPOBaHHBIMH). DakT

oOHapy>keHHsI HaMH KopoTkuX ¢parmenToB CK B MeiioruTax MyTaHTOB SY9 SIBIISIETCSI OPUTHHAIEHBIM
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pesynpraroM. OH corjacyeT NIHMTOJOTMYEeCKHE KapTHHBI Melo3a y A3THX MYTAHTOB: pPEIKHE, HO
peryisipHble (parMeHThl CHHATOHEMHBIX KOMIUIEKCOB B mpodasze | u equHUYHbIE XHa3Mbl B TPETH
MeionuToB B MeTadase |.

JIpyruM BaXXHBIM pE3yJbTaTOM paboThl CTaJ0 COBEPILICHCTBOBAHWE HAIIMX 3HAHUH O
npeoOpa3oBaHUM OCeil MEHOTHYECKHX XPOMOCOM p)KM HAa CTaJuM JUIIOTCHBL. Bo-TIepBBIX, MBI
YCTAaHOBMJIM, YTO BBIABJICHHBIE B MPEABIAYIIMX HCCICAOBAHUAX CHUPAIU30BAHHBIE CTPYKTYpPHI
SBIISIOTCSL TPOAYKTAMM JICTPAJALMU JIATePabHBIX AJIEMEHTOB CHHANTOHEMHBIX KOMIUIEKCOB. Bo-
BTOPBIX, MBI HPOBEIH CPAaBHHUTEIBHBIA aHAIN3 CTaJUU JUIIOTEHBl y MEWOTHYECKUX MYTAHTOB M
BBISIBUIN MTPUHIMITHATIBHBIC pa3nuuus. Y pacTeHHH TUKOTro THIa U MyTantoB SY9 u Syll mpoumcxoaut
CIHMpAIN3aLUs KOMIOHEHTOB OCEH MEHOTHUECKUX XPOMOCOM, B TO BpeMs Kak y MyTraHToB Syl u sy19
TAaKOW CIHpalu3aluy He MPOMCXOOUT M HalmromaeTcs ¢parMeHTanus oceid. Mbl 3aKiIIOYMId, YTO
CIHMpau3anusi KOMIIOHEHTOB JIaTepPaJbHBIX O3JEMEHTOB SBISIETCS €CTCCTBCHHBIM (IJUKHHA THII)
COOBITHEM ISl CTaUH JAUIUIOTEHBI Y piku. C OHOH CTOPOHBI, TAKOE MPEe0Opa30BaHUE COOTBETCTBYET
CMEHE CIT0co0a KOMITAaKTU3aIH XPOMATHHA MEXTY CTaIusIMH ITaXUTeHbI U Metadassl |, mpu KoTopon
OMBAaJICHTBl YKOPAa4YHMBAIOTCSI M XPOMAaTHH B HHUX OKa3bIBacTCs YJIOKEHHbIM 1o crupanu (Stack,
Anderson, 2001). C mpyroit CTOpOHBI, CHHMpaau3aius CTPYKTYpHbIXx kommoHeHTtoB CK rosoputr o0
OCOOCHHOCTSIX €ro YIbTPacTpyKTypbl. Hamm HaOnroneHHs MOATBEPKIAIOT MOJAENb OpPraHH3aluH
CHHAIITOHEMHOTO KOMILIEKCA, IIPH KOTOPOH B COCTAB JIATEPAIILHOTO 3JIEMEHTA BXOJAT JBE CIIUPAIBHO-
3aKpy4YeHHbIE OEIKOBBIE HUTH, KOTOPHIE COOTBETCTBYIOT JIBYM CECTPHHCKHUM XPOMATHIIaM B COCTaBE
npodazHOl MEHOTUIECKON XPOMOCOMBI.

Jns myTaHTOB SY9 XapakTtepHa Oojiee BbIpaKC€HHas CHUpAIM3aLUs XPOMOCOMHBIX OCei B
JTUTUIOTEHE. DTO MOKET OBITh CIEICTBHEM HAPYUICHUS YKJIAIKH CIIHPATLHO-3aKPYUEHHBIX OEITKOBBIX
HUTEW B COCTaBE OCEBBIX JJIEMEHTOB XpOMOCOM. (DakT TOTo, Y4TO OCEBBIE AIEMEHTHl XPOMOCOM Y
MYTaHTOB SY9 UCHBITHIBAIOT HepocTaTok O6enka ASY1, ykpemsatoT Hac B 3ToM MHeHuHU. benok ASY1
cogepxkuT B cBoéM coctaBe JoMeH HORMA, oTBeuaer 3a CTpyKTYpHpOBaHHE XpOMaTHHA U
B3aUMOJICHCTBHUE C APYrMMHU OeJIKaMU y IpOXOKeid, )kMBOTHBIX U pacteHuid (Rosenberg, Corbett, 2015;
Muniyappa et al., 2014). [ToaTBep)kaAeHHEM HAIIErO MPEANOTIOKEHHs SBIsETCS (DAKT TOTrO, YTO
BbIsBIIsIeMble ¢ moMolblo FISH-30H10B npuiieHTpoMepHble pailoHBl XpOMOCOM MYTaHTOB SY9 mpu
BCTYIUICHHHU B Meii03 nproOpetarot aexonaeHcupoBannbiii Bug (Mikhailova et al., 2001). OrcyrcrBue
CIHMpaIN3aliu OEITKOBBIX oceil y MyTaHTOB Syl m Sy19 Takyke MOXKET TOBOPHUTH O IPYTOM HX COCTaBe.
Ocu mpoa3HBIX MEWOTHYECKHMX XPOMOCOM HMEIOT CIIOKHYIO CTPYKTYpPY, B HMX COCTaB BXOIUT
0OJIBIIIOE YHCIIO CTPYKTYPHBIX M pEryiasTOpHbIX OenkoB. [lomHblil crnekTp Takux OenkoB Ha
CEerOJIHSAIIHUI JIEHb HE U3BECTEH JaXe y MOJIETbHBIX 00bEKTOB. B03MOXKHO, YTO HEXBAaTKa OJHOTO U3

TaKUX KOMIIOHEHTOB H OTpEeIIsIeT IUToJorndeckne GeHoTumsl MyranToB Syl m sy19.
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BbIBO/IbI

1. BrmepBele ycTaHOBJIEHO, YTO MeioTuyeckas MyTanus Syll BbI3BIBa€T TreTEpOIOrMUYHBIN
cHHArcuc xpomocoMm. LluTonormueckuii peHOTHIT MyTalMM — aHOMAJIHMS  CHHAICHCa XPOMOCOM B
npodasze | meio3a: “niepeximodeHus”’ TApTHEPOB CIIAPUBAHUS U “‘CKIANKU JATEPATbHBIX AJIEMEHTOB
CHHAIITOHEMHBIX KOMILUIECOB “Ha ce0s’. MakcMMyM TaKuX HApyIICHWH HaONIOacTCs B IO3JIHEH
3UTrOTEHE — CpeAHEN NaxuTeHe. MyTalus HacjaeayeTCcsi MOHOT€HHO U PELECCUBHO.

2. BriepBble BBISIBIICHO, 4TO B npodase | y CHIIbHBIX aCHHANTHYECKUX MYTAaHTOB SY9, MMEIOIINX
enuHuYHble xua3smbl B 30% kieTok Ha ctazuu Mmeradassl |, MpUCYTCTBYIOT KOpOTKHE (pparMeHTbI
CHUHANTOHEMHBIX KOMIUIEKCOB.

3. B meiionurax mytantoB Syl u Sy19 pxxu HaOmogaeTcss HOpManbHas 3arpys3ka 6enkoB ASY 1
u ZYP1 Ha ocu MEHOTHYECKMX XpPOMOCOM, KaK M B PACTEHMSIX AMKOIO TUIIA, U MPUYMHA acMHAICcHUca
XpoocoM B npodase | y 3TUX MyTaHTOB HE MOXKET ObITh CBA3aHA C ITUMU OeIKaMHU.

4. Cnupanu3oBaHHbIE CTPYKTYPbI, KOTOpbIe Ha0JII0IAl0TCs B KapuoIlja3Me MEHOLIMTOB PKU Ha
CTaJu¥l JUIUIOTEHBl ¥ MPEIBAPUTEIBHO KBATU(HUIMPOBAHHBIE KaK OCTAaTKH CHHANTOHEMHBIX
KOMIUIEKCOB, MMMYHOOKPAIIIMBAIOTCS aHTUTeNaMu npoTtuB Oenka ASY1 u, Takum o0pazom, sBISAIOTCS
0EIKOBBIMH MPOJYKTAMH JIerpa/laliuy JaTepabHbIX 3JIEMEHTOB CHHAIITOHEMHBIX KOMILIEKCOB.

5. IMe0T MECTO KadyeCTBEHHBIE Da3IMuusi B IIpOLEeccaX E€CTECTBEHHOM JEerpajallud ocei
MEHOTHYECKUX XPOMOCOM Ha CTaJuy JUIUIOTEHBI MEHO03a Y Pa3IMYHbIX MYTaHTOB PKHU. Y PACTCHUI
JTUKOTO THIA Uy MyTanToB SY9 u Syll maOmiomaercss crimpanu3amusi OCIKOBIX HUTEH-KOMIIOHEHTOB
JErpaupyIoIUX XPOMOCOMHBIX oceil. ¥ myranToB Syl u Syl9 Takas cnupanuzanus He BbISBIISETCS,

BMECTO 2TOI'0O NIPOUCXOOUT (I)paFMeHTaI_II/IH HECITapCHHBIX ocell MEHOTHYECKHUX XpOMOCOM.
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CIIUCOK COKPAIIIEHUM

Al — anadasa |

KO (COs — crossovers) — KpoccoBepHbIe POIYKThl PEKOMOUHALIUH

HKO (NCOs — non-Crossovers) — HeKpoCCOBEpHBIE MPOAYKTHI pEKOMOUHAIINN

JIJ — narepalnbHbI€ 3JIEMEHThI CHHAIITOHEMHOTO KOMILJIEKCa
MI — metadasa |

MKII — MaTepuHCKHE KIETKHU MbUIbLBI

09 — oceBbI€ IIEMEHTHI XPOMOCOM

IL.H. — TIapbl HYKJICOTHIOB

I® — nonepeunbie pUIaAMEHTH CHHAIITOHEMHOTO KOMIUIEKCa
P — nosmmmepasHas UenHas peakius

CK — cHHAIITOHEMHBIM KOMILIEKC

CX — ceCTpUHCKHE XPOMaTHU/IbI

9 — neHTpanbHbIN AJIEMEHT

DSB(s) (double-strand breaks) — nsynuTeBsie pa3psiBbl JJTHK

DAPI (4',6-diamidino-2-phenylindole) — 4',6-inamuuHo-2-heHITHH 0T

dHJ (double Holliday junction) — aBoiinast ctpykTypa Xouiuaes

FISH (fluorescence in situ hybridization) - dayopectientHast rubpuamu3aiyst in Situ

FITC (fluorescein isothiocyanate) — gyopeciiens H30THOLHAHAT

SSR(s) (simple sequence repeats) — mpoctsie eauauaHbIe MOBTOPHI JJHK

PBS (phosphate buffered saline) — pocdarno-coneBoit 6ydep
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