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KOHTPO/Ib MeOTNUYECKOr0 KPOCCMHTOBEpa B CeJIeKIIN paCTeHU
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AHHOTaLMA. MenoTnyecknii KPOCCMHroBep ABAAETCA OCHOBHbIM MEXaHN3MOM KOHCTPYMPOBaHWA HOBOIO afiNeNbHOro co-
CTaBa MHANBULYaNIbHbIX XPOMOCOM 1 HEOOXOANM 1A PaBHO3HAYHOrO pacnpefeneHna roMoNIOrMYHbIX XPOMOCOM MEXAY
rameTamu. CNoxumBLUMECA B XOfe 3BOMOLMMN NMapaMeTpbl MENOTUYECKOro KPOCCUHIOBEPa OnpeaenieHbl eCTeCTBEHHbIM OT-
60pOM 1 He MOTHOCTbI0 COOTBETCTBYIOT 3aflauam CeNIeKLMOHHbIX UccnefoBaHuii. B HacToAwem o63ope cyMM1pPOBaHbl pe-
3yNbTaThl SKCMEPUMEHTaAsIbHBIX PAabOT, HanpPaBNEHHbIX Ha MOBbILIEHVE YaCTOTbl KPOCCOBEPOB U MepepacnpepeneHmne nx
no3unuUMin BAOMb XPOMOCOM C MOMOLLbIO FeHETUYECKMX MaHUNYNALUIA Ha pa3HbIX 3Tanax MenoTuyeckon pekoMbrHaumm.
O6cyxaatTcA NOCNeACTBMA UHAKTABALMM U/VAN CBEPX3KCNpeccun reHoB SPOT1, NpoAyKTbl KOTOPbIX reHepUpyoT Melo-
TUYecKre AByLenoyeyHble pa3pbibl B IHK, ana nepepacnpepeneHna no3numin KPOCCOBEPOB B reHOME PasfivyHbIX Opra-
H13MOB. O606LLeHbI pe3yNbTaTbl UCCEA0BAHUIA MO BAUAHMIO MHAKTUBALIMMN UM CBEPXIKCMPECCMM reHOB RecA-nofo6HbIX
peKkombuHa3 Ha MeNoTNYECKMNI KPOCCMHIOBEP, B TOM YMCie Y KynbTypHOro Tomata (Solanum lycopersicum L.) n ero mex-
BMAOBbIX rMOpraoB. O6CYKAaTCA NOCNEACTBUA MHAKTUBALMM KITIOUYEBbIX TEHOB CUCTEMbI MUCMATY-penapauum. Mx no-
[aBneHyvie NO3BOJINI0 AOCTOBEPHO MOBLICUTH YaCTOTY MENOTNYECKON PeKOMOVHaLMM MEXAY FOMEOSIoraMmn Y MeXKBULOBO-
ro rmbpuaa gpox:ken Saccharomyces cerevisiae X S. paradoxus n Mexay romosioramv y pacteHuin apabugoncuca (Arabidopsis
thaliana L.). PaccmaTpurBatoTCA NOMbITKN SKCTPANOANPOBaTb 3TV pe3ynbTaTbl Ha ApYriie BUAbI PacTEHUI, Y KOTOPbIX OTMeYe-
Hbl CHVKEHUNE PENPOAYKTUBHBIX CBOWCTB 1 MUKPOCATENIMTHAs HECTAOUNBbHOCTb B reHome. OTAeNbHO onvcaHbl Hanbonee
3HauMMble Pe3ynbTaTbl MO YBEIMYEHUIO YacTOTbl MENOTUYECKON PEKOMOUHALMN NPY MHAKTMBaLMK FeHOB-PenpeccopoB
KpoccuHrosepa FANCM, TOP3a, RECQ4, FIGLT v npu cBepxaKCnpeccnm reHa-3HxaHcepa KpoccuHrosepa HEI10. B HekoTopbix
JKCMeprMeHTax yAanocb NPakTUYeCcKn Ha NOPAAOK NMOBLICUTb YaCTOTY MeNOTMYECKO PEKOMOUHALIMN 1 YaCTUYHO nepe-
pacnpenenuTb No3nLMM KPOCCOBEPOB BAOJb XPOMOCOM MPU MOJTHOM COXPaHeHNU NAOA0BUTOCTH y apabuaoncuca. Cxop-
Hble pe3ynbTaTbl 6blIN NOAYYEHbI 4117 HEKOTOPbIX CENbCKOXO3ANCTBEHHbIX KY/bTYP.

KnioueBble cnosa: Melno3; JHK; penapauus; pekomouHaLms; KPOCCUHIOBEP; CeneKkuus.
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Abstract. Meiotic crossing over is the main mechanism for constructing a new allelic composition of individual chromo-
somes and is necessary for the proper distribution of homologous chromosomes between gametes. The parameters of
meiotic crossing over that have developed in the course of evolution are determined by natural selection and do not fully
suit the tasks of selective breeding research. This review summarizes the results of experimental studies aimed at increasing
the frequency of crossovers and redistributing their positions along chromosomes using genetic manipulations at different
stages of meiotic recombination. The consequences of inactivation and/or overexpression of the SPO11 genes, the pro-
ducts of which generate meiotic double-strand breaks in DNA, for the redistribution of crossover positions in the genome
of various organisms are discussed. The results of studies concerning the effect of inactivation or overexpression of genes
encoding RecA-like recombinases on meiotic crossing over, including those in cultivated tomato (Solanum lycopersicum L.)
and its interspecific hybrids, are summarized. The consequences of inactivation of key genes of the mismatch repair system
are discussed. Their suppression made it possible to significantly increase the frequency of meiotic recombination between
homeologues in the interspecific hybrid yeast Saccharomyces cerevisiae x S. paradoxus and between homologues in ara-
bidopsis plants (Arabidopsis thaliana L.). Also discussed are attempts to extrapolate these results to other plant species, in
which a decrease in reproductive properties and microsatellite instability in the genome have been noted. The most signifi-
cant results on the meiotic recombination frequency increase upon inactivation of the FANCM, TOP3a, RECQ4, FIGL1 cross-
over repressor genes and upon overexpression of the HE/10 crossover enhancer gene are separately described. In some
experiments, the increase of meiotic recombination frequency by almost an order of magnitude and partial redistribution
of the crossover positions along chromosomes were achieved in arabidopsis while fully preserving fecundity. Similar results
have been obtained for some crops.
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BBepeHune

Meiio3 — KIIETOUHOE JeNICHHE, JIeXKAIee B OCHOBE MOJIOBOTO
Pa3MHOKEHUSI, ITO3BOJISIONIEE BUIAM COXPAHSTh CTA0MIIBHBIN
HabOp XpOMOCOM B Psily IOKOJICHHH BCIIEICTBUE PAaBHO-
3HAYHOM Cerperauy roMOJIOrHYHBIX XPOMOCOM B mpodase |
Melo3a. B To ke Bpemst Melo3 SIBISETCS HCTOYHUKOM T'€He-
TUYECKOW M3MEHUYHUBOCTH, KOTOpas popMupyercs Omaromaps
MEePEeKOMOMHAIINN [EIBIX XPOMOCOM, OOMEHY y4acTKaMu
ME>K/1y TOMOJIOTHYHBIMH XpPOMOCOMaMH BO BPeMsi KPOCCHH-
roBe€pa U KOHBECPCUOHHBIM CO6]:ITI/ISIM MEXKIY HECIIAPECHHBIMU
HYKJIICOTUAHBIMH OCHOBAaHUAMU Ha YYaCTKE periapamu 3arpo-
TpaMMHPOBAaHHBIX ABYIETIOYeYHBIX pa3psiBoB (JILIP) B JTHK
(Mercier et al., 2015).

TpaaunuoHHast cXeMa CeJICKIIH COPTOB U THOPHUIIOB pacTe-
HHI OCHOBaHa Ha MCIOJIb30BAHUN MEHOTHYECKOTO KPOCCHHTO-
Bepa B KaUueCTBE OCHOBHOTO MEXaHU3Ma CO3JJaHUsI XPOMOCOM
C HOBBIMH KOMOWHAITMSIMU aJulelieil, KOTOpbIe MepeaaroTcs
notomcTBY (JKyuenko, Kopons, 1985). HezamennmocTts meiio-
THYECKOTO KPOCCHHTOBEPA JIJIsI CENEKIINU OUYSBUIHA ITPH UH-
TPOTPECCUU OTICIBHBIX XO3SICTBEHHO IICHHBIX TCHOB 3 XPO-
MOCOM JMKOPAaCTyIIUX BHJIOB B XPOMOCOMBI KYJIBTYpPHBIX
pacrenuit (De Muyt et al., 2009). [Tony4eHue KOHTPOJIS HaJL
pacrpe/iefieHneM TOYeK MEeHOTHYEeCKOTr0 KPOCCHUHIOBEpa U
YacTOTOW KPOCCOBEPHBIX 0OMEHOB MO3BOIHT Ooree dPdek-
TUBHO KOHCTPYHPOBATH HOBBIH aJUIEIBHBIA COCTaB XPOMOCOM
(Wijnker, de Jong, 2008; Lambing et al., 2017; Blary, Jen-
czewski, 2019).

AKTyaJIbHOCTb HCCIIE/IOBAHNSI MEHOTHYECKOTO KPOCCHHTIO-
Bepa MOAYEPKHUBACTCS MHOKECTBOM HAay4YHBIX paboT, TMo-
CBAIIEHHBIX o0mmM Bompocam Meiosa (Kleckner, 1996;
Harrison et al., 2010; Osman et al., 2011; Crismani et al.,
2013), metiotnaeckoii pekomouHarmu (Mézard et al., 2007;
De Muyt et al., 2009; Gray, Cohen, 2016; Blary, Jenczewski,
2019; Bogdanov, Grishaeva, 2020), MeTaO0IHYECKUM Ty TSIM
1 MexaHu3MaM Kpoccunroepa (Mézard et al., 2007, 2015;
De Muyt et al., 2009; Mercier et al., 2015; Gray, Cohen,
2016; Wang, Copenhaver, 2018; Bogdanov, Grishaeva, 2020),
TCHETHYECKOMY KOHTPOITIO MeioTrdeckoro aeinenus (Mercier
et al., 2015; Gray, Cohen, 2016; Simanovsky, Bogdanov,
2018), unenruduranuy 1 GyHKIMOHAILHOMY aHAJIH3y I'€HOB,
yuacTBylomux B Meiiose (Mercier et al., 2015), snurenernde-
CKOMY KOHTPOJTIO MetoTrueckoi pekomOuHarwu (Yelina et al.,
2015; Taagen et al., 2020), BIUAHUIO TUIONIHOCTH Ha MEHO-
TH4eckyro pekomomHarmo (De Muyt et al., 2009; Lambing et
al., 2017). B ommmune ot paHee omyOIMKOBaHHBIX 0030PHBIX
cTarei, npejcTaBieHHas padoTa NOCBSIEHA IPAKTHYECKUM
BOIIPOCaM KOHTPOJISL YaCTOThI U pacIipeieieH s KPOCCOBep-
HBIX 00MEHOB MEJKTy TOMOJIOTHIHBIMU XPOMOCOMaMH B MEHO-
3€ y pacTeHUuM.

Ponb menoTnyeckoro KpoCcCMHroBepa

B 3BOJIOLN N cenekuynn

CoBpeMeHHBbIE B3I ABI HA MOJIEKYJISIPHBIE MEXaHU3MBI KPOC-
CHHTOBEpa B Mei03e MOIPOOHO M3II0KEHEI B psiie 0030pOB
Hay4qHOU nuTeparypsl (Mercier et al., 2015; Mézard et al.,
2015; Gray, Cohen, 2016; Wang, Copenhaver, 2018). Hcro-
pudecKasi peTpOCIEKTUBA Pa3BUTHUs TEOPUU MEHOTUYECKOU
pexomOuHanmu xpomocomuoit JIHK Ha ocHoBe pemapanuu
JLIP 1 9KCIIEpUMEHTAIBHOTO OTKPBITHS «CTEPIKHEBOIO» Ha-
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6opa 6enxoB: SPO11, RAD51, ZMM-KkoMIieKkca U IpyTux,
OTBETCTBEHHBIX 32 MEHOTHYECKHI KPOCCHHIOBEP y OOJIBIIINH-
CTBa 9yKapuoT, HOPOOHO MpeICcTaBlIeHa B HEIaBHEM 0030pe
10.®. bornanosa u T.M. I'pumaeBoit (Bogdanov, Grishaeva,
2020). [TosTomy B Harlieii cTaTbe MO3BOJIUM CeOe KPaTKO OT-
METHUTbh, YTO MEMOTHYECKUI KPOCCUHTOBEP KOHTPOIUPYETCS
MeHo3-crennUIHBIMYA T€HaMH1, @ IMEHHO TeHaMH MeHoTH-
geckoit pexkomOuHanuu (Youds, Boulton, 2011; Bogdanov,
Grishaeva, 2020). DT reHbl, Kak IPaBmIlo, CyIpecCHpOBaHbI
B COMAaTUYECKUX KJIETKAX, Jensamuxcs muto3oMm. [lepexon mu-
TUTOU/THBIX KJIETOK OT JICJICHUS C IIOMOIIBIO MUTO3A K JICJICHUIO
IIyTEM MeH03a IPOUCXOIUT B PE3YNIBTATE AKTOB HEraTUBHON
PETYIALNH, TIOCKOJIBKY TeHBI, HHUIIMHPYFOIIHE MEH03, BBIKITFO-
Yal0T FeHETHYECKYIO IIPOTPaMMy MHUTO3a, U TOT/Ia BKITFOYACTCS
MOJTYaBIIas paHee TeHeTnIecKas mporpamma Meiiosa (Turner,
2007; Bogdanov, Grishaeva, 2020).

YV 1LBETKOBBIX PACTEHUI MEMOTUUYECKUH KPOCCHUHIOBEP
OCYILECTBISACTCA B CHEIMAIN3NPOBAHHBIX KJIETKAaX (MUKPO- 1
METacIOPOINTAX) M COCTOUT U3 ITOCIIEI0BATEIbHBIX MTPOLIEC-
COB, BKJIIOYAIOLIUX CO3aHUE 3allporpaMMUpoBaHHbIX IIIP
B JIHK 1 ux penapanuto mo MexaHu3My rOMOJIOTHMYHOHN pe-
KOMOMHAIIH C MPEAIIOYTUTEIBHBIM HCII0JIb30BaHHEM B Ka-
YeCTBE MaTpPHUIbl TOMOJOIMYHON XxpoMocoMsl. [Iponykramu
KPOCCHHTOBEpa SBIISIOTCS KPOCCOBEPHBIE XPOMOCOMBI, KOTO-
pBIE HECYT HOBBIE KOMOMHAIINY AJUICIIbHBIX BAPHAHTOB TEHOB
(Mieulet et al., 2018).

MecTo KpoCCOBEpHOTO 0OMEHa IPOSBIIIET cedsl B BUJIE Ha-
0J1r01aeMOT0 B MUKPOCKOIT ITEPEKPEIINBAHUS MEXKTY XPOMO-
coMaMH, Ha3zblBaeMoro xuasmoil. [lomumo kpoccoBepHOro
0o0OMeHa, XHa3Mbl BBIITOJIHSIOT TAK)KE CTPYKTYPHYIO HIITH Me-
XaHMYECKYIO (DYHKIIUIO: OHH YAEPKUBAIOT XPOMOCOMBI B BUJIE
OMBAJICHTOB Ha MPOTHKEHUU IIpodassl 1 MeTadassl [ Metiosa,
B pe3yJbTaTe UMEHHO OMBAJICHTHI, @ HE WHIMBUIYaJIbHbIC
XPOMOCOMBI, BBICTPaUBAIOTCSI HA DKBATOPE BEPETEHA JIETICHNUS
B Metadase I, 4To co3maeT BOZMOXKHOCTB ISl Cerperalnuu
TOMOJIOTHYHBIX XPOMOCOM B IIEPBOM JICJICHUH Mei03a U ra-
wronan3anun kietok (Bogdanov, Grishaeva, 2020).

W3BecTHO, YTO MHOTHE KJICTOYHbIE OEIIKH, HEOOXOINMBbIE
s penapauuun P B JIHK comatnueckux KiIeToK, Takxke
Y4acTBYIOT B MeloTH4ueckoM KpoccuHrosepe. OnHako ux
(DYHKLIMHM MOTYT U3MEHSTHCS B 3aBUCHMOCTH OT JIOKQJTH3ALHH,
MOCTTPAHCIISIIIMOHHBIX MOITU(UKALIMIA 1/WITH B3aUMOJICHCTBH
co cnenn(puUIHBIME 1T Metio3a 6enkxamu (Villeneuve, Hillers,
2001). Dto 03HAYAET, YTO B KAKOW-TO MOMEHT 3BOJIFOIIUU
KPOCCHHTOBEP OTKJIOHWJICSI OT (DYHKIIMH Penapanuy TOJIbKO
COMAaTHYECKHX ITOBPEXICHUH U IPHOOPEI CrielnpHIHYTO TS
Meiio3a ¢yHkiuo. CienoBareabHO, MEHOTHYCCKHI KPOCCHH-
TOBEP SBJISIETCS SBOJIFOLIMOHHON afanTalueil coMaTuyeCKUX
penapanoHHbIX (QYHKIUHA I YCHENIHOTO MOJIOBOTO pa3-
MHOYXEHHS IIPH TIEPEXO0IE OT TUIIIONJHON K TallyIonIHOH (ase
JKU3HEHHOTO 1uKina. [Ipeamnonaraercs, 4To BOIIOLHOHHO
CIIOJKUBIINECS MapaMeTpbl MEHOTUYECKOTO KPOCCHHIOBEpa
OTpPEryJIHPOBaHbl €CTECTBEHHBIM OTOOPOM JUIsi COXPaHEHHUsI
MaKCHUMaJIbHOM TMPUCTIOCOOICHHOCTH OPTaHU3MOB K HM3Me-
HSFOIIIMCS yCIIOBHSIM OKPY/KAIOIIEH CPEJIbI B Psi/Ly TIOJIOBBIX
nokoneHuit (XKyuenko, Kopoms, 1985; Wijnker, de Jong,
2008). C 3T0i1 TOYKH 3pEHHS TapaMeTPhI ABOIIOLIMOHHO CIIO-
JKUBILIETOCS] MEXaHU3Ma MEHOTHYECKOTO KPOCCHUHIOBEpa MO-
I'yT OTPaHUYMBATH CEJIEKI[MOHHBIN POLIECC, KOTOPBIH TpeOy-
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eT CO3/IaHHsl MAaKCHMAaJIbHOTO FeHETHYECKOr0 pa3HooOpasust
CpeZIH MOJIOBOTO IMTOTOMCTBA, ake B yIIepO MPHCIIOCOOICH-
HOCTH K €CTECTBEHHBIM YCIIOBUSIM OOMTAHMS.

YacToTra KpOCCOBEPOB M X pacIpeieieHue BIOJIb XpO-
MOCOM — OTIpeneNsron e (HakTopsl, CIOCOOCTBYIOINE BO3-
HUKHOBEHHIO HOBOW M JIOCTYIHOH OTOOPY I'€HETHYECKOH
n3MeHunBocTU B Meitose (XKyuenko, Koposb, 1985; Wijnker,
de Jong, 2008). Bo MHOTHX HMCCIEIOBAaHHUAX TTOKA3aHO, YTO
MOJIOKEHNE MEHOTHYECKHX KPOCCOBEPOB BIOIb XPOMOCOM
HECJIy4aifHO, CTPOTO IPEAOIPEIEICHO, HEPAaBHOMEPHO U HE
3aBHCHUT OT pa3mepa renoma (Mercier et al., 2015; Mézard et
al., 2015; Lambing et al., 2017; Wang, Copenhaver, 2018;
Blary, Jenczewski, 2019).

CormtacHO pacIpocTpaHeHHOMY MHEHHIO, CyIIECTBYET TPH
KOHIIENITYaJIbHBIX YPOBHS PETYISIIMN YacTOTHI U pacipesie-
JICHUSI KPOCCOBEPOB: 00sI3aTeIbHbII KPOCCOBEPHBIH 00OMEH
B OmBayieHTe (CTpaxoBKa KPOCCHHTOBEpA), MHTEP(PEPEHIINS
KPOCCHHTOBEpa M KPOCCOBEPHBIN roMmeocras (Simanovsky,
Bogdanov, 2018; Bogdanov, Grishaeva, 2020). BozamoxHast
MIPUYHHA 0053aTeTFHOT0 KPOCCOBEPHOTO 0OMEHA B Ka)KIOM
O6uBanente — Mmexanndeckas pynkius xuasMm (Roeder, 1997).
Wurepdepeniust odecrieunBaeT HecTyyaiiHoe pacipeaeieHne
KPOCCOBEPOB BIOJIb XPOMOCOMBI M HX PacTIOJIOKEHHE Ha Ootee
JIaJIEKOM PACCTOSIHUH OJTHOTO OT IPyTOT0, 9e€M 9TO O3KH/IAETCS
IPU CIIy4aifHOM pacrpe/esIeHUH, eClii KPOCCOBEpOB Ooliee
omHoro Ha omBaneHT (Jones, Franklin, 2000).

KpoccoBepHBIii ToMeocTa3 — 3TO CIIOCOOHOCTh MEHOTH-
YEeCKHX KJIETOK COXPaHSTh MPUCYIIUH JaHHOMY OHOJIOTH-
YeCKOMY BHJIy YPOBEHB YHCIIa KPOCCOBEPOB Ha XPOMOCOMY,
naxe eciu gucio JLP cHmkaercs Ha nopsinok (Bogdanov,
Grishaeva, 2020). B uacTHOCTH, y TIOUKYIOHIUXCS JIPOMNOKEH
(Saccharomyces cerevisiae (Desm.) Meyen ex E.C. Hansen)
YAAJIOCh TOCTHYb MATHKPATHOTO CHIKeHUs uncna [P na
KJIETKY, HO TIPH 3TOM YHCIJIO KPOCCOBEPOB OCTABAJIOCH HOP-
MaJIbHBIM U Hem3MeHHBIM (Martini et al., 2006). B mociemnem
cily4yae HesICHO, BEPHO JIM ATO MPABHJIO /IS BCEX OPTaHU3MOB.
Hanpumep, y camiioB oMoBoi Mbliu (Mus musculus) yMeHb-
menne yucna [P ra 20-50 % He NMpUBOAUT K CHIKECHUIO
yrcia kpoccosepoB u deprunbHocTH (Cole et al., 2012a).
Opnako ymensiienue yucna 1P na 60 % yxxe npooru-
PyeT acHHAIICHC TOMOJIOTOB ¥ CTEPUJIBHOCTh CaMIIOB MBIIIH
(Kauppi et al., 2013).

Takum 00pa3om, B CEIEKIIMOHHOM IPAKTHKE OTHOCUTEIILHO
HH3Kas YacTOTa MEHOTHYECKHX KPOCCOBEPOB U UX JETEPMH-
HUPOBaHHOCTH BJIOJIb XPOMOCOM IIPHBOAAT K HEOOXOMMOCTH
aHaJIu3a 3HAYUTCIbHBIX IIO 061,eMy HOHyﬂﬂLII/Iﬂ JJIs1 BBISIB-
JeHUS PEIKNX PEKOMOMHAHTHBIX T'€HOTHUIIOB, COYETAIOLINX
MCKOMBIE XO3IHCTBEHHO IIEHHBIE TCHBL. Y TBEPIKIAeTCsl TAKKE,
YTO y4aCTKU XPOMOCOM, KOTOPBIE PEIKO UCIIOIB3YIOTCS ISt
KPOCCHHIOBEpa, CO3Jal0T JIOMOJHUTEIbHBIE IPOOJIEMBI Ce-
JIEKIMOHEPaM, TIOCKOJIbKY BPEAHBIC My TallNH HAKATUTHBAIOTCS
B peruoHax ¢ Hu3Kkoi pexomOuHanumeil (Rodgers-Melnick et
al., 2015).

CTUMynupoBaHMe MenoTUYECKOro KpoCCMHroBepa
Ha 3Tane co3faHunA AByLEenoYeyHbIx pa3pbisos [1HK
MHoro4ucaeHHble U TEHETUYECKU 3alpOrpaMMHUPOBAaHHbBIE
JUP B monexynax JJHK siBastorcst npeaiiecTBEHHUKAMU
B3aUMHOTO TeHETHYECKOTO 0OMEHA MEX/Ly TOMOJIOTHIHBIMH
xpomocoMamu B mpodase [ meiioza. Bo Bpemst npodassr 1
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KoHTponb menoTnyeckoro KpoCCMHroBepa
B CeneKkummn pacteHnin

Meiio3a B0k XpoMocoM co3aatotcs cotHu [P, renepupye-
MBIX 3BOJTIOIIMOHHO KOHCEPBAaTHBHOM SHA0HYKIea30i SPO11
W HEKOTOPBIMHE accolmupoBaHHbIME Oenkamu (Keeney et al.,
1997; Wang, Copenhaver, 2018).

I'ens1 SPO11 onmcaHBl y BCEX DYKApHOT, TEHOM KOTOPBIX
W3y4YeH, a UX OCIKOBHIC MPOAYKTHI 00NIATA0T CXOIACTBOM C
cyosenununieii A JIHK-rormonzomepassl VI apxeii (Nichols et
al., 1999; Hartung, Puchta, 2001; Wu et al., 2004). ¥ npox-
JKel, HACEKOMbIX U MO3BOHOYHBIX reH SPO1I npeacraBieH
OJIHOM KOIIMEH, B TO BPEMsI KaK B TEHOME PACTEHUN UMEHOTCS
Tpu korrm SPO11 (Hartung, Puchta, 2001; Stacey et al., 2006).
V¥ apabunoncuca (Arabidopsis thaliana L.) renst SPO11-1 n
SPO11-2 obsi3aTenbHbI 11 MEHOTHYECKONW PEKOMOUHAIINN
(Grelon et al., 2001; Stacey et al., 2006), B TO BpemsI Kak
SPO11-3 BOBICUCH B COMaTHYCCKYIO dHIoperuikanuto (Har-
tung et al., 2002). Panee ObLJIO MOKa3aHO, YTO JJISI TIOJIHO-
neHHoro gopmupoBanus Meiformaeckux /JIIP Heobxommma
takke u cyopenuania B JTHK-romomsomepaser VI (Robert
et al., 2016; Vrielynck et al., 2016). Ona 006pa3yeTt KOMIUIEKC
¢ aeyms oprooramu, SPO11-1 1 SPO11-2, n abcomoTHO He-
o0xozmma Jutst oopazoBanus rereporumepa SPO11-1/SPO11-2
y apadbunorncuca (Vrielynck et al., 2016).

[Ipenmonaraercs, 9To MexaHu3M (popMHPOBaHUS MeHo-
tnaeckux HIIP ¢ ygactuem OenkoB SPO11 sBnsercs KoH-
CCPBATUBHBIM, HO €I0 PETyJIMPOBAHUC MOXKCT PA3IN4YaTbhCA
3a cdeT Habopa BCIIOMOTATENbHBIX OENTKOB, KOTOPhIE MEHEE
KOHCEPBaTHBHEI B OpraHu3Max 3 pa3HbIX napcts (De Muyt
et al., 2009).

Pacnpenenenue [P MokHO paccmaTrpuBarh Kak IEpPBbII
BEPOSTHBI YPOBEHB OIPENICICHHs Oymnymux cailToB Qop-
MUPOBaHUS KPOCCUHIOBEPA. B 4aCTHOCTH, y MOUYKYHOLIUXCS
TIposoKer B K101 kieTke oOpasyercs ot 160 go 200 Touek
JLIP, u penaparust OONBIIMHCTBA U3 HAX MPUBOAUT K KPOC-
cunrosepy (Mercier et al., 2015). YV apyrux opraHuzmoB
koiuuecTBo Touek JLP 3HaunTenbHO NpeBbIlacT KOJMHYECTBO
TOYEK KpoccuHTOBepa. Hampumep, y apabugoriciuca Hacyu-
ThIBatoT OT 150 10 300 Touek [ILIP, mpoayuupyrommx oKoixo
10 xpoccoBepHBIX 00MeHOB Ha TeHoM (Kurzbauer et al., 2012;
Choietal., 2013), y kykypy3sl (Zea mays L.) moaru 500 Touex
JLP npuBomsT k oOpazoBaHuio 0koyo 20 KPOCCOBEPHBIX
obmenoB (Anderson et al., 2003). Kak cnencteue, Mmecto pea-
JU3AIMHA KPOCCHHTOBEPA BRIOMPACTCS M3 IIHPOKOTO CIICKTPa
MOTEHIMAJIBHBIX yyacTKoB GpopmupoBanus [P B renome.

Cy1iecTByeT MHEHHE, YTO «TOPSIHE TOYKI KPOCCHHTOBEPA
TECHO aCCOITUMPOBAHBI C «TOPTIUMH TOYKAMI LIS (HhOPMHU-
posanus JIL[P (Wang, Copenhaver, 2018). Bricokopaspe-
LIAOUIMI aHAJIU3 Y MOYKYIOIIMXCS JPOXOKEH MOKA3bIBAET,
YTO «TOPsIYME TOUKU» KpOCCUHTOBepa 1 Meiiotnueckue 1P
KOHLIEHTPUPYIOTCS B IPUWIETAOLIUX K IIPOMOTOPAM PETMOHAX
C HU3KOU IUIOTHOCTHIO HykJeocoMm (Mancera et al., 2008).
VY genoseka (Homo sapiens) W TOMOBOW MBIIIN «TOPSIHE
TOYKM» KPOCCHHIOBEPA BO3HUKAIOT B OIIPE/ICIICHHBIX MOCTIe-
noBarenabHOCTX JIHK, cBs3anHbIX Oeiikom PRDMO, B reHHBIX
Y MEXXTCHHBIX 00JIACTSIX, HE CBA3aHHBIX C CATaMU WHUTHAIHN
tpanckpunuuu (Baudat et al., 2010; Smagulova et al., 2011).

PRDMO — 310 IHK-cBs3p1BatoIHif 6€10K, KaTalIu3upyro-
mmii MetwrpoBanue ructona H3 (mommndukamus H3K4),
KOoTOpOoe MHUImMUpyeT odpasosanue JI[P Boamu or caiitoB
Havana Tpanckpummn (Baudat et al., 2010; Smagulova et al.,
2011). Y pacrenwuii romosor PRDM9 otcyTteTByer, HO «ropsi-
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YHe TOYKM» KPOCCUHIOBEpa CylIecTBYIOT. «[ opsiune Toukm»
y apabupgorcuca XapakTepu3yloTCsl TEM, YTO KPOCCHHTOBED
B HUX TPOUCXOMT 10 50 pa3 akTHBHEE, YEM B CPETHEM I10
reHomy (Choi etal., 2013; Yelina et al., 2015). ITpu sTom «ro-
psiure TOUYKM» KPOCCHHIOBEPA MOIVIN OBITH aCCOLMMPOBAHbI
¢ aktuBHOU TpaHckpunuueil PHK-nonmnmepassr II, Huskoi
IUIOTHOCTBIO HYKJIEOCOM, HU3KUM YPOBHEM METHIUPOBAHUS
JHK, a Takke MEXIeHHBIMH OOJIIaCTAMH, TIPOMOTOPAMH,
caiiTaMi Hayalla ¥ OCTAaHOBKM TPAHCKPHIILIUH, TPAHCIIO30-
HaMU WM y4acTKaMM UHcepuui-genenuil. [louck MoTuBoB
JHK, cBs3aHHBIX C «TOPSIYUMH TOUYKAMU» KPOCCHHIOBEpa Yy
apabuporcuca, BBISIBIII 3HAUUTEIBHOE X O0oraiieHue no-
cnenoBarenbrocTsMu LI TT, [IIIH u mosm-A (Choi et al., 2013;
Wijnker et al., 2013).

XPOMOCOMHBIE YYaCTKH, aCCOLIMMPOBAHHBIC C ITOBBIIICH-
HOM 4acTOTOW KPOCCHHIOBEpA, TAKKe ObUTH OOHAPYKEHBI y
KkyKypy3slI (Liu et al., 2009), mmenws (77iticum aestivum L.)
(Saintenac et al., 2009, 2011) n xynasTypHOTO ToMaTa (Solanum
lycopersicum L.) (Demirci et al., 2017), 4To CBUAETEIBCTBYET
0 COXPaHEHUH OOIIMX MEXaHM3MOB Yy Pa3HbIX BH/IOB pacTe-
HUH. Y OGonpimHcTBa opranu3Mos /I[P moryT BeTpeuarscst
0 BCEH JJIMHE XPOMOCOM, OJJHAKO YIMBUTENBHO, 9TO 80 %
TOYEK KPOCCHHIOBEPA CKOHIIEHTPUPOBAHO ITPUMEPHO B 25 %
yuactkoB reHoMma (Blary, Jenczewski, 2019). Hampumep,
82 % KpOCCcOBEPOB COCPEAOTOUCHO HA TUCTATBHBIX KOHIIAX
xpoMocoMmbI 3B mmenwisn, uto coctaBiseT 19 % ot ee oomieit
qumnbl (Darrier et al., 2017). ITosTomy, HECMOTpsI Ha 3HAYH-
TeJIbHBII 00beM YacTHOW MHQOpMalH, B HACTOsIIEE Bpe-
Ms HE YJAaeTCsl BBIABUTH OOILYI0 3aKOHOMEPHOCTb, EANHBII
wim KiIro4eBoi dakrop mokammzanuu Beex I[P B renome
(Bogdanov, Grishaeva, 2020). Ycriexu npakTH4eckoi celiex-
IIMM MOTYT OBITh HAIIPSIMYIO CBSI3aHBI C PACIIMPEHUEM CIIEKTPa
YYacTKOB T€HOMa JUIs pealu3alid KPOCCHHIOBEPa, B TOM
YHCIIC 32 CYCT co3aanus aononHuTeNbHbIX 1P B 00mactsx,
KOTOPBIE PENKO UCIIONB3YIOTCs 1 nHuunanuu 1P, nnm 3a
cdeT nepepacnpeseneHus ydactkos JILIP.

W3BecTHO, 4TO y Spol]A-MyTaHTOB MOYKYIOLIUXCS JPOXK-
KEeH, JHMIIEHHBIX COOCTBEHHBIX (DYHKIIMOHAIBHBIX ajuieneit
SPO11, skcnipeccust xumepHoro rena GAL4BD-SPO11 nuu-
nuupoBaa gononautensHbie JI1P B caiite cBsi3piBaHuUs O€JI-
ka Gal4 (Pecina et al., 2002). IToxxe ObUTO TOKAa3aHO, YTO
xumMepHsble 6enkn SPO11, cnutsie ¢ pazmuunsivu JTHK-cBs-
3BIBAIOIIMME OCIIKOBBIMH MOIYJsIMH ((paKTopaMu TpaHC-
Kpunmuu, Hykieazoit Cas9 u ap.), CHOCOOHBI CTUMYITHPO-
BaTh KPOCCHHTOBEP B PErnoHaxX reHoMa JIPOXOKeH ¢ HU3KOH
€CTECTBEHHOW PEKOMOMHAIIMOHHOM aKTHBHOCTBIO (Sarno et
al., 2017). B mocieqHeM ciygae aBTOPHI IPEIIAraroT CBOIO
CTPATEruio ISl TOBBIIICHUSI TCHETHUECKON M3MEHUMBOCTH
rameT B CEJICKLUU PaCTEHUM.

OnHaKo NCIONB30BaTh B CENEKIIMOHHBIX pa00Tax BhICIINE
OpraHu3MBbI C HOKayTOM COOCTBEHHBIX reHOB SPO/1 3arpynHu-
TeNbHO. Y apabuorcuca myraruu reda SPO11-1 npuBoasT K
MTOJTHOM MOTepe CHHAIICHCa TOMOJIOTOB B podase I n nx ciry-
4JalHO# cerperanuy, GopMUPOBaHHIO 3HAYUTEIHHOTO YPOBHS
HeQyHKIHOHAIBbHBIX FAMET, YMEHBILICHUIO Ha TIOPSI0K MEHO-
Tnaeckoit pexomomHarmu (Grelon et al., 2001). YV Mprm re-
Hotun Spo 11~ ¢ nonmueiv orcyreruem [P nemoHcTpupyeT
ACHHAIICHC XPOMOCOM U cTepriibHOCTH (Baudat et al., 2010).
DKcrpeccusi peKOMOWHAHTHON H30(QOPMBI COOCTBEHHOTO
reHa Spo 1 MbIIIY TO3BOINIIA T0Ka3aTh, YTO YPOBEHb Oeka
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SPO11 umeer pemaroniee 3Ha4eHUE AJIs1 CHHAIICHCA XPOMOCOM
u O6raromorygHOTO 3aBepieHus Meiiosa (Kauppi et al., 2013).
V mytautos mei-W68! (spoll) myxu npozodust (Drosophila
melanogaster) sxcupeccusi coocrBenHoro rema SPO11 Boc-
cTaHaBimMBaeT GeHorun aukoro tuma (Shingu et al., 2012).
Okcnpeccust reHoB SPO11-1 n SPO11-2 apabuoricuca Uim
SPO11A4, SPO11B w SPO11D puca (Oryza sativa L.) npuso-
IUT K yBenuaenuto konmndaectsa [P y myranTos mei-W68!,
HO 3TOTO OKa3bIBaeTCsl HEJOCTATOYHO Ui HOPMAJIBHOTO
3aBepuieHus: Meifoza (Shingu et al., 2012). CoBokymHOCTh
MIPE/ICTABICHHBIX PE3y/IbTaTOB MOKA3bIBAET, YTO y BBICIINX
OPTaHU3MOB B paMKax IPEUIOKEHHOH CTpaTeriuy, BEPOSTHO,
TOJIKO CBEPXIKCIIPECCUSI PEKOMOMHAHTHBIX TeHOB SPO/1
MOTJIa CTaTh CII0COOOM IepepacipeneaeHuss 0OMEHOB MEKIY
TOMOJIOTHYHBIMU XPOMOCOMaMH.

Panee /17151 IPOBEPKH ATOTO MPEIIOIOKEHHs ObLIIH CO3/1a-
HBI TPAaHCTEHHbIE PACTEHUsI KyJIBTYPHOTO TOMara, JKCIIpec-
cupytomue reusl SPOJ] U3 MOUYKYIOIUXCA JPOXOKEH win
apabuorcuca 1oj; KOHTPOJIEM CHIBLHOTO KOHCTUTYTHBHOTO
BupycHoro npomotopa 35S CaMV (Komakhina et al., 2020).
C 1oMOIIBI0 TEHETHYECKOr0 aHan3a ObIJI0 MOKa3aHo, YTO
CBEpX3KCIpeccus 000uxX PeKOMOMHAHTHBIX TeHOB SPO]
YaCTHYHO HapyIIaeT MOHOTEHHOE HACIIEI0BAHIE MapKEPHBIX
anyeneit Jjokyca Wv:wy XpoMOCOMBI 2 cpe TOTOMCTBA TO-
mara. HapymeHnue cerperauuu B jokyce Wv:wyv MOIJIo cTath
PEe3yIbTaToOM TeHHOI KOHBEPCUH BCIIEICTBUE MTPEINOUTUTETb-
Horo (¢opmuposanust JLIP B oxHom n3 ayuteneit, Wv wmm wy,
y TpaHCTeHHBIX pacTeHui. CBepxakcnpeccust reHoB SPO/1
cHmxana Ha 17-18 % gacToTy MeoTHUECKON PeKOMOMHALINH
Ha y4JacTKe MEX1y T'eHaMH Wv B d XpPOMOCOMBI 2 ToMara B
CPaBHEHUM C HETPAHCI€HHBIM KoHTposieM. IIpu 3TOM Oblia
o0OHapy>XeHa OTpHLATENbHAsT KOPPENSALHS MEXIY yPOBHEM
9KCTIPECCUH PEKOMOMHAHTHBIX TeHOB SPO/] 1 9acToTOH pe-
KOMOMHALIMK Ha QHAIM3UPYEMOM y4acTKe Wv-d XpOMOCOMBI 2.

K coxanenuto, BIUSIHHE YKCIIPECCUN PEKOMOMHAHTHBIX
renoB SPO/] Ha 4acTOTy MEHOTHYECKOH PEeKOMOMHAINU B
JPYTHX Y4acTKax FeHOMa TOMara OCTalloCh HEM3yUYCHHBIM.
B menom moxasaHo, 4TO YCHENIHO pEeaJM30BaHHAsl paHee B
JIPOXCKAX CTPATerysi MHAYKIUH MEHOTHYECKOH peKoMOnHa-
ILIUH C TIOMOIIBIO JoNoNHUTENBHOH SPO11-akTHBHOCTH MOXKET
MMETh OTpaHUdYeHHs B KiIeTkax pacternii (Komakhina et al.,
2020) n HacekombIx (Shingu et al., 2012).

[To3nHee ObIIO BBICKA3aHO AMCKYCCHOHHOE MHEHHE, YTO
«ropstane Toukm» JLIP HeoOs3aTenbHO CTAHOBATCS «TOPIIH-
MU TOUYKaMI» KPOCCHHTOBEpa. ITO MHEHHE apryMEHTHPOBAHO
TeM, 4TO HeboubIIoe abcomoTHOE nciio 1P B «xomoaHbIx
00macTsIX» mapaaoKcaIbHBIM 00pa30M MOXKET ITPEeBPaIIaThes
B OTHOCHTEJIFHO BBICOKYIO YaCTOTy PEajM30BaHHOIO KpocC-
cunrosepa (Bogdanov, Grishaeva, 2020).

CTmynupoBaHMe MeNOTUYECKOro KPOCCMHIoBepa
Ha 3Tane nomucka romosiornm Npu penapayum
AByuLernoyeyHbix paspbisos [JHK

B meiioze 1P, Bo3HUKAIOIUE B PE3YNIBTATE AKTUBHOCTH HH-
nonykieassl SPO11, moaBepratoTcst mpoLeccuHry J0 3'-01Ho-
nenoueuHblx JIHK-KOHILIOB, KOTOpBIE 3aTeéM KOOIEPAaTUBHO
cBs13bIBatoT RecA-nogo6ubie pexkombmHazsl RADS1 u DMC1
(Brown, Bishop, 2014; Mercier et al., 2015). B pe3synbra-
Te 00pa3yIoTCs HyKI€OIPOTEHHOBBIE (PUITAMEHTHI, OCYIIECT-
BIISIIOIIMIC WHBA3HIO OJHOIICTIOUYEYHOTr0 KoHIa (single end
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invasion) B CECTPUHCKYIO XPOMAaTH/y WJIH TOMOJOTHYHYIO
xpomocomy (Girard et al., 2015). MuBa3upyromnme B aByIie-
noyeunyto mojekyny JIHK 3'-onnonenoueunsie JJHK-koH11bI
3aTeM MojBepraroTcs yauinHeHuto ¢ nomonisio JIHK-cunTesa
U JUTHPOBAHMUS, YTO MPUBOIUT K popMHupoBaHuio D-mernu
(displacement loop), u3 koTtopoit dopmupyercs IBOIHAS
crpykrypa Xommuzaes (double Holliday junction) (Brown, Bi-
shop, 2014; Wang, Copenhaver, 2018).

Bo Bpems meitosa penapanus [P moxeT cMemmarses B
CTOPOHY NPEUMYIIECTBEHHOTO HCIIOJIb30BAHHSI TOMOJIOTHY-
HOW XpOMOCOMBI B Kau€CTBE MATPHIBI — MPOIECC, HA3bI-
BaeMBbIif MEXTOMOJIOTH4YecKuM cMerieHreM (Brown, Bishop,
2014). OroT npouecc ABIAETCS MPEANOCHUIKON I KPOCCHH-
roBepa MEKAY TOMOJOTMYHBIMA XPOMOCOMAaMHU U TpedyeT
ydacTusi crieliu()u4eckoro MeHOTHIeCKOro MexaHu3Ma, Ko-
TOPBII MPEIOTBpAIAeT UCIOIb30BAHUE CECTPHUHCKUX XPO-
Martuz s penaparun (Brown, Bishop, 2014). B wactHOCTH,
y apabuzoncuca Meio3-cnennuyansii 6enoxk DMC1, npen-
TMOJIOXKUTEIIBHO, OTBETCTBEHEH 32 IOBBIIICHHYIO BEPOSITHOCTh
penapauuu JALIP ¢ ucnonab3oBaHMEM T'OMOJIOTHYHOW XPOMO-
combl (Kurzbauer et al., 2012).

VY noukyrommxcs Ipoxokeid u apabuporicuca B meiose
KaTaguTHdeckass akTUBHOCTE RADS1 HeoOs3arenpHa IS
(hopMHpPOBaHUSI MEKTOMOJIOTHYHOTO KPOCCHHTOBEPA U TIOJI-
TBEPXKJACT MPEIOYTUTEIBHYIO POJIb B 3TOM IIpoliecce Oerka
DMCI (Cloud et al., 2012; Da Ines et al., 2013). V apabu-
noncuca 6enok RADS1 paboTaer kak pe3epBHBIN MyTh IS
BoccraHosneHus [P Bo BpeMms Meiio3a IIpu HapylUEHUU
B pabore DMC1 (Kurzbauer et al., 2012). B orcyrcTBue
DMCI1 wmeitotnaeckue [P BoccraHaBmuBaroTcs OeIKOM
RADS51 ¢ ucnonp3oBaHneM CeCTPUHCKON XpPOMAaTHJIbI B Ka-
YeCTBE MATPHIIBI, YTO MPHUBOJUT K OTCYTCTBHIO CHHAIICHCA
MEXIy TOMOJIOTaMH | TosBieHuIo yHuBajeHtos (Couteau
et al., 1999). Hanuuue 6enika DMC1 nogapiisieT akTHBHOCTh
RADS]1 y apabunoncuca (Uanschou et al., 2013); To ke Ha-
OiroztaeTcst B Meifo3€ My MOYKYOLINXCSI IPOXKIKEH, Y KOTOPBIX
6erok DMCI1 nopasinsier aktuBHocth RADS1 (Lao et al.,
2013). OnHako Tpu 3TOM y MYTaHTOB figl! apabunormcuca,
JIEMOHCTPHUPYIOMINX MOBBIIICHHYIO YaCTOTY KPOCCOBEPHBIX
00OMEHOB, B KJIETKaxX Ha CTaMsIX JICNITOTeHa/3UroTeHa Meio3a
00Hapy»KeHO IBYKpaTHOE yBeIH4deHne uncia o9aroB RADS,
B TO BpeMsI KaK YMCII0 04aros Meios-cnenuduanoro DMCI
HE M3MEHSETCS WM HeCyllecTBeHHO Bo3pacrtaeT (Girard et
al., 2015; Fernandes et al., 2018a). [Tocnennue pe3yasraTsl
HE MCKITIOYAloT, 4TO poiib pekoMOuHa3sl RADS] B meitoTn-
YEeCKOM KPOCCHHTOBEPE MOXKET OBbITh HECKOJIBKO IUPE, YeM
MPUHSTO CUUTATb.

B Hacrosimee BpeMs peoaraeTesi, 4To BEIOOP B IOJIB3Y
KPOCCHUHIOBEpa WJIM €ro OTCYTCTBHSI COBEPIIAETCS B XOJE
nponeccuara 1P u 1o popmMupoBaHus IBOWHON CTPYKTYPHI
Xommunes: (Hunter, Kleckner, 2001; Bogdanov, Grishaeva,
2020). MonexynspHbIii MEXaHU3M, KOTOPBIi JIeNaeT 3TOT Bbl-
60p, mpomomKaeT o0CyKaaTbcs, HO (haKT paHHEero BEIOOpa
cumuratot ycraHoBieHHbIM (Hunter, Kleckner, 2001; Bishop,
Zickler, 2004; Youds, Boulton, 2011; Gray, Cohen, 2016;
Bogdanov, Grishaeva, 2020).

CTpyKTypHBIE U OMOXMMHYECKHE PA3IHUIHSI MEXIY Oeln-
kamu RADS1 u DMCI1 He ouensb Oonbinme (Sheridan et al.,
2008). OrHaxo OpIT0 OOHAPYKEHO 3HAYUTETFHOE KOITNIECTBO
0eKOBBIX (PaKTOPOB, HEOOXOANMBIX JJIsI TPABHIILHOM 3arpy3-
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KU, CTAa0MIIM3AIMH U/UITY aKTUBALIUY 3TUX DYKAPUOTHYECKUX
pexombuHa3 (Mercier et al., 2015).

Bakrepunanbnas pekomOrHaza RecA nmeer ot 40 10 60 %
TOMOJIOTUH C 9yKapUOTHUECKUMU PEKOMOMHA3aMu, HO, B OT-
JMYHeE OT HUX, yHUBEPCAIbHA M CIIOCOOHA BBITOIHATD PA3HBIE
1 JlaKe YHUKAJIbHbIC (DYHKIMH 0e3 yJacTHs OEIKOB-TIOMOII-
HUKOB H C OoJbiiieH a3 pexruBHOCTRIO (Baumann, West, 1998;
Lanzov, 2007). [ToxazaHo, 9TO dKcIpeccus reHa recA u3
KUIIeYHOH nanouku (Escherichia coli) B Tpy pa3za MOBBIIIACT
kosnuectBo [P, BoccTaHOBIEHHBIX IO MEXaHMU3MY T'OMOJIO-
THYHON peKOMOHMHAIINY, 11 00JIee YeM B J[Ba pa3a yBEINUHBACT
YHCIIO CECTPUHCKHUX XPOMATH/IHBIX 0OOMEHOB B COMAaTHUECKHUX
KJIeTKaxX pacteHuii Tabaka (Nicotiana tabacum L.) (Reiss et al.,
1996, 2000). 3T0 TTO3BOIHIIO MPEATIOIOKNTH, YTO SKCIIPECCHS
reHa recA B KJeTkax pacteHui B mpodase I meitoza ciocoOHa
TaK)Ke M3MEHHUTh YUCIIO M paclpeJielieHHe KPOCCOBEPHBIX
00MEHOB ME Ty TOMOJIOTHIHBIMU XpoMocomamu (Komakhin
et al., 2010). IToz:xe OBUIO BBISBICHO, YTO SKCIPECCHS T'eHa
recA w3 E. coli 1oj KOHTPOJIEM CHIIBHOTO M KOHCTUTYTHBHOT'O
npomoTtopa CaMV35S y KymsTypHOTO TOMara MPHUBOIUT K
YBEIMYECHHIO YaCTOThI MEHOTHYECKOH PEKOMONHAITNN MEKTy
reHamu wv 1 d xpomocombl 2 Ha 50 % B CpaBHEHHH C HETPAHC-
reHHbIM KoHTposieM (Komakhin et al., 2012).

MonexynsipHbIit MEXaHH3M, O3BOJIMBIIHNHI TOBBICUTD Yac-
TOTY MEHOTHUYECKOM PEKOMOMHALIUH y TPAHCTEHHOTO TOMaTa,
Ha MOMEHT OIyONMKOBAHUS 3THX PE3yJIbTaTOB OCTAJICS He-
sceH. BriocnencTBum cTano u3BeCTHO, YTO IPOKIKEBAst TOIIO-
n3omepasa Top3 HeratuBHO JIEWCTBYET Ha MEHMOTHYECKHUI
KPOCCHHTOBEp, Oiaromapsi ToMy 9TO CHEIM(DUIECKH pas3py-
maeTr D-nemn, chopMupoBaHHBIE APOAKIKEBBIME OCITKaMH
Rad51/Rad54 (Fasching et al., 2015). Ognako D-netiu,
chopmupoBaHHBIE OakTepHUaNTBEHBIM OenKkoM RecA, okazamich
PE3UCTEHTHBIMU K paspymenuto oenkom Top3. Ycranosie-
HO, YTO pacTeHus apadKI0IcHca, HeCyIIHe MyTaHTHBIE aJljie-
M top3a, TEMOHCTPUPYIOT yBenudeHue ot 1.5 mo 2.5 pasa
4acTOThl MeiioTnueckoil pekomOuHanmu (Séguéla-Arnaud et
al., 2015). BeposiTHO, B TPAaHCTEHHBIX PACTEHHSX TOMATa, IKC-
MPECCUPYIOIINX T€H recA, MOBBIIIEHNE YacTOThl MeHOTHYe-
CKOM PEKOMOMHAIIMN MOTJIO OBITH ClIe/ICTBHEM (hOPMUPOBAHUS
6axrepuanbHbIM O0e1KoM RecA D-nietens, KOTOpbIE HE MOTTIH
OBITH pa3pymeHs! 6eaxom TOP3a Tomara, 9To0 MPUBOIMIIO K
YBEIMUYCHUIO YaCTOTH PEKOMONHAIINH.

[TonbITKa MPUMEHEHHST JAHHOTO AKCIIEPUMEHTAJILHOTO TTO1-
X0J1a JUIsl YBEJIMYEHHsI KPOCCOBEPHBIX OOMEHOB MEXJy XpO-
MOCOMaMH pa3HbIX BUI0B TOMATOB ITOKa3aJla HEOTHO3HAYHBIH
pesynbrar (Komakhin et al., 2019). B vactHOCTH, HU B OTHOU
U3 TpeX KOMOMHAIMH CKPEIMBAHUS KyJIBTYPHOTO TOMATa, JKC-
MIPECCHUPYIOIIETO I'eH recA, U TUKOPACTYIINX BUI0B TOMATOB
S. cheesmaniae, S. pimpinellifolium u S. habrochaites ne oOHa-
PY>KEHO I0CTOBEPHOTO YBEJIMUEHHS YACTOTHI PEKOMONHALINHT
ME>K1y MapKepHBIMH TeHaMu XpoMocoMmsl 2. [Ipenmonaraert-
cs1, 4TO (PaKTOPOM, OTPAHUIMBAIOIIMM PEKOMOMHAIIIO MEXK-
JIy XpPOMOCOMaMH M3 Pa3HBIX BHJIOB, SBJISIETCS CHCTEMA MHC-
MATY-pernapanyy (mismatch repair), ycrpasoras onmmoouHo
cnapennbie ocHoBanus B JIHK na yuactke penapanuu 1P
(Chambers et al., 1996; Emmanuel et al., 2006; Strelnikova
et al., 2021). DTo TpeANOIIOKECHIE OCHOBAHO Ha TOM, YTO
Yy MEXBHJIOBBIX TMOPUIOB TOMAaTOB H3-32 MOBBILICHHOTO
yposHs nomuMopduzma JTHK mexay XxpomocoMaMu pa3HBIX
BUJIOB CJIEAYT OXHJaTh OOJee aKTUBHOE IPOTHUBOICHCTBHUE
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MHUCM3TY-penapalnuu MeHOTHYECKOMY KPOCCHHTOBEPY, YeM
Y MEXJIMHEHHBIX THOPUIOB KYJIBTYPHOTO TOMATA.

CTmynupoBaHMe MeNoTUYECKOro KpOCCMHIoBepa
Ha 3Tane KoppeKLnn HecnapeHHbIX OCHOBaHUN

Ha y4yacTKe penapaunn gsyuenovyeyHbiX
paspbisos [IHK

B xone MeloTHYECKOr0 KPOCCHHIOBEPA MEXTy TOMOJIOIMY-
HBIMH XPOMOCOMAaMH MOTYT JIOKaJIbHO BO3HUKATh YYaCTKH
rereponymiekcHoit JIHK, coneprkaiiue HeciapeHHbIE OCHOBA-
Hust. CHcTeMa MECMATY-penapaniy yCTpaHseT 3TH yJacTKH.

CucrteMa MHCMATY-penapanuyu — 3TO BBICOKOKOHCEpPBa-
TUBHBIA MyTh monaepkanus 1enoctHocty JIHK, kotopsriit
CYILECTBYET y BCEX OpraHu3MoB. IlepBblil 11ar 3Toro myTu
y 3yYKapHoOT — PacHo3HaBaHNE HECIIAPEHHBIX OCHOBAHWN —
OCYIIECTBIIAIOT TOMOJIOTH IIPOKAPHOTHYECKHX OesikoB MutS,
a umMeHHo 0enxr MSH. Y sykapHoT nx onucaHo BOCEMb — OT
MSHI1 no MSHS8; MSH7 BcTpedaercsi TONbKO Y pacTeHUH
(Culligan, Hays, 2000), a MSH8 — y tuna Euglenozoa (Sa-
chadyn, 2010). bexxun MSH pacno3naroT HecrapeHHBIE OC-
HOBAaHMS B Ka4eCTBE TeTepoarumMepoB. [ erepoaumep, 0003Ha-
yeHHbIH kKak MutSa (MSH2-MSHG6), BoccTaHaBiImBaeT He-
CrHIapeHHbIe OCHOBaHUS WK 1-2 HyKJIeoTHHbIE et (Ac-
harya et al., 1996; Genschel et al., 1998). I'erepoaumep MutSb
(MSH2-MSH3) pacniozHaet 6osee KpyITHbIe IEeTIIH, CoAepKa-
e 1o 14 aykaeotunos (Modrich, 1991; Marti et al., 2002).
YV pacrennii 00paszyercsi JONOTHUTENBHBIN TeTepOANMEPHBIN
KOMIIJIEKC, m3BecTHBIN kKak MutSc (MSH2-MSH?7) (Culligan,
Hays, 2000), KOTOpBIii HTpaeT poib B MEHOTHYECKOH PEKOM-
ounaruu (Lloyd et al., 2007). B meiio3ze cuctema MUCMITY-
penapaiuu crocoOHa paspymiars rerepoayruiekcuyio JIHK u
nmomaBATh kpoccuurosep (Cole et al., 2012b).

WnaxruBamms reHa MSH2 y MEXKBHIOBBIX THOPHIOB IPOK-
xKel S. cerevisiae X S. paradoxus yBenuausaet 10 5.5 pasza
YaCcTOTY PEKOMOWHAIINU MEKIYy TOMEOJIOTHYHBIMU XPOMO-
COMaMH ¥ TOBBIIIACT XU3HecrnocoOHocTh crop (Hunter et
al., 1996). V pacrenuii apabuoncuca HokayT rema MSH?2
(myTarwst msh2-1) yBennauBaeT MUKPOCATEIUTUTHYIO HECTa-
OMIIBHOCTH M COMaTHUYECKYIO PEKOMOWHALINIO, YTO YKa3bIBACT
Ha CHIKeHHE 3(D(PEeKTUBHOCTH CHCTEMBI MUCMATY-peTIapani
B kieTkax pactenuid (Leonard et al., 2003). B mpyrom uc-
CJIE/IOBAaHUM T10Ka3aHO, YTO MyTauusi msh2-1 yBenuuuBaeT
4acTOTy MeloTuueckoil pekomOunaruu Ha 40 % Mexmy
MapKepHBIMU TeHaMU (ITyOpPECIIEHTHBIX OEITKOB Ha N30T€HHOM
(hore apadbunorncuca (3xkotun Landsberg erecta) (Emmanuel
et al., 2006).

OTH pe3ynabTaThl MO3BOJWIA MPUMEHUTH CTPATErHIO IM0-
JIaBJICHUSI MUCMATY-perapanui ¢ MOMOLIbI0 HHIHOUpPOBa-
HUsI dKcnpeccun TeHoB MSH2 n MSH?7 s TOBBIIICHUS
YaCTOTHI KPOCCOBEPHBIX OOMEHOB y IPYTHX BUOB PACTEHHH.
B wacTHOCTH, y KyJIBTYpPHOTO TOMaTa TpeMsi He3aBUCHUMBIMHU
Hay4YHBIMHU IPYIIIaMHU B pa3HOE BpeMsl OBIIO BBIOJIHEHO WH-
ruOupoBaHue sKcrpeccuy reHoB MSH2 n MSH7 ¢ noMoIbio
PHK-untepdepentmn (RNAi) (Tam et al., 2011; Sarma et
al., 2018; Strelnikova et al., 2021) niu myTtem npuMeHEHUsI
JIOMMHAHTHO-HETaTHBHON KOHCTPYKIIH C TCHOM MyTaHTHOTO
oemka MSH2-DN2 u3 apabunorcuca (Tam et al., 2011).

Vcnonp3oBanne JOMHUHAHTHO-HETATUBHON KOHCTPYKINH
WM UHruOMpoBanue Tpanckpunra MSH7 ¢ nomorbio RNAi
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MO3BOJIMJIO HecyliecTBeHHO (Ha 17.8 %) moBBICUTH 4acTo-
Ty MEHOTHYECKON PEeKOMOWHAIIMU MEXIYy TOMEOJIOTaMH Y
KyJIBTYpHOTO TOMAara, T€TePO3UTOTHOTO MO0 XPOMOCOME 8§ M3
S. lycopersicoides Dunal (Tam et al., 2011). OqHOBpEeMeHHO
caitieHcuHT TpaHckpunra rena MSH2 ¢ nmomomisio RNAI
MMeJl BIpaKEHHbIE HEraTHBHBIE MOCIEACTBYS TSt )epTHIIh-
HOCTH pacteHuid Tomara (Sarma et al., 2018; Strelnikova et
al., 2021), 0COOCHHO TPH KCIOIB30BAHHH CHIBHOIO PACTH-
TEIBHOTO TIPOMOTOpa pro-SmAMP?2 17151 KOHTPOIIS HKCTIpec-
cun RNAi-xoucTpykun (Strelnikova et al., 2021). B mo-
CJICTHUX 3KCIIEPUMEHTAxX OBbIIO yOeANTEIBHO MTOKA3aHO, YTO
BeIcokod(ppextuBHas RNAi rena MSH2 npuBoanT k deHo-
TUIMYECKUM aHOMAJIMSM y PACTCHUH KYJIBTYpHOIO TOMara:
K 3aJIepKKe pOCTa U [[BETEHHsI U POPMHUPOBAHUIO PEIYLIHPO-
BaHHOTO KonmdecTBa ceMstH (Sarma et al., 2018; Strelnikova
etal., 2021). B Tex ciayuasx, korma RNAi rera MSH?2 nmena
YMEpEHHBIH XapakTep, pacTeHHs TOMaTa OKa3blBaJIUCh (ep-
THIILHBIMH, HO HUKAKOTO YBEITMYEHHS YaCTOTHI MEHOTHYECKOI
pexomOuHarmu He ooHapyxeHo (Tam et al., 2011; Strelnikova
etal., 2021).

Pesynbrarsl 1eMOHCTPUPYIOT, YTO Yy pacTeHMI ToMara, B
OTIIMYHE OT PaCTeHU apadbuorncuca, nonasinenne reaa MSH?2
¢ momotbio RNAI i yBeTHYeHHsT 9aCTOTH MEHOTHYECKOH
pEeKOMOVHAIINK MMEET CyIIeCTBEHHbIE orpaHnueHus. Bepo-
STHO, CYLIIECTBYET OIPEICIICHHbIH YPOBEHb IKCIIPECCHH I'eHa
MSH?2, xoTOpBIi ABISETCA KPUTHIECKUM JUISI 5KU3HECIIOCO0-
HOCTH pacTeHuil ToMata. Bo3smM0oXHO, 3TO CBA3aHO € T€M, YTO,
B OTNIMYHE OT pacTeHUH apabumoncuca, y Tomara red MSH?2
BBITOJIHSCT JAOMOJHUTEIBHYIO KICTOUHYIO (YHKIHUIO, He-
00X0MMYTO IS (PEPTHITBHOCTH PACTEHUH. DTO MOXKET OBITH
MPUYMHON TOTO, YTO CIIOHTAHHBIC MM MHIYLHPOBAaHHbBIE
MYTaHTBl msh2 10 CUX MOp He OBUIN OMHUCAHBI CPelu pas-
JIMYHBIX BUJOB TOMATOB.

Cremyer OTMETHTbh, YTO PENPECCHs] MUCMATU-penapanni
MMEET HEraTHBHOE BIMSHHE Ha CTaOMILHOCTH T€éHOMa U pe-
MIPOJYKTHBHBIE CBOWCTBAa MHOTHX JAPYIUX BHJIOB PacTEHHH,
kpoMe Tomara. OOHapyKEeHO, YTO HOKAyT-MyTalusi reHa
MSH?2 y pactenuii apabuorncuca yepe3 HeCKOJIBKO MOKOJIe-
HU MpUBeJIa K THTEHCUBHOMY HaKOIUIEHHIO Pa3HOOOPa3HBIX
MyTanuuii B reHoMe, YaCTHIHON oTepe (PepTUITLHOCTH 1 CHHU-
skeHunto komndectBa ceMstH (Leonard et al., 2003; Hoffman et
al., 2004). Emie B oHOM paboTe OBLIO IIOKa3aHO, YTO My TAIIUS
B reHe MLHI, KOTOPBIN TaKke SBISETCS YaCThIO CHCTEMBI
MHCM3TU-penapalyi, BbI3bIBACT MOSBICHUE PEIPOYKTHBHBIX
nedexToB y pacternit apadbunorncuca (Dion et al., 2007).

Wurnbuposanue sxcipeccnu reHa MSH2 ¢ moMOIIBIO TBYX
Pa3HBIX CTpaTeTHH IPUBOJUT K MHOTOYHCIICHHBIM (DEHOTHIIH-
YEeCKUM aHOMAJIMSIM M MUKPOCATEIUINTHOH HECTaOMIBHOCTH
y comaruueckux rudpuaoB kaprodens (Rakosy-Tican et al.,
2019). RNAi rena MSH7 y TpaHCTEHHBIX PACTCHUI STUMEHSI
(Hordeum vulgare L.) BbI3BIBaCT YMEHBIIICHHE KOJINYECTBA
ceMsH U xu3HecrocobHocTr meUIbIE (Lloyd et al., 2007).
VYV pacreHmii MIICHUIBI MyTarus msh7-3D Taxke CHIKACT
JKM3HECTIOCOOHOCTD MBUTBIIBI, HO HE BIUSIET Ha (PePTUIIBHOCTh
pacrtenwuii (Serra et al., 2018). B menom 3Tu pe3ysbTarhl Moj-
TBEPIK/IAIOT, YTO CTPATETrUsl CTUMYJIMPOBaHHS MEHOTHYECKON
PEKOMOMHANINY C TTIOMOIIBIO MOABICHNUS MUCMATY-perapa-
IIUH y Pa3HbIX BUJIOB PACTCHUI MOXET IIPUBOIUTH K HapyIIIe-
HUIO PENPOAYKTHBHBIX (DYHKIIHH.
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CTumynmnpoBaH/ne MenoTnyeckon pekombrHaumm
Ha 3Tane pa3pelweHna D-netenb

Kak yxe Obuto yrnomsiHyTo B paznene «CTHMYJIHMpOBaHUE
MEHOTHYECKOTO KPOCCHHTOBEPA Ha 3Tare CO3AaHUs IBYIie-
nodeyHbIX pazpbiBoB JJHK», y GonbIIMHCTBA DyKapHOT KOJIU-
yecTBo 1P 3HaunTEIbHO NPEBOCXOAUT KOJIUUECTBO KPOCCO-
BEpPOB. DTO MPEIONAracT, YTO CyIIECTBYIOT HETaTUBHO JCH-
CTBYIOIIME METa00INYECKNE MEXaHU3MBI, ITPEISTCTBYIOIINE
paspewenuto yactu AP o kpoccoBepHOMY IIyTH.

Br16op mexann3ma pemapanuu 1P B mons3y kpoccosep-
HOTO HWJI HEKPOCCOBEPHOTO MYTH NPOUCXOIUT HA PAHHHUX
sranax penaparmu J{L[P, korna onHonureroi JJHK-0enkoBbrii
(hrmmaMeHT MHBa3HpyeT B roMmoiornyHyio monekyry JJHK n
BEI3BIBaeT oOpasoBanue B Herd D-memm (Hunter, Kleckner,
2001; Bishop, Zickler, 2004; Bogdanov, Grishaeva, 2020).
D-netny, BO3HMKAIONIIME Ha 3Tare MOMCKA TOMOJIOTHU TPH
nomoru pekombunaz RADS1 u DMCI1, moryT ObITh Tipe-
00pa3oBaHbl pa3InYHBIMU META00IINUYECKUMHU Y TSIMH, [IPHU-
BOJSIIIUMH JTHOO K KPOCCOBEPAM MEKAY T'OMOJOTHYHBIMH
XpOMOCOMaMH, JINOO0 K HEPELMIIPOKHOMY OOMEHY (OTCYTCTBHE
KPOCCHHIOBEpa) MEXY HUMH.

B Hacrosimee BpeMst Hanbosee MOTHO OMMCAHbI JIBa ITyTH
pean3anuy KPOCCHHTOBEPA, KOTOPHIE BEAYT K IOSBICHUIO
KpoccoBepoB kiacca I winu kiacca Il (Gray, Cohen, 2016).
Kpoccosepsr kitacca I — mpogyKThl aKTHBHOCTH I'PYTIIIBI O€-
KOB, KOTOpBIC B COBOKYITHOCTH Ha3biBatoT ZMM (Zip1, Zip2,
Zip3, Zip4, Msh4 u Msh5, Mer3), craOuiin3upyroT mpoMexy-
TouHBIe D-TIeTITH, CII0cOOCTBYS 00pa30BaAHMIO TBOWHOM CTPYK-
typs! Xomuaes (Hunter, 2015). bexku MLH1 1 MLH3 B co-
yeranuu ¢ EXO1 criocoOCTByOT IpeoOpazoBaHUIO CTPYKTYPBI
Xomnuzest B kpoccoBeps! kinacca I (Ranjha et al., 2014).

Kpoccoseps! kinacca I pacripeiesieHbI BIOJIb XpOMOCOM He-
Cily4daiiHbIM 006pa30M, TOCKOJIBKY OHU CHHYKAIOT BEPOSITHOCTh
00pa3oBaHUsI CMEXHOTO KPOCCOBEpA B HEMOCPEICTBEHHOH
o6mmzoctn (Wang et al., 2015). Do sBiIEeHHE OOBIYHO Ha3bI-
BaroT uHTepdepeniueit. Kpome storo, D-nietu (B kayecTse
WHTEpPMEIraTa PEKOMOMHAITNI ) MOTYT OBITH TPE0OPa30BaHBI
CTPYKTYPHO-CHEIN(UUECKUMH SHIOHYKJICA3aMH, BKIIOUAs
dhepmert MUSS 1, npoxyuupyrommumu KpoccoBepsl kiiacea I1,
KOTOpBIE He TozBepraioTcs narepdepennnu (Berchowitz et
al., 2007; Wang, Copenhaver, 2018; Bogdanov, Grishaeva,
2020). Mi3BecTHBI JBOIHBIE MyTaHTBI apabKI0IICHCa [0 TeHaM
msh4 v mus8 1, KOHTPOIUPYIOIINM COOTBETCTBEHHO TTyTH [ 1 11
KPOCCHHIOBepa, KOTOpbIe, HECMOTPSI Ha 3TO, IEMOHCTPUPYIOT
ocrarounbie 5—10 % kpoccosepoB (Higgins et al., 2008).
OnHaKo MEXaHU3M, TEHEPUPYIOUINI 9TH OCTaTOYHBIE KPOC-
COBEPBI, HESICEH, BO3MOYKHO, OH aKTUBEH TOJIBKO TOT/IA, KOT/Ia
OoCHOBHBIE yTH KpoccuHrosepa I u Il Hapymens! (Osman et
al., 2011; Mercier et al., 2015; Lambing et al., 2017).

CyImecTByOT OpraHU3MBbl, y KOTOPBIX IPECTaBICH TOJIBKO
OJIMH U3 JIByX Ma)KOPHBIX ITyTeH (OpPMHPOBAHMSI KPOCCOBE-
poB. B wactHocTH, y Aemsuxcs apoxokeit (Schizosaccharo-
myces pombe Lindner) u y recueBoro rpu6ka (Aspergillus
nidulans P. Michel ex Haller) npencrasnen Tonbko nyTs 11,
HE ToABep KeHHbINH nHTepdepentmy. Hanpotus, y mouyBeHHOH
Hemaronsl (Caenorhabditis elegans Dougherty) n3Becten
TOJIBKO MHTep(hepupyommii myTh 1. Y pacreHuii oOHapyxe-
HBI 002 MyTH KPOCCHHTOBEPA, HO B PA3HOM COOTHOILICHUHU.
Hanpumep, y apabugoricuca u Tomara KpoccoBepsl Kiac-
ca I cocrapisror ot 70 1o 90 %, a ocranbHble — Kiacca 1l
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(Lhuissier et al., 2007; Higgins et al., 2008; Macaisne et al.,
2011; Anderson et al., 2014).

B nocnennee Bpems y apaduoncuca ¢ moMoIbio MOJIEKy-
JSIPHO-TEHETHYECKUX UCCIIEI0BaHUI 0OHAPYKUIIN OEIIKOBBIE
(hakTopHI, MeHCTByIOMME MPOTUB mpeodpasoBanus [IIP B
kpoccosepsl kiacca II: JIHK-renmnkaza FANCM (Fanconi
anemia complementation group M) (Crismani et al., 2012; Gi-
rard etal., 2014), FIGL1 (AAA-AT®a3a FIDGETIN-LIKE1)
(Fasching et al., 2015; Girard et al., 2015), xommexc BTR u3
JIHK-renuka3z RECQ4A u RECQ4B u toronzomepasst TOP3a
(Séguéla-Arnaud et al., 2015).

Panee B renome apabujorncuca Obur 0OHapy>KeH TeH
Atlg35530, myTalys B KOTOPOM MO3BOJISIET CYIPECCUPOBATH
MyTaIu zip4(s)l v msh5, acconmuupoOBaHHBIE C HAPYIICHHSI-
MH Meiiorndeckoro nenenus (Crismani et al., 2012). Okaza-
nock, uto re’ Atlg35530 xoqupyetr JJHK-renukasy, romoio-
THYHYIO Tennkase yenoBeka FANCM. V nposxoxeit oproioru
FANCM 1 ux xodakropsl 00pa3yroT KOHCEPBATHUBHBINA KOM-
IUIEKC, KOTOPBIA MIpaeT poiib B (POPMUPOBAHUU HEKPOCCO-
BEPHBIX MPOAYKTOB BO BpeMsl MeH03a MOCPEACTBOM pa3py-
menus D-nierens (Gari et al., 2008). Pactenust apabunoncuca
C MYTaHTHBIM I'€HOM fancm JEMOHCTPUPYIOT YBEJINYEHUE
4acTOTHI MEHOTHYECKON peKOMOHMHAINH OT 2 10 3.6 pa3a BO
BCEX BOCHMH N3YYEHHBIX YIACTKaX TeHOMA U HEOTIIMYNMBI OT
pacTeHuit AMKOTo THIIA IO POCTY U tiogoBuTocTH (Crismani
et al., 2012). JlomomHUTENBHBIE KPOCCOBEPHI HE 3aBUCST OT
ZMM-6enKoB 1 BO3HMKAIOT 110 Iyt MUSS81, XapakrepHoro
quist kinacca I (Crismani et al., 2012; Girard et al., 2014).

Taxum oOpa3oM, BHepBbIE MPOAEMOHCTPUPOBAHO, UTO
FANCM B pacTeHUsX SBISIETCS CUIIBHBIM HEraTHBHBIM pe-
IYJSTOPOM KpoccuHroBepa. OjiHaKo, Kak MOKa3aJu Iocie-
JYTOIIIIE MCCIENOBAHM, MyTalus fancm okaszanach 3(pdex-
THUBHA TOJILKO B MHOPEIHBIX JTMHUSX apaOHI0Icuca SKOTUIIOB
Columbia-0 mim Landsberg erecta; y ruopuioB KoMOMHaLIUK
Columbia-0 x Landsberg erecta MmyTanus fancm He TIOBBIIITAET
4acToTy MeoTnueckoi pekomounarmu (Girard et al., 2015).
Kpowme storo, myrauus fancm 3pGeKTHBHO BOCCTaHABIIMBA-
eT 0Opa3oBaHNe OMBAJICHTOB Y MyTAaHTOB Z/mm B HHOPEIHBIX
muausix Columbia-0, Landsberg erecta mmm Wassilewskija,
HO He y ruopuioB Columbia-0 x Landsberg erecta u Colum-
bia-0 x Wassilewskija.

[o3nuee y pactenuii apabunorncuca Obuta HACHTHOUIN-
poBana koHcepBaTtuBHasi AAA-AT®aza FIDGETIN-LIKE1
(FIGL1), xoTopas Taxke BBICTyIalla B KA9YeCTBE HETaTHBHO-
ro perymsitopa ¢popmuposanus kpoccoBepos (Girard et al.,
2015). U3BectHo, uto FIGL1 npuHaaiexxuT K moaceMencTBy
FIDGETIN wu yuacteyer B penaparu JJHK (Yuan, Chen,
2013). V apabunoncuca FIGL1, kak 1 FANCM (Crismani
et al., 2012), orpanuunBaeT 00pazoBaHHE KPOCCOBEPOB B
Macmrabax Bcero reaoma (Girard et al., 2015). B wactHoCTH,
Y OIMHOYHOTO MyTaHTa figl/-1 apabujorcuca 4acTora Melio-
THUYECKOM pEeKOMOMHAIIMKM BO3pacTaja B Ka)JIOM M3 LIECTH
TECTUPYEMBIX YYacCTKOB B cpefHeM Ha 72 % (B OJMHOYHBIX
MyTaHTax fancm-1 — B cpenHeM B TpH pasa (Crismani et al.,
2012)), npu 5TOM 3aMETHOE yBEIMYEHUE YaCTOThl PEKOMOU-
Halnuy ObUIO OTMEUEHO B JUCTAIBHBIX pPalloHaX XpOMOCOM.
[IlecTukparHOe BO3pacTaHKUE YaCTOTHl MEHOTHIECKOIH PEeKOM-
OuHalMU OOHAPYKEHO Y JABOMHBIX MyTaHTOB figll-1 fancm-1
apabujorncuca B CPaBHEHNHU C PACTCHUSIMH JUKOTO THIA B
IIECTH TECTUPOBAHHBIX YYACTKAaX 'E€HOMA IIPU COXPAaHEHUH
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MpOrpeccuu MEHOTHYECKOro AejieHus U wiogosuroctu (Gi-
rard et al., 2015).

[Tocnennue pe3ynbTarsl TOKa3bIBAIOT, 4TO P QEKT OT MyTa-
uuit figll-1 v fancm-1 NEMOHCTPUPYET CHHEPTH3M, CIICI0BA-
TENIbHO, OHU 3aTParuBat0T pa3Hble META0OINIECKUE Iy TH JIS
OTPaHUYCHUS KPOCCHHTOBEPA. YCTAHOBJIEHO TAKXKE, UYTO JIBE
mytanuu, figll u fancm, y ruopunos Columbia-0 x Lands-
berg erecta mMpUBOIAT K YBEIUICHUIO YaCTOTH MEHOTHIECKON
pexoMOMHAIMK B 2.5 pasza B YETHIPEX IPOTECTHPOBAHHBIX
y4acTKax 10 CPaBHEHHIO ¢ TMOpUAAMHU JHUKOTO THIA. DTO
OBLITO BEIIIIE, YEM Y KaKIOTO U3 MyTaHTOB, figl/l win fancm,
B otaeibHOCTH (1.8 11 1.2 paza COOTBETCTBEHHO), M TOATBEPXK-
JlaeT, uto figll v _fancm UMEroT MyJIBTUIUTUKATUBHBII (P derT
TaKXKe B THOPUIHOM F€HETHIECKOM OKPYKECHHH.

[Ipeamnonaraercs, uro y apadbunoncuca oemnox FIGL1 ne-
raTHBHO BJIMSET HA AMHAMUKY JIBYX KOHCEPBATHBHBIX PEKOM-
6mra3, DMCI u RADS1, mpoTuBoAeHCTBYSI HHBa3HH OTHO-
nernoyeynblx JJHK-KOHIIOB B TOMOJIOTHUHYIO XpOMOCOMY, U
TaKKM 00pa3oM MPEMITCTBYET B3aUMOICHCTBHIO MEK/Ty TOMO-
norngHbIMH XpomocoMamu (Girard et al., 2015). Mmerommecs
JTaHHBIC TO3BOJIIOT cAeiaTh BEIBOA, uto FIGL1 1 FANCM
MIPE/ICTABISIIOT COOOM JiBa MoCie[0BaTelIbHBIX 0apbepa Ipo-
THUB KPOCCHUHTOBEPA, MEPBBIH U3 KOTOPBIX OTPAHUYUBACT
nnBaszuto ueneit JIHK B romonoruunyto xpomocomy, a BTopoit
3a CYeT IeJINKAa3HOW aKTMBHOCTH PACIUIETAET MPOMEKYTOU-
uere crpykrypsl JHK, BozHukaromue npu popmMupoBaHun
D-nerimm (Girard et al., 2015). Dta Mozxenb moaIepKUBaeTCs
NPSMBIM JI0Ka3aTeIbCTBOM (PU3MYECKOTO B3aMMOJCHCTBUS
6emka FIGL1 gepe3 ero nomen FRBD c 6enxamn RADS1
n DMCI1 u yBenmuenunem ouaroB DMC1 y myranToB figll
apabunorncuca (Fernandes et al., 2018a).

Kommrekcer BTR (BLOOM-TOP3-RMI1-RMI2) y geno-
Beka 1 Sgs1-Top3-Rmil —y mOuKyrommxcst qpoxixKeit BHICOKO
KOHCEPBATHBHBI U UTPAIOT OCHOBHYIO POJIb B QOpMHUPOBAHUH
HEKPOCCOBEPHBIX MPOAYKTOB IIyTEM pPa3pelIeHUs] ABOWHOMN
CTPYKTYpHI XOJIHJIesI MM 3a CUeT paspymeHus D-metensb
(Fasching et al., 2015). B wacTHOCTH, BO BpeMsi peaKI[iu JIBE
CTPYKTYpPbI XOJIHES MUTPUPYIOT HABCTPEUY JApYyT APYTY C
nomornpto rexukazsl BLOOM/Sgsl. I'enepupyemast Takum
00pa3oM CTPYKTypa 3aTeM yaasieTcs ¢ HOMOIIbI0 TOMOU30-
mepassl TOP3o/Top3 u ee xopakropos (Berchowitz et al.,
2007; Higgins et al., 2008; Macaisne et al., 2011). Dot xe
KOMILIEKC OCJIKOB CIIOCOOCTBYET pacKpy4uBaHuio D-1ieresb,
B Pe3yJIbTaTe KOTOPOTO 00pa3yroTCst HCKIIOUNTEIbHO HEKPOC-
coBepHsIe poAyKTsI (Crismani et al., 2012; Girard et al., 2014;
Mercier et al., 2015).

Y apabuzorncuca B reHOME IIPEJICTABICHO TPH YIeHa KOM-
mrekca BTR: TOP3a u RMII B BuJe €IUHUYHBIX I€HOB, K
romoJior Sgs/ — B BUJIE ABYX MapajioruyHbIX reHoB, RECQ4A4
n RECQ4B (Séguéla-Arnaud et al., 2015, 2017). B mocnemaem
MCCIIEZIOBAaHNY BBISIBJICHO, YTO pacTeHMs apaOuiorncuca, He-
CyIIHe pa3Hble MyTaHTHBIE aJUIeTH fop3a, JEMOHCTPUPYIOT
YBEJIIMYCHHE YaCTOTHI MEHOTHYECKOH pekomOnHarmu oT 1.5
710 2.5 pa3a. JIBoiiHbIe MyTaHTHI recq4a recq4b apabunorncuca
MOKA3bIBAIOT YBEIMUCHHE YACTOThI MEHOTHYECKOW pEeKOMOU-
Harwy B 6.2 pa3a B CpaBHEHHWHU C PACTCHUSMH JHKOTO THIIA
(Séguéla-Arnaud et al., 2015). [IpuyeM yBenndeHne 4acTOTHI
MIPOUCXO/IMJIIO 32 CYET BOBHUKHOBEHHSI HE ITOJBEPIKEHHBIX HH-
tepdepeniun kpoccoBepos kinacca I1. D dexTs! oT MyTarmit
top3awn recqda recq4b 'y apabuorncruca ycuimBainch Ha hoHe
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MmyTauuu fancm. Tak, o CpaBHEHHIO C PACTEHUSIMU JAUKOTO
THIIA, 4aCTOTa MEHOTHYECKOH PEKOMONHALINY yBEITHMINBACT-
csi B cpeniHeM B 4.8 pasza y JBoWHOTO MyTaHTa top3o. fancm
u B 9 pa3 — y TpolHOro MyTaHTta recq4a recq4b fancm. Otu
Ppe3yabTaThl HO3BOJIMIIM ABTOPAM 3asBUTH O CYIIECTBOBAHUHT
KaKk MHHHMYM JIByX HE3aBHCHUMBIX IIyTeW JUIsi HETaTUBHOM
peryisiuy KpocCHHToBepa y apadbunorncuca. C TOYKH 3peHust
CEJICKIIMOHHBIX UCCIIEIOBAaHUIN OBIJIO Ba’KHO, YTO, HECMOTPS
Ha CYIIECTBEHHOE YBEIMUYCHHE PEKOMOWHAIMH, MYTaHTbI
top3o. fancm u recq4a recq4b fancm HOpPMalbHO POCIIH,
OBUIM MTOTHOCTHIO (EPTHIBHBIMU M HE JEMOHCTPHUPOBAIH
nedexToB MeroTnaeckoro aeneHus (Séguéla-Arnaud et al.,
2015, 2017).

J.B. Fernandes ¢ xomneramu (2018a) mokasamm, 4To mpu
00beMHEHNN B OJIHOM PACTEHHH apalujorcuca MyTalluH
recq4 n mytanuu figll 4actora KpOCCHHIOBEpa yBCINYH-
BaeTcs B 7.8 pas3a M TreHeTHdYecKas Kapra yjumHsercs ¢ 389
70 3037 cM. OOHapy»XeHO TaKXe, YTO YBEJIMUCHHE YhCIia
COOBITHI KPOCCHHTOBEPA MPOUCXOUT HEPABHOMEPHO BJIOJIb
XpOMOCOM M BO3pacTaeT OT LEHTPOMEpHI K Teromepe. Ha-
KOHeTI, )KeHCKasl peKOMOMHAIINSI OKa3aJ1ach BBIIIE MY>KCKOH B
JBoiHOM MyTaHTe recq4 figll (3200 npotus 2720 cM), xoTst
B PACTEHUSIX ANKOTO THIIA PEKOMOMHAIINS B MYKCKOM Mei03¢e
HaMHOTO BBINIE, 4eM B xkeHCcKoM (490 npotus 290 cM). Pe-
3yJBTaThl CBUJIETEIBCTBYIOT O TOM, YTO (paKTOPBI, JeIaloIIne
JKEHCKUH Mei03 MeHee PeKOMOMHOTEHHBIM, YeM MYIKCKOM
Mei03, He JIEHCTBYIOT B KOHTEKCTE 9TOr0 ABOMHOTO MyTaHTA.

[TpakTHUecKH OJHOBPEMEHHO C MCCIEIOBAHUSIMH POJIU
FANCM y pactenuii apabuornicuca Obljia peInpruHATa TI0-
IIBITKA TIOBBICUTH YacTOTY MEHOTHYECKOH PEeKOMOWHAINH Y
ero OJNM3KHUX POJCTBEHHUKOB CEJICKOXO3SIHCTBEHHOTO Ha-
3HAYEHUS: AUIUIONAHBIX PacTeHUU pemnsl (Brassica rapa L.)
1 TeTPAIIONTHBIX pacTeHnH parca (B. napus L.) (Blary et al.,
2018). B aroii paboTe 00HAPYKEHO, YTO MHUCCEHC-MYTAIIUs
braA.fancm-1 B rene BraA.FANCM pembl criocoOHa 4aCTHYHO
KOMIUTMMEHTHPOBATh MyTanuto braA.msh4-1 B melios-crienu-
¢uuHoM rene BraA.MSH4 peribl, KOTOpasi B CBOIO 04Yepe/b
YMEHBIIIAET YUCIIO OMBAJICHTOB B MeTaaze M MPUBOIUT K
TIOSIBJICHHIO YHHBAJICHTOB.

JBoiinble MyTaHThI penibl braA.fancm-1 brad.msh4-1 noxa-
3BIBAOT 3-KPAaTHOE YBEIMUCHNE YNCIIa KPOCCOBEPOB, PABHOE
YBEJIMYEHHIO, BBISIBICHHOMY paHee y apaduoncuca (Crisma-
nietal., 2012). Y MyTaHTOB pacTeHHi parica, HeCyIInX HOH-
CeHC-MyTanuio bnaA.fancm-1 B reHOME A 1 MIUCCEHC-MyTa-
uun bnaC.fancm-1 v bnaC.fancm-2 B reaome C, HabIrOMa-
Jock HebonbIoe yBenudeHnue (B 1.3 paza) 4acToThl MEHOTH-
YEeCKOH PEKOMONHALINH. ABTOPBI CBSI3BIBAIOT 3TOT PE3YIIBTAT C
OCTaTOYHOHN aKTUBHOCTBIO MyTaHTHBIX BapuaHtoB FANCM u3
renoMa C y TeTpanaouaHbIX pacTeHui panca (reaom AACC)
(Blary et al., 2018).

Bnmsiaue ¢paxropoB FANCM, RECQ4 n FIGL1 na wactory
MEHOTHYECKOH PEeKOMOMHAIINM HCCIIEA0BAHO TaKKe y Bax-
HBIX CEJIBbCKOXO3SHCTBEHHBIX KYIBTYp: pHca, ropoxa (Pisum
sativum L.) m xynerypHOTro ToMara (Mieulet et al., 2018).
MyTanuu reHOB-OpPTOJIOTOB recq4 yBEIWYMBAIOT YaCTOTY
MeHoTHYecKoil pekomOuHanmu ot 2.7 mo 3.7 pasa y Bcex
W3yYCHHBIX BHJOB pacTeHWi. MyTaluu reHOB-OPTOJIIOTOB
fancm cnabo yBeNnn4MBAaIOT YaCTOTY MEHOTHYECKON PEKOMOH-
Harwu — oT 1.6 1o 2.3 pasa y ropoxa u puca, HO HEe y TOMaTa,
y KOTOpOoro He oOHapykeHo m3MeHeHui. [lokaszaHo, 4To y
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canara (Lactuca sativa L.) HokayT optonora reHa FANCM ¢
momonrsio CRISPR/Cas9-reHoMHOTO pegakTHpOBaHUS MIPH-
BOJMT K CHIDKCHHIO JKH3HECTIOCOOHOCTH TBIIBIEI M YMEHB-
menuto konmuecrsa cemsH (Li et al.,, 2021). YV myranToB
Jfancm canara B 78 % meiionnToB B MeTadase | BIBISIOTCS
YHHUBAJIEHTBI. DTH Pe3yabTaThl 1eMOHCTPUPYIOT, uTo FANCM
B PacTEHHUSIX cajiara, B OTIIMYUE OT PacTeHH apabuIoncuca,
BEPOSITHO, UMEET JOTOITHUTENbHYI0 (DYHKIIHIO B Meio3e.
[TprmedarTenbHO, YTO TOMO3UTOTHBIN HOKAYT OpTOJIOTOB figl/
Yy pacTeHuil Tomara, ropoxa 1 pyuca BbI3bIBAET CTEPUIBLHOCTh
(Zhang et al., 2017; Mieulet et al., 2018).

Takum oOpasom, MyTanus recq4 yBEIUUMUBAECT YaCTOTY
KPOCCHHIOBEpa MPHUMEPHO B 3 pa3za BO BCEX M3YyUEHHBIX
CEJIbCKOXO3SIICTBEHHBIX KyIbTypax (puc, TOPOX M TOMAT),
MI03TOMY MaHMITyIupoBaHue reHoM REC(Q4 MOXeT ObITh
YHUBEPCAJIbHBIM HHCTPYMEHTOM JUISl YBEJIMUEHUS MEHOTHYC-
CKOH pekoMOmMHaIMN y pacTeHnid. OTHAKO MPEICTaBICHHBIC
Ppe3ybTaThl TAK)KE CBUAETEILCTBYIOT O TOM, YTO MEHOTHYe-
ckue 3ddexThI, 0OHapyKEHHBIE Y MOJICIBHOTO 00BEKTa, HE
BCET/Ia BOCTIPOM3BOATCA y CENbCKOXO3SHCTBEHHBIX KYJIBTYP.

[TokazaHo, 4TO Ha YACTOTY HHTEPPEPHUPYIOUINX KPOCCOBE-
poB kiacca [ y apabuoncrca MOXXHO MOBJIUATH IPH TTOMOIIA
cBepxakcnpeccun reHa HEI10 (ananor Human Enhancer of
Invasion 10), xomupyromiero meio3-creruduanyro E3 nurasy,
aCCOLMHUPOBAHHYIO C KOJMYECTBEHHOW BapuallMe 4acTOThl
KPOCCHHTOBEpa MEXIy SKoTuamu apadumoncuca (Ziolkow-
ski et al., 2017). B gacTHOCTH, 9acTOTa MEHOTHIECKOU pe-
KOMOMHAIIMH Y TPAHCTE€HHBIX PacTeHHi apabuorcuca 000ux
sxotunoB, Columbia-0 n Landsberg erecta, mnmm nx rubpuma
Columbia-0 x Landsberg erecta 1ocToBepHO yBEIUUMBACTCS
U TIOKa3bIBACT MOJIOKUTEIBHYIO KOPPEIISIIHUIO C YPOBHEM KC-
npeccuu Tpancrena HEII(. Tlomynanus TpaHCTEHHBIX pac-
TeHui Ha ocHOBe 3KkoTuma Columbia-0 co cBepxIKCTIpeccueit
rena HEI1( coneprxana 6osee 4yem B 2 pasza 00JbIIie Kpocco-
BEPOB, YTO OBLIIO BBISIBIICHO IIPH UCTIOIb30BAHIH MapKepa AJIst
KpoccoBepos kiacca [ —6enka MLH1. OnHoBpemenHoe yBe-
JuueHue yncna xonuit rena HEI10 v HokayT reHoB RECQ4A
u RECQ4B y apabuoricuca MpUBOIAT K 5-KPaTHOMY TOBBI-
IIEHUIO MEHOTHYEeCKOH PEKOMOMHAIMY B TUIEYaX XPOMOCOM
u K 1.5-KpaTHOMY — B IPUIIEHTPOMEPHOM T'€TePOXPOMATHHE
(Serraetal., 2018). Takum 06pa3om, KOMOMHIPOBAHHE CBEPX-
skcnpeccuu rena HEI] () npy nogaBIeHUH KCIPECCUN TEHOB
RECQ4A4 u RECQ4B BuepBbIe MO3BOJIMIO OJHOBPEMEHHO
YBEJIMUYUTh KOJIMUYECTBO KpoccoBepoB kiaccos [ u I1.

3aknioyeHune

3a moceHNe ABa JECSATHIICTHS BBITOIHEHBI MHOTOYHCIICH-
HBIC UCCIICIIOBAHMUS, TIO3BOIUBIIAE OOHAPYKHUTH KITFOUCBBIC
ANIEMEHTHI KOHTPOJIS MEHOTHYECKOro KPOCCHHIOBEpa, KOTO-
pBIe MOTYT OBITH MCTIONB30BAHBI /IS TIOBBIIICHAS YaCTOTHI
KPOCCOBEPHBIX OOMEHOB U IepepactpeeIeHuUs UX TO3HIINH
1o JuinHe XxpomocoMm. Hanboiiee mepcrnekTHBHBIMH OKa3a-
JIUCHh SKCIEPUMEHTHI 110 CBEPXIKCIIPECCHH TeHA-DHXaHCEpa
KkpoccuHroepa HEII() v nHAKTUBAILMK T€HOB-PENPECCOPOB
kpoccunrosepa FANCM, RECQ4 u FIGLI y pactenuii apa-
6unoncuca. KoMOmHIpOBaHUE 3TUX IKCIEPHUMEHTAIBHBIX
MOJIXOA0B MO3BOJWIO CYUIECTBEHHO MOBBICUTH YAaCTOTY U
pacnpenenenue KpoccoBepoB kiaccoB | u II. Pesynbrarsi,
MOJy9YeHHBIC Ha apaOuaoncuce, OTKPBUIA BO3MOYKHOCTB Ma-
HUNYJISIHAA TIPOLECCOM MEHOTHUYSCKOW PEKOMOWHAIINU Ha

MOJEKYNAPHAA N KNETOYHAA BUONOINA / MOLECULAR AND CELL BIOLOGY
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KoHTponb menoTnyeckoro KpoCCMHroBepa
B CeneKkummn pacteHnin

CeJbCKOXO35HICTBEHHBIX BUIaX pacTeHU. OHAKO pe3ynbTa-
TBI, HOJTyYCHHBIE HA MOJICTbHOM 00BEKTE, HE BCET/Ia BOCIPO-
M3BOISITCS HA CEITLCKOX035HCTBEHHBIX KyIbTypax. OueBHIHO,
4qTo HCOGXOHI/IMI)I JONOJIHUTCIIbHBIC YCUIIUA U1 PACKPBITUA
ocobeHHoCcTeH ()yHKIIMOHUPOBAHSI OPTOJIOTOB STHX F'CHOB B
Pa3INYHBIX PACTUTEIBHBIX TEHOMAX.
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