Ha IIpaBax PyKOIMUCH

N

bproxun Biaagumup bopucosuy

MOJIEKYJSIPHO-TEHETUYECKHUE ACIHEKTBI ITIOJIOBOI'O
PASMHOXEHUS U ATTIOMUKCHUCA Y TIOKPBITOCEMEHHBIX
PACTEHUM

CrnenmanbHocTts 1.5.3. — MonekynspHast OMOTIOTHs

ABTopedepar
JIUCCEPTALMU Ha COUCKAHUE YUYECHOU CTEIICHU

JIOKTOpa OMOJOTUYECKUX HAYK

Cankr-IlerepOypr
2023



PaboTa BrimonHeHa B nabopaTopuu 3MOPHOJIOTMH U PENpONyKTHBHOW Ouosorun PenepaibHOTO

rocyaapCTBCHHOTO 6}02[)K€THOI‘O YUPCKACHUA HAYKH Boraandeckoro HWHCTUTYTAa HWMCHU B. JL

Komaposa Poccuiickoit akagemun nayk (BUH PAH), Cankt-IlerepOypr

HayuHblif KOHCYIBTAHT:

O(l)I/IL[I/IaJ'H:HBIC OIIIIOHCHTHI:

Benymas opranuzanusi:

PrickoB Agekceit IlerpoBuu, uwieH-koppecnionneHT PAH,
npoeccop, 1.0.H., 3aBeyrOIIni 1a00paTOpUeH OpraHu3aiuu
reHoMa @DenepanbHOTO0 TOCYJAapCTBEHHOTO  OIOMKETHOTO

yuapexxaeHus Hayku MacruryTa Ouonoruu rena PAH, Mocksa

CoxosioB BukTop AmnapeeBu4, 1.0.H., 3aBeAYIONIHIA
nmaboparopuedi  IUTOJOTMM W  allOMUKCUCA  PacTeHUH
denepanbHOro roCyAapCTBEHHOTO OI0KETHOTO YUPEKACHUS
Hayku MHCTHTYTa MONEKYIISPHON U KieTouHo# ononorun CO
PAH, HoBocubupck

JabkoHUH JleB AJleKCaHAPOBHUY, JTOKTOP OHOIOTHYECKHX
HaYK TJIaBHBIM HaY4HBIH COTPYIHUK OTHAENa OMOTEXHOJIOTHH
denepalbHOTO TOCYNAPCTBEHHOTO OIOJKETHOTO HAayYHOTO
yupexaenus «degepanbHOro arpapHoro HaydyHOTro IIEHTpa

IOro-Boctoka», CapaTos

Kamun Agexkcanap CremanoBu4, 1.0.H., npodeccop
kadeapel TeHeTuku, DemepasbHOrO TroCyIapCTBEHHOTO
OFOJKETHOTO  00pa30BATENILHOTO  YUPESKICHUS — BBICIIETO
o0OpazoBaHus «CapaToBCKOTO HAIIMOHAJILHOTO
HCCIIEIOBATENBCKOTO  TOCYJAapCTBEHHOTO  YHHBEPCHTETA

nmenu H. I'. YepHeiesckoro», Capatos

denepanbHOe TOCYIapCTBEHHOE OIOMXKETHOE YUpEkKIACHUE
Haykd WHCTUTYT MoOJeKynspHOH Ouonorumu umeHu B. A.
Ourensrapara Poccuiickoit akanemun nHayk (UMb PAH),

Mocksa

3ammra aucceprauuu cocroutcs «24» supaps 2024 r. B «10.00» yacoB Ha 3acegaHUu

HuccepranuonHoro cosera 24.1.218.01 npu Ydumckom denepaabHOM HCCIEI0BATEIHCKOM

uentpe Poccuiickoii akagemun Hayk o agpecy: 450054, r. Yda, np. Oxts16ps, 71, koHbepeHi-

3as1 UBI" YOULL PAH (xom. Ne 406). C auccepranueit MOXHO 03HAaKOMUThCA Ha caiitax BAK

P® (https://vak.minobrnauki.gov.ru) u YOUL] PAH (http://ufaras.ru). ABropecdepar pasocian

«15» oxTs6ps 2023 r.

Y4eHbIll ceKkpeTaph auccepTaiioHHOro coBeTa 24.1.218.01 mokTop OMONOTMYECKUX HAYK,

noueHT I'ynpHa3 @apuroBHa KopbiTuHa



OBLIASA XAPAKTEPUCTHUKA PABOTbBI

AKTYaJIbHOCTH W Pa3paboOTaAaHHOCTh TeMbl uccjenoBanus. OmHONU u3 0a30BBIX
KOHIIEMIUN O0IIeH U SBONTIOIMOHHON OMOJIOTHH SBIISIETCS MPEICTABICHUE O TOM, YTO
BCE€ JKMBBIE OPraHU3MBbI MPOUCXOMST OT PaHEE CYLIECTBOBABIIMX OPraHU3MOB. Takum
o0pa3oM, pa3MHOKEHHE SBIISICTCS HEOOXOIUMBIM YCIIOBHEM OHTOTEHE3a U (PUIIOTeHe3a
KUBBIX CYIIECTB, a CJIeJOBATEIbHO, U UX 3BOJIONNHU. B mpoliiecce nmocienneit BuICIIne
pacTeHuss TpUOOpeNM PN  YHUBEPCAIbHBIX  CTPATETHWil,  CIIOCOOCTBYIOIINX
PENPOAYKTUBHOMY YCIEXy. Y TOKPBITOCEMEHHBIX PACTCHUN KU3HEHHBIA LMK
MIpPe/ICTaBIsIeT OO0 YepeoBaHuE ABYX TeTepOMOP(HBIX MOKOJECHUH, AUILIONTHOTO
cnopouta u ramaouaHoro rameroduta. B oTnMume OT KHUBOTHBIX OPraHU3MOB
TeHEPATUBHBIC JIMHUHM IBETKOBBIX PACTEHU He 00pa3yloT HAMpsMYyH0 KEHCKHE U
MY>KCKHE TaMeThI (TIOJIOBBIE KIIETKH). BMecTo 3TOro comaTudeckue KJIeTKH criopodura
COBEpIIAIOT J1Ba JEJCHUs MeiHo3a, MPOAYKTaMHU KOTOPOTrO SIBIISIOTCSA TarlJIOUJHBIC
MaTE€pUHCKHUE CIIOPOBBIE KIETKU, U3 KOTOPBIX B MPOIECCE TaMETOreHe3a OpMUPYIOTCS
MHOTOKJIETOUHbIE TaMETO(QUTHI, MKEHCKUWA (3apOMBIIIEBBIA MEIIOK) M MY’KCKOU
(TBUIBLIA), B CTICIIMATM3UPOBAHHBIX T€HEPATUBHBIX OpPraHax, CeMsI3a4aTKe U MbUIbHUKE
COOTBETCTBEHHO (puc. 1). 3aponblIeBbIi MEMIOK COAEPKUT KEHCKUE TaMeThI,
SUIIEKJIETKY W IEHTPAThHYIO KJIETKY, TOT/Ia KaK IMbUIbIA BKIIOUAET B ce0sI MYXKCKUE
rametsl, cnepmun (I'epacumoBa-HaBammna, 1957; Ilonnyonas-ApHonbnu, 1976;
Brukhin, Morozova, 2011; Schmidt et al., 2015; bproxun, 2017; Brukhin et al., 2019).
[Ipu mosoBOM pa3sMHOXKEHUH, B PE3yibTaTe ABOMHOTO OIUIOJOTBOPEHUS MPOUCXOAUT
CIIMSIHUE OJJTHOTO CIIEPMUS C SIMLEKIIETKOM, @ BTOPOTO C LIEHTPAIBHOM KJIIETKOH, YTO AAE€T
HAYaJIo JUILTIONIHOMY 3apOJIBIITy (HOBOMY IMOKOJICHHUIO CIOPOPUTA) U TPUTUIOUTHOMY
’HAOCIEpMY (TEPMHUHAJIBHOM NUTATENbHOM TKaHW Uil 3apojsima). Kpome Toro,
SHJOCIEPM OUYE€Hb BaXXEH C HKOHOMUYECKOW TOYKH 3pPEHHUS, TOCKOJIBbKY OH
MPEJICTABIsIET OCHOBHOM KOMIIOHEHT MAacChl OOJIBIIMHCTBA 3E€PHOBBIX KYIBTYP,
o0ecreynBaroNuX MUTAHUEM U YHEPTUEH YeIOBeKa U )KUBOTHBIX.

[Tomumo TOMIOBOTO B TPHUPOJE JIOBOJBHO PACHpPOCTPAHEHO Oecmoiioe
Pa3MHOXKEHHE, IPU KOTOPOM HE MPOUCXOJIUT MEM03 U OTCYTCTBYET OIIOJOTBOPEHHE —
BEreTaTUBHOE PA3MHOXKEHHUE U anlOMUKCHUC. [Ipu BereTaTUBHOM pa3MHOXEHUU HOBBIE
pacTteHus o0pa3yroTcs 6e3 GopMUPOBaHHS TAMET M CEMSIH, TOTJa KaK MPH allOMUKCHCE
o0pa3yloTcsi ceMeHa, colepiKamue OSCTONbIA 3apObIll, TeHETUYECKU WICHTUYHBIN
MaTepuHcKoMy pactenuto (Xoxios, 1946; 1970; Ilerpos, 1964; 1976; 1988; Conniiena,
1970; Nogler, 1984; Asker, Jerling, 1992; Naumova et al., 2001; Grossniklaus, 2001;
Bicknell, Koltunow, 2004; Van Dijk, 2009; Kotani et al., 2014; bproxun, 2017; Brukhin



et al., 2019). AnoMuKcuc AOBOJIBHO PacHpOCTpaHEH B MPHUPOJE, OH BCTPEUACTCS Y
OOJIBIIOr0 KOJMYECTBA BUAOB PACTEHMi, MpUHAIIEKAMX MpUMEpHO K 148 pomam
(Hojsgaard et al., 2014). IIpu 5TOM OH mpakTH4ecKu He OOHAPYXEH B KYJIbTYPHBIX
pactenusix. I[lomoBoe pasmHOXeHHE oOecrednBaeT maTepuain s (HOpPMHUPOBAHUS
TeHETHYeCKH W (EHOTHIIMYECKH W3MEHYMBOIO TMOTOMCTBA, YTO CIIOCOOCTBYET
aJanTanui OPraHW3MOB K M3MEHSIOMUMCS YCJIOBHUSM OKPYXKAIOMIEH Ccpeapl |
MO3BOJISIET  CENIEKIIMOHEPAM BBIBOJUThL HOBBIE COpPTa KYJIBTYPHBIX PACTCHHI.
ATIOMUKCHC K€ HanpoTUB (OPMHPYET KIOHATHHOE IMOTOMCTBO, TE€HETUYECKU
UJCHTUYHOE MaTePUHCKOMY PACTEHUIO, TEM CaMbIM MTO3BOJISIET (PUKCUPOBATH CIIOKHBIC
TCHOTHUIIBI, W COXPAHATh KOMIUIEKCHI IIEHHBIX MNPUOOPETCHHBIX TIPU3HAKOB B
HeorpannueHHoM psigy nokonenuit (Haammn, 1933; Kapneuenko, 1935; Xoxios,
1946; 1970; Iletpos, 1964; 1976; 1988; Connuena, 1970; Nogler, 1984; Asker, Jerling,
1992; Naumova, 1993; bareiruna, 1999; Naumova et al., 2001; Koltunow et al., 1995;
Grossniklaus et al., 2002; Schmidt et al., 2015; bproxun, 2017 u ap.). B mocnennue
JECATWICTUS MCCIICIOBAaHUS TMOJIOBOTO U AllOMUKTHYECKOTO Pa3MHOKEHHUS PacTEHUUN
MPUBJICKAET OONBIIOE BHUMAHWE YYEHBIX BO BceM Mupe. Takoil MHTEpeC BBI3BAH
CIIeMyIONIMMH TpuunHaMu: 1) mepexox cmopodura K TeHepaTuBHOW (aze u
MEPEKITIOYCHIE MPOTPAMM PAa3BUTHS €0 COMATHYECKUX KIIETOK HA PEMpPOAYKTHBHBIN
MyTh SIBJISIETCS. BAXKHBIM COOBITHEM XU3HEHHOTO IMKIJIA pPACTeHHM; 2) MOHUMaHUE
TeHETHYECKUX U MOJICKYJISIPHBIX MEXaHW3MOB PETYJISIUU MOJOBOTO PA3MHOXEHUS U
allOMHUKCUCA Ba)XKHEWIIee YCIOBHE (PEHOTUIIMYECKOTO YIyUIIeHUS YpoxKas |
KOHTPOJIMPYEMOTI'O YIPABJIICHUSI CEMEHHOM PENpPOAYKIUEN PACTEHUM B arpo CEKTOpe
(Kammun, 1993; Koltunow et al., 1995; Vielle-Calzada et al., 1996; Grossniklaus et al.,
2002; Spillane et al., 2004; Schmidt et al., 2015; bproxun, 2017; Elkonin et al., 2018;
CoxkonoB, Ao6apipaxmanoBa, 2019; Brukhin, Baskar, 2019; bproxun, AHapyceHKO,
2021); 3) uHXEeHepUs ANOMHMKTHYECKUX KYJbTyp HMEET OOJbLIOW MOTEHIHAI U
SKOHOMHYECKYIO IIEHHOCTh I pPacTeHHWEBOJACTBA. BHenpeHue amoMukcuca B
KyJIbTYPHBIC PACTCHHsSI U MCIIOJIb30BAHUE €T0 CBOWCTB CIIOCOOCTBYET 3HAUUTEIHHOMY
POCTY CEIbCKOXO3SHUCTBEHHOTO TPOU3BOJICTBA, YTO MOXKET CTaTh MPEIBECTHUKOM
BTOpOH «3eneHor peBomonum» (Savidan, Dujardin,1992; bproxun, 2017) wim, kax
Ha3Ban ee Buemne Kanbcama ¢ coaBropamu, k «acekcyanbHOM peomouun» (Vielle
Calzada et al., 1996).

HecMoTpss Ha  MHOTOJETHHE  HCCIEAOBAHHS  BOMPOCOB  MOJEKYJISPHO-
TeHETHUECKON PETYJISIIIAH ITOJIOBOTO U OECTIONIOT0 CEMEHHOTO PAa3MHOKEHUS pacTeHUN
B Pa3HbBIX JJA0OPATOPHSIX MHPA, IO CHX ITOP MHOTHE KIIFOUEBBIE BOIIPOCH OCTAIOTCS HE

BBISICHCHHBIMH. B YaCTHOCTH, 3HAUCHUC JACTpadalii CUTHAJIbHBIX OCJIKOB KJIETOYHOI'O



[UKJIa W TEHOB YOMKBUTHH-TIPOTEACOMHOTO IyTH, @ TaKXe POJIb SK30COMBI U €€
CyObEenuHUI] JJIs1 Pa3BUTHUA 3apOJBIINIEBOTO MeEMIKa U dSMOpuoreHesa Obuin
MaJOM3BEeCTHBIM ToJieM. Jlameko He 10 KOHIIA W3YYEHbl TeHBI, YJYacTBYIOUIHE B
(dbopMUpOBaHUH KEHCKOTO TaMeToduTa, U uX QpyHkuuu. [IpakTuyecku oTCyTCTBOBAIN
CpaBHUTEIIbHBIE TIOJIHOT€HOMHBIE HCCIEIOBAaHUS TIOJOBBIX W ANOMUKTHYECKUX
pacTteHuil. OTU U ApyTUe BOMPOCH! PENPOIYKIIUN OBLIH UCCIIEAOBAaHBI B pedepupyeMoit
JHCCepTaLnu.

Heabo ucciaenoBanust ObLJIO U3yUeHUE MOJICKYIISIPHO-TEHETUYECKIX aCTIEKTOB
pEeryisiliud  TIOJIOBOTO ¥ allOMHUKTHYECKOTO PAa3MHOXKEHHS IOKPBHITOCEMEHHBIX
pacTeHuit C UCMOIB30BAHUEM MTOJIHOT€HOMHBIX TEXHOJIOTUH.

Hcxonst U3 mocTaBneHHOH 11e/Ti ObUTM HaMEUEeHBI CIICAYIONINE 3a1a4u:
1. C nomMo1po cUCTEMBI TPACHIIO30HOB Ac U Ds U MOCIEAYIOLIETO ABYXCTYIIEHUYAaTOTO
CKPHHMHTA TOJyYUTh MYTaHTHbIE JIMHMM apabuaomncuca C  HapylUIeHHEM
(dbopMUpOBaHUS JKEHCKOTO TaMeTopuTa U SMOpUOreHe3a, OCYLIECTBHTH aHalu3
MOJTyYEHHBIX MyTaHTOB, BBISIBUTH HAPYIICHHBIC TE€HBI.
2. VI3yunTh BAUSIHUE T€HOB YOMKBUTHHOBOTO MetabonusMa RPNla, RPN1b, CUL3a,
CUL3b n xommnekca yimrazsl E3 CUL4-DDB1 Ha pa3Butue xeHCKoro rameropura u
AMOpHOTEHE3 pacTEHUH Ha MOJENbHOM pacteHuu Arabidopsis thaliana.
3. MUccnenmoBarp 3HaueHne (QyHKIUU OHK30COM s (OPMUPOBAHUS IKEHCKOTO
rameTo(ura, sSMOpUOTreHe3a U pa3BUTHSI IPOPOCTKOB apadUIoIICHCa.
4. N3yuntp u oxapaktepuszoBarb reHbl APOLLO w CENH3, accouuupoBaHHbBIE C
arlOMUKCHCOM, Yy TIOJIOBBIX M allOMUKTHYECKUX BHIIOB Boechera.
5. OcymecTBUTh COOPKY M MPOU3BECTU CPABHUTEIBHBINA aHAIN3 TEHOMOB IMOJIOBBIX U
arlOMUKTUYECKHX pacTeHud u3 poja Boechera kak pecypca Aisi HCCIEIOBAHUSA
arlOMHUKCHCA.
6. [Ipoananu3upoBaTh CyIIECTBYIOIINE JaHHBIE O POJIHU AMUTCHETUYECKUX U3MEHEHHUN
U Pa3MHOXKEHUH U PAa3BUTUU PACTECHUI.

Hayunasi HoBM3Ha paGoThl 3aKJII0YACTCS B KOMIUIEKCHOM TOJXO0/I€ K U3yUEHUIO
0a30BbIX ATANOB PA3MHOXKEHUS PACTCHHUI — MeH03a, TaMeTOreHe3a, OIUI0I0TBOPEHHS U
AMOpHOTreHe3a, C UCTIOIb30BAaHUEM MOP(OJIOTHUECKUX, MOJCKYIIPHO-TEHETHUECKUX,
[UTOT€HETUYECKIX U TEHOMHBIX METOOB U MOJIXO0/I0B.

1. C momomp0 MHCEPIMOHHOTO MyTareHe3a OBUTM INPOU3BEACHBI 0Oojee IBYX C
MOJIOBUHOM THICAY MYTaHTHBIX JUHUN MOJAENbHOTO pactenust Arabidopsis thaliana, a
TaKkKe WACHTU(QUIMPOBAHBl W MPOAHAIU3HPOBAHBI MYTAHTHI C HOKAayTOM TEHOB,
BIIMSIIOIIMX HA pa3BUTHE ramMeTo(uToB U dMOpuoreHes. [IpoananusupoBana GyHKIHS

HApYIICHHBIX T€HOB M (PEHOTHUN IIECTH MYTalUH, aCCOLUMUPOBAHHBIX C Pa3BUTHEM



KEHCKOTO TramMeTo(uTa, H30JUPOBAHHBIX U3 MOJYYEHHOM KOJUIEKIIMM MYTaHTOB
(Brukhin et al., 2011).

2. OOHapyXeHO, YTO TpPU OCTAHOBKE pAa3BUTHS TaMeTO(pUTa COOTBETCTBYIOLIHE
MyTalMK 3aTParuBaroT MHOTHE BaXKHbIE IIPOLIECCHI B KJIETKE, a TAKXKE, YTO 3TH MyTallUU
4acTO acCCOLMHMPYIOTCS C XPOMOCOMHBIMM I€pecTpoiMKaMmu. BbIABIEHHbIE MyTaluu
BIIMSIFOT KaK Ha MYXCKHE, TaK M Ha KEHCKHE TaMeTO(PHUTHI, TO €CTh MOTHOCTHIO CEKC-
cnenuuyHbie raMeTO(QUTHBIE MyTaIlH BCTPEYAIOTCS PENIKO, YTO BIIOJHE OXKUIAAEMO,
MOCKOJIbKY MHOTHE MPOIECCHl BO BpeMsl TaIuIONIHOW (a3bl mpu (HOpMUPOBAHUH
MY>KCKOTO U JKEHCKOTO TaMeTO(PHUTOB CXOTHBI M HEOOXOAUMA SKCIIPECCHUS MHOKECTBA
redoB (Brukhin et al., 2011).

3. IMomumo 3urormueckoro smoOpuosietadbHoro (penoruna, y Arabidopsis thaliana
HaMH 0OHapYKEHO YeThIpe Ki1acca HanOoJiee YaCcTO BCTPEYAeMbIX Je(PEKTOB KEHCKOTO
raMeTo(uTa, BHIJCICHHBIX COTJIACHO CIEHAPUIO OCTAaHOBKH ero pa3Butus (Brukhin et
al., 2005a): MUTOTHMYECKHii, KapUOTaMHBIH, JETCHEPATHBHBIH U MaTEPUHCKOTO
rameroputHoro sddexra, Beaymero k aboptuBHOCTH cemsH. Hecmotps Ha
npeobIa aony0 CTaHui0 OCTAHOBKH DPAa3BUTHS, JKcIpeccus (eHoThrna y Beex
MYTaHTOB 0OHapy>kuBana BapuadenpHocTh (Brukhin et al., 2011).

4. TIloaTBepkIeHO, YTO YOMKBUTHH-IIPOTEACOMHBI METaOONMYECKUM  MyTb,
BBIMOJTHSIOMUN (YHKIHIO JIErpaJalii PEryISTOPHBIX MOJIEKYN B KJIETKaX, SBISETCS
KpaitHe HeoOXOMMBIM JIJIsl TaMeTOreHe3a U AMOpHOreHe3a y apabuoncuca.

5. BeIsiBi€eHa Ba)kHasl poJib, KOTOYIO BbINONHAET cyobeananna RPN1 nporeacomer 26S
IUIs. HOPMAJIBHOTO TNPOTEKaHUs ASMOpUOTEeHE3a M KIETOYHOro Iukia. [[ns rena
RPNIo6Hapy>KeHBbI J1Ba Iapaora, siBsromuecs (yHKIIMOHATBHO YKBUBAJICHTHBIMH, HO
HE M30BITOYHBIMU B PENPOAYKTUBHOM pa3Butui in planta (Brukhin et al., 2005b).

6. OOnapyxeno, urto reH kymumH (CUL)-3aBucumoii yoOukButunmurassr CUL3
NPEICTaBI€H B TEHOME JBYMS KONHMSIMH, MPOSBISIOUIMMH (DYHKIHOHAIBHYIO
M30BITOYHOCTD TI0 OTHOLICHHIO JAPYT K APYTY; (YHKIIMOHAIbHOE HapyIIeHHEe 000uX
konuii reHa CUL3 cHWKaeT TaMeTOPHUTHYIO TIepenadyy M BBI3BIBaeT T'HOENb
oOpasoBaBmuxcs 3apozbiieii; CUL3 Biuser Ha popMupoBaHHe MaTTEpHA 3apOIbIIIA
apabuyoncuca u Ha pa3BUTHE >HI0cTepMa. Taxke oOHapykeHo, uTo HalIrogaeMas
a0OPTUBHOCTD 3apPOJIBIIICH HAXOUTCS MO MATEPUHCKUM KOHTPOJIEM.

7. YcranoBieHno, uro noteps ¢pynkuuu xommiekca CUL4-DDBI1, Baxnoro kiacca
KyJmuHcoAepxkamux youmkButuriura3 (E3), 3ageiicTBoBaHHOTO B Pa3sBUTHH H
Pa3MHOXEHUM PAaCTEHUH U JAEMCTBYIOIIETO KaK CyOCTpaTHBIM peuenTop, IpUBOIUT K
ru0enu 3apofbllieil B ceMeHax apaduponcuca. Hamm ucciaenoBaHusi mpeaoCcTaBUiIH

NEepBbIE JOKA3aTeIbCTBA GU3NIECKON U (PYHKIMOHATLHON CBSI3U MeX Ty ura3oii CRL4



E3 u xommiekcom PRC2, uro yka3plBaeT Ha HOBYIO pOJIb YOMKBUTUHUPOBAHUS B
nojiaBieHnu skcnpeccuu reos (Dumbliauskas et al., 2011).

8. C momoIIp0 reHETHYECKOro, MPOTEOMHOI0 U MOJHOTPAHCKPUIITOMHOTO aHalIn3a
BIIEPBBIE IPEACTABJICHBl JI0KA3aTebCTBA YHHUKAIbHOW CyO(]yHKIMOHAIU3alUun
OTJENbHBIX KOPOBBIX CyOBEAMHUI 9K30COMBI PACTEHUI U €€ POJIU B Pa3MHOKEHUH U
pa3BUTHM Ha TIIpUMEpPEe MOJENbHOro pacteHus Arabidopsis thaliana. bbino
O0HapYyXEHO, YTO OTAEIbHBIE CYOBEIHMHUIIBI SK30COMBI PACTCHUNH HEOOXOIWMBI IS
pa3Butus sxkeHckux rametoputoB (RRP41) mmm smOpuorenesa (RRP4), To ectp
ABJIAIOTCS  CYHUIECTBEHHBIMM  CTPYKTYypaMH  JJIi  HOPMajJbHOTO  CEMEHHOIO
Pa3MHOXEHHUS.

9. O0001IEHBI U TPOAHAIM3UPOBAHBI T€HBI-KaHAUIATHI, CBSI3aHHBIE C BOSHUKHOBEHHEM
anomukcuca (bproxun, 2017; Brukhin, Baskar, 2019; Brukhin et al., 2019). Bemonuen
SKCIIPECCUOHHBIN aHaJu3 AacCOLMHPOBAHHBIX C amnoMukcucoM TreHoB CENH3
(xonupyrommii neHTpoMepHslid TucToH H3) u APOLLO (xonupyromuii 5K30HyKJ€aszy
NEN3), BbIsIBIIEHBI Pa3IMuUs B 3KCIPECCUN ITUX I'€HOB Y MOJOBBIX U ATOMUKTHYECKUX
BUI0B Boechera (Bakin et al., 2022). OcymiecTBiieH (pUIOreHETHYECKUIN aHAIN3 TeHa
APOLLO, obHapyXUBIINN pa3fefieHue Ha JIB€ OTIEIbHBIC BETBU alo- M IOJOBBIX
ayuieneit rea. lIpeanokeH 3BOJIONMOHHBIA CLHEHAPHM, COMVIACHO KOTOPOMY OJIHA W3
koruit APOLLO wmorna mpuoOpecTé HOBYIO (QYHKIUIO Yy OOIIET0 MpeaKa BHUJIOB
Boechera, uto ipuBeno Kk BblaenaeHuto anomukTrnueckux nuaui (Kliver et al., 2018).
10. TloaTBepkaeHO, YTO TE€HOMBI ANOMUKTUYECKUX pacTeHUil U3 pona Boechera
XapaKTEPU3YIOTCS BBICOKOM IeT€PO3UTOTHOCTBIO, COIPOBOXKAAOLIEHCS aJUIOTLIIONANEH
Y aHEYIUIOMJUEHN, BO3HUKIINX B pe3yJbTaTe rMOpUIN3allMOHHBIX COOBITUM, TOrJa KaK
MTOJIOBBIC BHBI MMEIOT OTHOCHTEIBHO TOMO3HMTOTHBIM reHoM (Schranz et al., 2005;
Koch et al., 2003; Mandakova et al., 2015; Kliver et al., 2018; Brukhin et al., 2019).
11. Ha Heckosnbkux miargopmax OCYLIECTBIEHO MOJHOTEHOMHOE CEKBEHHPOBAHHE
noJIoBoro BUJA Boechera retrofracta n anoMUKTUYECKOTO THOpHUAA BUIIOB B. stricta n
B. retrofracta.

12. Bnepsbie BbimonHeHa Oe3pedepeHcHas cOopka TreHoOMa IMOJIOBOIO BHaa B.
retrofracta M modTamHas Oe3pedepeHcHas cOOpka 10 YPOBHS XPOMOCOM BBICOKO
reTEpO3UrOTHOIO T'€HOMA AalOMUKTHYECKOI'O pAacTeHHUs, JAPEBHETO0 IPUPOIHOTO
rubpuga TOJOBBIX pacTeHWil B. stricta u B. retrofracta, y KOTOpOro oOHapyKeHBI
JIOTIOJIHUTENIbHBIE a0eppaHTHbIE XpoMocoMbl Het u Del, sBnswomuecs HauOoiee
BEPOSITHBIMU KaHIUAATAMH, HECYILIUMU JIOKYChl T€HOB, CBS3aHHBIX C allOMHKCHCOM.

OCYHICCTBJICH& AHHOTaluAd CO6paHHBIX I'€HOMOB.



13. Ilpoananu3upoBaHa pOJb 3MUICHETUYECKUX HW3MEHEHHII B PpENpOIyKTUBHOM
Pa3BUTUH PACTEHUH, KOTOPBIE UMEIOT Pa3IMYHOE MPUCIIOCOOUTENBHOE 3HAUCHUE TIPH
MOJIOBOM | OecrosioM pasMHokeHuu. (Brukhin, 2020; Brukhin, Albertini, 2021).

Teopernueckassi W mnpakTH4YecKasi 3HAYMMOCThL Ppadorwl. [lonydensl u
[IPOAHAJIU3UPOBaHbl HOBBIE JAHHBIE IO MOJIEKYJSIPHO-T€HETHUUECKON PpEryJsaluu
PENpPOAYKTHUBHBIX TPOLECCOB pacTeHuil. IIpoBeneHHbIE HCCIENOBAHUS HMEIOT
byHIaMeHTaIbHOE 3HAYCHHE ISl PEeLICHHUS BEIYIINX BOMPOCOB OMOIOTHH Pa3BUTHSL.

[IpakTrueckoe 3HaueHHWe paOOTHI 3aKIIOYAeTCs B TOM, YTO HCCIIEIOBAHHE
CEMEHHOTO Pa3MHOXKEHHS W TaMETO(PHUTHOTO AarmoOMHUKCUCA Y TMOKPBITOCEMEHHBIX
SBIISICTCSI B&KHBIM PECYPCOM Ul WHTEHCH(HUKAIMKU U TOBBIMIEHUS 3()()EKTUBHOCTH
CEeNIbCKOTO XO3siiCTBa, a OWOMH)KEHEpPHOE BHEAPEHHE HIIEMEHTOB AaloOMHUKCHCA B
KYJbTYPHBIE paCTE€HUS MO3BOJIUT HA IJIUTENIBHBIN CPOK 3aKPEMUTH CII0KHBIE T€HOTHIIBL,
B TOM UYHCJIE BBICOKO TE€TPO3UTOTHBIE W IOJIMIJIOWJIHBIE TE€HOTHIIBI, KOTOpPBIE
CIIOCOOCTBYIOT BOSHUKHOBEHHUIO THOPUIHON CUITBI IPU T€TEPO3UCE, a TAKKE CO3TAHUIO
CaMOIIOICPKUBAIOIUXCS TOIMYJISILNM, YCTOMUUBBIX K BPEAUTEISAM U SKCTPEMAIbHBIM
¢dakropam BHemHed cpenbl. [lomydeHHble pe3ynbTaThl JUCCEPTALIMUA JOTIOIHSIOT
3HaHHUSI O MOJIEKYJISIPHO-T€HETUUYECKON PpETyJIsLUY, KOTOpPbIE B MTOI€ I03BOJIAT
MOJIOMTH K LEJCHANpPaBICEHHOMY YNPABIEHUIO JTHUMM IpoLeccaMu, OyayT
CIIOCOOCTBOBATh MHTEHCUBHOMY Pa3BUTHIO CETBCKOTO XO3SHCTBA.

Pe3ynpTaThl HacCTOAILIErO MCCIEAOBAaHUS MOTYT OBITh HCIIOJIb30BaHbl HAYYHBIMU
COTpYAHHMKaMH, TnpernonaBatensiMu BY30B, BKIIOYEHBI B yueOHBIE IOCOOHMS U
y4eOHUKH, a TakK€ B KypChbl JIGKIMH M NPAaKTUYECKUX 3aHATHM M1 CTYIEHTOB,
CTHELMATU3UPYIOMINXCS B 00JIACTH MOJICKYJISIPHOM OMOJIOTHH, T€HETUKU PA3BUTHS U
OMOJIOTUY PACTEHUN.

Metoao/i0rusi 1 MeTOABI Mccae0BaHMsA. [ nccae0BaHN, IPEACTABIEHHBIX
B JUcCcepTaliM, ObUIM BBIOpaHBI aJEKBATHBIE METOJABI W IOAXOABI MOJIEKYJISIPHO-
TEHETUYECKOI0 M MYTAallMOHHOIO  aHAJIM3a, PELMIPOKHBIX  CKPELIMBAHUM,
(EHOTUIIMYECKOTO M CEeTPEeralMoOHHOTO  aHaIW3a, MOJEKYJISIpHOH  OHOJOTHH,
ruOpuau3auuu  in  Situ, OATO-MOP(OJIOTUH, MHUKPOCKONHUH, ILUTOTEHETHKH,
TpanchopMalluu W pEBEPCHHM  MyTalMid,  MOJIEKYJSIpHOW  (PHIOTEHETHKH,
cekBeHHpoBaHusA, NGS (IOJHOT€HOMHOE CEKBEHMpPOBAaHME Ha  Pas3IMYHBIX
mwiarpopmax, Illumina, ONT, Hi-C, Bionano Genomics, MHUKpOYHIBI H [Ip.),
OMOMH(POPMATUKH, TPOTOYHON IMTOMETPUH, MACC-CIIEKTPOCKONUU U Ap. OOBEKTOM
uccienoBanus Obutn pactenus Arabidosis thaliana nukoro tuma (Wt) U MyTaHTHBIC
pacTeHMs C UHTEPECYIOIMMHU Hac (PEHOTUIIAMHU; MIOJIOBBIE U ATIOMUKTHYECKHE PACTEHUS

u3 pona Boechera. llpenMeTroM mccleOBaHus SIBISUTUCH OCOOCHHOCTH TOJOBOTO U



AIIOMHUKTHYCCKOI'O Pa3SMHOXKCHUA paCTCHHﬁ, MOJICKYJIAPHO-TCHCTUYCCKHUC,

MUTOJJIOTUYCCKUEC U TCHOMHBIC pa3jindus, ONPCACIIAIONINC 3TN ABA TUIIA Pa3MHOKCHUA.

HccnenoBanus OpOBOAWINCH B Ja0OpaTOPUM SMOPUOJIOTUM M PENpPOAYKTUBHOM

ounonoruu bBUUH PAH, Llentpe renomHuoil 6nonndopmatuku um. @.I". foOpkaHckoro

CII6I'Y u nabopaTopuu reéHETHKH pa3BUTHUS pacTeHHH L{fopuxckoro yHuBepcurera.

HOJIO)KCHI/IH, BbIHOCHUMBIC HA 3a1IIUTY.

l.

['eHbl, OTBETCTBEHHBIC 32 TaMeTODUTHBIE MyTauu y Arabidopsis thaliana vacto
JEMOHCTPUPYIOT IIeHOTpOnHbIE 3(PPEKTH, YTO BHIPAXKAIOCH B BApHAOEIbHOCTH
¢deHoTuna psiga MyTaHTOB, U IPUHAJUICKAT K Pa3TMIHBIM CEMEHCTBAM.

Y OUKBUTHH-TTPOTEACOMHBIA METaO0OIMYECKUi MyTh (C ydacTueM reHoB RPNla,
RPNIb, CUL3a, CUL3b, CUL4, DDBI w pap.) peryaupyer pa3MHOKEHUE U
pa3BUTHE PACTEHMII, B TOM YHCIIE, HOPMAJIbHBIN TaMETOI€HE3 U SMOPHOrEHES.
Kommnexke CUL4-DDB1 apabuporicuca B3anmmojeictByer ¢ 6enkom MSI1 u
HE0OXO0IUM JUTSI TIOJIEPKAHUS POAUTEIHCKOT0 UMIIPUHTUHTA TeHa MEDEA.
DK30COMBI, UTPAIONINE IEHTpaTbHYI0 poib B MeTabommsme PHK, sBusiorcs
BaXHBIMU OEJIKOBBIMU KOMIUIEKCAMHU KJIETKH, MPHHUMAIONIUMH Y4acTue B
pPEryJsIUM Pa3MHOKEHHUsSI M pa3BUTHUA pacTeHUi. OCHOBHBIE CyOBEIMHUIIBI
PacTUTENBHOM SK30COMBI IEMOHCTPUPYIOT BRICOKUHN YPOBEHB (PYHKIIMOHATEHOU
TUTACTUYHOCTH U CyO(YHKIIMOHAIN3ANUN IPU TaMETO- U SMOpHOTEHE3e.

I'enst CENH3 u APOLLO accouuupoBaHbl C aINOMHKCHUCOM U
i QepeHuantbHO  IKCOPECCUPYIOTCS B CeMs3adyaTkax  MOJIOBBIX U
allOMHMKTHUYECKUX BHUJOB pacTeHUi w3 pona Boechera. Ano-amnenu APOLLO
HaXOJATCS IMOJ TOJIOKUTEIBHBIM OTOOPOM, YTO XapaKTEpHO JJIsl Mapajloros,
KOTOpBIE HEOOXOAUMBI JISI BHIIOJTHEHHUS HOBOU (DyHKITHH.

BrnepBble ocyliecTBiI€Ha IOJHOT€HOMHAass cOOpKa M aHHOTalMs TE€HOMa
MOJIOBOTO BUAA B. retrofracta v mpupoOaHOTO allOMUKTUYECKOTO THOpHIA BHIOB
B. stricta n B. retrofracta. ' eHOMBI allOMHUKTHYECKUX THOPHIOB OTIUYAIOTCS
BBICOKOM CTENEHBIO T'€TEPO3UTOTHOCTH 0 CPABHEHHIO C TEHOMAaMHU IOJIOBBIX
BUJIOB, Ojaromapsi KOMOMHAIIMM HECKOJIBKMX T€HOMOB, YYacTBOBAaBIIMX B
rHOPHUIN3aMOHHBIX COOBITUSX, M YACTO HAJTMYKEM 100aBOYHBIX XpoMocoM Het
u Del, xotopsle cBsa3anbl ¢ anomukcucoMm. IloBroper TR147 u TR167,
¢baHKHpyOIKEe ONpeAeNeHHbBIE TEHbl, OTIMYAIOTCS y AalOMHUKTHYECKHX U

ITIOJIOBBIX BUOB.

CreneHb 10CTOBEPHOCTH U anpoldanus pe3yJbTaToB. [loayueHHbIe pe3yabTaThl

U BBIBOJABI OIHPAIOTCA HaA OKCICPUMCHTAJIBHBIC W JIUTCPATYPHBIC TaHHBIC.

HccnenoBanus TpOBOAWIM C BKJIIOYEHWEM B paboTy Oomnbimioro oObema
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OKCIIEPUMEHTAIBHBIX ~JAHHBIX M aHaJu30M JIMTEpaTypHbIX cBeaeHud. Bcee
AKCIIEPUMEHTAJIbHBIE HAOJIOACHUS BBINOJIHSIM B HECKOJIBKHX IPOBOPHOCTAX, C
WCIIOJIB30BAHUEM ITOJIOXKUTEIBHOTO U OTPULATEIBHOIO KOHTPOJISI, MCIOJIb30BAIM t-
CTaTUCTHUKY, JJIs OLEHKH (PEHOTHIA MYTAHTHBIX PACTEHUN NPUMEHSIIN KPUTEpPUI
coraacus x>, TeHOMHBIE JaHHbIE OBUIM TOJTyY€EHbI C MCIOIb30BAHMEM CTATHCTUKH Ha
ocHOBe k-mer aHaiM3a U Ipyrux CTaTUCTHUYECKUX METOJOB aHAIM3a, IEPEUNCIECHHBIX
B [JaBe OKCHEpUMEHTalbHble mpoueAaypbl. KoppekTHOCTh  IpPOBEIEHHBIX
UCCIIEIOBaHUI MOATBEPkKACHA MyOIMKalueldl OCHOBHBIX PE3yJbTaTOB JHUCCEPTALMU B
BBICOKOPEHUTUHIOBBIX MEKIYHAPOIHBIX PELEH3NPYEMBIX KypHalaX U U3/IaHUsX.

JInunblii BKJIaJg aBTOpPa B MNpoBeleHHe HcciaenoBaHus. [IpencraBneHHas
paboTa, BKJIIOYas ee INIaHUPOBaHUE, TIOJTYUYeHHE MaTepHala, pe3yIbTaToOB U HallMCaHUEe
TEKCTa MCCepPTaLlUU, SIBIsIETCS UTOTOM MHOTOJeTHUX (19962023 rr.) uccnegoBanuit
auccepTanTa. Pabora BhIMONIHEHA HETIOCPEICTBEHHO aBTOPOM, B HEKOTOPBIX CIIydasix
paboTa OCyIIECTBISIIAaCh B paMKaX COBMECTHOHM JESTENBbHOCTH C KOJUIeTaMH. ABTOP
NPUHAMAJ ydYacTHE BO BCEX J3Tamax paboThl, €My NPUHAMICKHUT (OPMYITUPOBKA
npo0JIeMBbl, TOCTAHOBKA LIEJICH U 3a]1a4, IJITAHKPOBAHHUE, UM ITOTYYCHbI aHAIU3UPYEMbIe
MyTaHTHbIE PACTEHMSI, IOATOTOBJIEH MaTEPHAI sl TOJIHOT€HOMHOT'O CEKBEHUPOBAHUS,
npousBeneHa  00paboTka  pe3yibTaTOB M HMX  HHTEpHpeTanus. ABTOPOM
MPOAHATM3UPOBAHO OOJIBIIOE KOJIMYECTBO JIMTEPATYpHl. M3110KEHHBIE B TUCCEPTAIIH
MaTepuasbl ObUIM ONMyOJMKOBaHbl B HAy4YHBIX CTaThsX W NPEICTaBICHBl Ha
TeMaTHYeCKuX KoH(pepeHuusx. Bce cooOmeHuss Ha Hay4dHBIX KOH(EpeHIHIX WU
JOKJIaJbl Ha CEeMHMHApax MO TEeME HACTOSIICH JUCCepTalMHi OBLIM OCYIIECTBIICHBI
HEMOCPEJCTBEHHO CAMHUM aBTOPOM.

Anpobanusa pa6orel. OCHOBHBIE NOJOKEHUS AMCCEPTALUU IPEACTABICHBI Ha
pacIIMpPEHHOM 3acelaHuu JJa0opaTOpUu 3MOPHOJIOTUU U PENPOAYKTUBHON OMOJIOTUH U
nabopatopun Ouocucrematuku u uuronormn bBUH PAH, mpoBemeHHoro Takxke B
pamkax 3acemanuii Pycckoro 6oranmueckoro obmiectBa (PBO) um Bcepoccuiickoro
oOmiecTBa reHeTHKOB U ceneknuoHepoB uMm. H. M. Basmosa (BOI'uC), a Takxe Ha
3acemanuu ydeHoro coBera MBI YOUI[ PAH. PesynbpTaThl ObLIM J0JIOKEHBI Ha
OTE€YECTBEHHBIX M MEXIYHAPOIHBIX KOH(MEpPEHLUMSAX U COBEHIAHMAX: 17-M
MexnyHapoJHOM KOHTPECCE IO MCCIEJOBAHHUIO IOJIOBOTO Pa3MHOKEHMSI pPACTEHUM
(ICSPRR), ITompma (JIro6mun, 2002); CoBenianuio mo 3MOpUOTeHe3y U Perysiiuu
pasButus pacrenuit, Wramms (Typun, 2003); KondepeHmum mo wucciegoBaHUIO
rameropuroB pacrenuit, llIBeinapus (Ackona 2003); 18-m MexayHapoaHoM
KOHT'pECCe MO HCCIIeI0BaHNIO 1MoJ0Boro pasmHoxkenuto pacrenuit (ICSPRR), Kurait

(ITexun, 2004); XII Kondepenmun no smoOpuonoruu pacrenuii, [lomsma (Kpaxos,
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2005); Kondepenunun mno pacreHueBoAcTBy, BemukoOpurtanus (Kapaudd, 2009);
BcemupHom snurenernueckoM koHrpecce, I'epmanus (bepnun, 2009); BcemupHom
koHrpecce AgriGenomic, bensrus, (bproccens, 2010); Cummozuyme 1mo 3MUTEHETHKE
B Ocno, Hopserus (Ocino, 2014); Koadepennuu [locinennue nocTuxeHust B 00acTu
pa3BUTHUS PACTEHUI M MX pearupoBaHUS Ha OKpYKaIoUIylo cpexy, Amonus (ABansy,
2016); XXV — XXVII Kondepenmusax no renomaMm pacteHuid U xKuBOTHBIX (PAQG),
CIIA, Kamudopuus (Can-Huero, 2017 — 2019); 5-m Konrpecce mo reHoMmuKe
pacTeHUil M TeHETHMYEeCKOMYy penakTupoBaHuto, Hunepmannel (Amcrepnam, 2017);
Mexnaynapoguoit koHpepeHiuu «Poib OOTaHWYECKHWX CajJoB U JICHIpPApuUeB B
COXpaHEHUH, W3YYCHHH U YCTOMYMBOM HCIIOJIB30BAaHUU PA3HOOOPA3Hsl PAaCTCHUI»,
benopyccust (Munck, 2017); IV (XII) MexaynapoaHoi 60TaHHUECKO KOH(pEepeHITH
Mmoo bix yuénsix B Cankr-IlerepOypre (C.-IletepOypr, 2018); 25-m MexnyHapoaHoM
KOHT'PECCE MO UCCIIEIOBAHUIO MOJ0BOT0 pazmMHoxkeHuto pactrennit (ICSPRR), SAnonus
(T'udy, 2018); 11-oit Mexaynapoanoii konpepenunu «brnonHpopmaTuka» peryisuuu
U CTPYKTypsI reHoMa\cucreMHoi ouonorurt BGRS\SB-2018 (HoBocubupck, 2018); V
MexaynapoaHoi koHpepenun « MonekysapHas puioreHeTuka 1 0M0OaHKUPOBaHHE
o6uopaznoobpazus» (MolPhy) B MI'Y (Mockga, 2018); VII cwrezne BaBuioBckoro
o0IIecTBa TeHETUKOB U cenekunonepos, (IlerepOypr, 2019); 26-m MexaynapogHoM
KOHTpecce MO HCClieoBaHui0 mosioBoro pasmuoxkeHus: pacteHuit (ICSPRR), Uexus
(ITpara, 2022).

A Taxke B KauecTBE MPUIIIAICHHOTO TOKIa{YMKa aBTOP TOKJIaIbIBAJl PE3yJIbTaThI
Ha Hay4YHBIX CEMHHApax M IIKojax: ceMuHape B KopoiieBCKOM NaTCKOM WHCTHTYTE
cenbckoxo3aricTBeHHBIX HayK DIAS, Jlanus, mait 2003 r.: «Gametophytic and Zygotic
Embryo Lethal Mutants in Arabidopsis»; uHcTUTYTCKOM cemuHape B WHcTHTyTE
ounonoruu pactenuit Llropuxckoro ynusepcurera, lIBelinapus, maii 2003 r.: «Stranger
Than Eden: EXOTIC Mutants in Arabidopsis»; cemuHape B 1a00paToOpuu KICTOUHOMN
ouosnoruu u ouonoruu pazsurus, Llentp Jxona Muneca, Hopsuu, BenukoOpurtanus,
maii 2003 r.: «Generation and Analysis of Semi-Sterile Mutants in Arabidopsisy;
cemuHape B Illkose Ouomornyeckux | MOJEKYJSPHbIX Hayk, Oxcdopackuit
yauBepcutetr bpykca, Oxcdopa, Benukobpuranus, utons 2004 r.: «Application of
Microscopic Techniques for the Investigations in Plant Development»; cemunape na
Kadeape 300JI0I1H, 3KOJIOTUH U PACTEHUEBOJICTBA, Y HUBEpCUTETCKUH KoJutek Kopka,
Kopk, Upnannus, oxtsi6ps 2004 r.: «Role of The Ubiquitin 26S Proteasome Pathway
in Plant Development»; cemunape B MHCTUTYTE MOJEKYJISAPHONW OMOJOTHH pAaCTCHHUN
CNRS, CrpacOypr, ®pannus, nekadbps 2004 r.: «The Ubiquitin 26S Proteasome

Proteolytic Pathway in Plant Reproduction»; ceMunape B HHCTUTYTE OMOTEXHOJIOTHH
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[lIBeliniapckoro ¢enepanbHoro TexHomorunueckoro ynuBepcurera (ETH), [ropux,
IBetitiapus, ssaBapb 2005 r.: «Utilization of the Ubiquitin 26S Proteasome Pathway in
Biotechnology»; cemunape B HamuoHanbHOM HWHCTHTYTE CeIbCKOXO3SIIICTBEHHOM
6oranuku (NIAB), Kemopumxk, Benmukoopuranus, centsops 2006 1.: «The role of the
ubiquitin/ proteasome pathway in plant embryogenesis and morphogenesis, under the
scope for plant breeding and genetics»; moknan Ha 3acenanuu Pycckoro 60TaHU4YeCcKOro
obmectBa, boranmueckuit uncturyt um. B.JL. KomapoBa PAH, Canxrt-IlerepOypr,
Poccus, oxtsa0ppr 2006 1. «CKpUHMHT H MOJIEKYJISIPHO-T€HETHUYECKHI aHaIN3
raMeTopUTHBIX M SMOPHOJETAIBHBIX MYTAaHTOB apaOWJONCHCa»; CEMUHApe B
yauBepcutere bunedenpmaa, I'epmanmsa, wmait 2011 r1.: «Genetics of Female
Gametophytic and Embryolethal Mutants of Arabidopsis thaliana»;, noxnam B
yHuBepcutetre Bocrounoit Aurnuu, Benukobpurtanus, uronb 2012 r.: «Identification of
mechanisms of cell-cell interaction that contribute to identity maintenance in tissuey;
VI MexayHapoHO# 1IKOoJIe MONOJIbIX YUEHBIX «I'€HOMHKA U CUCTEMHasi OUOIOTHUSD,
Mocksa - 3BeHUropoj, Hosiopb 2014 r.: «OnureHeTnka — BTOPUYHBINA KOJ T€HOMA, €€
POJb B (PEHOTUNTUYECKOH MIIACTHYHOCTHY; V MexayHapoaHOH mKoaa « OIMOproorus,
renetuka u o6uorexnonorus», Cankr-IlerepOypr, oktsi0ps 2016 r.: «MonekymspHo-
reHeTHYecKass peryisinua anomukcuca»; VII Mexa. Ilkone MOJI0OABIX YYEHBIX
«'eHoMuka u cucremHass Ouoiorus», MockBa-3BeHuropos, HosOpp 2016 r.:
«MoOIeKyJIIpHO-TEHETUYECKUE  CBOWMCTBA  PENPOLYKIMM  pacTteHui»; llepson
MeXTyHapoiHOU 1iKose-koHpepeniuu BUP no konwuectBenHolt reneruke, CaHKT-
[TerepOypr, utonb 2018: «I'eHOMHBIE HCCIIEIOBAHUS ATTOMUKCHUCA U €70 MOJIEKYJISIPHO-
reHernueckas peryiasinus»; Llentp Mennens CEITEC, ynuBepcuter Macapuka,
BeceHHue cemuHapsl 2019 r., bpuo, Yexwus, ampens 2019 r.: «Sexual and Apomictic
Development: From Biology to Genomicsy»; cemunape B HOro-soctounom
yausepcutere Nova, @nopuna, CIIA, mait 2022: «Reference free heterozygous plant
genome assembly».

My6nuxanuu. [lo matepuanam auccepranuu Obuto omyonukoBaHo 30 pabot, u3
HUX 26 cTareil B peleH3UPYEMBIX MEPHOINUYECKUX U MPOAOIDKAIOUINXCS U3TAHUSAX, B
ToM uucie 23 — B xypHanax u3 «llepedHs pereH3upyeMbIX HAay4HBIX W3JaHUH, B
KOTOPBIX JOJKHBI OBITH OITyOJIMKOBAaHBI OCHOBHBIE HAYYHBIE PE3YIbTAThl IUCCEPTAIHI
Ha COMCKaHHE YYEHOH CTeneHW KaHIuAaTa HayK, Ha COMCKAaHHE YYECHOH CTeneHH
JOKTOpa HayK», BKJIKOYasi BRICOKOPEHTUHIOBBIE perieH3upyemeie xypHaisl (EMBO J.,
Cell, Plants, Epigenomes, The Plant Cell, The Plant J., Sex. Plant Reproduction, Plant

Biotechnology, Taxon u nap.), 3 crarbu B MoHorpadusx u 1 yuebnoe mocobme. 23
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nyonukanuu pedepupyrorcs cuctemont «Web of Science» u 0JTHOBPEMEHHO BXOST B
CUCTEMY «Scopusy.

CrTpykrypa n 00beM auccepranmu. /{uccepranus cOCTOMT U3 BBEIEHUS, CEMU
IJIaB C BBIBOJAAMM, OIIMCAHUS METOIMYECKUX MTPOLIEYP, 3aKIIOUEHUS, BBIBOJOB, CIIMCKA
COKpAIIeHWH M CHHCKa JHUTEpaTypbl, BKIo4aromero 714 maumMenoBanwii. Pabota
u3noxeHa Ha 441 cTpaHuile MalllMHOMKMCHOTO TEKCTAa U BKJIouYaeT 82 pucyHka u 38
TaOJInIL.

BaarogapHocTH: aBTOp BBIpaXaeT IIyOOKyr OJIaroJapHOCTh 3a IOMOILb B
MOJrOTOBKE  MaTepuaja, NpPOBEACHUU HCCIEA0BaHUM, OHOMH(POPMATHUECKOM
00paboTKe pe3ynbTaToB, MNOJYYCHHHM IaHHBIX W HMX OOCYXICHHM KOJUIETaM U3
naboparopuu sMOpuonornd u penpoaykruBHoi Ouonornn BUH PAH, xomneraw,
acupanTam u cryaeHTam u3 lLlentpa renomuoit Ouomndopmatuku wum. D.I.
Ho6pxkanckoro CIIOIY, a Ttaxke 3apyOeKHBIM KoJuleraM, TpPEeXAe BCEro, U3
7a00paTOpUM TEHETUKH PpA3BUTHS PACTCHUHA WMHCTUTYTAa OHOJOTHH pPAaCTEHUI
ITropuxckoro ynusepcurera B llIBelmapum. Pe3ynbraThl auccepralid 4acTHYHO
I1OJIYYEHBI Onaromaps (buHAHCOBOM nogaepxkke  Poccuiickoro donma
byHmamMeHTanbHBIX HccaenoBanuil (rpantel Ne 15-54-45001, 16-54-21014, 20-54-
46002).

KPATKOE COJAEPKAHUE PABOTbI

Bo Beaenum o000cHOBaH BBIOOp TEMBI W aKTyaJbHOCTh HCCIIEIOBAHMUA,

bopMynupyeTCcsi OCHOBHAS IIETb M CTaBSATCS 3aJadd UCCIEOBaHUs, 0003HAUYEHHBIC

BBIIIE B HACTOSIIEM aBTOpedepare.

IlepBas riaBa MoCBsIIEHA aHAIW3Y M POJH IMOJOBOTO M OECHOJIOT0 Pa3sMHOKCHHS
NOCPEACTBOM ceMsiH. OCHOBHBIE aTpUOYThI MOJOBOIO PAa3MHOXKEHUS — 3TO Meuo3 U
onnodomeoperue. IIpu Meiio3e IPOUCXOIUT pexomMbuHayus TOMOJIIOTUIHBIX XPOMOCOM
U KpOCCUH208ep, YTO CIIOCOOCTBYET CO3JJaHHIO HOBBIX T€HETUYECKMX KOMOMHAIIUN HA
OCHOBE HAaCJIECTBEHHOTO MaTepuana POIUTENICH, a TaKKe MMEET MECTO peoyKyusl
Koauvecmea xpomocom BIBo€. B pesynbrare ONIOIOTBOPEHUS NPOUCXOAUT CAUAHUE
2aniouoHblX 2amem, SULEKIETKA W CHEPMHS, YTO NPUBOJUT K BO3HHUKHOBEHUIO
IUIUIOUAHONW 3WUIOTHI, NEPBOM KIETKM HOBOIO OpraHu3Ma, KOTOpas COAEPKUT
PEKOMOMHUPOBAaHHBIN M€HETUUECKUII MaTepuan poauteneid. HepoctaTkoM moiaoBoro
Pa3MHOXEHMS SBISETCS pAacIUEIJIEHUE IOJIE3HbIX IPU3HAKOB B IOCIEIYIOUINX
MOKOJICHHSIX, TAKMM 00pa3oM, 4TO IIOTOMCTBO MOXKET OTEPSITh yAauyHble KOMOWHAIIH
pOIUTENBCKUX TIeHOB. B mpupone COTHH BUIOB MOKPBITOCEMEHHBIX pPACTEHUM

MIPOU3BOJAT CEMEHA M3 HEPEIyLUPOBAHHBIX raMeT, c(hOpMHpPOBABIIUXCS O€3 Merno3a
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(amomeito30M), 1 00pa3yIOT 3apOIBIIT OCPEICTBOM MAPTEHOTE€HE3a, HE3ABUCUMOTO OT
OIJIONOTBOpEHUs. Takoil cmocod Oecronoro pa3MHOXKEHHUS TONYy4YHJ Ha3BaHHE
anomukcuc (rped. apo — 0e3 u mixis — cmemenue). [Ipu amomukcuce popmupyercs
KJIOHAJbHOE TOTOMCTBO, YTO 3HAYUTEIHHO BIMAET HA CYLIECTBYIOUIYIO CTPYKTYPY
MOMYJIALNN, YMEHbIIAs TOTOK TEHOB, 00Opa3ys TE€HETHYECKYI0 OJHOPOTHOCTH H
yMEHBIIIasi U3MEHYMBOCTh OocoOeil B momyisinuu. B pasmene 1.1 paccmarpuBaercs
JKU3HEHHBIN [UKII IIBETKOBBIX PACTEHUH, KOTOPBIN MPEICTaBIsIeT cOOON uepe0BaHNe
IUIUIOUAHOTO  criopoduta  (CropooOpasyromero oOpraHu3mMa) ©  TaluIOWIHOTO

rametodura (rameroobpasyromiero opranusma) (puc. 1). B pazgenax 1.2 u 1.3

Cnopodur

Pucynox 1. Cxema depemoBaHWs CHoOpooOpasyromero (crmopodura) W IOJOBOTO TaMeTOOOpa3yOIIeTro

(rameTo¢uTa) MOKOJICHNH NTPH PAa3BUTHU U Pa3MHO)KEHHUH IIBETKOBBIX pactennii (bproxun, 2017).

paccMaTpuBaeTCs CTPYKTYpHOE pa3HOOOpas3he, SBONIONMS M Pa3BUTHE >KEHCKOTO
rametoura (3apoxpieBoro memka). B pazgene 1.4 o6cyxmaroTcss 0COOCHHOCTH
raMeTo(hUTHOTO alIOMUKCHCA U €r0 MOTEHIIMATHHOE 3HAUCHHUE B CEITLCKOM XO35HCTBE.
BoapIIMHCTBO AOMUKTHYECKUX BUIOB WU TUHUHN PACTEHUHN YaCTO UMEIOT THOPHUIHOE
MIPOUCXOXKJECHUE U OOBIYHO SBJISIOTCS MOJUIUIOUAHBIMUA. Takum 00pa3oM, ammOMHUKCHC
MOMOTAeT UM M30aBUTHCS OT TPUIUIOUTHOTO OJIOKA, BOSHUKAIOIMIETO Y TMOJIUILIIONIOB
pU Meio3e, W OCYIIECTBIATH CeMeHHYyI0 pernponyknuto (Burgess et al., 2014).
Haubonee pacmpocTpaHeHHBIMA THIIAMH AMOMUKCHCA SIBISIOTCS: OUHMIOCHOPUS,

anocnopus (raMeTOQUTHBIN allOMUKCUC) U A08eHMUBHASL IMOpUOHUs (CTIOPOPHUTHBIHI
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anomukcuc) (Naumova, 1993; Haymosa, 2008; Brukhin, Morozova, 2011; bproxwuH,
2017) (puc. 2).

Meracnopouur Muroruueckas
. (MMC) JMIVIOCTIOPUS Arnocriopust
(01
" L/
E
2
g JlereHepupylorue MMC Al;::(;{l:x‘;pa?;f: *
E Meracrnopst Kierka (2n)
)
2 Meitos 1 Meitos 11
(o]
© o : 0 ©
o JlereHepupylomas
- ) DyHKUHOHAIBHAS MMC
Mmeracnopa (n)
MHuTO3 B 3apOJBILIEBOM MELIKE
2\ (% ) 33
— —_— —
&y \& &8 &8
HapyxHblit
2 HHTCTYMCHT — Munumamu
2 AIBEHTHBHOTO
§ CuHeprusl 3apozsiua (21)
E Slituexnerka (1) 7 Sliiuexerxa (2n)
g LICHTPAIBHOM 9
§ wierku (2n) %
—_—
Snpo
LICHTPATLHOH
BuyTpeHHuit Ki1etku (4n)
MHTCIYMCHT
AHTHROAB
Hyuemnye
JIBoitHOE
OIUIONOTBOpPEHHUE

O N 3urora (2n) /i O
@ ° [TapreHorenes
Dunocnepm (3n)

‘ Cemsi | Cems
@ 3apozsi (21) 3apozsiu (2n)
Dupocnepm (3n) AJBEHTUBHBbIH 9,
sapombi (21) Dupocnepum (?n)

Pucynox 2. Cxema mooBoro (ciaeBa) ¥ alOMUKTHIECKOTO (CTpaBa) IyTel pa3BUTHSL.

ITpu nonoBom myTH MatepuHcKas kietka meracriop (MMC) coBepiiaer 1Ba JiesieHHsT Meio3a, 00pasys TeTpary
TaIyIONIHBIX METaclop, TPH U3 KOTOPBIX JETeHEPUPYIOT, a 0fHa ((QYHKIIMOHATIBHAS METacropa) IPOXOauT Yepes3
TP MUTOTHYECKHUX JETCHUS, GOpMHUPYS 3apOIBIIIEBEIN MEIIOK, MIIM )KEHCKHH raMeTouT. B mpomecce qBoitHOTO
OIIJIOZIOTBOPEHNUS OJJMH CIIEPMHUI OIUIOJOTBOPSET SIMIIEKIIETKY, 00pa3ysl 3UT0Ty, @ BTOPOH CIMBAETCS C SAPOM

LEHTPAIILHON KJIETKH, B pe3yJbTaTe 4ero BOZHHUKAET IEPBOE SAPO dHIOCIEpMa. 13 OIIOTOTBOPEHHON 3UTOTHI
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pasBHBaeTCS 3apOJBIIIL, a U3 HEHTPATGHON KIETKH ITUTAIOIIAs 3apoblll TKaHb 3HAocrepM. ChopMUpoBaHHOE
3penioe ceMsl COCTOMT M3 JUIUIOWAHOTO 3apoJblila, TPUILIONIHOTO 3HAOCIIEpMa U CEMEHHON KoXyphl. Crpasa
n300pakeHB! J[Ba THIIA TAaMETO(PHUTHOTO allOMHUKCHCA M CTIOPO(MUTHBINA allOMUKCHC (aIBEHTUBHAS SMOPHOHNS) -
00pa3zoBaHUEe COMATUYECKUX 3aJpOJBIIIeH W3 CHOPOQUTHBIX TKaHEH BHYTPEHHErO MHTETYMEHTa W HyIeJUTyca.
[pu armocnopuy 1 AUTUIOCTIOPUN MEHO3 B MaTEPUHCKON KIIETKE METacIiop OTCYTCTBYET U 3apOIbIII pa3BUBACTCS
MIAPTEHOTCHETHYECKN W3 HepeIylUpPOBAHHOW AWIUIOWIAHOW SHIEKIETKH (BCE S/pa 3apOJBIIIEBOTO MEIIKa
JTUITIONIHB! (2n)), TOrga Kak SHAOCIIEPM MOKET OBITh TeTpParuIoNIHBIM (4n), B ciaydae €ro aBTOHOMHOTO
pas3BuTHS, MO0 Oosiee BBICOKOH IUTOMIHOCTH, B CIydae MCEBJOraMHH, TO €CTh OIUIOOTBOPEHHS IIEHTPATHHOM
KJIETKH TariouHbM (1n) uim mosmiuionaHeM ciiepmueM. [Ipu anocnopuu AUTUTONHEIA 3apOIBIIIEBBIN MEIIOK
pasBHBaeTCAd M3 HEPEAYyIHPOBAHHON alOCHOPUYECKONW WHHUIMAIM, TOTJa KaK NpPH JIUIDIOCTIOPHH B IIEPBOM
JIeNICHNN Meio3a OMBaJICHTHI HE PAcXOIATCS M BTOPOE MEHOTHYECKOE JIeJICHHE HE HACTYIaeT, TAKUM 00pa3oM
BMECTO TETPabl TAIUIONAHBIX Meractop (OpMUpPYETCs AUTUIOCIIOPA, COCTOSIIAS U IBYX AUTUIONIAHBIX KIETOK, U3

KOTOpoOH 1 00pa3yeTcs 3aposieBslii Memmok. (bproxun 2017).

Bo Bropoii raase, B paszene 2.1 paccmorpeHa Mopdoiorus pasBUTHUSA
ceMs3ayaTKa M KEHCKOro raMero(ura MOKPHITOCEMEHHBIX pacTeHuM, B pazzaene 2.2
pa3BUTHE NBIIBHUKA U MYKCKOTO rameTodura, B pazzene 2.3 uaeHTUu(uKalus reHos,
BIMSIIOIIMX HA pa3BUTHE TaMeTo(PHUTa U TUIBI OOHAPYKEHHBIX MYyTalUN MKEHCKOTO
ramMeToura y MOJENbHBIX pAcTeHHil apaOujoncuca M KyKypy3bl, BIMSIOLIME Ha
MEracroporeHes, MereraMeToreHes (Tpm MIOCJIEJOBATEIbHBIX MHUTO3a
(YHKIIMOHAIBHON Meracmopbl, KapHOTaMHIO, MEJUTIOJIIPU3AINI0) U JIETeHEpalnio
3apOJBIIICBOTO MEIIKA, JBOMHOE OIUIOJOTBOPEHHE, T'aMETO(PHUTHBIN MaTepHUHCKHI
a¢dexT. B paznenax 2.3.1 u 2.3.2 npoeMOHCTPUPOBAH UCIIOIb30BAHHBIM HAMU METOJT
WHCEPIIMOHHOTO MYTareHe3a Ha OCHOBE MEUYEHHBIX CEJIEKTHBHBIM MapkepoMm Ac/Ds
TPaHCIO30HOB JJIsi TOJYYEHUsS MYTAHTHBIX JIMHHWM, BIMSIONMX HA PENpOTyKIHUIO
pacTeHuil, B pe3yJpTaTe KOTOPOro HaM yJaioch pou3BecTy 2511 MyTaHTHBIX JTHMHUIM,
C €JMHCTBEHHOM BCTAaBKOW HECLEIUIEHHOTO TpaHcno3oHa Ds. CKpUHUHI MOTOMCTBA,
MIOJIyYEHHOI'O B PE3YyJIbTaTE CAMOOIBUICHUS ATUX JIUHUM, 00Hapyxui 54 (2%) nuauu ¢
YMEHBIIEHHBIM HAaOOpPOM ceMsH B IUIoAax. JlanpHelmmii cerperanioHHbIN aHaIu3
MO3BOJIMJI HaM H30JUpPOBATh T'aMETO(UTHBIE W 3UTOTUYECKHE 3MOpHOJIETaIbHbIE
MYTaHTBI 13 00HAPYKEHHBIX IUHUH C yMEHBIIIEHHBIM HabopoM ceMsiH (puc. 3). Ouenka
KoinuuectBa Ds  3JIEMEHTOB, MPUCYTCTBYIOIIMX B TIE€HOME KaXJOH JIMHUH,
OCYLIECTBJISIIACH C IOMOIIBIO METOJa TIE€HOMHOIO cay3epH-OJOTTHUHIa. ITO
HEOOXOAMMO IJIsi TOTO, YTOOBI yOEAMTHCSA, YTO MYTAHTHBIA ()EHOTUI OOYCIOBJICH
WHCEPIHEH equHCTBEHHOTO Ds 3nemMenTa. [[1s1 peHOTUITNYeCcKOi OIeHKH BBISIBICHHBIX
MYTaHTOB MPOBOAMIM  MOP(OIOTMYECKYI0  XapaKTEPUCTUKY  Pa3BHBAIOIIUXCS
CeMsI3a4aTKOB M CEMSH Ha MPOCBETICHHBIX Mpemnaparax. J((HeKTUBHOCTh Nepenadn
gyepes Mmyxkckoit (TEM) u xxenckuii (TEF) rametodutsr onpeaensiiack penunpoOKHBIMH

CKpEIIMBAaHUSIMHI MYTAHTHBIX pacTeHHMU ¢ pacTeHusMu aukoro tuma (Brukhin et al.
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2011). XpomocomMHBIE TOCIEIOBATEIBHOCTH, (IAHKUPYIOMINE BCTPOCHHBIN Ds
DJIEMEHT, AaMIUTMQUIUPOBAIA C  TOMOIIBI0  TEPMHUYECKOH  aCHMMETPHUYHOM
nepemexaromeiics [II[P (amrm. TAIL-PCR, thermal asymmetric interlaced) c
WCIIOJIb30BAHUEM BJIOKCHHBIX IIpaiMepoB Ha KOHLAX [Ds. XapaKTepUCTHKA IIECTH

BBISIBJICHHBIX MYTaHTOB IIpeCTaBlieHa B Ta0I. 1.

@ Seed set phenotype b  Screening for distorted Kan"*®.Kan®®" segregation
Normalfertilty Mendelian Zygotic Female
inheritance lethality gametophytic
lethality

Semisterility

mem-d | SN | | Je N | ] b S| |
nfertilised ovules | || ||‘ I || |k | ||
Seedabortion |

- UEREERERER < RERE

———

"

Pucynok 3. Ctparerus IBYX3TalmHOTO CKPHHHUHTA, HAIPABJICHHOTO HA BBLIBICHHE I'aMETO(QHUTHHIX MYyTaHTOB,
TIOJTYYEHHBIX METOJIOM HHCEPIMOHHOTO MYyTareHe3a C HCIHOJIb30BaHHEM MOIM(UIIMPOBAHHBIX TPAHCIIO30HOB
Ac/Ds. a) Ha mepBom 3Tame OICHHMBAIOT yMEHBIICHHE 3aBA3BIBAEMOCTH CEMSH B CTpydYKax. Y pacTEHUS,
TETEPO3UTOTHOTO 10 TaMETO(GUTHOW JIeTANbHOH MyTalWH, OKOJO MOJOBHHBEI cems3adatkoB (50%) He
YBETMUYUBAIOTCSI B pa3Mepe M HE Pa3BHUBAIOTCA B ceMs. Y PpAcTEHHWH, T€TePO3UTOTHBIX IO 3UTOTHYECKOH
SMOpHOJIETAFHON MyTaIiH, oKoJIo 25% ceMsH MorudaroT, Torjaa Kak raMeToQuTHas MyTalys ¢ MaTEPHHCKIM
addexrom oOHapyxuBaeT 50% abopTuBHBIX ceMsH. b) Ha Bropom stane ko3(h(hunueHT cerperaiy BCTpOSHHOTO
TPAHCIIO30Ha AHATM3HPYETCS C IMOMOILIBI0 COJCPIKAIIErocss B TPAHCIIO30HE JOMHHAHTHOIO Mapkepa. Ecim
WHCEpLUs C MPephIBaHINEM KaKOTO-TH00 T'eHa He BIMSET Ha TPAHCMHUCCHIO, TO OHA HACIIETYETCs B CIEAYIOIEM
TIOKOJICHWM B COOTHOHIEHHHW 3: |, eciay BBI3BIBaET SMOPHOHAIBHYIO JIETATbHOCTH 2: 1, a eciii BBI3BIBAET

res

JIETATBHOCTD KeHCKoro ramerodura 1: 1. Kan™ — ycroifunBple K kaHaMunuHy; Kan*®" — qyBCTBHUTEIBHBIE K

kaHamuimHy (Brukhin et al., 2005a; Brukhin et al., 2011).

Tabmuma 1. derotnn, cerperaliioHHbBINA U TPAaHCMICCHOHHBIA aHANN3bI TaMETO(PUTHBIX MyTaHTOB.

deHoTuN Cerperauuma
MyTaHT ¢epTunbHocTM ncemaH KanKan® nceman P TEF ncemaH TEM NcemaH WHcepuusa Ds ®DYHKLMA NpepBaHHOro reHa
kupalo 58%N+42%U0 1302 1.04:1 161 0.81 40%. 424 68% 275 At2g01070 PTM1-nogobHblii 6enok
astlik 49%N+51%U0 570 1.66:1 187 0.23 61% 46 98% 107 Jeneuua reHos:
At3g03030 6enok cemeiictBa F-box
At3g03040 6enok cemeiictea F-box
At3g03050 LUenntonosocuHTasononobHbiit 6enok cemeiictea ATdas Tuna AAA
At3g03060 benok cemeiicta AT®as Tuna AAA
Ds 3’koHel;:
At1g75990 Cy6veamHuua RPN3b npoteacombl 26S EMBRYO DEFECTIVE 2719
amon 59%N+36%UO0+5%A 1030 1.13:1 194 0.39 56% 426 24% 31 At4g02700
apis  61%N+31%U0+8%A 1045 0.32:1 212 NA 5% 113 8% 232 At5g44520
Ds 5’koHel;:
yarilo 68%N+29%UO+3%A 1221 0.30:1 341 NA 15% 109 9% 146 At2g34680  AyKCMH-MHAYLMPOBaHHbIM AIR9 B KyNbType KOpHeit
didilia 70%N+5%U0+25%A 1010 1.05:1 254 071 34% 270 59% 195 At2g01110 TATC-nopo6HbIit 6enok, UNFERTILIZED EMBRYO SAC3
(apg2)
wt 93%N+6%UO+1%A 8442 3:1° - 100% 100% -

? Ha OCHOBE JAHHBIX
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b o)kUIaEMbIE, UEANTbHBIE 3HAUCHUS

N- HOpMmanbHBIE ceMeHa; A- abopTupoBaHHbIe ceMeHa; UO- Hepa3BuTele cemszadatku. P > 0,05 ocHOBaHO Ha OXXHIaeMoOM
kod¢durmente cerperammu Kan®: Kan® 1:1 mig rameroduTtHON netansHOM MyTanui. NA, HEIPUMEHUMO [UIS MyTaHTOB yar U
aps, TIe COOTHOIICHHE cerperanuy ObII0 HAMHOTo MeHbIIe 1:1 n3-3a nedekTHOM nepenadn yepe3 oda nona. IPHeKTHBHOCTH
TpaHCMUCCHH OblIa paccuntana B coorBercTBuu ¢ Howden et al. (1998): TE = Kan’/ Kan® x 100%; Kan" — mpopoctku,
ycToiuuBbIe K kKaHaMunuHy; Kan® — npopoctku, dyBcTBUTENbHBIE K KaHaMuIMHY; TEF- addexTnBHOCTS XKEHCKol nepenayn,

TEM- 3¢b¢eKTHBHOCTD MYy>KCKOI Iepeatm.

JUist TOATBEPKICHHUS TOTO, YTO HAPYUICHHBIN T'€H SIBISAETCS OTBETCTBEHHBIM 32
HaOmI0aeMblil (PEHOTHIT TMPOU3BOAMIICS aHAJIN3 MHCEPIHMOHHBIX JHMHHUNA U3 JAPYTUX
Koyuekiuii. OOHapyKeHHO, YTO T'eHbI, BHI3BIBAIOIINE TAMETOPHUTHBIE MyTallUH YaCTO
JEMOHCTPUPYIOT TUICHOTPOIHBIN 3P (EKT MpU OCTAaHOBKE pa3BUTHUS rameToduTa, MpH
3TOM MYTAIlMM WHOT/A CBSA3aHBI C XPOMOCOMHBIMHU TiepecTpoiikamu. Haubonee gacto
Obutn OOHapy’>KEHBl YETHIpE KJlacCca MYTAHTOB: MUMOMUYECKUL, KAPUOLAMHDYIL,
0e2eHepamueHblll. 1 MAMepUHCKo2o 2amemo@dumuoeo 3¢ gexkma, TPUBOIAIIETO K
aboptuBHOCTH ceMsaH. HecMoTps Ha mpeoOiagaromyio CTaaui0 OCTAHOBKH Pa3BUTHS,
sKcmpeccusi GEeHOTUNIAa Y MHOTHX MYTAaHTOB OOHapyXHBaslia BapuadelbHOCTb, 4aCTO
HAOJI0JAIMCh MYTaIlil MaTEPUHCKOTO aJIJIeNis C MOCIEAYIOMIEeH OCTAHOBKOW Pa3BUTHS
MOCJIE OTUIOAOTBOPEHUS.

B rnase 3 oOcyx/eHa MOJIEKYJIIPHO-T€HETHYECKAsl PEryJisilus SMOpHOTreHe3a
pacTeHui Ha OCHOBE JINTEPATYPHBIX M HAIINX JAHHBIX.

B rnaBe 4 paccMOTpeHBl MYTaHTBl C HapylmieHHeM (YHKIUU TEeHOB,
OTBEUAIOIIUX 32 YOUKGUMUH-20S-npomeacomHblil Memaboiuyeckull nyms, B KOTOPBIX
HAOJIFOIaNTUCh aHOMAaJMWU pas3BuTHs rametodura u 3apogsimeil. OOcyxmaercs
MCCIICZIOBAHNE ATHX MYTAHTOB B CBS3M C Jlerpajanueil OeKoB, OMOCPEIOBAHHOM
youkButHHOM. B pazgene 4.1 mano oObscHeHue (PyHKIMOHMPOBAHUSA yOWKBHTHH-

MPOTEACOMHOTO METa00JIMYECKOTO yTH Y 3YKapuoT (puc. 4 u 5).

r’s Q°° DUBs
Proleqsome
E3 sn E2.sn

40°§

rA¥ 7*%

Ub |5 .30 N7 o pras E3»s..° +E DUBS
Fold - -
} b Els /‘ ATP
60 E3s Ez""@ E1§ﬂ‘.ﬂp@
17 Kes Elso

E2.s AMP

Pucynok 4. YOukBuTHH-IpOoT€acOMHBIH MyTh. A. YOukBuTHH (Ub) — HeOOmbIION KOHCEPBAaTHBHBIN OEINOK,
SIBJISIFOIIIMIACS. MHOTOPA30BBIM CHUTHAJIOM pacmo3HaBaHus. B. Cucrema 0azmpyercst Ha TpeX 3H3MMAaTHUECKHX
rpymmax: 1. youkButuH-aktusupytomue (E1) depmentsr; 2. youksutua-konbiorupytomue (E2) depmentsr; 3.

¢depmentsl  youksurunnporenunurassl (E3). DUBs — neyOukButHHUpylomme ¢epMeHTH. Peakrms
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YOUKBUTHHHPOBAHHS 3aKIIOYACTCSI B COBMECTHOM JIEUCTBHHU BCEX Tpex GepMeHTOB: cHavana, ATd-3aBucuMbIil
El-aktuBupyrommuii ¢pepmeHT 00paszyer THOApHpHYIO cBsizb ¢ C-koHom Ub u nepenocut aktnBupoBaHHbIid Ub
Ha E2-xowprormpyrommii dgepment, a 3arem ¢epmeHT youksBuTuHimraza E3 mepeHocut momekyny Ub na
JM3UHOBBIM ocTaTtok cybctpara (Peters, 2006). MeueHHble cyOCTpaThl pPaclo3HAIOTCSI HpOTeacoMon 268,
OONIBIINM MYJBTHKATATUTHIECKAM TPOTEa3HBIM KOMILIEKCOM, KOTOPBIA pAaCIIEIUIsieT YOUKBUTHHHPOBAaHHbIC

Oenku Ha KopoTkue nentuapl (Smalle, Vierstra, 2004).

20S Core Protease (CP)
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Pucynox 5. IIpoteacoma 26S cOCTOHUT M3 OBYX MYJIbTHCYOBEIUHUYHBIX KOMIIIEKCOB: KOpOBOH mpoteassl 20S
(CP) u perymsaropuoit actumsl 19S (RP). B CP mpoucxoanT mpoteonns pa3BepHyTHIX OenkoB. RP 3amyckaer
UACHTH(HUKAINIO TTOIXOIAIINX CyOCTPaTOB IS PACIICIUICHNS M HAIIPABIISIET BXOXKICHUE PAa3BEPHYTHIX OCIKOB B
monocts CP ams merpaganmu. RP coctout m3 17 cyowsenuanm. [lects cyOpenuumn ocHoBanus RP sBistroTcs

AT®azamu (ot RPT1 1o RPT6), koTOphIE y4acTBYIOT B pa3BepTHIBAHUN M TPAHCIIOPTUPOBKE CyOCTpaTa.

B pasgene 4.1.1 uccnemyercst poib OTHOW W3 KPYyHMHEWIINX CyOBEIUHUIY
npoteacomsl 26S, RPN1, koTopyio oHa urpaer B aMOpuorenese y apaduponcuca. B
reHoMe Arabidopsis thaliana 06Hapy>XeHO JABa MAPOJIOTUYHBIX Te€HA, JIOKATH30BAHHBIX
B JAYIUIMIMPOBAHHBIX XPOMOCOMHBIX cermMeHTax, — RPNla, pacrnonoX)eHoM Ha
xpomocome 2 (At2g20580), u RPNIb — nHa xpomocome 4 (At4g28470), onu
JIEeMOHCTPUPYIOT 78% MACHTUYHOCTH Ha ypoBHEe aMuHOKUCIOT (Brukhin et al. 2005b).
B pasznene 4.1.2 nana xapakTepuCcTUKa MyTaHTOB C UHCEPLIUSIMH TPAHCIIO30HOB B T€HAX
RPNIlaw RPNI1b. ]Ins Ka)x10r0 U3 3TUX T€HOB UCCIIEOBAJIN 110 TP MYTAHTHBIX aJJIENIH
co BcTaBkoil Ds. Y rerepo3uroTHsix pacteHuit rpnla-1, rpnla-2 n rpnla-3 4eTBepTh
CeMSH a0OpTUPYIOTCA, KaK W OKHUJAIOCh [UIsl 3UTOTUYECKOM 3MOpPHUOHAIBHOMN
JeTalbHOM MyTauuu. MyTanus rpnla pacuiemigercs Kak pelieCCUBHBI MOHOT€HHBIN
npu3HaK, YPPEKTUBHOCTh MEpeladyll MapKepa YCTOWYMBOCTH K KaHAMHUIIMHY dYepes
MY>KCKOM 1 )KEHCKUI raMeTO(UTHI ABIISETCS HOPMAJIBHOMN y BCEX TPEX MYTAaHTOB rpnla.
[Ipu 3TOM BCe TpU MyTaHTHBIE AJUIENIN Y T€TEPO3UTOTHBIX pacTeHull rpnlb-1, rpnlb-2
u rpnl/b-3 neMoHCTpUpoBaIH (HEHOTHUII, HE OTIIMYUMBINA OT paCTeHUN NUKOro Tuma. B

pazgene 4.1.3 1OpOAEMOHCTPUPOBAHA MPUYMHHO-CIEJICTBEHHAs CBSI3b  MEXKIY
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uHcepuueit Ds B RPN1a v HabmonaeMbiM peHoTunoM. AHanus >250 reTepo3uroTHhIX
pactenuil rpnla-1 nokazaiu, 4To MapKep YCTOMYMBOCTU K KAHAMULIMHY U JIETAIbHOCTD
3apOBIIIEH CTPOTo KocerperupyoT. PemoOunuzanus Ds TpaHCIIO30HA B IMHUU rpnla-
1/ myTem ee CKpemMBaHHS CO CTaOWIBHOW JUHUEH Ac, mpoayuupyoomend Ac-
TpaHCII03a3y, MO3BOJWIO BEPHYTh OUKWK (enorum: u3 24 mpoaHaTU3UPOBAHHBIX
MYTaHTHBIX pacTeHUN 9 pacTeHUi, MOJYYEHHBIX B PE3YyJIbTaTe€ CKPEUIMBAHUS
reTepo3urotT rpnla-I ¢ My>KCKUMHU U KEHCKUMH poautensiMu Ac4/Ac4 wim Ac5/AcS
COOTBETCTBEHHO, OBLJIM MO3aMYHBIMH, 3T PACTEHUS MPOAYLUPOBAIU CETMEHTHI KaK
JMKOTO THIA, TAaK U MyTaHTHbIE CETMEHTHl. AMIUM(uuusa u cexkBeHuponanue [11P-
¢parMeHTOB, OXBaThIBaIOIIUX cailT nHcepuuu u3 JJHK, BerenenHoi u3 peBepTanTHOTO
CEKTOpa, OOHAPYKUITH, YTO IPUOIUZUTEITHHO MOJIOBUHA (6) CEeKBEHUPOBAHHBIX KIIOHOB
HMMEET MOCJIEA0BATEIbHOCTh AUKOTO THUIA, a JApyras mojioBUHA (4) - peBEepTaHTHYIO
MOCTIeI0BATENIbHOCTh. B peBepTaHTHON ayuleny OAWH HYKJICOTU I OBLT JeeTUPOBAH B
MECTE CIUSHUS 5° U MATh B MECTE CIUSHUS 3°, OCTaBIAs TUNNYUHBINA ciex (GyTnpuHT)
Ds, BcTaBKy U3 JBYX HYKJIEOTHIOB. BbrIpezaHune ocTaBmiio OOJBIIYI0 HHCEPLHIO
HEIMOCPEACTBEHHO nepe cTapToBbiM KoJoHOM ATG, BocctanoBuB Pynkuuio RPNla,
O YEM CBMJIETEIbCTBYET (PEHOTUIIMYECKAs PEBEPCUS B 3TOM CEKTOpe. Pe3ynbrarsl
IIUTOAMOPHOJIOTHYECKOTO aHaniu3a, oOcyxnaaemble B paszzaene 4.1.4 mokasamu, 49TO
3apOJIBIIINA, TOMO3UTOTHBIE IO MyTalusM B RPNIa 0cTaHAaBIMBAIOT CBOE Pa3BUTUE HA
roOyNsApHONH CTaauu, MTPU O3TOM HAOMIOAAJIOCh MPEKACBPEMEHHOE JeliCHHE
runodusapHoil KJIETKH, aHOMaJIUKA (POPMHUPOBAaHUS MPOTOAEPMBI U IPOKaMOHaIbHBIX
KJIETOK 3apojplllla, KIETKH CyClleH30pa ObUIM HEAOpPa3BUTBIMM M MEHEe
BaKyOJIM3UPOBAHHBIMY, 110 CPABHEHHUIO C 3apOJbIIIAMHU JUKOrO THMHA. Y MYTaHTHBIX
3apojsiieit rpnla HabmMoOMaMUCh AePEKThl MPOTPECCHH KIETOYHOTO IMKIA (pas3men
4.1.5). Mytant rpnla-1 ckpemuBaiy ¢ MapKepHOU JIMHUEH, SKCIIpeccupyromeii 0enok
ke B1;1, cnuteiii ¢ B-rmokyponuaazoit (GUS). Huknun B1;1, neoOxoaumbrit 1uist
MHUTO3a, IKCHPECCUPYETCS TOJIBKO BO Bpems mepexona craguii G2/M KiIeTOYHOTO
mukiIa. ['mOpuaHeiit 0enok comepkan OJOK pa3pylIeHHsS HUKINHA, YTO MPHUBOIUT K
gerpamanuu  Oenka B KoHue M-daspl. YacTh 3apoaplmiell JAeMOHCTPUpPOBAIA
MOBBIILIEHHBIN ypoBeHb akTUBHOCTH IukiauHA B1;1-GUS um okpammBanace Ha 3TOU
cragzuu (puc. 6B), 4uro cormacyercss ¢ HaOMOJaeMbIMM (PEHOTHUIIAMU OCTAHOBKH
pa3BUTHS 3apoAbIIIEN Ha paHHUX cTagusax. Y 75,2% 3apoapiieil (n = 351) skcnpeccus
nukinHa B1;1-GUS we wnaOmionmanack, nubo Oblia odeHb ciaboil (puc. 6A), ¢
OKpallMBaHUEM BCErO HECKOJIbKUX OTACNbHBIX KIETOK, a y 24,8% 3apoabliieit

HaKaIlJIMBaJu BICOKMM ypoBeHb Oenka nukiauHa B1;1-GUS (puc. 6B). Otu 3apoasimn
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OCTaHaBJIMBAIUCH Ha TTIO0YISIPHOM CTaJIUU Pa3BUTHS U, TAKUM 00pa3oM, MPeACTaBIISIIN

c000¥ TOMO3UTOTHBIE MYTaHTHI rpnla-1.

- Pucynok 6. (A) 3apoapim, Hecymuii mo KpaiiHel mepe
omHy amtens RPNla nukoro tuma. ['mOpuaHblil Oesrox
ke B1;1-GUS nerpagupyer u enBa 0oOHapyKUBaeTCs

/ rd B 3apoxsire (crpenka). (B) ['oMO3UroTHBIM MyTaHTHBII
2 , 3apoxbinl rpnla-I W3 TOTO K€ CTpydKa, 9TO W B (A)

e (Brukhin et al., 2005b).

OcHOBHBIE (YHKIIMM TPOTEACOMBl 26S, 3aKIOYaroImuecs B KOHTPOJE
KJICTOYHOTO LUKJa, ObTH MPOAEMOHCTPUPOBAHBI Y ApOXoKkeill u y >kuBoTHBIX (Reed,
2003), ocobenno npu (azoBbix nepexomgax G1/S u G2/M. Cxonnbie QyHKIIUH MOTYT
CYILLIECTBOBAaTh U y PACTEHUMH, YTO COIJIACYETCSl C HAIIMM HaOJIOJEHUEM TOTO, YTO
TOMO3WUTOTHBIN MYTaHT ¥prnla B BBICOKOM KOHIIEHTPAIMU HAKAIUIMBAET CIUTHIA OEI0K
uukind B1;1-GUS B 3apojpiiiiax, 0CTAHOBUBIINX CBOE pa3BUTHE. BbIIO yIUBUTENBHO,
YTO MOJYYEHHBIM HaMU JBONMHOW MyTaHT rpnla rpnlb He nposBiAn 0ojiee paHHEro
¢deHoTuna BO BpeMs raMeTOreHe3a Hii MEPBBIX AJICHUN TPU Pa3BUTHH 3apoblia. Mbl
NPEANONIOKWIN, YTO IpoTeacomMa 26S, mo KpailHE Mepe 4YacTHMYHO, BCE €Ile
(GyHKIIMOHAIbHA ITPH TaMETOTeHe3€ U HAa OYEHb PAHHUX CTAIUSAX SMOPHOTEHE3a U UTO
HCTOILEHUE €€ aKTUBHOCTHU IPHUBOJIUT K OCTAHOBKE Pa3BUTHS 3apOJbIIIa TOJBKO Ha
rIoOysapHON cTaauu. M30bBITOYHOE HAKOIUICHWE NHUKIHNHA Bl CBUAETENHCTBYET B
M10JIb3Y HAJIMYUS POTEOIUTHUECKOTO AeeKTa y MyTaHTa rpnla Ha 3ToM ctaguu. JInbo
pa3BUTHE TaMEeTO(MUTOB MOXKET BKIIOYATh JPYrHe IMPOTEOJUTUYECKUE CHCTEMBI,
KOTOPBIE MOTYT KOMIIEHCUPOBATh OTEPIO (PYHKIIMH POTEACOM, KaK 3TO OBLIO OTIMCAHO
y yenoBeka. B pasznene 4.1.6 onucaHbl 3KCIIEPUMEHTHI IO IKCIIPECCHOHHOMY aHAJIU3Y
reHoB RPNI (puc. 7A). O6a rena RPN skcripeccupyroTcs BO BCEX MCCIIETOBAaHHBIX
opraHax, 0JIHaKO OHH JIEMOHCTPUPYIOT O0Jiee BBICOKUI YPOBEHb IKCIIPECCUU B TKAHAX
cTeOJIsI U CTpyUKaX, COACPIKAIIUX CEMEHa C 3apOoJbIIIaMH Ha TJIOOYJIAPHOU CTauH.
[IpuBnexaeT BHUMaHKUE U TO, YTO YPOBEHb 3Kcnpeccun RPNla B TpU-IIAThH pas3 BHIILE,
yeM y RPNIb BO Bcex NpOaHAIM3UPOBAHHBIX TKAHAX. YUWThIBas, 4ro reH RPNla
OOMJIBHO OJKCIPECCHpPyeTCs B PENPOAYKTUBHBIX TKaHSAX, a MYTaHThl rpnla

JIEMOHCTPUPYIOT JAEPEKTHBIM AMOpPHUOTEHE3, MBI PELIWIN ONPEIEIUTh XapaKTep
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skcnpeccu RPNla u RPNID Ha KJIETOYHOM ypOBHE B Pa3BUBAIOLIMXCS LIBETKAX U

CEMEHaX ¢ MOMOIIBIO0 THOPUIN3ALINY i Sifit HA CPE3aX [IBETOYHBIX NIOYEK U CTPYUKOB

A
lati i
2,50 relative expressnon. RPN1A
2,00 oRPN1B
1,50
1,00
0,50
0,00
, < o & N9 5
& & Qob SQ} 00% \)09 Q@fo
o -\\Q & &
S & &

B Genomje DNA cDNA

15- 4 W -

1 - RPN1b unspliced 1480 bp 8- - w
2 - RPN1a unspliced 710 bp !
3 -520 bp RPN1b spliced

4 - 240 bp RPN1a spliced PIP2- > @ o

Pucynox 7. Oxcnpeccust u GyHKus reHoB RPN/ y nukoro tuna 1 MyTaHToB. (A) OTHOCHTENbHOE HAaKOIIEHHUE
TpaHcKpunToB RPNla n RPNIb B Tkausx pacteHud nukoro tuma. O0a TpaHCKpHIITa ObUTH OOHAPY)KEHBI B
BEreTaTUBHBIX W PENpPONYKTUBHBIX TKaHSIX. RPNIa TIOCTOSHHO JEMOHCTPHPOBAJI Oojiee BBICOKHE YPOBHH
sKkcnpeccud, 4eM RPNb. JlaHHbIe TpecTaBlIeHbI KaK 3Ha4eHHs OTHOCUTENbHO 3Kkcnpeccuu /8S PHK. Ctonbuxn
TIOTPEITHOCTEH MPEACTAaBIAIOT CTaHAapTHOe OoTKIOHeHHe (SD) Ha ocHOBe Tpex OMOIOTrMYecKux 1moBTOpoB. (B)
OT-I1P-anamu3 skcupeccun reHoB RPNIa n RPNIb y nBOWHBIX MyTaHTOB, T€TEPO3UTOTHBIX 110 rpnla-1 u
TOMO3UTOTHBIX 1O #pnlb-2 v rpnlb-3 annensm cOOTBETCTBEHHO (3/1ech OHM 0003HaueHs! Kak d.mut.1 n d.mut.2).
V nsoitabix mytantoB MPHK RPN1b ne obHapyxmuBaercs, a ypoBan MPHK RPN/a cHWXEHBI IO CPaBHEHUIO C
JIMKUM TUIIOM, BEPOSITHO, M3-3a reTepo3uroTHocTH. (C) [loamyOMKBUTHHHPOBAHHBIE OEIIKH B CTPYUYKaX JHKOTO
THMa, MyTaHToB rpnla/RPNla v rpnlb/rpnlb. O0muii Genok pa3aessuii Ha refie ¥ IepeHOCHIIN Ha MeMOpany, a
MOy OMKBUTUPOBAHHBIE OCTKH BBIABISUIM C TIOMOIIBIO ITOJHMKIOHAIBHBIX AHTHYOMKBUTHHOBBIX AHTUTEI.
Hwxusist manens mokaspiBaeT Oeslok miia3mMaTudeckoil MemOpansl AtPIP2b B kauectBe koHTposs. [lonmoxenue

MapKepa MOJISKYJISIPHOM Macchl Toka3aHo ciesa (B x/) (Brukhin et al. 2005b).

c wucnoib3oBaHueM crenuuunbix st RPNla w RPNIb aHTUCMBICIOBBIX U
CMBICIIOBBIX KOHTPOJBHBIX 30HJ0B. TpaHckpuntbl RPNIla Obuin OOHapyXeHbl B
MEpUCTEME W TPUMOPAUSAX I[BETKOB, Jajiee OCOOEHHO CHJIBHBIA  CHUTHAN
aHTHCMBICIIOBOTO 30HJa ObUI OOHApy>K€H B NPUMOPAMUAX CEMSA3a4aTKOB, a IIOCIHE
OIIOIOTBOPEHHUS B 3apoAblllax HAa CTaJUU OKTAHTA U TJIOOYJISIPHOM cTaauu, Ha Oojee
MO3/IHUX CTAJAUSIX MHTEHCUBHOCTh TMOPUIN3AIMIOHHOTO CUTHAJA 3aMETHO CHIDKAJach
70 MOYTH HEOTIMYMMOM OT CMBICIIOBOTO CHUTHaja. B pa3BuBarommxcs LBETKax U

ceMeHax 3Kcmpeccus napaioroB RPN/ B 3HaUNMTENbHOW CTENEHU INEepeKphiBasach. B
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CEMEHAX YPOBHM 3KCIPECCHM BBICOKM HAa PaHHUX CTaJAMSIX 3MOpHOreHe3a, Koraa y
MYTaHTOB 7pnla HaOIOaeTCs 3aepiKKa pa3BUTHS.

B pasgene 4.1.7 onucaHbl pe3ysbTaTbl 3KCIEPUMEHTOB, JOKA3bIBAIOIIUX, YTO
reabl RPNla m RPNIb ne umeroT nyOonmupyrommx (yHKOUH. AHaau3 HaTTEpHOB
skcnpeccut RPN1a v RPNI1b nokasai, 4To 3TU MapaiOTMYHbIE T€HBI SKCIPECCUPYIOTCS
YaCTUYHO MEPEKPHIBAIOLIUMCS 00pa3oM U, CIe0BaTebHO, MOTYT ()YHKIIMOHHUPOBAThH
n30bITOYHO. O/1HaKo, MyTauu B RPN/a npuBOAAT K TMOENN 3apObllIei, B TO BpeMs
Kak MyTauuu B RPN1b He o0HapyKUBAaIOT OUYEBUIHBIX (DEHOTHUIIOB. Y TE€TEPO3UTOTHBIX
pactenwuii rpnla-1/RPNla-1 Gbu1o oOHApYk)eEHO, uTO 26,9% ceMsH (n = 67) He naBaiu
NETEKTUPYEMOI'O0  CUTHaJ]a  INpU  HUcHosb3oBaHuM  RPNIa-cnenuuyeckoro
aHTHCMBICIIOBOTO 30HJA, B TO BPEMS KaK KOHTPOJIb (CEMEHa IUKOIo THIMa) MOoKa3aj
YEeTKH CUTHAI Ha CTaAuH TI0OYyIspHOro 3apoabima. B ocraBmuxcs 73,1% cemsw,
KOTOpBIE, BEPOSITHO, COOTBETCTBYIOT reTepo3uroraM 1mo RPN/ u 3apojipliliaM JUKOTO
TUINIA CUTHAJ OblI OOHapy’KE€H C MOMOIIBI0 aHTHUCMBICIOBOTO 30HAa RPNla. Jlns
XapaKTEpUCTUKH MYTAHTOB rpnlb Ha MOJEKYJIIpHOM ypoBHE, Mbl ipoBenu OT-ITLP-
aHayn3 3Kcnpeccuu reHoB RPNIa v RPN1b y NBOWHBIX MyTaHTOB, T€TEPO3UTOTHBIX 110
rpnla-1 ¥ TOMO3UTOTHBIX O rpnlb-2 v rpnlb-3 amnensMm cooTBETCTBEHHO (puc. 7B).
V¥ nBoitHbix MyTantoB MPHK RPNIbH He obGnapyxuBaercs, a yposuu MPHK RPNla
CHW)KEHBI 110 CPAaBHEHUIO C JMKUM THUIIOM, BEPOSITHO, M3-3a T€TEPO3UTOTHOCTH (pHC.
7B). UroObl BBIIBUTH BO3MOXHBIE (YHKUHOHAJIbHBIE  pA3NIMUUA  MEXKIY
apajoru4YHbIMU reHamMu RPN, MBI HUCClIeI0BaIN 001t YPOBEHb
yOUKBUTHHHUPOBAHUS B CTpPy4YKax, COJIEpXalluxX TJIOO0YyJspHbIe 3apoisimu. B
OTCYTCTBHE (PYHKIHOHAJIBHBIX MPOTEAcOM 26S MOMHKHO YBEIHMYUBATHCS KOJIHMUECTBO
W/WIA  YPOBEHb TONUYOUKBUTHHUPOBAHHBIX OenkoB. [lonmyOMKBUTHHHPOBAHHBIE
Oenky aHanM3UpoBaIM B pacTteHusix rpnla/RPNla, B KOTOPBIX TOMO3WUTOTHBIE
MYTaHTHBIE 3aPOIBIIIA BO3MOKHO HE PACHICTIISIOT YOMKBUTHHHPOBAHHbIE CyOCTpAaThI,
u B romo3urotax rpnlb/rpnlb (puc. 7C). Mbl He 00HAPYKHIIN KaKUX-THOO0 pa3Inyuii B
00111eM ypOBHE OJTNYONKBUTHHUPOBAHHBIX OCITKOB MEXKY IBYMsI MyTaHTaMH U TUKUM
TUTIOM. DTH JIaHHBIE YKa3bIBAIOT Ha TO, YTO Y MYTAaHTOB (DYHKIIMS IPOTEACOM B IIEJIOM
CYUIECTBEHHO HE Hapymanach u 4To u30QpopmMbsl RPN] BO3MOXXHO HUMEIOT JOBOJIBHO
cneunduyeckue QyHKINUU, TPUBOAALINE K TOHKUM H3MeHeHHAM. KomrmiemeHTanus
myTtanta rpnla-1 xak reHom RPNla, tak u RPNIb moj KOHTpOJIEM MPOMOTOpa
pRPNla, npencraBieHHas B paszene 4.1.8 mnoka3piBaeT, 4YTO JBE H30(QOPMBI
(YHKIIMOHAIBHO 3KBUBAJICHTHBI, €CIIU dKCIPECCUPYIOTCs uaeHTnaHo. HecmocoOHOCTH
rena RPN1b 3amenuts notepio pynkunu RPNIa Bo Bpems SMOproreHe3a MOXeT ObITh

CBA3aHA C pa3IMUMsAMHM B IATTEPHE WM YPOBHE DKCIIPECCHM Mapajoros. Briomne
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BEpOATHO, uTo in planta RPNIa, Ho e RPN1b, B3auMOIEHCTBYET CO crienn(PUIECKIMHU
cyOcTparamu, KOTOpble HEOOXOMUMBI BO BpeMsi aMOpuoreHesa, xotss RPN1b moxer
BBIMIOJIHATD 3Ty (QYHKIHMIO, €CIH SKCIPECCUPYETCS TOJ KOHTPOJEM IPOMOTOpA
pRPNla. Tonkue paznuuusi B ypOBHE KCIPECCUU WM BPEMEHU MOTYT TakkKe OBbITh
BaXHBIMU MapaMeTpamu AJisi cOopku cennduyeckux n3opopm mporeacomsl 26S. [pu
TOM, 4YTO Iporeacoma 26S M ee CyObeOUHUIBI UIPAIOT CYIIECTBEHHYIO POJb IS
pacro3HaBaHusl CHEIU(PHUECKUX CyOCTPaToB BO BpeMsl PENpPOAYKLIHUU U PA3BUTHS
pacTeHuii, OonplIoe 3HAUYCHHE HMMEIOT YOMKBUTHHOBBIE Jsmra3el E3, koTopble
pacmo3HalOT W METAT YOMKBUTHHOBBIMH OCTaTKaMU OEIKOBBIE  MOJIEKYJIHI,
IIpeHa3HAuYEHHBIE JJIS OCIEAYOIIET0 YHUUTOXKEHUS.

B pasgene 4.3 oOcyxaeHO 3aHaueHHE TI€HOB KyJUIMHOBBIX E3 nwras
apabunoricuca, CUL34A n CUL3B, mis HOPMaJIbHOTO TPOTEKaHUs SMOpHOTreHe3a.
Kynmun (CUL)-3aBucuMble  yOMKBUTHMHJIMIA3bl 00pa3yloT KiacC CTPYKTYPHO
POJCTBEHHBIX MYJIbTUCYOBEIUHUYHBIX (PEPMEHTOB, KOHTPOJIUPYIOUINX OBICTPYIO H
n30MpaTeNbHyIO0 JETpajaliii0 BAXKHBIX PEryJATOpHbIX OenkoB. K 3TOoMy Kmaccy
depmentoB npuHamiexar u aurassl CUL3-BTB (Thomann et al.,, 2005). CUL3
ABJIIETCSA BAXXHBIM T€HOM Yy MHOTOKJIETOYHBIX JXKMBOTHBIX. MOJEIBHOE pAaCTEHUE
Arabidopsis thaliana xonupyetr aBa poactBeHHbix reHa CUL3 - CUL3A n CUL3B.
benku CUL3A wu CUL3B apabumorncuca crnocoOHb B3aUMOJCHCTBOBATH C
«manpueBbiM» 0enkoM RING-H2 RBX1 u ¢ HECKONBKMMU NPEACTABUTENISAMH OEJIKOB
pactenuii, cogepxamumu BTB nomensl, mpeanonaraeTcsi, 9To OHU 00pa3yroT CXOAHbIE
E3 kommiekcsl Ha ocHoBe CUL3. B renome apabumorcuca Obu10 0OHApY>KEHO ISTh
AKCIPECCUPYIOIINXCA TE€HOB, CBA3aHHbIX ¢ KyJutuHoMm, CULI, CUL2, CUL3A, CUL3B
u CUL4 (Risseeuw et al., 2003). Myrautet CUL3A ¢ mnotepeil GyHKIUH
KU3HECTIOCOOHBI U (PEPTHIIBHBI M JEMOHCTPHPYIOT TOJBKO YMEPEHHBIH (PEHOTHIT,
MYTaHT cul3a 3alBETaeT HEMHOT'O MO3KE, YEM KOHTPOJIbHBIE PACTEHUS, U TPOSBISAET
MOHIKEHHYIO YyBCTBUTEIBHOCTH K AalbHEMY KpacHoMy cBety (Dieterle et al., 2005).
’KuzHecrnocoOHOCTh MYTAaHTHBIX pacTeHWid cul3a MoxxkeT OBITh CBsi3aHa C
(GYHKIIMOHAIBHOM N30BITOYHOCTHIO MeXxay AByMs reHamu CUL3 y apabunornicuca. Mbl
HCCJIEI0BAIM TMOCIEACTBUSI KOMOMHMPOBAHHON morepu (QyHKuuu reHoB CUL3A u
CUL3B nns pa3BuTus pacTteHuil apabuporncuca. Hamu oOHapyxkeHO, 4TO OenKu
CUL3A (At1g26830) u CUL3B (At1g69670) 6pun Ha 88% MASHTUYHBI HAa YPOBHE
aAMHHOKHCJIOTHOU MOCIIEA0BATEIbHOCTH, OHH OTHOCATCS K TOH ke (PUIIOreHeTHIeCKOn
kinage, uro u CUL3 y penmsmuxcst Aposxoked, HeMaTol, APO30PWIBl U YeIIOBEKA.
BripaBauBanue nocnenpoBarenbHoctei 6enkoB CUL3 yka3bIBaeT Ha BEICOKYIO CTEIIEHb

KOHCepBaTUBHOCTU. Panee Obuto mokazaHo, uyTo (ynkuus CUL3A He sBIsSeTCS
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cyuiectBeHHOM st Arabidopsis (Dieterle et al., 2005). B pa3uene 4.3.1 paccmoTpen
MYTaHT ¢ moTeped GyHKIuH cul/3b, y KoToporo He Habm0gaeTca MOP(OIOTHIECKUX
nedexroB. Jlunus GUS, co ciuteim ¢ mpomotopom CUL3B (CUL3B-GUS), a Takxke
PHK OnoTttunr cBuuerenbctBoBaiii 0 ToMm, 4to CUL3B skcnpeccupyeTcss Ha Bcex
aHAJIM3UPYEMBIX CTAAMSIX PA3BUTHUSI PACTEHUH, OT MOJIOJBIX POPOCTKOB A0 LBETYIIHNX
pactenuii. Takum oOpa3om, Ha ypoBHE TKaHei u opranoB CUL3B umeeT CXOTHBIN C
CUL3A narreps skcripeccun (Dieterle et al., 2005), 4T0 1ONOTHUTENHHO YKa3bIBAET HA
TO, 4TO 00a KyJUIMHa MOTYT (PYHKIMOHUPOBATh M30BITOYHO B PA3IUYHBIX TKAHSIX
pactenuii (Thomann et al., 2005). B pa3nerne 4.3.2 Mbl IPUBOAMM J0KA3aTEIHCTBA TOTO,
YTO Ha KJIETOYHOM ypPOBHE B PEMPOIYKTHBHBIX OpPTaHax M BO BpeMs 3MOpHOTeHe3a
redsl CUL3A n CUL3B 3kcnpeccupyroTcs IepeKphIBAIOLIMMUCS IPOCTPAHCTBEHHBIMU
U BPEMEHHBIMM MaTTepHamMH. [[ias 3TOro HaMu NPOBOJWIMCH SKCHEPUMEHTHI IO
rubpuanzanuu PHK in situ Ha cpe3ax MBETOYHBIX MOYEK M Pa3BUBAIOIIUXCS CTPYIKOB
¢ ucnosbzoBanueM CUL3A aHTUCMBICIOBBIX (AS) U CMBICIOBBIX KOHTPOJIBHBIX (S)
30H10B. Ha paHHHX cTagusx pa3BUTHS LBETKa OCOOCHHO CHJIbHBIE CHTHAJIBI
HaOmOgamucy B (QOPMUPYIOLNIUXCA MPUMOPIUSAX CEMsA3adyaTKOB, a 3aTeM B
YATUHSIOMMUXCS MHTETYMEHTaX M TeTpagaX MEracrop, MO3)Ke TPAHCKPUIITHI OBLIH
OOHapy>XeHbl B KJIETKAaX 3apOJBIIICBOTO MeEIIKa. B THIYMHKAX BBICOKHHA YpPOBEHb
TpanckpunToB CUL3A 0OHapyUBaJCs B CIOPOT€HHBIX KJIETKAaX U B MEHBIIIEH CTENICHH
B TeTpagax mukpocmop. [locae omnonorBopenus sxcnpeccust CUL3A nabmoganacs B
3apoJIbIlIe M HI0CTIEPME, IPUYEM OCOOCHHO BHICOKON MHTEHCHBHOCTH CUTHAaJa ObLIa
B TJIOOYJIAPHOM U CEPICYKOBHIHOM 3aponblmax. [MOpHIN3allMOHHBINA CHTHAJI B
CHOPO(UTHBIX TKAHAX ceMs3ayaTrka Obul 04eHb claObIM. [I0CKOIBKY aHTHCMBICTIOBOM
3081 CUL3A4 MmoxeT Takxke 00OHapykuBatTh U Tpanckpuntsl CUL3B, nist 6osiee TOUHOTO
BBISICHEHHUS MTATTEPHOB SKCIPECCHH 000UX T'€HOB MPU IMOPHOTeHE3€ MBI UCCIICAOBAIH
TpPaHCTE€HHBIE JIMHUH, HECYIIME B TeHOME KOHCTPYKTHI ciusgsHusg CUL3A- win CUL3B-
npomoTop-GUS. Cnutble TpaHCTE€Hbl JAEMOHCTPUPOBAIU WICHTUYHbBIE IaTTEPHBI
skcripeccud GUS Ha pasHBIX CTaAMSIX Pa3BUTHSI CEMSIH, YTO €IE Pa3 YKa3bIBAaeT Ha TO,
YTO 3TH TEHBl MOTYT HMMETh W30BITOUHBIE (PYHKIUU B HCCIECIOBAHHBIX TKAHSX.
[TockonpKy B HAIIMX UCCIEIOBAHUAX OTAETbHBIC MyTaHTHI cul3a (Dieterle et al., 2005)
u cul3b c uncepuueii T-/IHK nemoncTpupoBanu ToIbKO Mano3aMEeTHBIN (PEHOTHIT WK
HE TPOSBISUIM €r0 BOOOIE MBI CKOHCTPYHMPOBAIU NBOWHON MyTaHT cul3a-1/CUL3A
cul3b-1 (nns mpocToThl O0O3HAUEHHBIW cul3a cul3b), TOTOMCTBO KOTOPOTO
aHaymsupyertcs B pazuene 4.3.3. Pacrenwnst cul3a-1/CUL3A cul3b-1 6bimu TOABEPTHY THI
CaMOOIIBUIEHHUIO, @ TOTOMCTBO F3 OBLIO MOBTOPHO T€HOTUIIMPOBAHO JIJISI BOZMOXKHOTO

BBISIBJIEHUS] TOMO3UTOTHBIX cul3a-1 cul3b-1 MyTaHTHBIX pacTeHuil. AHanu3 6osiee, ueM
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50 pacTeHuill, He BBIABWJ HU OJHOTO PAaCTEHHs C JBOMHOW MyTalMeil, YTO MO3BOJISET
MIPEANONIOKUTE, 9To (yHKIMsa CUL3 BaxHa s )KU3HECTIOCOOHOCTH apaduorcuca, a
3TH JBa TeHa 00JIagaroT U30bITOYHON (QyHKIMEH. MBI OOHApYKWIIH, YTO Y JABOHHOTO
MyTaHTa cul3a cul3b 3aponplly 3aJep>KMBAalOT CBOE PAa3BUTHE HAa Pa3HbIX CTaAMSIX,
XOTs1 OOJIBIIMHCTBO U3 HUX OCTAHABIIMBAIOTCS HA CEPIE€UYKOBUIHOM cTaauu. MI3mMeHeHus
¢dbopMupoBaHUs MATTEpHA 3apOJbIIIa, CYCIEH30pa M IHIOCIEpMa OOHApPYKHUBAIOTCS
yKe Ha rio0yisapHoi ctaauu. CerperaimoHHbIN aHAJIN3 TOTOMCTBA CaMOOIIBUIEHHBIX
reTepO3UroTHRIX pacTeHuit cul3a-1/CUL3A cul3b-1 mokaszan, 4TO COOTHOIICHHE
KaHAaMUIIMH YCTOMUMBBIX K KAHAMUIIMH YyBCTBUTEIIbHBIM IIPOpoCcTKam 06110 1,4:1, a He
2:1, KaK O)KHUJAIOCH B CITydae 3UrOTHYECKON SIMOPHOIETATBHON My TaIllui. AHAJTOTUYHO
3TOMY TIOTOMCTBO CaMOONBUICHHBIX pacTenuit cul3a-1 CUL3B/cul3b-1 nokasaino, 4To
YCTOHYMBBIE K CyNTb(haara3suHy IPOPOCTKH PACHICIUISUIUCH B cooTHOmEeHHH 1,3:1. DTH
HAOIOJICHHUS TPENOIaraloT CHWKEHHE rameTopuTHol mepenadn. I(P(HEKTUBHOCTD
nepenaun (TE) mapkepa ycTOWYMBOCTM K KaHaMUIIMHY ObUIa CHIDKEHA KaK depes
myxckue (28,3%), tak m uepe3 xeHckue ramerodutsl (79,8%). Kak odeBuaHO,
cumkenue TE Ob10 HAMHOTO CHIIbHEE Uepe3 MYKCKOW TaMeTOPHT (MbUIBLY).
HccnenoBanne (QepTHIBHOCTH 3PENBIX CTPYYKOB OOHapyxuio, uto 19 % cemsH
abopTUPOBAIKCH TOCJIE CAMOOIBUICHUS TBOWHBIX MYTAHTOB. YYHTHIBAs HU3KYIO
nepenaay mytaumu cul3a/CUL3A cul3b depe3 mbLIbILY, 0KHUIAETCS, YTO TOIBKO OKOJIO
10% 3aponprmieit 6ymyt romosurotaeiMu [(TEF/ (1 + TEF) x (TEM/ 1 + TEM) =
(0,798/1,798) x (0,283/1,283) = 0,098]. C nmpyroii CTOpOHBI, >KEHCKas TMepeaaya
cumxaercsa Ha 20,2%, Tak 4yTo oxkujaercs, uro eue npuMmepHo 10% ot obiero yucna
CEMSIH OCTAaHOBSAT CBOE Pa3BUTHUE, JaXKE €CIIM aJlIeib, yHACIeJOBaHHAs 110 OTLOBCKON
TUHUU, OyAEeT IUKOro TUHA. OTH HAONIOJAEHUS MO3BOJSIOT MPEANOJI0XKHUTh, YTO
npumepHo 20% JeTanbHBIX 3apOJbIIEl MPUXOAMTCS HAa IOJOBHUHY KaXXJIOTO U3
reHoTunioB cul3a/cul3a cul3b/cul3b wmma cul3a/CUL3A  cul3b/cul3b, upuuem
nocieanue nomyyaroT amienb CUL3A nukoro Tuma Mo OTIOBCKOW JMHHUH. Takum
0o0pa3oM, CerperalMoHHbIM aHaau3, raMeTouTHas mepenaya U (PEHOTHI CEeMSH
npeanonaratot, 4to ABoHONW HOKayT CUL3A u CUL3B yka3plBa€T Ha MaT€pUHCKUN
KOHTpOJb pasButus 3apojsima (Thomann et al.,, 2005). [{utoamOpuonornyeckuii
aHalu3 CEeMsIH MYTAaHTOB OOHApYXHJI CXOJCTBO (DEHOTUIIOB abOPTHPOBAHHBIX
3apOJBIIIEH, ONpENENIeHHas 4YacTh 3apOAbILIEH, MPOUCXOAAIIMX W3 MYTaHTHBIX
siftiexnetok  cul3a-1 cul3b-1, abopTtupyercsi HE3aBUCHUMO OT TOro, Obula K
yHacleI0BaHHas 0 OTLIOBCKOW JMHHUM ajUledb JTUKOTO THIA WIM MyTaHTHas. Takum
oOpa3oM, MyTaHThl cul3a cul3b TPOSBISIOT TaMeTOPHUTHBIN MaTepuHCKUH 3P deKT

AMOpPHUOHAIBHOMN JIETAILHOCTH NPU NOHMKEHHON NeHeTpaHTHOCTH. B pasnene 4.3.4
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HCCIIEZIOBAHO KakuM oOpazom moteps ¢yHkiuun CUL3 Biausier Ha (OpMHUpOBaHHE
nmaTTepHa 3apojblllla U Ha pa3BUTHE 3HIocmnepMma. Llutomopdonornyeckuii ananms
noarsepxkaact, 4To CUL3 y4acTBYyeT B peryJIsiiud HOPMAJIbHOI'O Pa3BUTHSI 3apObIIIa
U SHJAOCIIEpMA U, NO-BUJIMMOMY, TaK)KE€ OIPAaHUYUBAET JIEJICHHE KIETOK, OCOOEHHO B
runodusuce, rie y MyTaHTHBIX 3apO/IbIIe HAaOMI01aIUCh JOIIOJHUTEIbHBIE AEIECHUS
U aHOMAaJbHBIE IIOCKOCTU JeieHus. B pasnmene 4.3.5 npoaHanu3upoBaHbl JBONHBIE
MyTaHTel cul3a-1 cul3b-1, cemMeHa KOTOpPHIX OBLIM B COCTOSHHHM 3aBEPIIUTDH
SMOpPHOTeHE3, HO OCTaHABJIMBAIM CBOM POCT BCKOpE Mocie npopactanus. B pasgene
4.4.3 obcyxnaerca Bce u pacturenbHble E3 nmrassl Ha ocHoBe CUL perynupytor
OrocuHTEe3 (PUTOrOPMOHOB WJIH MEpeady CUTHAJIOB.

B pazgene 4.5 paccmMoTpeHa poisib €lle OJAHOIO Ba)kHOro kiacca E3 inwras,
33JICHCTBOBAHHOTO B  pa3BUTUM M  Pa3MHOXKEHMM pacTeHuil, kiacca E3
youkButuniuras, cocrosmmx n3 CUL4, DDB1 u omnoro G6enka WD40, KOTOpBIif,
JeMCTBYET B KauecTBe cyOcTpaTHoro pernentopa. E3-nurasst Ha ocHoBe CUL4 (CRLA4s)
BBIMIOJIHAIOT Ba)KHbIE (YHKIMM HA YPOBHE XpOMAaTHHA, BKIIOYAas pEAKIHIO Ha
nospexacHus JJHK y MHOrOKI€TOUHBIX )KUBOTHBIX, PACTEHUM U y APOXKIKEH, a TAKKE
B caiiieHcuHre rerepoxpomatuHa. Cpenu npeanonaraeMmbsix penentopoB CRL4 wmbl
unentuuupoanin  MULTICOPY  SUPPRESSOR  OF IRA1  (MSI1),
NpUHAAJIEKAIIUKA K SBOJIONUMOHHO KOHCEPBAaTUBHOMY ceMelcTBY OenkoB. MSII1-
1no/100HBIe OEJIKU UTPaAIOT OOJBIIYIO POJb B (PYHKIMOHHPOBAHUM PA3HBIX OEIKOBBIX
KOMIUIEKCOB, BKJIIOYAsl SMMUICHETUYECKUN PETYJIATOPHBIA PEIPECCUBHBIA KOMILIEKC
Polycomb 2 (PRC2) (Dumbliauskas et al., 2011; Schmidt et al., 2013; bproxun, 2017;
Brukhin, Baskar, 2019; Brukhin, Albertini, 2021). MsI moxy4ywiu 10Ka3aTelibCTBa TOTO,
yro MSII apabunorncuca ¢pusnuecku B3aumoaeictsyer ¢ DDB1A u siBnsieTcs 4yacTbio
MYJIBTUMEPHOT0 OenkoBoro kKomiuiekca, Bimouatomero CUL4. Tlorepst ¢yHKImu
CUL4 u DDB1 npuBoaut k ru0enu 3apoasiieil. UHTepecHo, 4TO, Kak U y MyTaHTOB
KJjlacca fis, MyTaHTbl cul4 oOHapyXHBAarOT aBTOHOMHYIO MHUITMAIMIO SHAOCIEpMA H
yTpaTty poaUTENbCKOro uMnpuHTUHra MEDEA, reHa-mMumeHu Komiuiekca PRC2
apabunoncuca. Kpome Toro, mocie onpUieHUS] y MyTaHTOB cu/4 HaKarIuBaeTCs Kak
tpanckpunt MEDEA, tak u Oenok. Hamm uccienoBaHusi NpenoCcTaBUIM NEPBBIE
J0Ka3aTeabCcTBa (PU3MUecKoil U (GyHKIIMOHATBHON cBsi3u Mexay iura3zoii CRL4 E3 u
koMiiekcoMm PRC2, 4ro yka3piBaeT Ha HOBYK pOJb YOMKBUTUHUPOBAHMS B
noasiieHnu dKcrpeccun reHoB (Dumbliauskas et al., 2011). B pa3nene 4.5.1 onucanst
UCCIe0BaHusA, JoKa3biBawomue, 4yTo MSI-nonoOHble OelKku NpencTaBisilOT co00M
ABOJIOLMOHHO KOHcepBatuBHbie Oenku WD40, comepxamue motuBel WDxR. Mer

oOHapyxunu, uro Bce MSIl-monoOusie 6enku ¢ moBropamu WD40 y pa3nudHbIX
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OpraHMU3MOB HECYT 110 KpallHEeH Mepe OAuH KoHcepBaTUBHBIN MOoTUB WDXR, curnarypy
DCAF. B pazgene 4.5.2 ¢ mOMOIIBIO SKCIEPUMEHTOB C JPOKIKEBOU JBYXTHOPUIHOMN
cucremoit (Y2H), ananmmza ad¢unnOil aOcopObumu in Vitro W SKCIEPHUMEHTOB IO
oumonekyisipaoit  pmyopecuentHoit  kommuiemMeHTanmu  (BiFC)  mpuBonens
nokazarenbcTBa Toro, uro MSII apaGuporicuca Qu3nyeckn B3aUMOJCUCTBYET C
DDBIA u sBnsiercst yactbto OenkoBoro kommiekca CUL4-DDB1A-MSII1. B paznene
4.5.3 onucan (yHKIIMOHAIBHBIN aHanu3, nmokazasmuil, uto CUL4 u ero aganrepsl —
romoniorn apabumornicuca DDBIA u DDBIB HeoOXomuMmbl isi HOPMaJIBHOTO
sMOpuorenesa u opmupoBanus ceMsaH. CaMOONBUISIONINECS TOMO3UTOTHBIE PACTEHHUS
cul4-1 NeMOHCTPUPYIOT OTKJIOHEHHS B PA3BUTHH CEMSH, YTO B UTOrE MPUBOIUT K MX
aboptuBHOCTH. LlUTOMOTMUECKHE HCCIIETOBAHUS CEMSH TOMO3UTOTHBIX MYTaHTOB cul4-
1 0GHapyKUBAIOT HU3KYIO IPOIH(EPALINIO FHAOCIIEPMA HA CTaJUU OKTAHTa, a Ha OoJee
MO3HUX CTaAMSIX 3aMETHbl aHOMAJbHO OOJBIIME fAJpa SHAOCIEPMA M 3alepiKKa
pa3BuTHS 3apoabiia. MyTaHTsl cul4 ¢ moTepeit PyHKIMU U3 JPYTUX KOJUIEKIMNA OBLIH
MOJIBEPTrHYTHl ~ OOpaTHOMY  CKPELIMBAHHWIO C  PAcTEeHUSIMU  JUKOIO  THIIA.
I'enotunupoBanue 137 n 72 caMOONBUIEHHBIX MyTaHTHBIX pacTeHuil cul4-2 v cul4-3,
COOTBETCTBEHHO, HE HWACHTU(UIIMPOBAIO TOMO3WUTOTHBIE MYTaHTHI. [ eHeTHUecKuit
aHaJu3 BBISIBUJI PacUICIICHHE CLEIUICHHOTO Mapkepa, 6mu3koe K 2:1, XapakTepHOTro
st aMOpuoneranbHocT. g annenu cul4-2 koo PUIHEHT cerperaui Mapkepa ObLT
HEMHOTro Hike 2:1, uro mpenmonaraer cinadbiii nedekT rameToGuTHOW mepemayu.
KomnyectBo abopTUpOBaHHBIX CEMSH B 3peNbIX CTPYYKaX COOTBETCTBOBAJIO
3urotnueckoi aMmoOpuonetanbHocTu. Ilockoneky CUL4 B3ammopeiictByer ¢ DDBI,
obpa3ys komiuiekc CRL4-E3 nurasa, Mel Takxke uiccienoBaim, Heooxonumocts DDB1
U1 HOpMalibHOTO SMOpHorenes3a. ['eHom apaOuzorncuca KOIUpPyeT ABa POJCTBEHHBIX
DDBI 6enka, DDBIA (At4g05420) u DDBI1B (At4g21100), nemoncTpupyomux 89%
UJEHTUYHOCTH HAa YPOBHE MOCIIEOBATEIbHOCTH AMUHOKHCIIOT. [10CKOIBKY MyTaHTHI €
notepeit pyHkiuu DDB 1A oKa3bIBAIHCH KU3HECTIOCOOHBIMU, MBI HIICHTU(DUITPOBAIIN
MYTaHT, Ha3BaHHbIN ddblb-1 ¢ pa3pbIBOM KOAMPYIOUIEH MOCIIEI0BATENBHOCTU I'€HA B
MocJIEAHEM 3K30HE. ['OMO3UroTHBIE MyTaHTHBIE pacTeHus ddblb-1 pa3BHUBaAIUCH
HOPMAJIbHO M OBUIM TOJHOCTHIO (GepTuiabHBL. J[1s BBISICHEHHS BO3MOKHOM
u3osirounoctd DDBIA v DDBIB npu smOpuorene3e ObLIM NMPOU3BEICHBI JBOMHBIC
mytautel DDBIA/ddbla-2 ddblb-1/ddblb-1 w ddbla-2/ddbla-2 DDBI1B/ddbib-1,
CpEIl CaMOOIBUIAIOIIETOCs] MOTOMCTBA KOTOPBIX HE OBUIO BBISBIEHO JBOMHBIX
MYTaHTOB C HyJ€BbIMH auiensiMu. OueHka nepegadyu reHoB DDBI yepe3 MyKCKOMl u
KEHCKHHM TaMeTO(pUTHI MOKa3aja, YTO 3TU TE€HBl BHOCIT HE OJMHAKOBBIM BKJIAJ B

pa3BuTHe W/miaM (QYHKIOUIO rameToduTa: Npu OTCYTCTBUHM amienun DDBIB s
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HOPMAJILHOW TIepeiauu uyepe3 My»)CKoi rametogut tpedyercs amiens DDBIA, a nis
JKEHCKOTo ramerodura HaoOOpOT. 3apobIId U3 CEMSH JBOWHBIX TOMO3WUTOTHBIX
pacrenuit ddbla dbblb octaHaBmMBaIOTCS Ha TIIOOYIAPHOU CTaAMHU C (PEHOTHIIOM,
HamOMUHAOMMM (eHotun MyTaHToB cul4. Takum oOpa3om, AJi HOPMAIBHOTO
pa3BHUTHS 3apobIlia 1 dSHI0cTiepMa HeoOxonuMmbl kak CUL4, tak u DDBIA/B.
I'u6punmszanus MPHK in situ Ha cpe3ax IBETOYHBIX MOYEK U PA3BUBAIOIIMXCS
CTpYyYKOB ¢ wucnoib3oBanueM CUL4-cnenuduyueckux 30HIOB, IMpEICTaBICHHAS B
paznene 4.5.4, nemoHcTpupyert, uto CUL4 3xcnipeccupyercst BO BpeMsi SMOproreHesa
(puc. 8). B paznene 4.6 ocyniecTBIEH aHAIN3 3HAUYECHUS] KOMIUIEKCOB, COJEPKAITUX
CUL4, nns mnopaepsKaHusi POJUTEIBCKOTO UMIpUHTUHra reHa MEDEA upu

peipoaAyYKIH HAa OCHOBC IMMOJTYYCHHBIX SKCIICPUMCHTAJIbHBIX JTaHHBIX. B HaCTHOCTH,

Pucynk 8. Oxcnipeccust rera CUL4 B TKaHSIX IIBETKA ¥ Pa3BUBAIOLINXCS CEMSTH, IIPOAHATM3UPOBAHHAS C TOMOIIBIO
ruOpuanzanmy in situ. (A) IIpomonsHbIi cpe3 Monomoil nBeTouHol mouku. (B) byron nBetka ¢ mpumopanusmu
cemszagatkoB. (C, D) 3apozapim Ha rimoOymsipHoit craanu. (E, F) 3penstit 3aponsimessiit memok. (G, H) 3apoasim
Ha cepaeukoBuaHon craauu. (I, J) 3apoxemn Ha cramum toprieasl. (K, L) 3apompimr Ha cTaany M30THYTHIX
cemsoneit. AS - aHTUCMEBICIIOBOH 30H; S - cMbIcioBoit 30HM; C - tuiopommctuk; CC - neHTpansHas KieTka; E -
3apogsi;, EC - siiniexnerka; Ov - cemszavarky; P - gemectku; Sp - gamenuctukw; St - TEHIAUHKA. MacitaOHas

meeiika = 50 mxm. (Dumbliauskas et al. 2011).
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aHallu3 POJIUTENBCKON ajuienb-crieupuIHoi sKxcnpeccun MEA B ceMeHax JHMKOTO
TUIA U MyTaHTaXx HECKOJbKHUX ajuielie cul4 mokasall, 4To y pacTeHuil cul4 tepsiercs
UMIIpUHTHpOBaHHUE sKcrpeccun MEA (paznen 4.6.1) M NpouCXOOUT HAKOIUIEHHE
AKCIIPECCUPYEMOTO C OTHOBCKOH ayenu 6enka MEA-YFP.

Takum oOpa3om, MONy4YeHHBbIE HaMHU pe3yibTaTbl IOKa3biBaroT, uro CUL4
HEOoOXoMUM JUIsl TOJICpXKaHUsl pernpeccuu oTmoBckon amtenu MEA. Tlockombky
koMmiieke PRC2 omocpenyer TpumeTwIMpoBaHHE ocTaTka ju3uHa 27 rucroHa H3
(H3K27me3), TeM cambIM BBIKJIIOYAsi SKCIIPECCUIO T€HA, MBI UCCIIEIOBAJIH, BIUSIET JIU
noreps ¢yHkuuu CUL4 Ha MeTWIMpOBaHHME TMCTOHOB. VMMyHompeuumnurtanus
xpomatuHa (ChIP) u3 MONOIBIX CTPYYKOB, BBISIBMJIA CHIDKEHUE TPUMETHUIMPOBAHHS
H3K27 B nokyce MEA. IlpumedaTenbHO, YTO aHATOTHYHBIN 3 (eKT He Habmomancs
OpyM HMMMYHONPELUMIIUTALMK U3 TKAHEW MOJIOABIX [IBETOYHBIX IIOYEK, YTO
CBUJETENBCTBYET 0 TOM, uTo CUL4 y4yacTByeT B NOJJEP/KaHNH, & HE B YCTAHOBICHUU
pETpecCUBHBIX METOK THCTOHOB. KpoMe Toro, ObIJI0 yCTaHOBIIEHO, YTO MPH IeUIIUTE
CUL4 B ceMeHax HakaruiuBaroTcst TpaHckpunt u 6enok MEA (paznen 4.6.2), uto emie
pa3 MoATBEPKAAET, YTO aKTUBHOCTh CUL4 HeoOXoauMa Jisl OTpaHUYECHUS SKCIIPECCUU
MFEA npu pa3BUTUN CEMSIH.

B rnaBe 5 paccmarpeHo wuccienoBaHue (QYHKIHHM 3K30COM B CBSI3U C
(dbopMuUpOBaHUEM >KEHCKOTO rameToduTa, SMOPHOTEHE30M M aHOMAIUSMHU Pa3BUTHUS
pacTeHHil. DK30COMa SIBJISIETCS IBOJIFOLIMOHHO KOHCEPBATUBHBIM MaKpOMOJIEKYJISIPHBIM
KOMIUIEKCOM, KOTOPBIH HrpaeT IEeHTpalbHyI0 poib B Mertabomusme PHK wu
o0ecreynBaeT MHOTOYHCIICHHBIE PEaKIUU MPOIecCCHHra U nerpaganuu mMansix PHK.
Psn Hayuynbpix myOnukanuid cooOliaer, 4to myTH, onmocpenoBaHHbie ManbiMu PHK
(sSRNA), urpator XxM3HEHHO Ba)KHYIO pOJIb B Pa3BUTUU U CHELU(PUKALMH KEHCKOTO
ramerodpura (0030p Aslam et al., 2022). PeHTreHOCTPYKTYpHBI aHaIH3 3K30COMBI
YeJI0BEKa TOKA3bIBAET, YTO IS €€ LIETIOCTHOCTU HEOOXOAMMBI BCE JIEBATH €€ OCHOBHBIX
cyobrenuuun (Liu et al., 2006). Jlo HemaBHETO BpPEeMEHHM pOJIb HHIUBUIYATbHBIX
CyOBEeIMHUI] SK30COMBI B (PMIIOTEHETHYECKOM CIIEKTPE OCTaBalach HEM3BECTHON. MbI
NPEICTaBIIM HEKOTOpBIE JIOKA3aTEeNbCTBA YHHUKAIBHON CyO(yHKIMOHATH3AINH
OTJEIbHBIX KOPOBBIX CyOBEAMHUI] IK30COMBI PACTEHUH, TOKA3aJIU €€ BaKHYIO POJIb JIIs
pa3BUTHUS 3apOABIINIEBOrO MEIIKa W 3MOpHOreHe3a y apabujoricuca, a TakkKe IS
koHTpousst kayectBa PHK. Kpome TOro, mMel nmpeacraBwiy NnepByro MOJIHOTCHOMHYIO
KapTy MHILIEHeH 3k30coM Beicokro pazpemenus (Chekanova et al., 2007). B paznene
5.1 npencrasnensl uccienoBanus cyobeaunull RRP4 u RRP41 BHyTpenHero koHTypa
9K30COMBI apabuponcuca. [[ns BBIICHEHHMsS MX COCTaBa MbI CO3/1aji TPaHCI€HHbBIE

pactenus, skcrpeccupytomue TAP-meuensiit (anrn. Tandem Affinity Purification)
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RRP4 mu6o TAP-meuenslii RRP41 B MyTaHTHBIX pacTteHusx rrp4-1 wnm rrp41-1
cootBercTBeHHO (Chekanova et al., 2007). TAP-meuensie RRP4 u RRP41 nonHoCThIO
BOCCTaHOBHJIU JIETaJbHBIE ()EHOTUITBI COOTBETCTBYIOIINX UM HYJIEBbIX amneneid. TAP-
MEUEHbIE KOMIUIEKCHI OUMINANIY, a TOJUNenTHAbL, obmue 11 pacrenuit RRP4-TAP u
RRP41-TAP, HO OTCYTCTBYIOLIME B pACTEHUAX JUKOIO THIIA, AaHATU3UPOBAJIM HA MacC-
cunexkrpomerpe MALDI u MS/MS. Bbuto uneHTUGUIUPOBAHO AEBATH MOJHIICTITHIOB,
COOTBETCTBYIOUIMX M3BECTHBIM CYOBEIUMHHUIAM sIpa SK30COMBI: CyObEIUHULAM,
conepxkamuM nomeH S1 nw/mmu KH RRP4, RRP40A u CSL4, a Takxke cyObequHuIIaM
PH-tuna PHKazer RRP41, RRP42, RRP43, RRP45B, RRP46 u MTR3. Mnl
OOHApPYXXWUJIM, YTO MYyTallud B KOPOBBIX CyOBEIMHHUIIAX 3K30COMBI apaOUaoICHCa
BBI3BIBAIOT YHUKaimbHBbIE (enorunsl (pazmen 5.2). Tak, cyOopenunmma RRP41
HEOOXOAMMA /711 HOPMAJIBHOTO Pa3BUTHS KEHCKOTO ramMerodura. MyTaHTHas ajieib
rrp41-1 oOBIYHO TIEpeaBasiach TOJBKO MO MYXKCKOM POJUTENHCKOM JMHUU, HO HE IO
KeHckod (n = 194), a camoombUIAIOIIMECS TETEpO3UroThl  rrp41/RRP41
IPOAYLUPOBAIM KaK HOpMaJbHbIE CEMEHA, TaK W a0OPTUPOBAHHBIE CEMA3aYaTKU B
cootHomeHuu 1:1. TlodyuyeHHOE MOTOMCTBO pacUIEIUIIOCh B COOTHomeHuu 1:1 -
IUKUI THAN K TETEPO3UTOTHBIM pacTeHusM. JKeHCKHe TaMeTO(QHUTHl MYTaHTHBIX
pacTeHui OCTaHABIMBAJIUA CBOE pa3BUTHE (n =422) B OCHOBHOM IOCIIE EPBOT0 MUTO3a
Ha JByXbsanepHou craguu (43,1%), pexe Ha ogHosaepHOH (1,4%), yeTbIpexbaaepHON
(3,3%) u Ha G6onee no3aHux cranuax (3,0%). Iloreps cyobenununbsl RRP4 y myranTa
rrp4-1 BbI3bIBAjA MPEKpPALICHUE PAa3BUTHS CEMSH Ha paHHUX CTaIusAX dSMOpHOreHe3a.
OupocnepM ceMsiH rrp4-1 HauuHal cBoe (OpMHUpPOBAHHE, HO HUKOTJA HE JTOCTHUTAI
craguu ueiumonspuzanuu. KommeMeHTtanuss OUkod amienbto RRP4 TONMHOCTBIO
BOCCTaHaBiMBasa AWKUK (Qenotun. CBoeoOpasue MyTaHTHBIX (EHOTUIIOB H
aCCOLIMMPOBAHHBIE C HUMHU MOJIEKYJISIDHBIE CUTHATYpbl YKa3blBalOT HAa TO, YTO
OTJeNbHbIE CyOBeTUHUIBI KOPOBOM YaCTH IK30COMBI apabuIoncruca BHOCAT HEPaBHBIN
BKJIQJ B €€ IIeJIOCTHOCTh M (PyHKIHOHHpoBaHME. [lomyueHHBIE HAMHU pPE3yIbTATHI
YKa3bIBAIOT Ha CEPbE3HBIE OTIIMYMUS HK30COMHOI0 KOMIUIEKCA PACTEHUI OT U3yUYEHHBIX
710 CUX IIOp 3K30COMHBIX KOMIIJIEKCOB B Ipyrux cucremMax. i u3ydeHus riooajibHOro
aHaJM3a MMILEHEH 3K30COM apaOHAOICHCa BBICOKOI'O pPa3pellieHHs W BBISICHEHUS
¢yukmmn RRP4 u RRP41 (pasmen 5.3) wmbl paspabotamu  cuctemy wuPHK-
MHIymupyeMou sctpanunonom st mHaykunun uPHKwu-onocpenoBanHoro HoknayHa
MPHK RRP4 (rrp4iRNAi) viu RRP41 (rrp41iRNAiQ). Takas cucrema MOXKET OBITh
nosie3Hor st uccnenoBanust ¢yHkuuidi RRP4 m RRP41 in vivo, ocobeHHO mis
M3YyYEHUsl MOCTIMOPUOHANBPHOW (YHKIHMM TEHOB, MyTAallMM M HapylieHHE DPaOOTHI

KOTOPBIX BbI3BIBAIOT FaMeTO(bI/ITHBIe 1500040 3M6pI/IOJIeTaJIBHBIC (1)CHOTI/IHLI, 4TO HC



32

MIO3BOJISIET MOJYYUTh MyTaHTHBIE 11O 3TUM IreHaM pacTeHUs. Mbl UCIIOJIB30BAIIU METO
uPHKu B couetannmu ¢ TOJHOT€HOMHBIMH MO3aWYHBIMH MUKpouunamu (tiling
microarrays). B oOmeit cinoxHOCTH OBUIO HIeHTHQHUIHPOBaHO 1612 TEHOMHBIX
o0nacTeli, JEMOHCTPUPYIOUINX IMOBBIIICHHBIE YPOBHH TNoiuaneHuwinpoBannoit PHK
npu HoknayHe RRP4 (rrp4™N)y u RRP41 (rrp41™7) B 1o BpeMs, Kak HNOHMKEHHE
YPOBHS KCITPECCHH 0OHApYKUBaJIa TOIBKO 0Koio 1/10 oT 3TOTO KOJTMUecTBa O0IacTen
(Chekanova et al. 2007). beuto 0OHapyKeHO, YTO OTAEIbHBIE CYObEIUHUIIBI SK30COMBI
pacTteHuit GyHKIIMOHAIBHO CIEIHATU3UPOBAHbI, HAYMHAS C TOTO, YTO OHU HE3aMEHUMBI
Ul pocTa W Pa3BUTHSA, U 3aKaHUYMBAs TEM, YTO OHU HEOOXOIUMBI ISl Pa3BUTHUSA
xeHckux rametoutoB (RRP41) unu sm6puorenesa (RRP4), To ects aBIsroTCS Kpaiine
BaKHBIMH CTPYKTYPaMH JJI1 HOPMAJIbHOI'O CEMEHHOT'0 pa3MHOXeHus. [Ipon3BeneHHbIN
HaMU IOJIHOTEHOMHBIM aHalM3 Ha MO3aW4YHBIX MUKpouurax (pasznen 5.4) BbIABHI
MHOKECTBO HOBBIX CyOCTpPaToOB 3K30COM, HEU3BECTHBIE paHee MeTaboIndecKue
acCIeKThl HECKOJMbKUX BaxKHBIX BUI0B PHK, OonbInyto poiib, KOTOPYIO 3K30COMa UTPaeT
B perynsinuu HKPHK, cBA3aHHBIX ¢ reTepoxpomMaTHyecKuMu oonacTtsamu (pasaen 5.4.2),
a TakXe IIMPOKOE PACIPOCTPAHEHUE IMOJINAJECHWINPOBAHUS, ACCOLIMMPOBAHHOIO C
ocyIecTBiIsIeMol sk30comoit kouTposs kadectBa PHK y pactennii (Chekanova et al.
2007). Hurepecno, uro HoBble crneuupuunsie i 3k3ocom PHK obnapykuBamm
MIOPA3UTEIBHO yCTOWUMBYIO accounannio ¢ MUPHK-npogynupyromumu nokycamu, a
TaKXKe ¢ MOBTOPSIONIMMUCS TocieaoBarebHocTaMu: 72% ot rrp4™¥4 y 63% ot

iRNAi

rrp41 (p <0,001). B TO Bpemst kKak MEXaHHUCTUYIECKYIO OCHOBY UG hepeHInanbHOR
qyBCTBUTENBHOCTH K HcTomeHnio RRP4 mnun RRP41 eme npencrout omnpenenuts,
paccMOTpeHHBIE MPUMEPHl AaHAIOTUYHBI PA3NUYHBIM (PEHOTUIIAM APYTUX MYTAHTOB,
YTO MOJATBEPKIAET MPEACTaBICHUE O CyO()yHKIIMOHATN3AIMH OCHOBHBIX CYObEIUHHII
9K30COM apabHI0ICUCa, AHAJOTUYHO TOMY, YTO HAOIIOJANOCh JJIs MPOTEACOMBI U
perynsatopusix 6enkoB (Brukhin et al., 2005b). Kpome Toro, momyueHHbIE pe3yIbTAThI
OOHAPYXUITH «TITYyOOKO CKPBITHINY CIION TPAHCKPUIITOMA, COCTOSIINM U3 MEKTCHHBIX
HEKOJUPYIOLIUX TPaHCKPUIITOB, KOTOPBIE CHJIBHO MOJABIISAIOTCS KOHCTUTYTUBHOMU
akTUBHOCTHIO 3k30coM (Chekanova et al. 2007). Hakoner, cyniecTBeHHO MOTOTHEHHAS
HaMH 00IeA0CcTynHas 0a3a JaHHBIX TPAHCKPHUIITOMOB, PETYIUPYEMBIX 3K30COMaMH
(http://signal.salk.edu/cgi-bin/exosome), mgoMKHAa TIOMOYh B OCBEIIEHUH HOBBIX
(byHIaMEHTAaTbHBIX KOMIIOHEHTOB U PETYJISATOPHBIX MEXaHU3MOB B  CIIOXHBIX
YKapHOTUYECKUX TPAHCKPUIITOMAX.

B riaBe 6 mpencraBiieHbl CPaBHUTENBHBIE HCCIEAOBAHMS ANOMMKCUCA U
MI0JIOBOM PENpOAyKIUHU, a TAKXKE NPUMEHEHUE IOJHOTEHOMHBIX TEXHOJOTHUU s

M3y4YeHHUs] ATHX MporeccoB. B pasgene 6.1 npoaHanu3upoBaHbl I'€HbI-KAHIWIATHI,
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MyTAaIl B KOTOPBIX Y MOJEIBHBIX PACTEHUN BBI3BIBAIOT (DEHOTHUIIBI, HATTOMUHAOIIINAE
anementhl anomukcuca (bproxun, 2017; Brukhin, Baskar, 2019). Pactenus u3 pona
Boechera (cem. Brassicaceae) B KauecTBe pecypca AJs HCCIEIOBaHUS allOMUKCHCA
paccMoTpeHsl B pasnene 6.2. ANOMUKTHI U3 poja Boechera mpencTaBisllOT coOOU
yA0OHYI0O MOJENb Il U3yYeHUs] allOMUKCHCA, MTOCKOJIbKY OHH SBIISIIOTCS OMM3KUMU
POJCTBEHHUKAMU MOJIEIbHOTO pactenusi A. thaliana, 1nisi KOTOPOrO JOCTYIIHBI
OOIIMpPHBIE  MOJEKYJSIPHO-TEHETUYECKHE  PECypChl,  BKJIIOYAas  TOJHOCTBHIO
CEKBCHHPOBAHHBIA U (PYHKITMOHATLHO AHHOTUPOBAHHBIN T€HOM, YTO 00JIErdyaeT MOuCK
I€HOB, YYaCTBYIOIIUX B KOHTPOJIE allOMHUKCUca y Boechera, HeOonpLION pa3Mep €ro
reHoma B mnpenenax ~170-230 MO; naiuuue anomukcuca y Boechera He TOJIBKO Ha
TIOJIUTIJIONTHOM, HO Y Ha JUTOIUILIONTHOM YpoBHE (2n = 14), yTo npecTaBiseT coooi
UCKIIIOYEHUE W3 H3BECTHBIX alOMUKTHYECKHX pactenuil. I[lpm stoM cOopka u
aHHOTAIMsl TEHOMOB AallOMUKTUYECKUX JUHUWU Boechera 3aTpyqHeHa HU3-3a BBICOKOTO
YPOBHSI T€TEPO3UTOTHOCTH UX T€HOMOB, BO3HHKIIEH B PE3yJIbTaTe€ XPOMOCOMHBIX
MIEPECTPOCK, COMPOBOKIAOIIUXCA AJUIOIUIONINEH, aAHEYIUIOMIUE W 3aMEHOU
TOMEOJIOTHYHBIX XPOMOCOM, MPOUCXOASIINMH B XOJI€ THOPUAU3AIMOHHBIX COOBITHH.
[{uToaMOpHOTIOTUYECKHE W TIPOTOYHO ITUTOMETPUUYECKUE UCCIIECIOBAHUS TMOJIOBBIX U
allOMUKTHUYECKUX BHUAOB Boechera (pazmen 6.2.3) mNOATBEpAWIH, YTO Yy
aMOMUKTHUYECKUX pACTEHUU HamboJiee YacTo BCTPEYAETCS JTUIIOCHOPUYECKHUI
anomeino3 Taraxacum Twna, a pa3BUTHE 3apOJIbIIIEBOTO MEIIKAa TPOUCXOAUT MO TUITY
Polygonum. AHanu3 MIOMTHOCTH 3pENbIX CEMSH METOJOM MPOTOYHOU LUTOMETPUU
oOHapyxun y B. stricta muku kiietok 3apojsima 2C u 4C u nuku sun0ocnepma 3C u 6C,
YTO COOTBETCTBYET MOJOBOMY pa3BUTHIO ceMeHU (In+1n i 3aponpima u 2n+1n ans
sHAocnepma); y tuHud M4B nuku 3apoasima 2C u 4C, a Takke nuku sugocrnepma 6C
u 12C, cOOTBETCTBYIOT allOMUKCHUCY C IICEBIOTaMHBIM pa3BUTUEM 3Hjocnepma (2n +
On nns 3apoapiia u 4n + 2n Juist sHA0CTIEpMa). Y anoMuKTUYecKou JinHaur ES517 66110
OoOHapy»KeHO, YTO KIETKH 3apOoAbIIei sBisitoTcs aumuionanbiMu (2C), a KIETKU
sHpocnepma rekcamiougubiMu (6C) Ha craaum kieroyHoro mukiaa Gl, dro
CBUJIETENILCTBYET 00 OIUIOAOTBOpEHUMU LeHTpainbHOM kietkn (2C +  20)
HepenyLuupoBaHHbIM ciepMepmueM (2C).

B pasmene 6.3 oOcyxmaercs aHamM3 O3KCIpPECCHH W (HIOTEHUS
accoIMUpOBaHHbIX C anomukcucom reHoB CENH3 u APOLLO y mTONOBBIX U
ANIOMHUKTUYECKUX BUIIOB Boechera. Ha ceromusiiauii nenb red APOLLO (Apomixis-
Linked Locus) siBnsieTcss OMHUM W3 OY€Hb HEMHOTUX OOHApYKEHHBIX T€HOB, TECHO
CBSI3aHHBIX C alIOMUKCHCOM Y BUI0B Boechera (Corral et al., 2013). Cnerududabiii 115

LeHTpomMepsl Bapuant ructoHa H3, xkomupyemsbiii renom CENH3, HeoOXonuMm Jjist



34

neneHus kierok. Myraunn B CENH3 HapylalT pacXoXAEHHE XPOMOCOM BO BpeMs
MUTO3a U ME€i03a, MOCKOIbKY MPHUKPEIJICHNE MUKPOTPYOOUYEK BEpeTeHa JIEICHUs K
myTanTHOU popme ructora CENH3 we nmpoucxoaut. B auiccepraiiuu npeacTaBieHsl in
silico xapaktepuctuku reHoB APOLLO u CENH3, xoTOpble BO3MOXHO BIIUSIOT Ha
nporecc anomukcuca (Bakin et al., 2022). Kpome Toro, oxapakTepuzoBaHa CTpYKTypa
rena CENH3 ¢ nomouipio 6MOMH(POPMATHUECKUX WHCTPYMEHTOB, M3yY€HBl YPOBHH
skcnpeccuu TpaHcKpuntoB APOLLO n CENH3 ¢ noMonipio NoJuMepa3Hou IenHOoM
peakiuu B peanbHoM BpemeHu (OT-IILIP) B rubemee u miogax MNPUPOAHBIX

JTUTITOMTHBIX alTOMUKTUYECKUX U TOJIOBBIX BUJIOB Boechera Ha ctaausax (amo)meriosa,

gg Boechera sp. 111A2 513 AGZ19441.1
90 | Boechera sp. 1A2 S7 AGZ19466.1
Boechera retrofracta BOERETT00009967
Boechera sp. 33A2 S6 AGZ19434.1
Boechera sp. 11A2 S8 AGZ19465.1
Boechera stricta Bostr.3288s0084.1.p
Boechera divaricarpa ES517 Bdiva_06665.t1
Boechera sp. 33A2 AAGZ19452.1 NENS3 exonuclease (APOLLO)
10631 Boechera sp. 111A2 A8 AGZ19456.1 Apo-alleles

86 [ Boecherasp. 1A2 A1 AGZ19464.1
65L Boechera sp. 1A2 A3 AGZ19454.1
Capsella rubella XP 006301722.1
Arabidopsis thaliana NP 001319380.1
Arabidopsis lyrata XP 020890836.1
Cardamine hirsuta CARHR067650.1
Eutrema salsugineum XP 006390432.1 -
Cardamine hirsuta CARHR205440.1
100 Eutrema salsugineum XP 006399252.1

Capsella rubella XP 006287677.1
00 1 Boechera divaricarpa Bdiva_33944.t1
71 . NEN1 exonuclease
Boechera stricta Bostr.13129s0195.1.p
s | ¢ Boechera retrofracta BOERETT00023613

100 Arabidopsis thaliana NP 196388.1

94 Arabidopsis lyrata XP 020878892.1
—————————————— Eutrema salsugineum XP 006394513.1
Cardamine hirsuta CARHR275150.1
Capsella rubella XP 006280383.1
681 Boechera divaricarpa ES517 Bdiva_12828.t1
Boechera stricta Bostr.26833s0101.1.p
Boechera retrofracta BOERETT00035979
Arabidopsis thaliana NP 200947.3
95 Arabidopsis lyrata XP 020871240.1

100 Glycine max GLYMA17G11030.1
2 Glycine max GLYMA05G00890.1
Vitus vinifera VIT 17s0000g06510.t01
54

Populus trichocarpa XP 006374452.1

100

100

NEN2 exonuclease

A
0.050

Pucynok 9. ®unorenermuyeckoe aepeBo msopopm sokyca APOLLO (sx3onykneasa NEN) ammeneit sokyca
APOLLO anomukTiyecknx BunoB Boechera n3 Corral et al (2013). B kauecTBe BHENIHEH I'PYIIIBI NCIIOIB30BAIN
nocnenoBaresnbHOCTH Populus trichocarpa, Vitus vinifera m Glycine max. Kinana, oTHOcAmascs K JIOKYCY
APOLLO, w3o0pakeHa CHHUM I[BETOM, a allo-aJuleIM BBIACIEHBI KpacHbIM. Ywcna psgoM ¢ y3iamu
TIPEACTABISIIOT COOTBETCTBYIOIIYIO OyTcTpam moonepkkKy. Hapsimy ¢ Touno#t kommeit soxyca APOLLO Mbl
HaOr01aIy IBE pyTHe, OoJiee oTaaneHHble Konud. Bee renombl Brassicaceae B McciIeJOBaHUH TaKKe HECTH TPH
KOIINH, CBsI3aHHBIE ¢ KinacTepamu opTosorngHbix reHoB ENOG410BURN (sokyc APOLLO), ENOG410BUTR n
ENOG410C333 B 6a3e nanusix EggNOG. PekoHCTpyKIHs (HIOT€HETHIECKOro IepeBa Oblia OCYIIeCTBICHA Ha

OCHOBE Hai/IeHHBIX OpTOIOroB y Apyrux Buaos. (Kliver et al., 2018).
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a Tak’Ke 710 ¥ 1ociie oroAoTBopenus. B o Bpems kak CENH 3 siBnisieTcs € IMHCTBEHHON
KOmHel reHa y Bcex BU0B Boechera, ren APOLLO umeeT HECKOIBKO MOTMMOP(HBIX
ajyieneu, CBA3aHHbBIX C MOJIOBBIM M AIOMUKTUYECKUM BOCIIPOU3BEIECHUEM Y PACTEHUI
Boechera. DBomronmoHHBIM a”Hann3 reHa APOLLO ¢ WCHOJIb30BaHHUEM METOOA
MaKCHMAaJIbHOTO PaBI0N0100Us, IPEACTaBICHHBIN B UCCIEA0BAHUHN, IOKA3bIBAET, YTO
MIOJIOBBIE U ANIOMHUKTUYECKUE BUIABl Boechera BBIIENSAIOTCA B pPa3Hble KIaJgbl Ha
bunoreHeTnaeckoM aepese (puc. 9). OT4acTu 3T0 MOKET OBITH CBSI3aHO C TEM, YTO arlo-
ammenu APOLLQO, npucyTCTBYIOIIME B TI€HOMax AallOMUKTUYECKHUX BHUIOB, MOTYT
npuobpetats HOBYIO (yHkimio (Kliver et al., 2018). [IpoBeneHHbIi aHANIN3 SKCTIPECCHH
APOLLO mnoka3ai, 4TO YpOBHHM TPaHCKPUIITOB I'€Ha BBICOKM BO BpeMms (amo)meiosa,
IPUYEM B AlIOMUKTaX CUJIbHEE HKCIPECCUPYIOTCS aro-aJljIeNH, a B MOJOBBIX TOJIBKO
noJioBble ajuienu rera. Ilocne (amo)meiioza M OMIIOAOTBOPEHMS] YPOBHHU 3KCIPECCHUU
o0oux ayuieneil pe3Ko CHIDKAIOTCA B THHELEAX KaK y allOMHKTHYECKUX, TaK U Y
MIOJIOBBIX PAaCTEHUH; OJJHAKO K MATOMY JIHIO ITOCJIE OIJIOIOTBOPEHUS 3KCIPECCHS aIlo-
aJjuIeNiel y allOMMKTOB M IIOJIOBBIX aJUIEJIEH Y IIOJIOBBIX PACTEHUM CWJIBHO BO3pacTaia,
IpUYEM B alNOMUKTUYECKHX IUIOJAX YPOBEHb OJKCIPECCUU ObUI BBIIE, YEM
COOTBETCTBYIOIMX ayeneid B mosioBbix (Bakin et al., 2022). B pasgene 6.3.1
npeacTaBieHa xapaktepuctika rena CENH3 u nuzopopm ero 6enka. Mbl 0OHapyKUIH
nosimMopdHbIe caliTel reHa CENH3 B OCHOBHOM B N-KOHIIEBBIX 00J1acTsX Oeka, XOTs
y B. retrofracta v B. arcuata 6b11 0OOHApYKEH OJHMH CaT B 91-if aMUHOKHUCIIOTE U JIBa
NOTUMOPGHBIX caiiTa B MOJIOXKEHUHM AMHUHOKHUCIOT 67 u 96 COOTBETCTBEHHO, B
KoHcepBaTUBHOM fomene rTuctoHa H3/CENP-A. M3menunBocTh B npezenax N-KoHIA
MOET CIIOCOOCTBOBATh BOSHUKHOBEHUIO allOME03a, TaK KaK BIUSAET HA CErperamuio
xpomocoM B meio3e (Lermontova et al., 2011; 2015). Uunekc cxoncrBa rena CENH3
MEXJY BCEMHM W3yYE€HHbIMU BuJamMu Boechera coctaBmil >97% Kak Ha ypOBHE
HYKJICOTHJIOB, TaK M Ha YpOBHE Oelika, a Ha (unoreHeTndeckoM nepese rena CENH3,
C MCIOJIb30BAaHUEM METO/Ia MAaKCHUMAJIbHOTO IPABAOIOA00MS, BCE M3YyUYEHHBIE BHJIbI
Boechera Bbiaenanucey B 01Hy Kiany.

Amnanu3 npodwis sxcnpeccun reHa CENH3 niokasai, 4to nepej (amno)Meino3oMm
YPOBEHb €r0 IKCIIPECCUU B THHELEE MOJIOBBIX B. stricta ObLIM Ooliee YEM B JiBa pasa
BBIIIIE [10 CPABHEHUIO C YPOBHEM IKCIIPECCUM B TMHELIEE allOMUKTHYHBIX B. divaricarpa.
[Tocne (amo)meiio3a ypOBHHM SKCIIPECCHUU I'€HA PE3KO CHMXKaJlach B TMHELEAX O0OMX
BUJIOB. A K 4-My JAHIO Tmocie omnbUieHus, skcapeccuss CENH3 3HAuUTENbHO
YBEIMYMIIACH B IUIOAAX B. stricta, ocTaBasch IPU 3TOM HU3KOM B I1ojax B. divaricarpa.

boisiee HU3KME YPOBHH SKCIIPECCHM IO U IIOCIE ONBUICHUS y AIlOMHUKTHYECKOU B.
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divaricarpa MOTYT yKa3bIBaTb Ha BO3MOXKHYI0 posib TeHa CENH3 1isi BOSHUKHOBEHHS
aroMeiio3a ¥ MHUIHALMY TapTEeHOTeHe3a.

Hannumne monmHOreHOMHON COOPKH XOpOIIEro KadecTBa MO3BOJIAET MPOBOIUTH
Oonee TOYHBIC WCCIECIOBAHUS CTPYKTYphl TE€HOMA, MOJEKYJISAPHONH peryisiuu
MPOIIECCOB PENPOAYKIUH, (PUIOTEHUU U IBOJIOLUU BUIOB Boechera. Jlo HegaBHETO
BpEMEHU U3 BCeX BUAOB Boechera ObUT CEeKBEHUPOBaH U cOOpaH TOJILKO TeHOM B. stricta
(Lee et al., 2017). MsI BriepBbI€ OCYIIECTBUIN COOPKY T'€HOMOB ABYX JPYTHX BUIOB
Boechera. B pasnene 6.6 o0cyxmaercsi cOOpka U aHHOTAIMs TeHOMa B. retrofracta,
npouspacraroniero B CeBepHoil AMepHKe, Pa3MHOKAIOIIETOCS MOJOBBIM CHOCOOOM
(Kliver et al., 2018), koropast 6bla omyOIMKOBaHA M MpeACTaBieHa B 0a3e JaHHBIX
NCBI (BioProjects PRINA418376). bouti ckOHCTpyHpOBaHBI M CEKBEHUPOBAHBI IECTh
O6ubIMOTEeK C HMCIONIb30BaHUEM Tpex rmiardopm, Bkimoyas [llumina, Roche u Sanger:
onHa OmbnmoTteka punoB ¢ napasiMu koHuamu (PE), uetsipe 6mbnmorexkn mate pairs
(MP) u omna xoHmeBas OuOMMOTEKa OaKTEepHUaIbHOW HCKYCCTBEHHOM XPOMOCOMBI
(BAC), cexBenupoBanHoii o Canrepy. Ham ynanoce nocturayts N50, paBHoro 2 297
899 m.u., L50, paBHoro 25, obmas nnuHa cOopku Obuia 222,25 MO mjis KOHEYHBIX
ckappongoB. I'enom B. retrofracta mpoaeMOHCTPUPOBANT OYEHb HU3KHHA YPOBEHb
reTePO3UTrOTHOCTH IO CPAaBHEHUIO C TEHOMAMHM AalOMHUKTHYECKHUX JIMHUH.
[IpumedarensHO, YTO TOBTOPHI B TeHOME B. retrofracta 3anmmaror 38% pasmepa
redoMma. [louru monosuna u3 Hux 66T LTR (Long Terminal Repeats) (18,27%). Msi
OCYILECTBIIIM T€HOTUITHPOBAHHUE MTOYYSHHOTO T€HOMA U IIPOU3BEIH MMOUCK BapUAHTOB,
obu10 oOHapyxeHo 3341 OHII (SNP) u 1317 ungenos. Cpeau vux 103 (3,08 %) OHII
u 97 (7,37 %) unnenoB ObUTH TOMO3UTOTHEIMHU. B reHome B. retrofracta Bcero ObUIO
npeackazano 27 048 6e10k KOAUPYIOMIKUX T€HOB U 28 269 TpaHCKPUIITa, a TAKKE T'€HBI,
kogupytomue TPHK u pPHK. O6uwuii pasmep resoma (222 M6) B 1Ba paza Oosnblie,
4yeM reHoM y Arabidopsis thaliana. B 10 ke BpeMsi KOJIMYECTBO T'€HOB, KOJUPYIOIIUX
Oenmok B reHOMe B. retrofracta (27048) HeCKOJIbKO MEHBIIIE, YEM B TEHOMAX B. stricta
(27416) u A. thaliana (27416), u 3HaUUTENILHO MEHbIIE, YeM B reHome A. [yrata
(31073). HecmoTpst Ha caMblii OOJIBIION pa3Mep reHOMa, KOJIMYECTBO MPeICKa3aHHbIX
TPAHCKPUNTOB Yy B. retrofracta ABNseTCS HAUMEHBIIUM CPEIN YETHIPEX CPAaBHUBAEMBIX
BuoB Brassicaceae. Hanmdne Heckonbko OOJIBIIEro KOIMYeCTBa T€HOB Y B. stricta 1o
CpaBHEHUIO C B. retrofracta, HeCMOTpS Ha MEHBIIUN pa3Mep reHOMa, MOXET OBITh
CBSI3aHO C aHEYTIJIOUNEH XPOMOCOMHBIX (DparMeHTOB, TINOO € MEPECTPOMKaMH TeHOMA,
MPOU3OIIEAIINMU B PE3ybTaTe MHTEPTUOPUAN3AINH, YTO XapPAKTEPHO I MHOTHX
BUJIOB U JIMHUI Boechera. B xone pacnpeneneHusi OCJIKOB MO OPTOIOTUYECKUM

rpyIIaM y CEeMH BUI0B KPECTOLBETHHIX (B. retrofracta, B. stricta, A. thaliana, A. lyrata,
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Capsella rubella, Cardamine hirsuta w FE. salsugineum) BbliaBiIeHO 8959
OJTHOKOITMIHBIX OPTOJIOTrOB, HA OCHOBE KOTOPBIX OBLIO MOCTPOEHO (PUIOTECHETUYECKOE
nepeo s otux cemu BunoB (Kliver et al., 2018).

Mpbl Takke BIEpPBbIE OCYIIECTBUIM IIOJHOTEHOMHYIO COOPKY BBICOKO
reTEPO3UTOTHOIO T€HOMA MPUPOJIHOTO alOMUKTUYECKOro Tudpuna Boechera M4B (B.
stricta X B. retrofracta) no ypoBHsS XpOMOCOM, OIHMCaHHYIO B pasuene 6.7. Mbl
CTPEMWIACh TOJIYYUTh COOPKY C TMOJHOCTBIO Pa3pelIeHHBIMH TOMOJOTHYHBIMU
(IMMIOMIHBIMM)  XpPOMOCOMAaMH, YTOOBI ~ COXPAaHUTb MCTHHHYIO  CTPYKTYpY
allOMHMKTHUYECKOTO T'€HOMa, 4YTO o00Jierdaer oOHapyXEHUE TIE€HOMHBIX 00JacTel,
CBSI3aHHBIX C allOMHUKCHCOM. [[1s1 co3manus cOOpPKM NaHHBIE CEKBEHUPOBAHUS B BHUJIE
JUIMHHBIX PUIO0B, moixy4deHHbIX ¢ nmomomibio Oxford Nanopore Technology (ONT),
ObuI cobpanbl accemOsiepoM Canu. IlomyueHHass cOopka Oblla CKOPPEKTHpPOBaHA
koHBeilepom Nextpolish ¢ wucmonp30BaHMEM KOPOTKHX PHUIOB, MOJYyYEHHBIX Ha
wiarpopme Texnosnoruu [llumina. Koppekuus cO0pku ocymiecTBiIsuiach ¢ MOMOIIBIO
KoHBeiiepa Bionano Genomics u JaHHBIX ONTHYECKOTO KapTupoBaHus. [lomydennsle
cynepckagonapl  pacroNorajuch Ha XpOMOCOMax Ha OCHOBE IPOBEICHHBIX
skcriepumenToB GISH (anrn. Genome In Situ Hybridization), BEITIOJTHEHHBIX COTIACHO
MeToauKe, onucanHo B Mandakova et al., 2015. COopka pa3melieHa Ha mopraie
NCBI: BioProject JAMKOQO000000000
(https://www.ncbi.nlm.nih.gov/bioproject/774175 Smetanin D., Grossniklaus U.,
Brukhin V., Mandakova T., Bakin E., Nobre S., Rueda A).

[{uToreneTnyeckuii aHanu3 Mokaszaia, 4yTo rudpupn Boechera MA4B sBnsercs

AIIOMUKTUYECKUM aHEYIUIOUIOM, KOTOPBIM BOCIIPOU3BOJUTCS, MUHYSI CTPOTUN MENO03 U
ciapuBaHue XpoMocoM. [lonmHBINA sIepHBI TEeHOM 3TOTr0 TMOpHa mpeacTaBieH 15
xpomocomamu. [IpeanonaraeMbpIMU MPENIKOBBIMU BHAAMH THOpHAa ObUIM TOJOBBIC
IUIUIOUB! B. stricta w B. retrofracta, npudemM oOHapyX€HO, YTO JEBSATH XPOMOCOM
MIPOUCXOJIAT OT TeHOMa B. retrofracta, a mecth OT B. stricta. YacTUYHO 00IIIHE CUTHAIIBI
rudpuan3anuu 305108, cooTBeTcTByOmux renomuont JIHK B. retrofracta n B. stricta,
BEPOSITHO, CBS3aHBI C T'OMOTCHM3aLMEW IOBTOPSIOIIUXCSA ITOCIENOBATEIBHOCTEH M
MO3BOJISIOT MPEANONI0KHUTh, 4To THOpHI M4B, mo-BuanMOMY, TOBOJBHO CTAaphId H,
BEpPOSITHO, HUMeN Oo0Jiee CIOKHYIO SBOJIIOIMOHHYIO HCTOPUIO, YEeM IpocTas
ruOpuau3anus. beiia BeIsICHEHA CTPYKTypa XxpoMocoM auann M4B u pacnonoxenue B
HUX TeHOMHBIX 0J10K0B Kapuotuna npeakos kpectoueTHbIXx ACK (Ancestral Crucifer
Karyotype) (Schranz et al., 2006b; Mandakova et al., 2015). OcoOslif uHTEpEC
MPEICTABIACT CTPYKTypa XpoMocoM Het u Del, KoTOpble SBISIOTCS 100aBOYHBIMH

XpPOMOCOMAaMH, CHEIM(PUIHBIMU IS allOMUKTOB ponaa Boechera. Xpomocombl Het u
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Del Bo3nuknn Omarogaps amIuiMUKaNdyd TMEPUICHTPOMEPHOTO XpOMaTHHA B
TOMOJIOTMYHOM XpoMocoMe Boel, IEeHTpOMEPHOMY pa3pbIBy Mex 1y Onokamu Cau D n
nepuleHTpudeckoil  uHBepcun  Onoka Ca. B wurore  cdopmupoanack
MeTaleHTpHuecKass xpomocoMa Het ¢ neHTpomepoin mMexnay Omoxkamu Aa u Ca u
TEPMUHAIBHBIM T€POXPOMATUYECKUM B3AyTHEM Ha Oyioke Ca M TenoLeHTpUuYecKas
xpoMocoma Del, coctosimiast u3 6ioxa D.

JU1d moucKa TeHTUYECKUX Pa3IMuui y MOJIOBBIX M allOMUKTHYECKUX BHJIOB U3
pona Boechera 6v1mu Be1Opansl rensl M4B, conepikamiue "anomuktudeckue" k-mMepsl,
IUISL KOTOPBIX OCYLIECTBIISUICA IMOMCK F'OMOJIOTOB M3 BCEX HAXOASIIUXCS B OTKPBITOM
JOCTyIIe BUJIOB U3 poaa Boechera. 'omonoru B M4B nis yno6cTBa ObUIN pa3ieNieHbl
Ha 1Be rpynmnsl: coaepxamue (M4B APO) u ne conepxamue (M4B) ano-mepbsl. Mbl
OOHAPYKUJIH, YTO JUISl pAJa TEHOB, (IIAHKUPYIOIIKE MTOBTOPHI ONPEACTICHHON JITNHHBI
OTIMYAJIUCh y TIOJOBBIX W AalOMUKTHUYECKHX BHJOB, YTO IO3BOJIMJIO Ham
MIPEATNOJNIOKUTh, YTO 3TH I'€Hbl MOT'YT OBITh KAaKMM-TO OOpa3oM CBSI3aHbI C HAIMYHUEM
allOMHMKTHYECKOr0 crocoba Bocnpou3BocTBa. COOTBETCTBEHHO, OBLIIM OOHAPYKEHBI
reHbl, (praHKupOBaHHBIC STUMHU MMOBTOpaMH, y rubpuna M4B, B. retrofracta, B. stricta
u ux romoisioru y Arabidopsis thaliana, Arabidopsis lyrate, GyHKIIUS HEKOTOPHIX U3
THX TOMOJIOTOB H3BECTHa y apabuponcuca. bbuio oOHapyXeHO, YTO OCHOBHOE
KOJIMYECTBO  anocHenu(puuecKux  OJUTOHYKJICOTHIOB THOPUAU3ZUPOBAIOCH  C
TEPMUHAIBHBIM T'€TEPOXPOMATUYECKUM B3IyTHEM XpPOMOCOMEI Het.

[Tocnennsas raasa 7 mpencrtaBiseT coOOi aHaIM3 JIUTEPATypbl OTHOCUTEIHHO
SMHUTEHETHYECKUX MOAM(UKAIMIA, BO3ZHUKAIOUIMX MPHU Pa3MHOXKEHHUH WU Pa3BUTHH
pactenuit (Brukhin, Albertini, 2021). IIpomeccbl pa3sMHOXEHHS U pa3BUTHE PACTECHUI
BO MHOI'OM OIIPEIENSAIOTCS B3aMMOJCUCTBUEM C BHEIIHEH CPENOH. YCIeX 3TOro
B3aMMOJICUCTBUSL  3aBUCUT OT IUIACTUYHOCTH (PEHOTHNA, KOTOpas IOMHMO
YHACJIEIOBAHHOI'O OCOOBIO0 F'€HOTHUIIA BO MHOTOM ONPEIEISIETCS €r0 SIMUTE€HETHYECKON
perymsuuein. Kpome TOro, mepekiiroyeHue ¢ IOJOBOrO HAa AlOMUKTUYECKHW IyTh
BOCIIPOM3BOJICTBA M UMIIPUHTUPOBAHNUE T€HOB HAPSMYIO CBA3aHBI C SIUTE€HETHYECKON
perymsiueil. [locnennsist onpenenser, Kak reHETHUECKasi SKCIIPECCHSI U3MEHSETCS BO
Bpems U GHepeHINPOBKHI OJHOTO THIIA KJIETOK B APYTOM U KaK NATTEPHBI SKCIPECCUH
TeHOB TMEPENAIOTCs OT OJHON KIETKM K €€ MOTOMKaM. TakuM oOpa3oMm, OJUH T€HOM
MOJKET T'€HEPUPOBATH MHOMXECTBO «AMUTCHOMOBY». DMHUICHETHYECKUE MOAU(PHUKAIIH
npuoOpeTaroT ocodoe 3HaUEHUE MPU 00Pa30BaHUU TaMET M PENpOAYKIHUN PACTEHUH,
KOI/Ia S3MHUIeHEeTUYECKUE METKHM JIIMMHUHHUPYIOTCS B XOJ€ MeHo3a U PpaHHEro
AMOpHOreHes3a, a 3areM 00peTaroTcsi BHOBb. OJHAKO MpU OECHOIOM pPa3MHOKEHUU

pacTeHM, KOTJa MEMO03 OTCYTCTBYET WJIM IPUOCTAHOBIICH, JSIHUICHETHYECKUE
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MOIU(UKALNK, BO3HUKIIHE B POAMTEIHCKOM CHOPO(UTE, MOTYT NepeaaBaThCs
CJIeIYIOIIEMY KJIOHAJIIBHOMY IMOKOJEHUIO MPaKTUYECKH 0e3 U3MEHEeHHI. Y pacTeHui,
Pa3MHOXKAIOIIMXCSA MOJOBBIM U O€CIOJIBIM ITyTEM, 3MHUIE€HETUYECKass W3MEHYUBOCTH
UMEET  pazIU4HOe TPUCHOCOOUTENbHOE 3HadeHue. Y  Oecmoyibix — ocoOeit
SMUTCHETUYECKAs PETYJIALNS UMEET 0co00€ 3HAaYeHUE JUIsl NPHUIaHUs IUIACTUYHOCTH
¢deHoTumy, KOraa TeHOTHIT OCTACTCSI HEM3MEHHBIM Ha MPOTSHKEHUH MHOTUX TTOKOJICHHUN
oco0eii.

B paznene 7.1 paccMOTpeHbI 3NIUTE€HETUYECKUE CUCTEMBI, IPUCYTCTBYIOIIHNE Y
pacTeHM M TeHeTH4ecKas peryaanus dTux cucreM. lIlox snurenermyeckon
pPEryJISIMUEN SKCIPECCUU TEHOB ITOHUMAIOT MpPEkKIe Bcero memunuposanue /[HK,
Moouguxayuro  2ucmoHog  TYTEM  METHIUPOBAHUS,  AlCTHIUPOBAHUS U
yOUKBUTHHUPOBaHUS N-KOHIIOB THCTOHOB, a TaKXKe MNOCMMPAHCKPUNYUOHHDILL
cauieHcuHe nocpedcmeom manvix Hexkooupyiowux PHK. Y MOIENbHOTO pacTeHHs
apabunoncuca u3BecTHo 6onee 130 renos, perynupyemsix snureHernyecku (Pikaard,
Scheid, 2014). ¥V pacrenuii ocHOBHBIM caiiToM MetwinupoBanus JHK sBnsercs 5°-
uuto3uH. Ilocneqnuilt Bctpeuaercs B Tpex KoHTekcrax: cummerpuuHom CG, CHG u
acummerpuuHoM CHH, rae H npeacrasiser co0oii 110001 HYKJIEOTHA, KpOME T'yaHHUHA
(G). YpoBHH METWIMPOBAHMS IIUTO3WHA B 3THX KOHTEKCTaX 3aBUCAT OT COCTOSHHS
KICTKH U SBIAIOTCS Au(QepeHanibHbIMA B pa3iIMuHBIX KieTkax. B pasmene 7.2
[IPOAHAJIN3UPOBAHO METWJIMPOBAHUE NPU Pa3BUTUHU MEPHUCTEMBl pAcTeHUU. Paznensl
7.3 m 7.4 uccneayroT 3MUI€HETUYECKYIO PETYISILMI0 MUKPOCIOPOTEHE3a, pa3BUTHS
MY’>KCKOTO ramerouTa W MEracloporeHe3a M pa3BUTHUS JKEHCKOTO TaMeTo(uTa
COOTBETCTBEHHO.  ONMCHIBAIOTCS  TEHBI,  PEryJupyrollue 3TH  IPOIECCHI,
MetmirpoBanue B koHTekcrax CG m CHH, cocrosiHue nmepMuccHMBHOrO XpoMaTuHA
(H3K4me3) wu penpeccuBHoro xpomatuHa (H3K27mel wu H3K27me3) B
COOTBETCTBYIOMIMX KieTkax. [Ipu ¢popmupoBanuu meracnoporuroB (MMC) ypoBeHb
metunnpoBanus JIHK BpemenHo cHmxkaercst B kontekecre CHH, onHako B KOHTEKcTe
CG wmetrmnupoBaHue ocraercs mnpakthdecku HemsmeHHbIM (Ingouff, et al., 2017).
Crnemudukamus u nupdepenurposka MMC, kak 1 (QyHKIIMOHATHHONH MEracropsl,
OCYLIECTBIISIETCS, B TOM YHMCIIE, MOCPEICTBOM MEXKKJIETOYHBIX B3aUMOJEUCTBHI C
MOMOIIIbIO MOOUIBHBIX TpaHcakTuBupyomux MUPHK (tasiRNA), npoaynunpyeMbIMbIx
B OKpYXaloIIMX KJIeTKax HylLemlyca u TpaHcnoptupyeMblx B MMC, B KOTOpBIX
peanu3yeTcs CailJICHCHHT Ha YPOBHE TpaHCKpunimu u Tpancisiiuu (Baulcombe, et al.,
2014).

B pasmene 7.5 wuccnenyercsa poib OINATEHETHUYECKUMX HM3MEHEHUM IIpU

OINIOAOTBOPCHUM, 3M6pH0reHe3e, 9HAOCIICPMOI'CHE3C U B UMIIPUHTHPOBAHHLIX I'CHAX.
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OmogoTBOpEHNE CIOCOOCTBYET JIMKBHJIALMU TUIIOMETHWIMpoBaHus B caidtax CHH
OTIIOBCKOT'O T€HOMA KaK B 3apO/Ibiiie, Tak U B 3H0ctiepMme (Ibarra, et al., 2012). Brionmae
BEPOSITHO, YTO PEMETWIMPOBAHUE OTLIOBCKOIO TIE€HOMAa IPOUCXOJUT C IOMOUIBIO
matepuackux MUPHK (Lu, et al., 2012). OxHoli W3 TpPUYUH SIUTCHETHYECKOU
CYIIPECCHH MY’>KCKOTO T€HOMa Ha paHHHX CTaIusX SMOpHUOTeHe3a MOXKET OBITh
MaTepUHCKUH KOHTPOJIb pa3MepoB 3apojsimia U sHpocnepma (Grossniklaus, et al.,
1998), a Taxxke pacro3HaBaHUE COOCTBEHHOM MbLIBIIBI, YTO MOXET UMEThH PEeIIaIoIIee
3HaYeHHE NpPU MEXBHIOBBIX ckpemmBanusax (Creasey, et al., 2014). IlpaBunbsHOE H
MOCIIEI0BATENBHOE METHIIMPOBAHNUE T€HOMA AENSAIIEHCS SSULIEKIIETKHU ABISETCS KpaiHe
BaKHBIM YCJIOBUEM HOpPMaJbHOro 3MOpuoreHe3a. Monojsle 3apoAbllld U TKaHU
SHAOCIIEpMAa TUIOMETWIMPOBAHBI IO CPABHEHUIO CO 3PEIbIMU 3apPOJBIIIAMH, YTO
CBUJETENIICTBYET O  BBICOKOM  TPAHCKPUILMOHHOM  AaKTUBHOCTHM T'€HOB B
pa3BUBAIOIIEMCS 3apOIBIIIE U MTOATOTOBKE K IMOKOIO 3pesoro 3apoasiia (Bouyer, et al.,
2017; Kawakatsu, et al., 2017; Brukhin, Albertini, 2021). Oxnako npu mpopacTaHuu
CeMSH MeTa0oJu4ecKas U, COOTBETCTBEHHO, TPAaHCKPUIILIMOHHO-T€HETHYECKas
aKTUBHOCTh 3apOJBIIIEBBIX TKAHEW BHOBb BO3pAacTaeT, 4YTO COINPOBOKIAETCS
CHUKEHUEM YpOBHsI MeTuiupoBaHus B koHTekcte CHH, cBsizanHOoro ¢ akrtupainueit
sKkcripeccuu  Oenok-komupyromux reHoB (Papareddy, et al.,, 2020). Ilockombky
THUCTOHBI, yHAclIeJOBaHHbIE OT SIHLEKIETKH U CIEPMHs, HE PEHpOLyLHUpPYIOTCS B
KJIETKAX 3apoJbllia, & CHAHTE3UPYIOTCS 3aHOBO, SIIUT€HETUYECKAs «I1aMATh), CBSI3aHHAs
C TUCTOHOBBIMU METKaMHU, SJIMMUHUPYETCS U HE NIEPENAETCS CIETYIOLIUM ITIOKOJIEHUSIM
kietok (Papareddy, et al., 2020). Takum oOpazom, sMOpuoOreHe3 SBISETCS BTOPHIM
nocje Meio3a KOHTPOJIbHO-TIPOITYCKHBIM ITYHKTOM WJIM KJIMPUHTOBBIM OOKCOM (aHTJI.
clearing box), KOTOpPBIi yJauseT TeHOMHbIE SITUTEHETUIECKHE METKHU, PUOOPETEHHBIE
MaTEPUHCKUM CIIOPOPUTOM.

Heckoiapko nHa4Ye IpOUCXOIUT AIUTCHETUYECKAs PEryJIsLus IPU allOMUKCHCE,
paccmoTpeHHass B pazgene 7.6. IlockosnbKy mpu (OpMHpPOBAaHUHM KJIOHAJIBHBIX
3apOJBIIIEH OTCYTCTBYET MEHO3, KOTOpPBII B pPEHPOAYKTHBHBIX CeMA3a4aTKax
BBIMOJNHAECT  (YHKIUIO  OMH-OYUINCHUS, OSIUTCHETUYECKH  Cc(hOpMHUpPOBAHHBIC
AllOMMKTHUYECKUE TEHOTHUIIBI MOTYT O0JIaJlaTh TPAaHCT€HEPALMOHHON yCTOWYMBOCTHIO.
Takum 00pazom, SIMUTEHETHYECKHE BAapPHAHTHI AIMOMHUKTOB BBIMOIHIIOT (YHKIHIO
TCeHETUYECKHX  BApUAHTOB  TOJOBBIX, oOOecredyuBas MPHUCIOCOOJIEHHOCTh |
SBOJIIONMOHHBIA MoTeHnual Oecrmojoro moromctBa (Verhoeven, Preite, 2014).
ONWreHETUYECKUE  MPOLECCHl, IO-BUJIMMOMY, YYacTBYIOT B  OIpaHUYEHUU
(bopMUpPOBaHUS KEHCKOTO raMeTO(pUTa OTHOM KIETKOH y apaOuaoncuca u y KyKypys3sl
Baulcombe, et al., 2014, Garcia-Aguilar, et al., 2010, Drews, et al., 2011, Koltunow, et
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al., 2011, Huanca-Mamani, et al., 2005, Xiao, et al., 2006, Baroux, et al., 2007, Curtis,
et al., 2007). Ipyrum Ba)XHBIM MEXaHH3MOM, YYaCTBYIOLINM B PETYJISIIUN allOMHUKCHCA
U DJIHUTCHETUYECKUX TMEPECTPOEK, SBISETCA OKUCIUTENbHBIN cTpecc. Kak Obuio
MPEI0KEHO, OH SBIISETCS IICHTPATIbHBIM COOBITHEM B IEPEKIIIOYSHUH C ITOJIOBOTO Iy TH
Ha amoOMHUKCHUC Y (aKyJIbTaTUBHBIX W IMKIMYECKUX AMOMHKTHYECKUX DYKAPHOT
(Carman, et al., 2011, Horandl, Hadacek, 2013). Psin nuccinenoBanuii mpeamnosiaraet, 4ro
W3MEHEHMSI BO BpEMs Pa3MHOKEHHMS M PAHHEr0 pPa3BUTUSA CEMSH pPETyJIHPYIOTCS
AMHUTEHETHYECKN TUHAMHYECKUMHU U3MEHEHUSIMHU COCTOsIHUS XpoMmaTuHa (Baulcombe,
et al., 2014, Albertini, et al., 2019, Huanca-Mamani, et al., 2005, Xiao, et al., 2006,
Baroux, et al., 2007, Curtis, et al., 2007). bonee Toro, cymecTByIOT J0Ka3aTeIbCTBA
toro, uro MetrwimpoBanue JHK Bimser Ha reHepaTUBHbIE KIETKH WM KIIETKH,
aCCOLIMMPOBAHHBIE C 3apoAbILIEBON JIMHHEH. DEHOTHUIIBI, MOJOOHBIE AaroMeNno3y,
WHIYyUPOBAIKNCH SKCIEPUMEHTAIBHO B PENPOAYKTUBHBIX KJIETKaX MyTeM HapyIICHUS
perymsiun MmetuupoBanus JJHK (Garcia-Aguilar, et al., 2010), a 06paboTka 1mecTUKOB
Boechera BemectBamu, Biaustomumu Ha metunuposanue [IHK, ¢ Beicokoii wacToToit
criocoOCTBOBaNIa 3aMEHE TUIUIOCTIOPHH [araxacum TUNA HAa Pa3BUTHE HOPMAIbHBIX
merotrueckux tetpan (Gao, 2018). Kapbanso ¢ coaBropamu (Carballo, et al., 2021)
noKas3anu, 4To y E. curvula anoMUKTHYECKHE TeHOTHUIIB UMEIOT 00Jiee BRICOKME YPOBHH
MetuwpoBanus [JHK no cpaBHeHUIO ¢ MOJIOBBIMU, YTO IMTOATBEPKIAECT TUIIOTE3Y O TOM,
YTO TE€Hbl, KOHTPOJHMPYIOLUIME II0JIOBOE pA3BUTHE NPHUCYTCTBYIOT TaKXE U Yy
ANIOMUKTUYECKUX PACTEHHI, HO HAXOAATCS B IIOJJaBJIEHHOM COCTOSIHHH.

B 3akarwodeHuum mnoaBeNeHbl HMTOIM JMCCEPTALMOHHOIO MCCIEIOBAaHUS U
OOCYXKIEHbI JalbHEHIINE MEPCIEeKTUBBl HCCIECOBAHUN B OOJIACTH MOJIEKYJISIPHOU
TEHETHUKU W PETYJSIIUM pa3MHOKeHUs pacteHuil. OcoOblii MHTEpec W 3HAY€HUE
npuoOpeTaeT W3y4YeHHE TEeHETUYECKOW MOJMOIUICKH, KOTOpas JIEKHT B OCHOBE
IIPOLIECCOB, CBA3AHHBIX C Pa3MHOKEHHEM IOKPBITOCEMEHHBIX, a TaKXe TOro, Kak
IIPOUCXOJIUT UX MOJIEKYJIIpHAs PETyJIALHMSL.

3a mocnennue Oojee, YeM CTO JIeT ObUT HAKOIUIEH OOIIMPHBIN MaTepua,
MIPEACTABISAIOINNA COOOM CKpYIyJIE3HbIE HCCIENOBAaHUA CTPYKTYpbl M DPa3BUTHUSA
3apOJIBIIIEBBIX MEUIKOB, MBUIBHUKOB, SMOpPHOreHe3a U allOMHUKCUCA y PAa3HBIX BHJIOB
MOKPBITOCEMEHHBIX Ha IUTOJIOTHYECKOM U Mop¢onorndeckoM ypoBHsax (Maheshwari,
1950; Xoxmnog, 1967; 1970; Connuesa, 1988; [lognyOnas—Apuonsau, 1976; Skosies,
1981; Iletpos, 1988; Johri et al., 1992; Naumova, 1993, bareiruna, bproxun, 1997 u
apyrue). Ha pybexxe XX m XXI BexoB Onarogaps CKpPUHUHTY TPUPOAHBIX H
9KCIIEPUMEHTAIIBHO MOJIYYEHHBIX MYTAaHTOB, B OCHOBHOM MOJIEIbHBIX pPAaCTEHUM

apabunorncuca, KyKypy3bl W pHca, ObUT JOCTUTHYT 3HAUHTEIBHBIA IMPOTPEcc U B
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W3YYCHHUH JKEHCKUX TraMeTO(HUTOB IBETKOBBIX PACTCHUN HA TEHETHYECKOM ypOBHE, B
TOM 4HClie ObUI0 OOHApPY)KEHO HECKOJBKO JECATKOB MYTAallWid, CBSI3aHHBIX C
dbopMHpOBaHUEM 3apOJIBIIIIEBOTO MeIIKa U dMOpuorere3om (Sundaresan et al., 1995;
Moore et al., 1997; Feldmann et al. al., 1997; Howden et al., 1998; Grossniklaus et al.,
1998; Bonhomme et al., 1998; Christensen et al., 1998, 2002; Grini et al., 1999; 2002;
Ohad, et al., 1999; Moore, 2002; Lalanne et al., 2004; Pagnussat et al. , 2005; Brukhin
et al., 2005a; Brukhin et al., 2011; Brukhin, Baskar, 2019). Ognako xapakTepucTHKa
T€HOB, OTBETCTBEHHBIX 32 HAOII01aeMblil (DEHOTHI, a TeM OoJiee PEeTyIIAIns dTHX TeHOB
Y WX MUIICHEHW ObUTH MpPEeICTaBICHBl B HAMHOTO MEHBIIIEM KOJIMYECTBE UCCIICTOBAHUN
(Chaudhury et al., 1997; Grossniklaus et al., 1998; Huck et al., 2003; Kwee, Sundaresan,
2003; Kohler et al., 2005; Brukhin et al., 2005b; Thomann et al., 2005; Chekenova et
al., 2007; Wuest et al., 2010; Dumbliauskas et al., 2011 u psn aqpyrux, cMm. 0630p Ma,
Sundaresan, 2010; Aslam et al., 2022). He 1o koHIIa pemeHHBIMH OCTAIOTCSI M TaKHE
BOMPOCHI KaK — KaKUe TeHBI U JIOKYCHI KOHTPOJIUPYIOT IOJIOBOM MPOIECC U AIIOMUKCHC,
a UMEHHO KaK MPOMCXOAWT IMOATOTOBKA WM IMEPEKIIOYCHUE TeHETUYECKUX MPOTrpamMm
KJIETOK C BEreTaTMBHOTO Ha PENpOAYKTHBHOE pa3BUTHE, KaKUM 00pa3oM
OCYIIECTBIISIETCS TTO3UIIMOHHOE PEIICHHE TOTO, Kakas W3 KJIETOK HYIeJUTyca CTaHeT
MaTEpPUHCKOM KJIETKOM Meracrnop WIM arnocnopod (B ciydae arnocnopuyecKoro
ATIOMHKCHCA), YTO 3aIyCKAeT MapTCHOTeHEe3 B AalIOMUKTUYCCKUX SUIICKIETKaX, KaKUM
oOpa3zom pemraercs TmpoOiemMa KU3HECIIOCOOHOCTH CEMSH TPU OTKIOHECHUU
COOTHOIIEHUH J030BOTO dp(deKTa MATepUHCKUX TEHOMOB K OTIIOBCKHM OT
HOPMAJILHOTO COOTHOIICHHUS 2:1 B S3HIOCHEpPME AalOMUKTOB, KAaKOBBI pPa3IHuUs
MOJIOBBIX U AllOMUKTUYECKHUX BUJOB Ha TOJHOTEHOMOM ypoBHe. Ha 3T m mMHOTHE
JpyTHE BOMPOCHI PENPOMYKIIUUA PACTEHUH, UMEIoMUe OO0JIBIIOE HBOJIIOIHMOHHOE U
o0IIeONOIOTHYECKOEe  3HAYCHHE, TMPEACTOUT OTBETUTh YyueHbIM. Hacrosmias
JUCCepTals coo0ImaeT 00 UCCIeOBaHMIX, KOTOPhIE OTYACTH BOCIIOJHSIOT MPOOEIhI
B MIEPEUUCIIEHHBIX 00JIaCTIX U BOIPOCAX.

[IpousBeneHHas HAMU KOJUIEKIIUS WHCEPIIMOHHBIX MYTAaHTOB apabuoricuca c
€IUHUYHOW BCTABKOW TpaHCIO30Ha Ds B TEHOME KaXJO0M JMHHUM ITO3BOJIMIIA
W30JIMPOBaTh MyTallMk C JACPEKTOM pENpoayKIIMd U HCCIeNoBaTh Haubolee
WHTEPECHBIE JINHUY MYTAHTOB.

Cpenu pa3iHyYHBIX PETYJISATOPHBIX MEXaHH3MOB, KOHTPOJUPYIOIIUX MOJIOBOE
pa3MHOXXEHHE Yy pacTeHui, 0co00e BHUMAHUE MPHUBICKAET MOCTTPAHCISIIMOHHAS
PETYISIUS  TOCPECTBOM yOUKBUTHH-TIPOTEACOMHOTO ITyTH, HAINPABJICHHOTO Ha
JeTpafallii0 CUTHAIBHBIX MOJICKYJ, OTBEUAIONMMX 3a KJICTOYHBIA [HUKJI U

dopMupoBaHUE PA3MUYHBIX KJIETOYHBIX CTPYKTYp. MBI BHEpBbIE H3YYWIH
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cyopenuuniy RPN1 mporeacombr 26S y pacTeHuil U y BBICHIMX JyKapHOT, a TaKKe
kyJutnHoBble E3 nurasel, CUL3 u CUL4, u ux 3HayeHue s Pa3BUTHUS >KEHCKOTO
rameropura U SMOpuoreHesa. MHrerpauus TE€HETUYECKOTO, MYTAI[MOHHOTO,
IIPOTEOMHOTO M MOJHOTPAHCKPUITOMHOI'O aHAJIN3a MTO3BOJIMIIAa HAM OOHAPYKUThH POJIb
HK30COMBI, OCHOBHAsI (DyHKIIMSI KOTOPOH 3akmrouaercst B peryisiiun kadectBa PHK,
KOTOPYIO OHA UTPACT B KOHTPOJIE Pa3BUTHUA KEHCKOTO TaMeTo(uTa M 3apojbliia, a
Takke (PaKT, YTO HapylmleHHEe (PYHKIHUU 3K30COM CIOCOOCTBYET BO3HUKHOBEHHIO
AMOpHOJIeTaIbHOrO (PEHOTUIIA M aHOMAJIUI pa3BUTUSA pacTeHHi. bonbiioe BHUMaHue
HaIllM UCCJIEOBAHUS YACIUIN T€HETUKE allOMHKCUCA, IOMCKY T'€HOB, BIUSIOIINX Ha
arlOMUKCUC M UX aHAJU3y, a Takke cOOpKE MOJOBBIX M alOMUKTUYECKUX TE€HOMOB de
NOvVo, UX aHHOTALIMU W CPABHUTEIHHOMY aHaiu3y. BrmepBeie mpowusBeneHnHas cOopka
Tr€HOMa BBICOKO M€TEPO3UTOTHOI'O allOMUKTHYECKOIO PACTEHHUS 10 YPOBHS XpOMOCOM,
BBIJICJICHUE TEHETUYECKUX JIOKYCOB, KOTOPbIE OJIMYAIOTCA Yy IMOJIOBBIX U
arlOMUKTUYECKUX BUAOB U3 poaa Boechera, a 1o 3Toro coOpka ¥ aHHOTAIUSI TEHOMA
MOJIOBOTO BUAA B. retrofracta moMoryT OyayIuM HCCIEIOBAaHUAM B 00IaCTH T€HETUKH
PENpPOAYKIIMN PACTEHHIl, O YEM MOXHO CYJWUTh U IO MOCTOSHHO BO3pacTarolIeMy
LIUTUPOBAHMIO HAILIUX ITyOIMKALUH.

BeiBOABI
1. YcraHoBieHO, 4TO T€HbI, OTBECTBEHHBIEC 3a ramMeTo(uTHbIe MyTaluu Arabidopsis
thaliana 4Yacto TPOSABIAIOT IUICHOTPONHBIA 3(G(GEeKT mnpu 3aaepKKe pa3BUTHSA
rameropura. B cooTBeeTcTBUM ¢ HaOmMIONaeMbIM (EHOTHUIIOM MYTHTHBIX JIUHHMA
Hamboysiee  YacTO  BCTPEYAIOTCS  KJIACChl:  MHUTOTHYECKOTO,  KapHOraMHOTO,
JIETEHEPAaTUBHOTO M MAaTEePHHCKOro 3(p(deKkra OCTaHOBKM pA3BUTUS IKEHCKOTO
rameropura. Okcrpeccus (eHOTHNIa Yy MHOTHMX MYTAaHTOB  OOHapyXHBaeT
BapuaOeIbHOCTb.
2. Ilokazano, 4yTo reHbl yOUKBHTUH-TIPOTEACOMHOTO METa00INYECKOTO MyTH UTPAIOT
OO0JIBIIIYIO POJIb B TAMETOTEHE3€ U IMOpHOTEHEe3e y apaduorncuca.
3. BeuBneno, uro cyOwseauHuna RPN1 mporeacombl 26S BBINOJIHSAET BaXHYIO
(GYHKIHIO B KOHTPOJIE MPOTPECCUU KIETOYHOTO IHKIA U AU(PPEpEeHITUPOBKU BO BpeMs
smbpuorenesa. Ilapanorununsie reusl RPNla m RPNI1b sBnsiorcs (yHKIHOHAIBHO
SKBHUBAJIECHTHBIMU, HO HE N30BITOYHBIMU B PENPOAYKTUBHOM Pa3BUTHH.
4. OOHapy>XeHO, UYTO Te€HBI KyJUIMH-3aBUCUMON yOukBuTuHiIurassl CUL3a u CUL3b
JIEMOHCTPUPYIOT (YHKIIMOHANBHYIO H30BITOYHOCTH, (YHKIIMOHAIBHOE HAapYILICHHE
oboux komuii reHa CUL3 cHIKaeT raMeTopUTHYIO Iepenady, KoTopasi MPUBOIUT K

e 3apoJIbIiel U HaXOAUTCS 1T0J] MATEPUHCKHM KOHTPOJICM.
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5. BesiBneno, uto komruiekec CUL4-DDB1 apabuporicrca B3anMOEHCTBYET ¢ OEIKOM
MSII u HeoOXoauM NSt IOIEP)KAHUS POIUTEIHCKOTO UMIpUHTHHTA TeHa MEDEA,
TakuM 00pa3oM, J0Ka3aHa (u3nuecKas U (QyHKIMOHAJIbHAA CBA3b MEXTY Jurason E3
CUL4 u nonukomO-penpeccuBHbIM KomIuiekcoM (PRC2), uro yka3biBaeT Ha HOBYIO
POJIb YOMKBUTUHUPOBAHMSI B PETYJISLIUN SKCIIPECCUH TE€HOB.

6. Iloka3zaHo, 4TO pacTUTENbHAs 3K30COMa UMEET BaKHOE 3HAYEHUE JUISI CEMEHHOIO
Pa3MHOXKEHHMsI, a OTJIEIbHbIE €€ CyOBbEUMHUIIBI (DYHKIIMOHAIBHO CIIELUATIU3UPOBAHBI —
Hapymenue ¢ynkuun RRP41 ocranaBnuBaeT pa3BUTHE KEHCKHX TaMeTOo(uTOB, a
RRP4 smOpuorenes. BbisiBieHbl HOBBIE CyOCTpaThl HK30COM, a Takke OOHapyKeH
«TIyOOKO  CKpPBITBIM»  CIOW  TPAaHCKPUNTOMA, COCTOAIIMH M3  MEKIE€HHBIX
HEKOJUPYIOLIUX TPaHCKPUIITOB, KOTOPBIE CHJIBHO MOJABIISAIOTCS KOHCTUTYTUBHOM
aKTUBHOCTBIO 3K30COM. llosrydeHHbIe pe3ysibTaThl YKa3bIBAlOT Ha CEPbE3HBIE OTINYMS
9K30COMHOI0 KOMIUIEKCA pAaCTEHUH OT M3YyYEHHBIX JO CHX IIOp HK30COMHBIX
KOMIIJIEKCOB B APYTHUX CUCTEMAX.

7. Ananu3 sxcnpeccun reHa APOLLO, xoaupytouiero sk3oHykieasy NEN3, nokazain,
YTO YPOBHHU €r0 TPAaHCKPHUIITOB BBICOKM BO BpeMsl Meio3a M arnoMenos3a, IpuyeM B
allOMHMKTaX CUJIbHEE 3KCIPECCUPYIOTCS alo-ajlieiad, a B IOJIOBBIX TOJIBKO ITOJIOBBIE
aimenu rena. Ha ¢unorenerndeckom nepese APOLLO mosioBeie U alOMUKTHYECKHE
BUJbI Boechera crpynnupoBaHbl B OTZEIbHBIE KiIaJbpl. B mporecce 3Bomtonuu mocie
cepun aymuMkanui onHa u3 konuid Oenka NEN3 mpenkoB Boechera mpuobpena
anbTep-QyHKIUIO, TPUBOMSIIIYI0 K allOMHUKCHCY, afo-ajuleld HaXOAATCS MOJ
MOJIOXKUTEILHBIM OTOOPOM.

8. BrepBble OCYIIECTBIEHO IIOJHOT€HOMHOE CEKBEHUPOBAHWE U  BBINOJIHEHA
Oe3pedepeHcHas cOOpka TEHOMa TIOJIOBOTO BHaa B. retrofracta w modTamHas
6e3pedepercHas cOOpka O YpPOBHS XPOMOCOM BBICOKO TE€TE€PO3UTOTHOTO TE€HOMa
aroMUKTHYecKoro rudopuaa M4B, y KOTOporo uaeHTH(PHUIIMPOBAHBI JOMOTHUTEIbHBIC
abeppanTtHble XpoMmocoMbl Het u Del, Hecymue JOKYyChl TE€HOB, CBSI3aHHBIX C
allOMMKCUCOM. AHHOTalUMsg M CPABHUTENBHBI aHaJIM3 COOpaHHBIX TI'€HOMOB
OOHApPYXWUJIM, YTO aJUIOJWIUIOMAHBIE ANOMUKTHI Boechera TpeaCTaBIAIOT COOOU
BBICOKO T'€TEPO3UTOTHBIE TMOPUIBI, IO CPABHEHUIO C TEHOMaMU IOJOBBIX BUIOB, YTO
ABJIAETCA PpEe3yJbTaTOM KOMOMHAIMM pPa3pO3HEHHBIX TE€HOMOB BCIEACTBHE MX
rHOPHUIOTEHHOT0 TMpoHUCXOoXkAeHusA. [lng psana TeHoB, (IAHKUPYIOIIME ITOBTOPHI
OINpPE/EIICHHON JUIMHHBI OTIMYAJIUCh Y TOJOBBIX M AlIOMUKTUYECKHUX BHJIOB, YTO
IPEANoNaraeT CBs3b JTHUX TE€HOB C HAJIMYMEM AalOMHMKTHYECKOro crocoda

BOCIIPOM3BO/ICTBA.
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9. llutoreHeTHYECKUI aHaNU3 BBIABUI, YTO THOpu M4B sBiseTcs: aoOMUKTUYECKUM
aHEYTUTONIOM, TTPEIKOBBIMU BHJIaMU KOTOPOTO OBUIH TOJOBBIE TUILIOUIBI B. stricta n
B. retrofracta. 1lonHblil siaepHBIi TeHOM THOpHUAa MpeacTaBieH 15 Xxpomocomamu,
npuyeM 9 XpoMoCcoM MPOUCXOAAT OT reHoMa B. retrofracta, a 6 ot B. stricta. YacTuaHo
o0Iue CUTHAIBI THOpUAW3allMK 30HNOB, COOTBeTCTByrommx reHomHou JIHK B.
retrofracta w B. stricta, BepOsSITHO, CBSI3aHBI C TOMOTCHHU3aIlMEH IMMOBTOPSFOIINXCS
MOCJICIOBATEIILHOCTEN U TIO3BOJIAIOT MPEANOIOKUTE, uTo THOpua M4B — noBosibHO
CTappli U wuMen 0oJjiee CIOXKHYIO HBOJIOLUOHHYIO HCTOPHIO, YeM MpocTast
rubpuam3ainus. XpomocoMbl Het u Del sBnsitorcs 100aBOYHBIMU XPOMOCOMAaMH,
cnenuuUIHBIMA UJII  allOMUKTOB poja Boechera, OHHM BO3HUKIW Oyiaromaps
aMITM(UKAIUYA IEPULIEHTPOMEPHOTO XpOMaTHHA B TOMOJIOTMYHOU XpoMocome Boel,
LIEHTPOMEPHOMY pa3pbiBy Mexay Onmoxkamu Ca u D v nmepuiieHTpU4ecKON WHBEPCUU
osoka Ca.
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Cnucox coxkpameHui

MPHK — marpuynas puOOHyKIeMHOBAs KUCIOTA

MuPHK — mansie uarepdepupyronme PHK

OHII (SNP) — oqHOHYKICOTHIHBII MTOTUMOPHU3M

OT-IILP — monmmepasHas LenHas peakuus ¢ 00paTHON TPaAaHCKPHUIILIUEH

pPHK — pubocomansuas PHK

PHKwu — PHK untepdepenuus

Ac — (aHrn. Activator) TpaHCIIO30H, UCTOYHUK TPAHCIIO3a3bl

APOLLO — APOmixis Linked LOcus

BAC - Bacterial Artificial Chromosome — rickyccTBeHHast OaKkTepranbHas XpOMOCOMa

BTB — anrmn. Bric a brac, Tramtrack, and Broad Complex

CENH3 —ren Centromere Specific Histone 3 — ructon H3-nono0HblIi ieHTpoMepHbIii 6eToK

CUL — kynnuH-3aBUCUMBIC YOMKBUTHHIIUT A3

DCAFs — DDBI1 and CUL4-Associated Factors, comepxkar motuBel WDxR, HeoOXomumbie st
a¢dextuBHOTO cBsi3piBanuss DDB

DDBI - cnenuduueckuii JJHK-cBs3piBatomuii 6enok npu nospexaeHnu (anri. damage specific DNA
binding protein)

Ds — (anrmn. Dissociation) GT TpaHcmo3oH

G1 — nepBas u3 Tpéx (a3 KIETOYHOTO LUKIA, CTaANs HHTEP(a3bI

GUS — penopTepHsblil TeH [-2110KypOoHUOA3bl

H3K27me3 — snurenerndeckas momudukanus Oenka JJHK rucrona H3, merka, yka3wiBaromias Ha
TPUMETHUIIMPOBaHKe Ju3nHa 27 rucrona H3

Hi-C — BBICOKONPOM3BOANTENBHBI T€HOMHBIA M SIHMICHOMHBIH METOX AJsl 3axBaTra KOH(pOpMaluu
XpOMaTHHA

uPHKwu — sctpaanon-unaynupyemast PHKu (anrn. iRNAi — estradiol-inducible RNA1)

Kan® — ycToiiuuBbIii K KaHAMULIUHY

Kan' — qyBcTBUTENBHBIN K KAHAMULITHY

LTR — Long terminal repeat — nnuHHBIE TEPMUHATILHBIE TOBTOPHI

MEIl — wmeiiotnyeckuii Oenok 1 oOpasoBaHus AByxuenodeyHoro paspeiBa (anria. Meiotic Double-
Stranded Break Formation Protein 1)

MMC — (anrn. Megaspore Mother Cell) MmatepuHcKas KJIeTKa MEracmop

MSI1- nogaButens mynbtukonuii IRA1 (anrn. Multicopy Suppressor of IRA1)

NGS — (anrn. Next-Generation Sequencing) TEXHOJIOTHSI MACCOBOTO ITapaJuIEIbHOTO CEKBEHUPOBAHMUS,
oOecreynBaroias CBEPXBBICOKYIO MMPOMYCKHYIO COCOOHOCTD, MaCIITAOUPYEMOCTb U CKOPOCTD

PRC2 — nonukom0 penpeccuBHbiii koMiuieke 2 (anri. Polycomb Repressive Complex 2)

RBX1 — 6enox RING 6oxkc 1

RPNI — perynsartopnas cyObenunnnal mporeacomMbl

S — daza kaeToyHOrO UMKIA, CTaaus HHTEpdas3sl, B KOTOPOoil mporcxoaut perumkanust JHK

TAP — tannemuas apdunnas ounctka (auri. Tandem Affinity Purification)

TE — sddextuBHOCTS Nepenaun npusHaka (anri. Transmission Efficiency)

Ub — yOukBuTHH

UO — (anrn. unfertilized ovules) Heom1040TBOPEHHBIE CEMA3aYaTKU

YFP — xenthiit Gpayopecuentusiit 6enok (anri. Yellow Fluorescent Protein)

Wt — KOHTpObHBIE pacTeHus quKkoro Tuma (anri. Wild type)



