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FrEHETU4ECKUE N SNMUTEHETU4HECKUE MEXAHU3MbI
AJANTALUN PACTEHUN (HA NPUMEPE MOZAEJIbHOIO
BUAA ARABIDOPSIS THALIANA)
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UHcTuTyT 6uonorum KapHL| PAH, ®UL| «Kapenbckuii Hay4HbIb LeHTp PAH», MeTpo3aBosack, Poccusi

MpencTtaBneHHblli 0630p Nybnnkauuii NOCBSLWEH NCCNeA0BaHNIO FreHeTUYECKNX U ann-
reHEeTUY4EeCKNX OCHOB MPOLECCOB afanTauMn XUBbIX OPraHM3MOB, B HYACTHOCTWM pac-
TeHnn. Bonblon MHTEepeC K AaHHOW TeMe OObSICHSAETCS ee 3Ha4YeHMEM B MOHMMaHUU
3BOJIIOLMOHHbIX U3BMEHEHWNI N MEXAHN3MOB COXPaHeHMs Nonynsumii n BuaoB. B ctatbe
paccMaTpuBaloTCs BONPOCH! FEHETUYECKOTO KOHTPOS 24anTUBHO 3HAYMMbIX NMPU3HAKOB
pacTeHn (BpeEMEHN HaYana LBETEHNS U NePMOLA MOKOS CEMSIH) U SMUFEHETUYECKNE ME-
XaHW3Mbl PErYNSLMM aKTUBHOCTU FEHOB, OTBEYAIOLLMX 33 MPOLLECCHI aaanTauuu, Ha npu-
Mepe MoaenbHOro Buaa Arabidopsis thaliana. OnucaHbl pa3nuyHble CTpaTernm Xn3HeH-
HbIX LMKIOB PACTEHWUIM, OCHOBaHHbIE HA CPOKax MPOPacTaHUs CEMSIH 1 BDEMEHW Havana
LLBETEHUS, afanNTUBHAsS LLEHHOCTb KOTOPbIX MOXET BapbUPOBaThb B 3aBUCMMOCTU OT KN~
marta. MNpepnonaraetcs, YTO Takas HEOAHOPOAHOCTb XWU3HEHHbIX CTpaTeruii ABnsieTcs
cBoeobpa3Hoi GopmMoli 3amThl NONYASLUWIA OT pUcka BeiIMUPaHUs. AHann3 nutepaTyp-
HbIX JAHHbIX NO3BOMI aBTOPaM BblIAENNTb Tpy reHa — FLC, FT, DOG1, onncaHHbIX 1UC-
cnepoBaTensaMm Kak KJloYEBbIE B KOHTPOJIE aAanTUBHO 3HAYNMbIX MPU3HAKOB PaCTEHUIA,
1 PaCCMOTPETb MEXAHU3Mbl PETYNSLIMM UX aKTUBHOCTM B Pa3fINYHbLIX YCII0BUSIX Cpeapbl.
B 0630pe npeacTaBieHbl MONEKYNSIPHBIE MEXaHU3Mbl, KOOPAUHUPYIOLWME aKTUBHOCTb
reHOB Ha TPaHCKPUMLMOHHOM YPOBHE: XPOMATUHOBbLIE MOAVdMKALMN, METUIMPOBAHNE
rmcToHoB, ydyactne MnkpoPHK (miRNA) n OAWHHBLIX HEKOOMPYIOWNX aHTUCMBICIIOBbIX
PHK (lincRNA) B nogasneHum aKCNpeccum reHoB, anbTePHATUBHbBIA CAAANCUHE, anbTep-
HaTVBHOE NMONNaAEHUIMPOBAHNE, aKTMBALMS SKCNPECCUM MrEHOB C NOMOLLbIO dhakTopa
TpaHckpunumm bZIP n HekoTOpble apyrme. YCTaHOBAEHO, YTO OAHUM N3 BaXKHbIX Mexa-
HW3MOB afanTaLuy SBASETCS afanTUBHAS NNenoTponus, BO3MOXHas 6narogaps ToMmy,
YTO MOKOW N UBETEHNE MOTYT KOOPANHUPOBAHHO PEryNMPOBaTLCS Yepes3 NepekpbiBato-
LMeCs MONEKYSIPHbIE MYTH.

KnioyeBble cnoBa: agantaums; anureHeTtuka; Arabidopsis thaliana; NOKON CeMsH;
BpeMs Hayana UBeTeHUs; TPAHCKPUMLIMOHHAs akTUBHOCTbL reHoB FLC, FT, DOGT.
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O. M. Fedorenko, M. V. Zaretskaya, O. N. Lebedeva. GENETIC AND
EPIGENETIC MECHANISMS OF PLANT ADAPTATION (EXAMPLE OF THE
MODEL SPECIES ARABIDOPSIS THALIANA)

This review of the literature focuses the studies of the genetic and epigenetic founda-
tions of adaptation processes in living organisms, in particular, plants. The great interest
in this topic is explained by its importance in understanding evolutionary changes and
the mechanisms of conservation of populations and species. The article discusses the
genetic control of adaptively significant plant traits (timing of flowering onset and seed
dormancy) and the epigenetic mechanisms of regulating the activity of the genes respon-
sible for adaptation processes using the model species Arabidopsis thaliana. We discuss
the various strategies of plant life cycles based on the timing of seed germination and
the timing of flowering onset, whose adaptive value can vary depending on the climate.
Such heterogeneity of life strategies is supposed to be a kind of insurance of populations
against the risk of extinction. Analysis of the literature revealed three genes (FLC, FT,
DOG1) that researchers described as key controls of adaptively significant plant traits,
and the mechanisms of regulating their activity under various environmental conditions
were studied. The review presents the molecular mechanisms that coordinate gene acti-
vity at the transcriptional level: chromatin modi cations, histone methylation, participation
of microRNA (miRNA) and long noncoding antisense RNA (lincRNA) in the suppression of
gene expression, alternative splicing, alternative polyadenylation, activation of gene ex-
pression by bZIP transcription factor, and some others. It has been established that anim-
portant adaption mechanism is adaptive pleiotropy, which is enabled by the fact that seed
dormancy and flowering can be co-regulated through overlapping molecular pathways.

Keywords: adaptation; epigenetics; Arabidopsis thaliana; seed dormancy; timing of

flowering onset; transcriptional activity of FLC, FT, DOG1 genes.

BBepeHue

lMpobnema apanTauMn >XMBbIX OPraHN3MoB
K YC/OBMUSIM OKpYyXatloLllen cpensl npoaosxaet
ocTaBaTbCs Haubonee akTyasnbHOM B COBPEMEH-
HoM Ounonorun. B nocnegHee Bpems HabnwogaeT-
CS1 OFPOMHbIN NPOrPece B N3y4eHUU reHEeTUYECKUX
N 3NUreHEeTUYEeCKMX MEXAaHU3MOB, Y4aCTBYIOLLMX
B npoueccax agantaumn. MIMeHHO anureHeTn-
yeckme MexaHU3Mbl MO3BOSIAI0T OpraHn3My ajar-
TMpoBaTbCA K GAYKTyaunsaMm KIUMaTU4eCKux yc-
NOBUI ObICTPEE, YEM U3MEHEHME reHoTMNa B pe-
3ynbraTte otbopa v ssoauMn. 1pyrumum cnoBamu,
3MNUreHeTnka B OT/INYUE OT FEHETUKN N3yyaeT 06-
paTuMble HacneACTBEHHblIE M3MEHEeHUS OYHKLN-
OHMPOBaHUA reHa (mMoamdukaumsa akcnpeccuu),
KOTOpble HE COMPOBOXAAKTCH U3MEHEHUEM HYK-
neotngHom nocnepoBatensHoctn [OHK. Pacte-
HUS ABNKGIOTCSH 3amMedvaTteflbHbIMU MOoAensMn ang
nogobHbIX MccnenoBaHuii. Beicluve pacTteHus
MO CPaBHEHUIO C XMBOTHLIMW BEAYT MPUKPENEeH-
HbIn 06Pas XU3HW, MO3TOMY OHWU B 3HAYUTESbHOM
CTEeneHun 3aBUCAT OT KIUMATUHECKUX YCOBUM
OoKpyXawLlen cpefbl 1 UMET MNPUHLMNUANIBHO
VIHYIO XXM3HEHHYIO CTpaTernto, CBA3aHHyIO C agan-
Taumen. B yacTHOCTM, yCTaHOBAEHO, 4TO B pas-
BUTUWN pPaACTEHUA 33a0elCTBOBAHO 3HA4YUTEsSIbHO
Oonbluee KOMMYECTBO PErynsaTOPHbIX FEHOB, YEM
Y XMBOTHbIX, CPean KOTOPbLIX MaBHOE MeCTO 3a-
HumaloT MADS-reHbl. OHM KOAMPYIOT 0CcoObIe 6en-

KU — TPAHCKPUMNUUWOHHbIE (HaKTOpbl, SKCNPECCUs
KOTOpbIX B pSAe Cry4yaeB HaxoauTcs nop anure-
HeTudyeckum koHTponem [Jlytoa, 2005; Megge-
nes, Llaposa, 2010]. M3BecTHO, 4TO pacTeHus
KOOPOVHUPYIOT CBOM XW3HEHHbIA LMK B COOT-
BETCTBUM C ce30Hamu roga. LleHTpansHoe MecTo
B 9TOM MpoLEeCCe 3aHMMaeT CNOCOOHOCTb pacTe-
HUA BOCMPUHUMATb N UHTErpupoBaTb UHPoOpMa-
umio 06 okpyxatowen cpene. XU3HeHHbIe UUKIbI
LBETKOBbIX PACTEHUIM XapakTEPUIYIOTCA YETKUMMU
dasosbiMn  nepexopamu. [lpopacTaHue cemMsaH
N UBETEHME PaCTEHUN — OBa Haubonee BaXKHbIX
nepexona B XW3HW pacTeHuii, KOTOpble KOOPAM-
HUPYIOTCSA reHeTndeckummn dakropamm U hakto-
paMun OKpyXaloLllen cpedbl, 4ToObl 0b6ecneynTb
BbDKMBAHWE BCXOAOB M MAaKCUMMAaJsbHbIA pPEnpo-
OyKTBHbIA ycnex [Huo et al., 2016]. Bpems o6omx
nepexonoB MOXET HAXO0AUTLCS NO4 MHTEHCUBHbBIM
ecTtecTBeHHbIM oTOopom [Donohue et al., 2002;
Munguia-Rosas et al., 2011; Ehrlén, 2015] u npo-
SIBNSAITb CUMbHYIO CPEOOBYIO PErynsiumio, npuyem
oba OHW pearnpyloT Ha TemnepaTtypy, KayecTBO
cBeTa, poTtonepmon v apyrue GpakTopbl OKpyXaro-
wen cpeapl [Baskin et al., 1998; Simpson, Dean,
2002; Amasino, 2004; Holdsworth et al., 2008;
Donohue et al., 2010; Kendall et al., 2011; Auge et
al., 2017].

Ce30HHbIE CPOKM MPOpacTaHns CEMSAH UMEIOT
pellaiollee 3HavYeHne Ons agantauuu pacTeHUi
K pasfiMyHbIM KNIMMaTN4eCKnM yCcrnoBusam. OHm He-
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NOCPEACTBEHHO CBS3aHbl C MEPUOOOM MOKOS ce-
MSH U OMNpPeaensioT, B KaKUX YCOBUSAX OKPYXato-
wer cpenbl 6yayt GopMupoBaThCa Nocneayowme
XM3HEHHbIE MPU3HaKM pacTeHuin (Takme, Kak Mo-
TPeBHOCTb B SpOBM3aLMKY, BPEMS Havana LIBETEHUS
n T. 4.) [Donohue et al., 2002; Martinez-Berdeja et
al., 2020]. 311 npm3Hakn MOryT BbITb CKOPPENNPO-
BaHbl B pe3ynbrate eCTeCTBEHHOro otbopa n ¢pop-
MMPOBaTb CUHAPOMbI aAaMTUBHBLIX (GOPM  XU3-
HeHHoro uukna [Donohue et al., 2005; Auge et al.,
2018]. Y ogHONEeTHMX pacTeHMIN Bapnaumm B CPOKax
CE30HHOro NpopacTaHns CEMSH CO34al0T anbTep-
HaTUBHbIE CTPATErnMn XMU3HEHHOro umkna. NHaoyk-
LMS BTOPUYHOIO MOKOSI CEMSIH B 3VIMHUX YCTOBUSIX,
KOTOPLIA OrpaHMYMBaAET MpPOpacTaHne OO0 OCEHW,
NONOXUTENBHO KOPPENUPYET CO BPEMEHEM LiBe-
TEHU], CO3[4aBasi 3VUMHUE U BECEHHNE CE30HHbIE
cTpaTterum xXn3HeHHoro umkna [Martinez-Berdeja et
al., 2020]. 3uMHK1e ogHONETHUKN NpopacTaloT oce-
HblO, MEPE3VMOBBLIBAIOT, @ 3aTEM LIBETYT U pacceun-
BalOT CEMEHA BECHOW, TOraa Kak IeTHUE OgHONeT-
HUKM 3UMYIOT B BUOE CEMSIH 1 MPOPacTaloT, LUBETYT
M paccenBaloT cemeHa BecHom nnu netom [Kendall
et al., 2011]. Takke HabnoOoaeTcsa CMeLleHne Tu-
NMOB OCEHHEr0 N BECEHHEro NMPOopacTaHUsa BHYTPU
nonynsuuii [Baskin et al., 1998; Pico, 2012; Foot-
itt et al., 2013]. NpegnonaraeTcs, 4TO Takaa HeoqO-
HOPOAHOCTb CTPATErnii XM3HEHHOrO LUMKIa pac-
TEHNIN 9BNAETCSH CBOeoOpasHon HOpPMON 3aLMUThI
Nonynsuuii 0T PUCKA BbIMUPAHUSA U YBENUYNBAET
noTeHuuan Bbbkneaemoctn [Gremer et al., 2016].
OKonornyeckne 1 3BOJNIIOLMOHHBIE UCCIEN0BaHUS
nokasanu, 4To afaanTMBHbIE MPU3HAKU BUAOB pac-
TEHU (BpeMs LBETeHUs pacCTeHWn U CPOKWU Npo-
pacTtaHuMsi CEMSIH) KOaaanTMPOBaHbl B MNpeaenax
apeanos obutaHusa [Alonso-Blanco, 1999; Toorop
et al., 2012]. Hannume «reorpaduyeckoro cnega»
B OTOOpE MO KIMMATy yKa3blBAeT HA afanTUBHYIO
NIEeNoTPONMI0 Kak Ha OAMH U3 MEXaHM3MOB ajan-
Tauum [Chiang et al., 2013]. Ha A. thaliana, knaccu-
4eCKOM MOJENIbHOM 00bekTe, MoKa3aHo, YTO PSf
rEeHOB y4aCTBYIOT B KOOpAMHAUUM 0B0OMX 3TUX 3Ta-
NOB Pa3BUTUS pPacTEeHU B OTBET Ha GakTopbl OK-
pyxatouien cpeabl [He, 2009; Chiang et al., 2009;
Huo et al., 2016; Auge et al., 2017; Chen, Penfield,
2018; Martinez-Berdeja et al., 2020]. HecmoTp4a
Ha TO YTO afanTUBHbIE NMPU3HAKN ABNFIOTCS NOAN-
FEHHbIMUW, BbISIBAIEHbI F'EHbI, UMEIOLLME NEPBOCTE-
neHHoe 3HayeHune B nx koHTpose [He et al., 2009;
Chiang et al., 2009; YxuuaH n ap., 2010; Carrillo-
Barral et al., 2020]. YcTtaHOBNEHO, 4TO KaHOHW-
yeckme reHbl, perynupylowme userteHne, — FLC,
FT n DOG1 - y4yacTBYIOT U B nepexoae OT NMOKos
CeMsH K nmpopacTaHuio, npeanonarasi, 4To rnokon
M LBETEHME MOMYT CKOOPAMHUPOBAHHO PErynnpo-
BATbCHA Yepe3 NepeKpPbIBAIOLLMECH MOJIEKYISIPHbIE
nytn [Debieu et al., 2013; Chen et al., 2014; Huo

et al., 2016; Martinez-Berdeja et al., 2020]. Pery-
Naums afanTUBHO BAXHbBIX MPU3HAKOB NPONCXOANT
Takke C MOMOLLbIO 3MUrEHETUYECKUX MEXaHU3-
MOB, TO €CTb HAaCNEACTBEHHbIX U3MEHEHUN, Bbl-
3BaHHbIX MOANGUKaLMEN IKCNPECCUU FEHOB Npun
n3mMeHeHun ycnosuin cpenbl [Berry, Dean, 2015;
Chen et al., 2020].

B HacTosiLem 0630pe paccmMaTpmBaloTCs BOnM-
POCbl FEHETUYECKUX U SNMUTEHETUYECKUX MEXAHWN3-
MOB PEerynsaunv TPaHCKPUMLMOHHOW aKTUBHOCTU
rEeHOB, Y4aCTBYIOLLMX B MpOLLeccax aganTtaumum Xu-
BbIX OPraHM3mMoB. Ha npumepe MoaenbHOro pac-
TeHus A. thaliana obCcyxaaeTcs posnb OTAENbHbIX
KnoyeBblx reHoB (FLC, FT, DOG1) B KOHTpone
a4anTUBHBIX NMPU3HAKOB — MOKOSI CEMSIH U BpEME-
HW Hayana LBETEHNSA PACTEHUN.

FLOWERING LOCUS C (FLC)

BaxHenLuyo posib B agantauum pacTeHuin K yc-
JIOBUSIM OKPY>XXaloLLer cpeabl UrpaeT BpemMs Havana
useteHus. Y A. thaliana nepexon K UBETEHUNIO KOH-
TPONIMPYETCSH HECKOSIbKUMU FeHEeTUYEeCKUMU MNyTH-
MW, BK/lOYas aBTOHOMHbIM MyTb, doTonepmoan-
YeCKUiN, APOBU3ALMOHHBIA U NYTb C y4acTueM rmb-
6epennunHoBon kucnotol [Koornneef et al., 1998].
B pesynbrate dopmmpyeTcs perynstopHas CeTb,
KOTOpas WHTErpupyeT 3HOOreHHOe COCTOsIHVE
pPasBUTUS PaCTEHUsI C CUrHanamMm OKpyXawoLlen
cpenb! (OVHOW OHA, TeMNepaTypor U T. A.), YTobbI
CTPOro KOHTPOJMPOBATbL BPEMS Nepexoaa K LBeTe-
Huio [Boss et al., 2004]. Knio4yeBbiM KOMMOHEHTOM
B 3TOW PErynsaTopHONM uenu y apabuaoncmuca sasns-
etcsa red FLC (FLOWERING LOCUS C) — ueHTpanb-
HbI MHIMOUTOP MHUUMaUUM uBeTeHua y A. thali-
ana, kogupywwun MADS-gomeH-cooepXXalimia
dakTop TpaHckpunuum [Michaels, Amasino, 1999;
Schmitz, Amasino, 2007]. 3TOT reH penpeccupyeT
HECKOJIbKO JTOKYCOB, CMOCOBOCTBYIOLLIMX LIBETEHUIO,
Taknx kak FT (FLOWERING LOCUS T), SOC1 wn LFY
(LYAFY) [He, Amasino, 2005].

Okcnpeccus FLC KOHTPONMPYETCS PasfnNyHbIMU
akTmBaTtopamMu n penpeccopamu. ABTOHOMHbIN
nyTb, BKAOYatowmn rensl FVE, FCA (FLOWERING
CONTROL LOCUS A) wn FLD (FLOWERING
LOCUS D), KOHCTUTYTUMBHO KOHTPOAMPYET Mo-
haBneHve akcnpeccun FLC nytem onpeneneHuvs
BO3pacTa pacTeHus n TeMnepaTypbl OKPyXatoLlein
cpenbl ona ctumynsauum usetenus [He et al., 2003;
Ausin et al., 2004]. Ten FRI (FRIGIDA) kognpyeTt
6enok FRI, aenaiowmninca 0CHOBHbIM akTMBATOPOM
FLC [Johanson et al., 2000]. 9ddekT akTneauum
FLC nog penctemnem FRI poMUHMPYET Haf, cynpec-
cupytlowmm adpHEKTOM reHOB-PEryNsaTOPOB aBTO-
HOMHOIrO NyTU, OOHAKO MOXET OblTb NPeoaosneH
B/INSIHNEM HU3KMX TemnepaTtyp (spoBusaumen)
[Schmitz, Amasino, 2007].
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B npupope pacteHusa apabupgoncuca npea-
CTaBfIEHbI O3VMbIMU N APOBLIMU HOPMaMU, OTIN-
4YMa KOTOPbIX ONpenendaTca annenaMmm reHos FRI/
(FRIGIDA) v FLC. Ona 03MMbIX pacTeHUn xapak-
TepHbl AOMUHaHTHbIE annenu FRI v FLC, B TO Bpe-
MS KakK Yy SIpOBbIX POPM MPUCYTCTBYIOT HEPYHK-
LMOHanbHbIA annenb fri n/unn cnabbi flc annenb
[Johanson et al., 2000]. MNepexon K UBETEHUIO
03uMbIX GOpM apabugoncuca HayvMHaeTcs npu
HU3KOM ypOBHe akcnpeccun FLC, cHuXeHne Ko-
Topon HabnogaeTca BO Bpems sposmdaummn [Mi-
chaels, Amasino, 1999; Sheldon et al., 2000].

Mop, BO3OENCTBMEM X0N04a 3anyckalTca Me-
XaHU3Mbl 3MUFEHETUYECKOrO KOHTPONS, nepe-
Boaswme reH FLC B penpecCrMBHOE COCTOSHUE
nocpeacTBOM MeTUIMpoBaHus rnuctoHos [Den-
nis, Peacock, 2007; Saleh et al., 2008; Heo, Sung,
2011]. Mo Bcer BUANMOCTU, CE30HHBLIE N3MEHE-
HUS TemnepaTypbl ONPEenenslTCs y pacTeHun
C MNOMOLLBI 3MUFEHETUYECKOrO cTaTyca 3TOro
reHa. B npouecc anMreHeTM4eckoro M3MeHeHust
nokyca FLC BoBfie4eHbl ABE AJIMHHbIE HEKOAVPYIO-
wme PHK (linc RNA - long intronic noncoding RNA)
n komnnekc PRC2 (Polycomb Repressive Com-
plex 2). PRC2 — MynbTnOENKOBbIA, 3BOJIIOLMOHHO
KOHCEPBATMBHbIM KOMMJIEKC, OTHOCUTCS K rpynne
perynatopHbix 6enkoe PCG (Polycomb Group),
KOTOpblE PENPECCUPYIOT FEHbI-MULLEHU, PEMO-
Oynmpys CTPYKTypy ux xpomatmHa [Grossniklaus,
Paro, 2007]. AHanorn4yHole 6enKoBble KOMIMJIEKChI
Y4aCTBYIOT B MNOAAEPXAHUN PENPECCUBHOIO CO-
CTOSIHUS LLENIOro psiia reHOB PACTEHUN, XXUBOTHBbIX
n yenoBeka [Goodrich, Tweedie, 2002; Schwartz,
Pirrotta, 2008]. XonopoBoli cTpecc Ccnocob-
CTBYET MHAYLUMPOBAHUIO 3KCMPECcCUn eLle OAHO-
ro reHa — VIN3 (VERNALIZATION INSENSITIVE 3)
[Sung, Amasino, 2004], koaupylOLWEero TpaHC-
KpunumoHHbin dakTop. VIN3 oTHOCMTCS K rpyn-
ne PHD (Plant Homeo Domen finger) n otsevaeTt
3a canT-cneunduyeckoe CBA3bIBAHME C XpOoMa-
TnHom [Li et al., 2006]. VIN3 Heobxooum ans 3a-
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NnycKa MONEKYSIPHbIX MEXaHM3MOB MOaVdUKaLINN
xpomaTtuHa FLC [Andrés, Coupland, 2012]. lNpo-
JIOHIMPOBAHHOE BO3OENCTBME XO0N04a MPUBOAUT
K ycuneHuto akcnpeccum VIN3, npu 3TOM TpaHc-
KpunumoHHbI pakTop VIN3 cBasbiBaeTcsd ¢ KOMIM-
nekcom PRC2, dopmmpys PHD-PRC2-komnnekc,
y4acCTBYOLLNIA B METUINPOBAHUM FMCTOHOB [De
Lucia et al., 2008].

CHuxeHne ypoBHS akcnpeccun FLC nop, BO3-
DENCTBMEM XON0oAa COMPOBOXAAETCHA YBEINYEHU-
€M HEKOOMPYIOLLMX aHTUCMbICIIOBbIX TPAHCKPUM-
TOoB, n3BecTHbIx kKak COOLAIR (cool assisted intronic
noncoding RNA), TpaHckpnbupyembix ¢ 3'-kKOHUA
nokyca FLC v pocturarowux ceoero nuka Ha 10-i
OeHb apoBusauuun [Swiezewsky et al., 2009; Heo,
Sung, 2011]. 3TOT NepBLIN 3Tan aNUreHeTU4EeCKom
cynpeccum FLC npoucxoguTt no Tuny NOCTTPaHC-
KPUMNUMOHHOIO canneHcuHra. CHUXeHne sKkcnpec-
cumn FLC Ha AaHHOM 3Tare eLe He CTOJIb 3HAYUTESb-
HO M MPOLECC ABNSETCS 0bpaTUMbIM, MOCKOJIbKY
B pesysibTaTe npekpalleHns spoBm3aumumn (Henpo-
OOMKUTENbHbIE 3aMOPO3kKU) akcnpeccus FLC Boc-
ctaHaBnuBaeTcs [Swiezewsky et al.,, 2009]. Ona
CcTabunbHOro nogaeneHns akcnpeccun FLC Tpe-
OyeTcs BTOPO 3Tar, CBA3aHHbIM ¢ Moamdurkaumen
FMCTOHOBbLIX 6enKkoB, 1 Heobxoauma apyras AJINH-
Hasa Hekoampyowas cmbicnoasd PHK — COLDAIR
(cold assisted intronic noncoding RNA), koTopas
TpaHCcKpnbupyeTcs ¢ nepBoro uHTpoHa. OHa no-
CTUraeT KOJIMYECTBEHHOro Makcumyma Ha 20-i
OeHb apoBusaumn. MNMpu 3TOM MHUUMMPYETCS NPO-
uecc dopmupoBaHma PRC2-komnnekca B cocTa-
Be 5'-KOHUEBOro panoHa MnepBoro MHTpoHa FLC
(puc. 1). COLDAIR vrpaet BaxHyIO pOJib B OPUEH-
TUPOBAHUN U CBA3bIBaHUM OENKOB KOMMjekca
C 9TuMm paroHom FLC [Heo, Sung, 2011]. B nosa-
HeM xonoagoBom nepuoge (> 30 gHen) akcnpeccus
VIN3 ycunnaetcs, B TO BPEMS KakK YPOBHU TpaH-
ckpuntoB FLC, COOLAIR n COLDAIR 3HaunTensHo
CHMXeHbI. Bbicokunii ypoBeHb VIN3 Heobxoamm ons
ctabunbHom penpeccun FLC [De Lucia et al., 2008].

Puc. 1. W3MeHeHMe ypOBHSA TPaHCKPUNTOB re-
HoB (FLC, VIN3) v lincRNAs (COOLAIR, COLDAIR)
B NpoLecce apoBmM3auni.

Mo ocu X — ycnosus BblpawimeaHus pactenuin: NV — 6e3
aposuzauuu, V10 — 10 gHeir aposmsaumm, V20 — 20 gHen,
V30 - 30 gHeit, V40 - 40 pgHein, V40T10 — 10 gHeln B 0ObIY-
HbIX ycnosusax nocne 40 gHen aposu3auum [Heo, Sung,
2011]

Fig. 1. Changes in the levels of gene expression
(FLC, VIN3) and lincRNAs (COOLAIR, COLDAIR)
during vernalization.

X axis — plant growing conditions: NV — without vernaliza-
tion; V10 — 10 days of cold treatment; V20 — 20 days; V30 —

30 days; V40 - 40 days; V40T10 — 10 days under normal
conditions after 40 days of vernalization [Heo, Sung, 2011]
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Y A. thaliana PRC2, sknovatowmnin 6enkmn CLF,
EMF2 un FIE, npuHMMaeT yyacTme B penpeccun
reHHon skcnpeccum FLC. B yactHocTu, CLF, koaum-
pyemeili reHom CLF (CURLY LEAF), nmeeT ooMeH
SET u, kak Bce noaobHble 6enkn, obnagaet H3K27
MeTunTpaHcdepasHom akTMBHOCTLIO [Jiang et al.,
2008]. CneposatenbHo, PRC2 onocpenyet me-
TnnupoBaHmne rmctoHa H3 no Lys27 (H3K27me3)
yepes ero KOpoBbIi KOMMOHEHT — FMMCTOH-MEeTU-
TpaHchepasdy [Kim et al., 2009]. B peaynbrate
YPOBEHb METUIMPOBAHHbIX MCTOHOB XpoOMaTuHa
FLC nocTeneHHO YyBENMYMBAETCS, YTO Crnocob-
CTBYET (POPMUPOBAHUNIO MNIOTHOW CTPYKTYPbI XPO-
matmHa [Adrian et al.,, 2009; Heo, Sung, 2011;
Chen, Penfield, 2018]. OnocpepnoraHHble PRC2
rmctoHoBble MeTkn (H3K27me3) ctabunbHo co-
XpaHaTca Ha FLC-xpomaTuHe gaxe nocne BO3-
BpalLLEHUs pacTeHus B Teryo. Takum obpasom,
B npouecce spoBuzaumm COLDAIR obecneuyn-
BalOT «Mon4vaHme» TpaHckpunumn mRNA FLC ny-
Tem Habopa PRC2-komnnekcoB, KOTOpbIE y4acT-
BYIOT B METUIMPOBAHUN TUMCTOHOB. AnuTenbHoe
BO3OENCTBME XON04a NPUBOAUT K YBEINYEHUIO
YPOBHS MMCTOHOBbLIX MeTOKk H3K27me3, uto ac-
CoOUMMPYETCHA C TPAHCKPUMUUOHHO «MOMYaLLMM»
cocTosiHueM rexa [Adrian et al., 2009; Heo, Sung,
2011]. Cpeam reHeTnKOB CNOXUI0Cb MHEHUE, YTO
npouecc perynaummn akcnpeccun FLC npencras-
nset cobom MoAeNb KOHTPOS 3KCNPECCUn Apyrmx
rEHOB Pa3BUTUS Y PaCTEHU NOCPEACTBOM Mexa-
HM3MOB XPOMATUHOBLIX Moaudukaumin [He, 2009;
Berry, Dean, 2015].

He Tak paBHO Obina naoeHTudMUMpoBaHa eLle
oaHa annHHasa Hekogupyowasa PHK (IncRNA), ko-
Topas y4yacTByeT B SIPOBU3ALIMOHHO-0OMOCPeno-
BAHHOM 3MUIrEHETUYECKOM KOHTPOJIE 3KCnpeccumn
nokyca FLC — COLDWRAP (cold of winter-induced
noncoding RNA from the promoter) [Kim, Sung,
2017]. OHna TpaHCcKpunbupyeTcs C pernpeccupo-
BAHHOro0 MpoMOTOpa B CMbIC/IOBOM Harnpasse-
HUN OTHOCUTENbHO FLC B npouecce spoBM3aLmnm
n dyHKumoHmpyet coBmecTtHO ¢ COLDAIR. OTtun
nBe ONunHHble Hekogupylowme PHK Heobxoanmbl
ons yoepxuaHusa komnnekca PRC2 Ha npomo-
Tope FLC nyteM ¢pOpMMPOBaAHUS PErnpecCcuBHOM
BHYTPUr€HHOM NeTnm xpomaTtuHa. MI3BEeCTHO, 4TOo
y A. thaliana obpa3oBaHMe KOPOTKOM XpoMaTu-
HOBOI MET/IM TECHO CBSA3AHO C KOHTPOJIEM 3KC-
npeccumn reHo [Crevillen et al., 2013; Wang et al.,
2015]. NccnepoBaHne Kim n Sung [2017] noka-
3ano, 4to ase IncRNAs, COLDWRAP n COLDAIR,
WUrpaioT COBMECTHYIO ponb B OPMUPOBAHUUN
neTnn xpomaTuHa ANs YCTAHOBAEHUS CTabuibHO
penpeccnpoBaHHOro xpomatuHa B Jsiokyce FLC
nytem saposusaumn. lNetna ¢opmupyeTca Mex-
Oy o06nacTbld NMpoMoTopa, OTKyAa MNPOUCXOAUT
COLDWRAP, n nepBbiM MHTPOHOM, A€ HauYnHaeT-

cs1 COLDAIR. ABTOpbI TaKkxXe MnofiaraioT, YTO «BHYT-
puUreHHoe» obpa3oBaHmne neTesib MOXeT OblTb 00-
LLYIM MEXaHN3MOM PENnpecCcun reHos.

M3BecTHO Takxe, 4to FLC yyacTByeT B pery-
N9uMn CPOKOB MnpopactaHus cemsaH A. thaliana,
KOHTpoNunpys nx nokon [Chiang et al., 2009; Chen,
Penfield, 2018]. K HacTosLLLEEeMYy BPEMEHUN CIOXMU-
JIOCb MHEHUE, YTO YCNOBUS OKPYXaloLen cpeapl,
C KOTOPbIMW CTasIKUBAlOTCS MaTepUHCKME pacTe-
HUS, BAUSIIOT HA MOBEAEHNE CEMEHHOrO MOTOM-
CTBa, Npu 9TOM Temnepartypa obnagaet oOMUHN-
pylownm cpenosbiM adpdektom [Marshall, Uller,
2007; English et al., 2015; Penfield, MacGregor,
2017; Auge et al., 2017]. TemnepaTypHble yCNno-
BUS nNepen UBETEHVEM PACTEHNI 3aMETHO BIUSIIOT
Ha COCTOSIHME MOKOSl CEMSAH U, COOTBETCTBEHHO,
Ha CPOKKU Mx npopacTaHus. B yacTHocTn, nonyye-
Hbl A@HHbIE, KOTOPbIE YKa3bIBAIOT HA 3aBUCUMOCTb
nepmoaa rnokosi CEMsiH MU UX CMOCOBHOCTb K MpPo-
pacTaHunIio OT YPOBHS akcnpeccumn reHa FLC B co-
3pEBAIOLLMX HA MATEPUHCKOM PACTEHUN CEMEHAX.
B TeyeHue penpoayKkTMBHOro pa3sutns A. thaliana
MaTepuHCKOe pacTeHne mucnonblyet 6enok FLC
Ons MOOyNMPOBaHUS Mepuoaa MNokKOsi CEMEHHO-
ro NOTOMCTBA B OTBET Ha TEMMNepPaTypy 1, Takum
0b6pasom, nepefaeT CE30HHYI0 MHDOPMALIMIO NO-
TomcTBy [Chen et al., 2014; Chen, Penfield, 2018].
Mpennonaraetcqa, 4to reH FLC onocpenoBaHHO
(c yysactnem reHo AP1, FT n SOC1, KOHTpOnu-
pyloLLMX 3aLBETAHME) BANSIET HA CUHTE3 U KaTa-
60113M ropMoHOB rnbbepenanHa n abcum3oBo
KUCNOTbI, 4TO OnpeaensieT AUTENbHOCTb MOKOS
CceMsiH N Ux cnocobHOCTb K NnpopacTtaHuio [Choi et
al., 2009; Chen, Penfield, 2018]. Takxe n3BecTHO,
4yTO MpUpOoAHasa annenbHas W3MeEHYMBOCTb FLC
1 YPOBEHb 3KCMPECCUU 3TOr0 reHa CBSA3aHbI C ec-
TECTBEHHOW W3MEHYMBOCTbLIO TEMMepaTypo3aBu-
cnMoro npopacTanma cemsiH [Chiang et al., 2009]
1 4TO GONBLUMHCTBO FEHOB POBU3ALMOHHOIO NyTU
BNSAIOT HA MNPOPACTAHME CEMSIH U UX peakumio
Ha MaTepuHCKyto aposm3auuio [Auge et al., 2017].

FLOWERING LOCUS T (FT)

leH FT aBnsieTca ewe OOHUM BaXHbIM KOM-
NOHEHTOM PErynsiTOpHON CeTu MHUUMaLUK LBe-
TeHus. Ero HasbiBalOT KJOYEBbIM MHTEMPATOPOM
BpemMeHn ugeTeHusa A. thaliana, nockonbky npuv
B3aMMOAENCTBUN (HaKTOPOB BHYTPEHHEN W OK-
pyxawuwien cpefbl BO3HUKAET CETb CUMHasIbHbIX
nyTen, kKoTopas nepefaeTcs reHam-uHTerpa-
Topam — FT, SOC1 v LFY [Jiang et al., 2008; He,
2009; YxunusaH n ap., 2010]. FT 6611 NEPBLIM UOEH-
TMOUUMPOBAHHBIM  reHOM  GOoTOoNnepmnoanyecko-
ro nyTu, KOTOPbIA CTUMYNUPYET LBEeTEHNEe B OT-
BET Ha yBennyeHne gnviHbl oHa [Kardailsky et al.,
1999]. 9kcnpeccusa FT aktneupyetca CONSTANS
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(CO), ppyrmum KOMMOHEHTOM doTonepmnognye-
ckoro nytu [Suarez-Lopez et al., 2001]. CornacHo
obLWwenpuHATOMY MHeHuto, FLC npu BeretatTuBHOM
pPOCTE pacTeHus NoAaBasieT TPAHCKPUMLMOHHYIO
aktmBHocTb FT [Helliwell et al., 2006; Michaels,
2009]. FLC cBa3bIBaeT FT-noKyc 1 penpeccupyet
€ro 39KCnpeccuto, TakmMm 06pasoM MpPOTUBOAEN-
cTBys akTuBHocTu CO [Searle et al., 2006]. Noc-
Jle XonogoBOro BO3aencTeusa (aposmnsauun), 6o-
kmpytowero akcnpeccuto FLC, reH FT pencrteyet
KaK MHTErpaTtop BPEMEHW UBETEHUs, KOTOPbIA
VHTErpuvpyeT curHanbl OoT pOoTONepmoamnyeckoro
n FLC-onocpenoBaHHOro nyTtein, 4tobbl cnocob-
CTBOBAaTb UBEeTeHUIO A. thaliana. Jiang c konneramm
[2008] nokasanu, 4To MEXaHN3M NOOABNEHUNS 3KC-
npeccun FT BO BPEMS BEFETAaTMBHOIO pPa3BUTUS
apabugoncuca sgBASeTCA aHaNOrMYHbIM SNUreHe-
TUYECKOMY KOHTPOJIIO aKTUBHOCTM reHa FLC ¢ no-
MOLLbIO XPOMATUMHOBBIX Moandukaumin. OHm ycTa-
HOBUM BaxkHyto ponb PRC2 komnnekca, Bkoya-
towero 6enkn CLF, EMF2 n FIE, B MeTunupoBaHum
rMcToHoB H3 no Lys27 1 nepemMelieHunm 9Tux
PENPEeCCUBHBIX MMCTOHOBbLIX MeToK (H3K27me3)
B FT-xpomaTuH. B 6onee wumpokom cmbicne PRC2-
OnoCpenoBaHHOE «MOJIYaHME» T[EHOB SIBASETCS
OCHOBHbIM MEXaHM3MOM MOAABNIEHUS X SKCMNPEC-
cuM 1 3atparmBaeT 60MbLIOE KOMMYECTBO FEHOB
y Arabidopsis [Zhang et al., 2007].

FT perynupyeT Takke U CPOKU npopacTaHus
cemaH A. thaliana, HenocpencTBEHHO CBsi3aH-
Hble CO CTEneHblo Mx Nokos. ITo obecneymBaeT
pacnpoCTpaHeHVe U BbDKMBAHWE CEMEHHOrO Mo-
TOMCTBAQ, a TaKKe rapaHTUpyeT, 4TO npopacTtaHue
nponsonaeT B GrnaronpuatHbix ycnoBusx [Finch-
Savage, Leubner-Metzger, 2006; Chiang et al.,
2009; Chen, Penfield, 2018]. MaTepuHckoe pac-
TEHNE UrpaeT BaXHYIO POJib B KOHTPOJIE MOKOS Cce-
MsaH. OHo ncnonbadyet 6enok FT, Tak xe kak n FLC,
Ons MOAyNMPOBaHMA Nepuoaa rnokosi CEMSH, UH-
Terpupyss O0ArOCPOYHYIO MaMATb O MEPEXUTOMN
TemnepaTtype B TkaHax nnoga [Chen, Penfield,
2018]. B yacTHOCTW, YCTAHOBMIEHO, 4YTO BO3OEWN-
CTBME Temrnepatypbl HA MaTEPUHCKOE pacTeHue
A. thaliana B Te4eHMe ero BblpalLyBaHUa nepena-
€TCS C MOMOLLbIO MyTEeN CUTHANBHOM TPaHCAYKLUMN
B FT-nokyc $noambl CTpydka, Npu 39TOM OKasa-
N0Cb, 4TO akcnpeccus FT B cTpydkax bonee 4yem
B 100 pas Bbllle NO CPaBHEHUIO C TAKOBOM B JINC-
Tbsx [Chen et al., 2014]. benok FT Tpebyetcs
ONs perynaumm pasBUTUS CEMEHHO 000N0YKU,
KOHTPONMPYS COCTOSIHME MOKOSI CEMSAH B 3aBUCU-
MOCTU OT Temnepartypbl. Perynauma npoucxoout
NOCPeaCcTBOM MHIMOMPOBAHNSA CMHTE3A NPOAHTO-
uMaHngmMHa B CTpyykax, yYTo MPMBOOUT K U3Me-
HEHUIO COAEpPXaHUs TaHMHA B 000JI0YKE CEMEHU
[Chen et al., 2014]. MNoka3zaHa koppenauus Mexay
uBeTOM 060104KN, OOYCNOBNEHHBIM KOJIMYECTBOM

TaHWHA, ee MPOHULLAEMOCTbLIO N MOKOEM CEMSH:
yeM cBeTnee 060J104Ka, TEM HUXE YPOBEHb NOKOSA
ceMsiH. B 4yacTHOCTHK, BbISIBIEH OYE€Hb HU3KWI MO-
KOW ceMsiH y MyTaHTOB A. thaliana testa (it — trans-
parent), nmetrowmyx npo3padnyo 060s04ky [Pen-
field, MacGregor, 2017].

DELAY OF GERMINATION 1 (DOG1)

DELAY OF GERMINATION 1 (DOG1) — Han-
6onee BaxHbIA PErynaTop MEPBUYHOIO MOKOS
y A. thaliana [Huo et al., 2016; Martinez-Berdeja
et al., 2020]. OH yyacTByeT B nporpaMmme cospe-
BaHNS CEMSIH 1 BPEMEHU NPOPACTAHUS, YTO SBNS-
€TCS BaXHbIM a4anTUBHBLIM MPU3HAKOM, KOHTPO-
nmMpyemMbiM Nokoem cemsH [Bentsink et al., 2010].
Benok DOG1 B cemeHax nMpuBOAUT K ryboKoMy
MOKOK 1 3aaepxke npopactanua y A. thaliana,
a konnyecTBo HakonneHHoro DOG1 B cyxux ceme-
Hax ornpenensieT BpeMsa XpaHeHus, Heobxoaumoe
ons BbICBOOOXAEHUst nepBuyHOro nokost [Chen
et al., 2020]. U3BecTHa npupoaHas annenbHasa
n3ameHuynBocte DOGT, accoummpoBaHHass C ec-
TECTBEHHBIMU BapuauMsMu B MNEPBUYHOM MOKOE
nocne CO3peBaHNSa CEMSAH N BPEMEHEM npopac-
TaHnsa B nonesbix ycnosusx [Huang et al., 2010;
Postma, Agren, 2016]. YcTaHOBNEHO, YTO YPOBEHb
akcnpeccun DOG1 cBh3aH C BapuabesbHOCTbIO
NOKOS U MPOSIBASET K/MHANIbHYI0 U3MEHYMBOCTb
[Chiang et al., 2011; Kronholm et al., 2012; Vigidal
et al., 2016]. AnnenbHble BapuaHTel DOG1T Takxe
CBSI3aHbl C €CTECTBEHHOM U3MEHYMBOCTbLIO BpE-
MeHu ueteHus [1001 Genomes..., 2016] n moryT
umeTb nnenoTtponHble addekTol [Chiang et al.,
2013].

OpHol 13 BaxHbIxX @yHKUMN DOG1 aBngeTcs nH-
aykuus Temnepatypo3daBucumoro nokos [Chiang
et al., 2011; Kendall et al., 2011; Murphey et al.,
2015; Nonogaki, 2019]. DOG1 TpaHchopmMumpyeT
BNMsSHNE GaKkTOPOB OKPYXAaloLen cpeapl BO Bpe-
Ml CO3PEBAHUS CEeMSH, YTOObl M3MEHUTL you-
HY MOKOS1, TaKnM 00pa30oM CBSA3bIBAS NX C LIUKIIOM
nokosi [Carrillo-Barral et al., 2020]. Temnepatypa
BO BPEMS CO3pEBaHMA ceMsaH obnagaeT AOMUHU-
PYIOLWUM BINSIHUEM HA YPOBEHb TPAHCKPUMTOB
DOG1 B 3penbix ceMeHax u onpenenser rnybu-
Hy nokos [Nakabayashi et al., 2012; Footitt et al.,
2013; Graeber et al., 2014; Murphey et al., 2015].
M3BecTHO, 4TO YEM HUXE TemrnepaTypa co3pesa-
HMSA CeMsH (TO ecTb Temnepatypa, KOTOpyl UC-
NbITbiIBAET MATEPUHCKOE pPacCTEeHME), TEM BbILLE
cTeneHb nokosd. MNMpu 3TOM HU3Kas Temnepatypa
co3peBaHusa cemsH (10 °C) npuBOANT K BbICOKOM
3KCMpeccun reHa no cpaBHeHWIO ¢ Bonee Tensbl-
Mu ycnosusimm (20 °C) n, COOTBETCTBEHHO, K 00-
nee rnybokomy nokow. OOHOBPEMEHHO YBENU-
ynBaetcs yposeHb DOGT-MPHK n 6enka [Chiang
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et al., 2011]. CnepoBaTtenbHo, DOG1, BEpPOATHO,
NPOSIBASIET YYBCTBUTENBHOCTb K OKpYXarloLllen
cpene [Murphey et al., 2015]. Kpome T0ro, ypo-
BeHb TpaHckpuntoB DOG1 n3ameHsieTca B Mpo-
Lecce CO3peBaHUs CeMsiH: BbICTPO ycumBaeT-
cs, GopMMpys NEPBUYHDBIN MOKOW, N CHMXAETCs
B TEYEHME 3aKJIIUYNTENIbHOrO 3Tana Co3peBaHus,
HO Npu 9TOM konmnyecTBo 6enka DOG1 He ymeHb-
waetcsa [Nakabayashi et al., 2012].

DOG1 KOHTPONVPYET NEPBUYHBI MOKOW CEMSIH
C NOMOLLBIO MHOXeCcTBa MexaHu3moB [Voegele
et al., 2011; Nakabayashi et al., 2012; Graeber
et al., 2014; Née et al., 2017]. U3BecTHO, 4TO PU-
3uonorunyeckasa dyHkuma DOG1 wupoko perynu-
pPyeTcs C MOMOLLbLIO CMNOXHOr0 Habopa anureHe-
TUYeckmnx TpaHchopMaunii, KOTOPbLIE BKIOYAIOT
aNbTEePHATUBHBIA  CMIANCUHI,  anbTepHaTUBHOE
nonvuageHUnMpoBaHme, mMoaudukauym rmMCcTOHOB
M aHTUCMBIC/IOBYIO TpaHckpunumio (puc. 2) [Cyrek
et al., 2016; Huo et al., 2016; Nonogaki, 2019].
ANbTEPHATUBHBIM CMMANCUHI  BKJlO4aeT B cebs
NPOLLECC CO30aHNS MHOXeCTBa OGENKOB U3 OOHOM
n To1 Xe uenu AHK nytem o6beamHeHns Boipe3aH-
HbIX 13 MPHK 3K30HOB B pasnunyHbiXx KOMOUHaUUSAX,
4YTO NOPOXAAeT pas3nuyHble popmbl 3penon MPHK.

Y A. thaliana DOG1 cocTtonT n3 Tpex 9K30HOB
1 OBYX VMHTPOHOB M aNibTEPHATUBHO CMJIAACUPOBAH
CO BTOPbIM MHTPOHOM, Takum 00pa3oM Mpomn3Bo-
Os nate BapmaHToB TpaHckpunta [Nakabayashi
et al., 2015]. 310 nNpMBOAUT TOMBKO K TPEM
pasnuyHbiM  OenkaMm, MOCKOAbKY  TpaHCHAAUMS
B- 1 y-TPaHCKPUMNTOB reHePUPYET OOVH 1 TOT Xe 6e-
NOK. VIHTEPECHO, 4TO perynsauusa HakonaeHus 6enka
C NMOMOLLBIO ANBTEPHATUBHOIO CrIaiCMHra MOXeT
ObITb YACTbIO MEXAHN3MA TOHKOM HACTPOWKM MOKOS
cemsH [Nakabayashi et al., 2015] (puc. 2).

CyliectByeT MHEHUE, 4YTO Bapuaumm B 3KC-
npeccum DOG1 BO BpeMS NEPBMYHOIO MNOKOS, Mo-
BUAMMOMY, YaCTUYHO 0OYCIOBNEHBI MOANdUKALM-
SIMW TMMCTOHOB, B YaCTHOCTU, UX METUIMPOBAHNEM
(puc. 3) [Zha et al., 2020]. Mogudukaumm ructo-
HOB U3MEHSIOT MJIOTHOCTb XPOMaTUHA, YTO NO3BO-
NSEeT KOHTPO/MPOBaTb 3Kcnpeccuio reHa. Metu-
nmpoBaHue ructoHa H3 no Lys4 (1. e. H3K4me3;
aKTUBHbIA xpomaTtuH) B DOGT1 6onee pacnpo-
CTPaHEHO B NMOKOALLMXCA CEMEHAX, B TO BPEMS KaK
B MpopacTaloLLmMx ceMeHax npeobnagaeT penpec-
CUPYIOLLMIA XPOMATUH C METUIMPOBAHHBLIMU TUC-
ToHamn H3 no Lys27 (H3K27me3) [Molitor et al.,
2014].

Puc. 2. MonekynsipHble MexaHW3Mbl, perynupyowme askcnpeccuio reHa DOG1 n aktmBHocTb 6enka DOGH.
TpaHckpunuua DOG1 perynupyeTcs 3anvreHeTu4eckumu moamdukaumsaMn n, BEPOSTHO, TPAHCKPUMUMOHHBbIMU
dakTopamn. TpaHCKPUNUMA HEKOAMPYIOLWENA aHTUCMbICIOBOM nocnegoBaTensHocTn (asDOGT) feNCTBYET Kak He-
raTuBHbIN perynaTop akcnpeccun DOG1. [ga pasHbix npeguiectseHHnka MPHK obpa3syoTcs 6narogaps cywiecT-
BOBaHWIO ABYX CanNTOB nonnageHnnuposaHus y A. thaliana. MNMpepawectseHHnkM MPHK dopMupytoT NaTb pasnnyHbix
BapuaHToB 3penot MPHK nytem anbTepHaTMBHOIO ChlaiCuHra 1 No3Xe TPaHCMPYIOTCH B TPU pa3Hble N30¢popMbl
6enka (Tpu 13 natn MPHK koamnpytoT ogHy un Ty xe nsodopmy 6enka). benkm DOG1 06beanHaTCsa ¢ 06pa3oBaHUEM
romMoaMMepoB 1 MOTYT rnoasepraTbCs NOCTTPAHCAALMOHHBIM MOANGUKALNAM, CBA3AHHbBIM C OO3PEBAHNEM CEMSAH
1 npoueccamMm NpopacTaHms Npy HamokaHun. OaHaKko KOHKPeTHas npupoaa atux moambukaumi oo Cux nop Hems-
BecTHa [Carrillo-Barral et al., 2020]

Fig. 2. Different molecular mechanisms regulating the gene DOG 1 expression and protein activity of DOG1. The tran-
scription of DOG1 is regulated by epigenetic modifications and probably by TFs (transcription factors). The transcrip-
tion of a noncoding antisense sequence (asDOGT) acts as a negative regulator of DOG1 expression. Two different
precursor mRNAs are formed due to the existence of two polyadenylation sites in Arabidopsis. The precursor mRNAs
are processed to five different mature mRNA by alternative splicing and lately translated to three different protein
isoforms (three of the five mMRNA encode the same protein isoform). DOG1 binds itself to form homodimers and can
suffer post-translational modifications associated to AR (after-rippening) and germination processes. However, the
specific nature of these modifications is still unknown [Carrillo-Barral et al., 2020]
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AnbTepHaATUBHOE NONVAAEHUIMPOBAHME, aHa-
JIOTMYHO  aNbTEPHATUMBHOMY  CMIANCKHIY, MO-
XeT npousBOoAUTbL O0nee O4HOro TpaHCcKpunTa
M3 OOHOr0 reHa nyrem npucoeanHeHusi 60b-
WOoro KoJnyecTBa OCTATKOB afeHO3MHMOHO-
docdata (nonm(A)-xBocTta) K 3'-KOHLY NepBUYHOMN
MPHK. B HekOTOpbIX reHax 3ty 6enku nobasnsioT
noan(A)-xBoCT B OOHOM M3 HECKOJIbKMX BO3MOX-
HbIX CanTOB. AHTUCMbICNOBbIE HEkoaupytowme PHK
MOryT Kak MOAaBNsTb, Tak U aKTUBMPOBATb 9KC-
Npeccuio reHa-muieHn. Tak, HegaBHO BbINIO MpPo-
OEeMOHCTpPUpOBaHo, 4To asDOG 1, pnvHHas Hekoau-
pytowasa aHtucmbicnosaa PHK s DOG1 y A. thali-
ana, cynpeccupyet akcnpeccuio DOG1 BO Bpemsi
CO3PEBAHUSA CEMSAH U CNOCOOCTBYET MX NpopacTa-
Huto [Dekkers et al., 2016; Fedak et al., 2016]. 3Tta
asDOG1 3akogupoBaHa Hepaneko OT MPOKCU-
MasibHOrO y4acTtka nonvageHunuposaHna DOGT
(puc. 2). TpaHckpunums asDOG 1 He 3aBUCUT OT NPO-
moTtopa DOG1, n, kak 3T0 6bI10 ONUCAHO 4S9 APYrX
reHoB, asRNA pelicTByeT Kak HeraTMBHbIN peryns-
TOP TPAHCKPUMLMM N SKCMPECCUN CMbIC/IOBOM NOC-
nepoBarensHocTn DOGT [Fedak et al., 2016].

XoTa 3HaHnsa 0 DOG1 3Ha4YnTenbHO pacLumpu-
nCb B nocnegHue roapl, TOYHO HEU3BECTHO, Ka-
KUe TPaHCKPUMUUOHHbIE (PaKTOPbl CBA3LIBAOTCS
¢ npomotopoM DOG1 v OTBETCTBEHHbI 3a ynpaB-
JNIEHNEe ero SKCnpeccuen BO BPEMS CO3pEeBaHUS
ambpuoHa [Carrillo-Barral, 2020]. OgHako obHa-
PYXEHO, 4TO ANnd aktmpaumm akcnpeccumn DOGT
HeoOxoamm ¢akTop TpaHckpunuum bZIP67 (basic
leucine zipper — ¢pakTop ¢ 0OCHOBHbIM JHK-CcBA3bI-
BAKOLLVM OOMEHOM TUMa «JIENUMHOBAs 3aCTeXkKa-
MosHus»). OH cBa3biBaeTca ¢ npomoTopom DOGT,
npu 3TOM HU3Kas Temrnepartypa BO BPEMS CO3pe-
BaHUS cemMsH 1 obunune 6enka bZIP67 ysennunea-
eT akcnpeccuio DOG1, Beaylyo K YCUNEHMIO No-
kosi cemsiH [Bryant et al., 2019].

M3BeCcTHO Takke MoOAaBEHNE 3KCMpPeccun
reHa ¢ nomMmolpio B-gpomeHcopepxalimx penpec-
copoB TpaHckpunumu HSI2 n HSL1. Chen ¢ konne-
ramu [2020] ycTtaHoBunum, yto HSI2 n HSL1 nopas-
NS0T NOKOW U AenalT BO3MOXHbIM NPOpacTaHue.
OTun penpeccopbl CBS3bIBAIOTCS C MPOKCMMAasbHOM
4YacTbio MPOMOTOpa M oboralaT ero, Ang 4yero
HeoOxoaum eule 6enok-romeogomeH PHD, koTo-
pbih OTBEYaeT 3a canT-cneundunyeckoe CBA3bI-
BaHMe ¢ xpomaTtuHoM. HSI2 n HSL1 pexkpyTupyioT
KomnoHeHTbl rpynnel Polycomb (PRC2) - LIKE
HETERCHROMATIN PROTEIN 1 (LHP1) n CLF
n popmupytoT komnnekc PHD-PRC2. Tak xe, kak
Oblno oTMeyeHo ana nokyca FLC, 6enok CLF 06-
napaet H3K27-metuntpaHchepasHor akTMBHOC-
Tot0. Komnnekc PHD-PRC2 onocpenyet MeTunu-
pPOBaHME TMCTOHOB M CNOCOOCTBYET OTIOXEHUIO
penpeccuBHbix MeTok H3K27me3. lMocTteneHHo
YPOBEHb METUIMPOBAHHbIX MCTOHOB XpoOMaTuHa

DOG1 yBennumBaeTcs, 4To MPUBOOUT K penpec-
cum rena [Chen et al., 2020].

HenasHo 6b1110 ycTaHoBNeHo [Zha et al., 2020],
4YTO B MPOLLECCE METUIMPOBAHUS TMCTOHOB XPO-
MatnHa DOG1 y4acTBYIOT Takke 6efnku KOMMiek-
ca umpkagHbix yacoB EC (Evening complex) — LUX
AR-RHYTHMO (LUX), EARLY FLOWERINGS (ELF3)
n EARLY FLOWERING4 (ELF4) n xpomaTtuH-pe-
moaynupyowmin ¢aktop PICKLE (PKL). OHn co-
rMacoBaHHO KOHTPOMPYIOT NOKOW NyTeM npaMon
penpeccuun DOG1 y A. thaliana. Benkn komnnekca
EC obweauHsitotca ¢ PKL n nepepaiot umpkas-
Hble CUrHanbl OJ9 HEnOCPEOCTBEHHOW peryns-
umn akcnpeccun DOG1T n Nnokosi ceEMsiH BO BPeEMS
nx pazsutus. MNpn atom LUX npsiMo cBA3bIBaeTCSH
CO cneundunyeckon KoaMpyioLlen nocnenosa-
TenbHocTbio DOG1 u pekpytupyet PKL B 3TOT fo-
KyC NOCpencTBOM nX GU3N4eCKoro B3auMoaencT-
BUSA. ITO B3aMMOOENCTBME CNOCOOCTBYET YBEIN-
YEHUIO YPOBHSA penpeccuBHbix MeTok H3K27me3
B XpomatuHe DOG 1 n nogaBneHuto TPaHCKPUMLAN
renHa (puc. 3). Okaszanochb, 4YTO MyTaHTbl C NOTEpen
Wnn cHmxeHmem o¢oyHkumn PKL n/wnu LUX cHu-
XaloT YPOBEHb PENPECCUBHbLIX METOK H3K27me3
B DOG1 xpoMaTuHe 1 NposiBASIOT YCUIEHNE MOKOS
cemsH [Zha et al., 2020].

Mo-BuanMMOMy, MexXaHM3Mbl KOHTPONS 3KC-
npeccun DOG1T, ycTaHOBNEHHble B MNOCnedHee
BpeMs pasHbiMu aBTopamu [Molitor et al., 2014;
Bryant et al., 2019; Zha et al., 2020; Chen et al.,
2020], DoMmKHbI UMeTb onpeaeneHHy Ccornaco-
BaHHOCTb, U 9TO NPeACTaBNaeT coO0on NepcnekTun-
BY Aa/IbHENLLMX NCCNEAOBAHNA.

Kpome Toro, 6b1/10 nokasaHo, 4to DOG1, asna-
SICb KJIIOYEBbLIM PErYNSTOPOM MOKOS CEMSIH, Neno-
TPOMHO accoUMMPOBaH ¢ peHOTMNaMu No NPU3Ha-
Ky BpeMeHn Havana upeteHuna [Chiang et al., 2013;
Martinez-Berdeja et al.,, 2020]. DOG1 cnocobeH
perynmpoBaTtb BPEMS Hadana LBETEeHus C NoMo-
wbto MUKPOPHK — ellie ogHOro annureHeTnyeckoro
MexaHu3Ma perynsaumm akcnpeccum reHos [Huo et
al., 2016; Carrillo-Barral et al., 2020]. K mukpoPHK
(miRNA) oTtHocatca aHporeHHble PHK, koTopble
He KOAMPYIOT 6ENKM 1 UTPAIOT KITKOYEBYIO POJb B MO-
DABNEHUM SKCMpeccum reHoB. Penpeccus npouc-
XOOUT NyTEM pacLLEneHns TPaHCKPUNTOB 3TUX re-
HOB MM 3a CYET BIoKMpPoBaHUs TpaHcnsaumm MPHK
[Reihart et al., 2002; Palatnik et al., 2003]. NHorpna
MnKpOPHK BbI3bIBaIOT Takke MoAnNpUKALMIO r1C-
TOHOB 1 MeTunupoBaHne JHK B obnactn npomo-
TOPOB, 4YTO BAUSIET HA SKCMPECCUID TEHOB-MMULLIE-
Hen [Hawkins, Morris, 2008]. Takum cnocobom
MUKPOPHK MOryT KOHTpoOnMpoBaTb YPOBEHb 3KC-
NPECCUN NOYTU MOSIOBUHbI M3BECTHbIX FEHOB, KOH-
TPONMPYIOLLMX CUHTE3 (HAKTOPOB TPAHCKPUMLMN
[MenBepes, Llaposa, 2010]. MwukpoPHK BbiCcO-
KOKOHCEepBaTMBHbI CPEAN 3YyKapuOT, U cuMTaeTcs,
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Puc. 3. Mopenb, nunmoctpupytowas ponb PKL n EC B koHTpone nokosi cemsiH. LUX, ELF3 n ELF4 — 6enkn komnnekca
umpkagHbix yacos EC. LUX cBsA3biBaeTCS HEMOCPEACTBEHHO CO cneundmnyeckon nocneposarensHocToio IHK DOG1
n pekpyTtupyet PKL B nokyc DOG1 nocpeactsomM nx Gnsmnyeckoro B3aMmMoaencTamns. 910 B3aMMOAENCTBUE YBENN-
ynBaeT yposeHb H3K27me3 Ha xpomaTtnHe DOG1, TeM cambiM NOAABAASA €ro TPAHCKPUMNLMIO U MPUBOASA K CHUXE-
HUIO NOKOS ceMsaH. CTpernka yka3blBaeT Ha MO3UTUBHYIO PErYNSALMIO, @ YepTa 03HAYaEeT HeraTtnBHyo perynsuuio [Zha
etal., 2020]

Fig. 3. A working model illustrating the roles of PKL and EC in controlling seed dormancy. LUX, ELF3 and ELF4 are
proteins of the EC circadian clock complex. LUX binds directly to a specific DNA sequence of DOG1 and recruits PKL
to the DOG1 locus through their physical interaction. This interaction increases H3K27me3 levels on DOG1 chroma-
tin, thereby repressing its transcription and leading to reduced seed dormancy. The arrow indicates positive regula-

tion and the bar denotes negative regulation [Zha et al., 2020]

OHW MpPeaCcTaBAAlOT COOOM XU3HEHHO Heobxoau-
MbIA 1 9BOJIIOLIMOHHO OPEBHUIA KOMMOHEHT CUCTe-
Mbl Perynsumm skcnpeccum reHoB [Tanzer, Stadler,
2004; Lee et al., 2007]. Huo ¢ konneramun [2016]
yctaHoBunu, 4to DOG1 perynupyeT BpemMs nokos
ceMsiH 1 Bpems uBeTteHusa A. thaliana nocpeactsomM
BMsHMS Ha ypoBHM MMKPOPHK (miRNAs) miR156
n miR172. OHn nokasanu, 4To MMKPOoPHK koHTpO-
NMpyIOT pa3eBuTtre Ga30BbIX NEPEXOOB B TEYEHNE
XU3HEHHOrO UMKIa pacTeHuin, obecneymBas Mo-
NEKYNSAPHO-rEHETUYECKNIA MEXAHN3M OJ19 COrnaco-
BaHHOM ajanTtaumm GEeHOTUMNOB LIBETEHUSA pacTe-
HWI U NOKOS CEMSIH K YCITOBUSIM OKpY>KaloLLen cpe-
obl. Y A. thaliana 6onee BbiCOkMe YpPOBHM MiR156,
SBNAIOLLMECS PE3YNLTATOM CBEPX3KCMPECCUM reHa
MIR156, cTumMmynMpoBanu MNOKOW CeMsIH U 3aaep-
XMBanu upeTeHne. 3T peHoTmnndeckne adpdek-
Thl, @ Takke KOHBepcusi TpaHckpuntoB MIR156
B MiR156 Gblnv aHOMaNbHLIMW Y MYTaHTHbIX pacTe-
HuI ¢ noTtepen ¢pyHkunn DOG1. CeBepxakcnpeccust
MIR172 cHmxana Nnokor CeMsiH 1 CnocobcTeOBana
paHHEMY LBETEHWIO pacTeHuin. ABTOpbLI BrepBble
BbISIBUJIN paHEe HEU3BECTHYIO CBSI3b MEXY OBYMSI
KpUTMYecknmMmn ¢$as3oBbiMU NepexogamMn pPasBuUTUS
B XXM3HEHHOM LMKe pacTeHMs NocpencTBOM B3a-
mmopencteua DOG1-miR156-miR172 [Huo et al.,
2016].

Mockonbky DOG1 y4acTBYyeT He TOJNbKO B pery-
UMM NMOKOSA CEMSIH, HO TakxXe BAUSIET HA Apyrue
NPOLECChl, HanpuMep UBETEeHMEe, KakK CuUTaloT
Carrillo-Barral c konneramm [2020], noaxonab! K no-
HUMaHUIO MexaHn3ma OENCTBUS U KOHTPOSS SKC-
NPEeCCun 3TOro reHa B HACTOSLLEE BPEMS BCE eLe
HeybepuTenbHbl [Carrillo-Barral et al., 2020].

3aknioyeHue

B naHHOM paboTe npencrasneH 0630p nccne-
0OBaHUN, NOCBSALWEHHbIX FEHETUYECKNUM U 3nure-
HETUYECKMM MEXaHU3MaM pPerynsaunm 3Kcnpec-
CUN KIIOYEBBLIX FEHOB, KOHTPONMPYIOWMX agan-
TUBHO 3HA4YUMble MPU3HAKN PacTEeHUI — MOKOW
CeMsH N BpemMsa Havana upeTeHusi. O4eBUOHO,
4YTO MOKOW CeMSAH — Hambosee BaXHbIN NPU3HaK
B aganTauun pacTeHWin, NOCKOJbKy 0OyCNoBAN-
BaeT BCe ganbHenwmne ¢pasbl XM3HEHHOIO LUMKa.
Mbl nCnonb30BaNM TP KAHOHMYECKNX reHa — FLC,
FT, DOG1, BbloeneHHbIX nUccnegoBaTtensaMm kak
KJlOYEBbIE B KOHTPOJIE afanTUBHO 3HA4YUMbIX
MPU3HAKOB PaCTEHUN, N PACCMOTPENUN FeHeTu-
YEeCKMe N 3NUreHeTn4eckne MexaHn3mbl peryna-
LU UX aKTUBHOCTW. B psane paboTt ycTtaHOBNEHO,
4YTO OOHMM M3 BaXHbIX MEXaHM3MOB aganTaumu
aBnseTca agantueHas nnenotponusa. OHa BO3-
MOXHa Gnarogapsa TOMy, 4TO aganTUBHO 3HA4n-
Mble MNPU3HaKyU KOOPAWHUPOBAHHO pPerynupy-
IOTCS 4Yepesd MnepekpbiBaLWVECS FEeHeTMYecKkue
N MONeKynsipHble NyTn. B HacToswee Bpems 06-
LWENPU3HAHHO, YTO MMEHHO FEHOM SBNSIETCS HO-
cuteneMm nHopMaumun, HO reHbl QYHKLUMOHNPY-
I0T B ONPEeneneHHomn cpene, Kotopas okasbliBaeT
BNMSIHNE Ha xapakTep ux akcnpeccun. Noatomy
peannsaumsa nHopmMaunm, 3akaloyYeHHON B re-
HOMe, OydeT 3aBUCETb He TOJIbKO OT HyK/1eoTua-
HbIX MOCNeA0BaTENbHOCTEN KOHKPETHbLIX FEHOB,
HO TakKXe M OT BHELWHWX YCNOBUN, KOTOPbIE BN-
SI0T Ha COCTOSIHME XpomMaTumHa, mMoaudunkaunm
OHK, penctBue anTucmbicnoBbix PHK, aAnnHHBbIX
Hekoaupyowmx PHK, manbix PHK v gp.
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MopBoas utor npencraBneHHoOMy 00630py Ha-
Y4YHbIX NyOAMKaUWMA, MOXHO 3aKO4YMUTb, YTO 3MuU-
reHeTuka 3aHsna nuagupylowme nosvuym B CO-
BPEeMeHHbIX nccnenoBaHmsax. OcobeHHO akTyaslbHbl
paboTbl HA MOAENbHbLIX OPraHU3Max, B YaCTHOCTU
Ha A. thaliana. BbiBogbl 1 pe3ynbTaTbl, NOJy4EH-
Hble C MX MOMOLLbIO, MOIyT MMeTb 00LEednono-
rMyeckoe 3HayeHue. Tak, 3NUreHeTUYECKUNn Me-
XaHU3M perynaumm akcnpeccun FLC, packpsbl-
Tbil Ha A. thaliana, npencTtasnseT cobo moaenb
KOHTPONSA 3KCNpeccum [pyrux reHoB pacTeHui
nocpeacTBOM METWIMPOBAHUS MCTOHOB U XPO-
MaTUHOBbIX Moandukaumin. AHanornyHele PRC1-
n PRC2-6enkoBble KOMIMJEKChI, Y4acTBYOLLNE
B XPOMATUHOBLIX MOANGUKaLUSxX reHoB A. thaliana
1 Koampyemble reHamu rpynnsl Polycomb, yyacT-
BYIOT TakXke B NoAAepXaHUM PenpecCMBHOIO Co-
CTOSIHUS LLeNIoro psaa reHoB APYrux pacTeHui,
XMBOTHbLIX N 4enoBeka. Ha nuke wnccneposaHuin
B HacTosllee BpemMs Haxoamtca DOG1 — knwo4ye-
BOW perynsatop Nokos CEMsiH, OHAKO BCe eLle HeT
4YEeTKOro NOHMMaHNS MexaHn3ma AencTBUA N KOH-
TPONS 9TOro reHa. dnureHeTndeckasa perynauus
reHeTn4eCKMX NPoLLEeCCOB HAMHOIO CIOXHEE TOro
YPOBHS, KOTOPbLIN yAanocb YCTaHOBUTb K HaCTOS-
WemMy BpeMeHU. XapakTepuctuka perynsaTopHbIX
CETeN, BbIFABIEHHbIX MeXAy PasfnNyHbIMWU MOAOW-
dukaTopaMn xpomatuHa C OPYruMun SnmureHeTu-
yeckMMn apdekTopamMm N perynaTopamm, ToNbKO
Havyanacb 1 NpeacTaBngeT NepcnekTuBy AanbHen-
LLINX nccnengoBaHUin.

®uHaHCcoBOE 0becrneyeHne NCCaen0BaHus
OCYLLEeCTB/ISI/IOCb U3 CPEACTB ¢enepasbHoro
broaxera Ha BbIMOJIHEHUE roCyAapCTBEHHOro 3a-
narus KapHL| PAH (0218-2019-0077).
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