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PacteHus o61amaloT YHUKAIBHOM CITOCOOHOCTBIO TTPUCTIOCA0IMBATh OHTOTEHE3 K U3MEHSIOIINMCS YCIIO-
BUSIM Cpellbl U BO3AECHCTBUIO CTPECCOBBIX (haKTOPOB. DTa CMIOCOOHOCTh OCHOBAHA Ha CYIIECTBOBAHUU Y
pacTeHUit IByX OCOOEHHOCTEM SMUTEHETUUECKOM PEeTYIISIIINI, KOTOPbIe Ha TTePBBIM B3IJIS BBIVISIAAT B3au-
MouckirovaommMu. C oqHON CTOPOHBI, paCTeHUsS! CIIOCOOHBI K YaCTUYHOMY SIUTCHETUYECKOMY Tepe-
MIPOrpaMMHUPOBAHMIO TEHOMA, YTO MOXKET MPUBOIUTD K afanTaluy (GU3NOJOTUN U MeTaboJIM3Ma K M3Me-
HUBIIMMCS YCJIOBUSIM CPeJIbl, a TAaKKe K UBMEHEHU IO MporpamMM oHToreHe3a. C Ipyroii CTOpOHbI, paCTeHUS
MOTYT IPOSIBIISATH YAUBUTEIHHYIO CTAOUILHOCTD SITUTEHETUIECKIUX MOAU(DUKAIIHM 1 CTTOCOOHOCTH Mepena-
BaTh UX BEreTaTUBHBIM M MOJOBBIM MOKoJieHUsIM. CoyeTaHNe 3TUX HEPAa3pbIBHO CBSI3aHHBIX MEXKIy COOOii
0COOEHHOCTEI SIUTEHETUKHN HE TOJIBKO 00EeCIIeYnBaeT BBIKMBAEMOCTh B YCIIOBUSIX TTPUKPETUIEHHOTO/He-
MOJIBMXXHOTO 00pasa XKM3HU, HO U JIEXKUT B OCHOBE YAMBUTEIBbHO IIIMPOKOTO MOP(hOJIOrnyecKoro pa3Hooo-
pas3ust pacTeHUi, KOTOPOE MOKET IMTPUBOIUTH K TTOSIBJIEHNIO MOP® BHYTPHU OTHOM MOMYJISIIIAM 1 CYIIECTBO-
BaHUIO MEXITOMYJISILIMOHHBIX MOP(oIornyeckux pasanunii. B 063ope 06cyKnamTcss MOJIEKyIsIpHO-TeHe-
TUYECKUE MEXaHU3MBI, KOTOpble 00YCIaBIMBAIOT MTapagoKCaTbHOE COYeTaHNEe CBOMCTB CTAOWILHOCTA U
JIAOMJIBHOCTU 3MUTEHETUYECKUX MOAM(UKALIMIA 1 JieXaT B OCHOBE TOJIMBAPUAHTHOCTH OHTOreHe3a. Pac-
CMaTPUBAIOTCS TAaKXKe CYIIECTBYIOIIVE TTOIXOIbI LTSI U3YUYEHUSI POJIY SIMMUTEHETUIECKOMN PEeTYISIIINM B IIPO-
SIBJICHUU MMOJIMBAPUAHTHOCTHU OHTOTreHe3a, 00CYXKIal0TCsI UX OTPAHUYEHMST U IEPCIEKTUBBIL.

KiroueBble cioBa: aMUreHeTUKa paCTeHI/II‘/JI, ITOJINBAPMAHTHOCTDb Pa3dBUTUA, MOJICKYJIAPHBIC MEXaHU3MbI
IIJTaCTUYHOCTHU OHTOTCHE3a
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BBEJIEHUWE BBIX OCJIKOB B 3MUT€HETUYCCKON PETryJISIIud Ieii-
CTBUSI TEHOB TOJHOCTBIO TOATBEPAMIN TIpeAacKa3a-
aue H.K. Konbnosa. CerogHst, 6maronapsi 3HaYMMbBIM
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MHOTHX OCHOBOIIOJIaralolnuX OTKPBITUMA U HAYYHBIX
HampaBieHn XX BeKa, BKJIIoYas SIIMreHeTUKY (Mo-
range, 2011; Pamenckuii, 2018). Cpenu mpenckaza-
HUI1 BEJIMKOTO YYEHOTO €CTh HE TOJIbKO PACCYKIACHUS
00 DIUTEHETUYECKUX SIBJICHUSIX, HO U UIEST O BIUSI-
HUM METUIIMPOBAHUS Ha TPOSBIIEHUE HACIICACTBEH-
HBIX TIpU3HAKOB. B 1915 r. oH yTBepxnas, 4To “Bo BCS-
KOM OpPraHU4eCKOM COEIMHECHUM aTOM BOAOPOIA MO-
XeT OBITh CKauykooOpa3Ho 3ameHeH rpyrmoin CH3”
(Kombios, 1915). ITo3xe, uaest o BIUSTHUMA HETeHETH-
yecKrx (akTOpOB Ha peayim3alyio TeHOTHUIa, 0 MHO-
JKECTBEHHOCTH “3MUTEHETIUECKNX TPACKTOPHii”, BO3-
MOXKHBIX JIJISI OJHOTO TeHOTHIIa, Obljla pa3BuTta Ko-
HpagoM X. YomunrronoMm (Waddington, 1968), a
oTkpeITHe pos MetmimpoBanusa JJHK u rucrono-

Cnmcok cokpaieHuit: DM — snureHeTnyeckre mMommduka-
mun, DP — snureHeTndyeckue peryasitopbl, SmC — 5-MeTu-
muro3uH, TM — tpaHckpuiuoHHbI dpakrop, MY — mud-
¢epeHIMaTbHO METUIMPOBAHHbIE YUaCTKY T'€éHOMa.
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MEXaHU3MOB BIUTCHETUYECKUX U3MEHEHUI, DITUre-
HETHKAa CTajla OMHUM 13 BaXKHEHIIIMX HATIPABJICHUI Te-
HETUKU, OMOJIOTMY Pa3BUTHSI M MOJIEKYJISIPHOI OMOJIO-
ruy. XOTs caMoO TIOHSITUE SMUTEHETUKU TPAKTYeTCs B
pa3HBIX UCTOUYHMKAX MO-pasHOMy (cM. 0630p Tuxone-
eB, 2015), 60IBIIMHCTBO UCCIEAOBATEICH COIIACHBI C
TE€M, YTO SMUTEHETUYECKUE U3MEHEHUSI — 3TO MOJIM-
¢dUKaALMOHHBIE U3MEHEHMSI HE CBI3aHHBIE C UBMEHEe-
augMmu nociaenoBatenbHocTH JIHK, HO cmocoOHBIE K
COXPaHEHUIO B PSIIY KJIETOUHBIX IMOKOJICHUI daxke B
OTCYTCTBUE (PAaKTOPOB, BBI3BABILIUX 3TU U3MEHEHUS
(Jablonka, Raz, 2009; Ptashne, 2013; Noble, 2015).
HacnenyeMble uaMeHeHUs1 9KCIIPECCUM ajliefieil Te-
HOB, BBI3BAHHbIE SIUTCHETUUECKUMU MOAU(DUKALIMSI-
mu (OM), Ha3bIBAIOT SMUAJIICIISIMU.

DNUreHeTUYeCKNe MEXaHU3MBI PETYIISIIIUNA TeH-
HOI1 9KCITPeCcCHy JieXaT B OCHOBE I1eJIOTO psiia 0100~
TMYECKHX MPOIIECCOB, 00ECTIEYNBAIOIINX CYIIIECTBOBA-
HUE U pa3BUTHE PACTCHUI U SKUBOTHBIX (DIIIVC U 1Ip.,
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2010). be3 mommepkaHUsSI TeTePOXPOMAaTUHOBOIO CO-
CTOSIHUSI LIEHTPOMEPHBIX WM TEJIOMEPHBIX PAlOHOB,
HEBO3MOXHO (PYHKIIMOHUPOBaAHNWE XPOMOCOMHOTIO
arfrapara B Xojie MUTo3a U Meio3a. COCTOsIHUE XpO-
MaTuHa, KOTOPOe OTIpeaeasIeTcs HaluuueM “3mure-
HETUYECKUX METOK” (MOAUMUIIMPOBAHHBIX BapUaH-
TOB TMCTOHOBBIX 0eIKOB 1 MeTmiinuTo3nHa B JTHK),
BJIMSIET Ha TMPOILIECCHI pernapaluyd U TPaHCKPUIIIUU
(PazuH, boictpuukwuii, 2009). DM 3amuinaoT 1le-
JIOCTHOCTb F'eHOMa, TIOJaBJIsIsl TPAaHCKPUIILIUIO TeHOB
MOOUJIBHBIX 2JIEMEHTOB, a 3HAYUT U BO3MOXHOCTb UX
nepeMeleHust U pazmHoxeHus (Fultz et al., 2015).
DnureHeTUYeCcKass THAKTUBAILIMS (3aMOJIKaHUE ) TyIT-
JIMIIMPOBAHHBIX T€HOB MOCJE aJlJIO- U aBTOIUIOUINH,
TEHOMHBIX IYIJIMKALIM MO3BOJISIET 00eCIeYnuTh Te-
HOMHBIM TOMeOoCcTa3 U OTKPbIBAET BO3MOXKHOCTH JJIST
sBooInn QyHKIMM reHoB (Song, Chen, 2015).
KomrieHcaliusi 03bI TEHOB TTOJIOBBIX XPOMOCOM, XO-
poI1I0 UccliefoBaHHAasl Y XKUBOTHBIX, UMEET MECTO U Y
JIBYAOMHBIX paCTeHUH € MOJOBBIMU XPOMOCOMaMHU U
Takxke ocHoBaHa Ha DM (Muyle et al., 2017, 2018).

KiroueByto ponb DM uUrpaioT B rpolieccax pa3Bu-
Ttus. [lepexom Ha HOBBIM 3TaIl OHTOIreHe3a 1 Pa3BU-
THUE KaXXOA0il HOBOU CTPYKTYpbl CBSI3aHbI C JIOKAJIb-
HBIM 3IIUT€HETUUYECKUM MeperporpaMMUpPOBaHUEM,
T.€. IOAABJACHUEM 3KCIIPECCUM T'€HOB, aKTUBHBIX Ha
npealecTByolleii ctagueii, U, OOHOBPEMEHHO — aK-
THUBALIMEl HOBOWM TIpyIIlbl T'€HOB, OMNPEACISIONIMX
crieunuKy HOBOro opraHa/craguu (Xiao, Wagner,
2015; Xu et al., 2018; Yan et al., 2020). YcranoBieH-
HbIii TIPOdUIIbL TEHHOM 9KCITPECCUM COXpaHsIeTCs KJle-
TOYHBIMU IIOTOMKaMu. VIMEHHO KJIETOYHAs I1aMsITh,
OCHOBaHHasi Ha 3MUTEHETUYECKUX MEXaHU3Max, Jie-
KUT B OCHOBE MOIJep>KaHUsI Ha MPOTSKEHUU BCETO
OHTOIe€HEe3a CTPYKTYPHO-(PYHKIMOHAJIBHBIX OCOOEH-
HOCTEel BCEX TKAHEM U OpraHOB MHOTOKJIETOUHBIX Op-
ranu3moB (Nashun et al., 2015; Birnbaum, Roudier,
2016).

DNUreHeTuYecKre MpoLecchl, KOTOPbIE SBISIOT-
Cs1 HEOTHEMJIEMOM YacCTbhlO T€HETUYECKOM IMporpam-
MBI Pa3BUTUI U UHULUUPYIOTCS BHYTPEHHUMMU CUT-
HajlaMM, Ha3bIBalOT KOHCTHTYTMBHBIM 3IHMreHeTHYE-
CKHUM KoHTpoJjieM pa3sutusa (Brautigam, Cronk, 2018).
ITpu HapymieHUn (YHKIIMU KIIOYEBBIX STUTEHETU-
YEeCKMX PeTyIsITOPOB KJIETK! PACTeHUM yTpaunuBalOT
CIIOCOOHOCTb MOMIEPKUBATh KJICTOUHYIO MICHTUY-
HOCTb (nnddepeHIMpOBaHHOE COCTOSIHUE), ITPUOO-
pEeTaloT KaJUTyCHBIC XapaKTEePUCTUKU U CIIOCOOHOCTh
K coMaTM4yeckKoMy sMOpuoreHesy (Aichinger et al.,
2009; Chen et al., 2010; Bratzel et al., 2010).

Bce nepeuncnenHble ¢hyHKUMU DM SIBISIOTCS 00-
IIMMU IS XKUBOTHBIX 1 pacTeHuii. Bmecte ¢ Tem, DM
Y pacTeHMW1 BBITIOJHSIOT JOMOJMHUTEIBHYIO (DYHKIIHIO
ajanTaluy K JOKAJIbHBIM YCJIOBUSIM Cpelibl, K BO3IEi-
CTBUSIM HEOIaronpUsITHHIX (DAKTOPOB 3a CUET U3MEHE-
HUS TIporpaMM pa3BuTHs. B3amMmomeiicTBre MexXmy
IIporpaMMaMM Pa3BUTUSI U IIPOrpaMMaMy agalTUB-
HOTO (CTPECCOBOIro) OTBETA ITO3BOJISIET OBICTPO HAXO-

JIUTh ONTUMAJIbHYIO XU3HEHHYIO CTPATETUIO B YCIO-
BUSIX OrpaHUYeHHOTO ITysa pecypcoB (Herms, Mattson,
1992; Huot et al., 2014). D10 BO3MOXHO Oiarogapsi
TOMY, YTO pa3HOOOpa3Hble HEOJATONPUITHEIC YCIIO-
BU (IehULUT cBeTa, BOIbI, IIMTAHUS, TUTIO- WIN TH-
repTepMusi, BO3ICHCTBHUE IATOTC€HOB W MP.) MOTYT
VHULMPOBATh YaCTUYHOE SIIMICHETUYECKOE IIepe-
MIporpaMMHMpPOBaHNE TI€HOMAa, KOTOPOE€ OTKPHIBACT
BO3MOKHOCTb IS UBMEHEHUsI TPOrpaMMbl Pa3BUTHSI.
DIUTeHETUYECKYIO KOPPEKTUPOBKY TEHETUYECKU 00y~
CJIOBJIEHHOI MporpamMMbl pa3BUTUS B OTBET Ha Aeii-
CTBUE BHEIITHUX CUTHAJIOB, HA3bIBAIOT (haKyJIbTATHB-
HbIM 3MHMreHeTUYECKUM KOHTpoJieM pa3Butusa (Brauti-
gam, Cronk, 2018).

Bo3MOXHOCTb U3BMEHEHUSI TPOTPaMMBbl Pa3BUTHUS
MPUHLMITHAJIFHO BaXKHA B YCIOBUSIX MIPUKPETICHHO-
ro WX MacCUBHOTO (y BOMHBIX pacTeHUI) obOpasza
KU3HU U OOYCJIOBJIMBAET YAUBUTEJbHYIO MJIAaCTUY-
HOCTb OHTOTEHE3a, XapaKTePHYIO UMEHHO JIJIsl pacTe-
Huii (CepebpsikoB, CepebpsikoBa, 1972; 2Kykosa,
I'motos, 2001; KaiimakmHa, 2017; Sultan, 2017; Hotos,
Kykona, 2019). Bosee Toro, y pacteHuit (peHOTUITYE-
CKMe M3MEHEHUS, BbI3BaHHbIC BHEIIHUMU BO3IEii-
CTBUSIMU, MOTYT TTOJAAEPKUBATHCS BETETATUBHBIMU 1
nmonoBbiMU TToToMkaMu (Hauser et al., 2011; Heard,
Martienssen, 2014; Lamke, Baurle, 2017; He, Li,
2018). B aTtom 0030pe OCHOBHOE BHUMAaHUE OyIeT
yAEJIeHO PacCMOTPEHUIO pojii DM B IPOSIBJICHUU
9TOI yAMBUTEIBbHON CIIOCOOHOCTH K Teperporpam-
MUPOBAHMIO OHTOTe€HE3a W aHajlu3y MeXaHW3MOB,
KOTOpBbIE MOTYT WHUIMUPOBATHh BIUTCHETUYECKOE
rnepenporpaMMMpOBaHUE OHTOTeHe3a U TOSIBJICHUE
MOPMOTUTIOB MOJ 1eHACTBUEM CUHTHAJIOB OKPYXKalo-
el cpenpbl.

OCOBEHHOCTU BUOJIOTUU PACTEHUMN,
JEXAIIME B OCHOBE
INIACTUYHOCTHU PA3ZBUTUA

IlracTMgHOCTL pa3BUTHSI — BaxKHEIIee yCIOBUe
BBDKMBAHUS B YCJIOBUSIX IIPUKPETIEHHOTO 0Opasa Min
MacCUBHOTO (Y BOMHBIX pacTeHUIi) oOpa3a ku3Hu. OHa
OOYCITOBJICHA CMOCOGHOCHbIO PACIUMEAbHBIX KACMOK
U3MEHAIND C6OI0 UOSHMUMHOCHb B OTBET HAa CUTHAIIBI OT
OKPYXaloIIUX KJIETOK, (PU3NOJIOTMYECKUE CUTHAJBI U
CHUTHAJIBI M3 OKPYXaroIleit cpenpl. DTa CIOCOOHOCTb,
YCTAHOBJICHHAsI C MCITOJIb30BAHWEM XMMEPHBIX pacTe-
Huit (Poethig,1989; Irish, 1991; Szymkowiak, Sussex,
1996) 1 B aKcnieprMeHTaX 110 pereHepalnu de novo
KopHeii (0030psI Xu, 2018; Li, 2021) 1 mo6eros (Shin
etal., 2020; Lardon, Geelen, 2020) 13 pa3aU4HbIX Op-
TaHOB, CBUIETEIBCTBYET O TOM, UTO PaCTUTEbHEIE
KJIETKA C JIETKOCTBIO MEHSIOT T€HeTHYECKYIO IIpO-
rpamMMmy pa3BUTHSI.

YV pacTeHUs1 o6pazoeanue HOBbIX OP2AHO8 HPOUCXO-
dum Ha 6cem NPOMANCEHUU OHMO2eHe3d, TIOOTOMY U3-
MEHEHUS MPOrpaMMbl OHTOT€HE3a MOTYT IPOUCXO-
IUTh Ha JIIOOOM CTaIuM XKM3HEHHOTO IIUKJa, B TOM
YHCTIe U Y B3POCTIOro pacTeHUsI. DTH U3MEHEHUS 00-
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JIETYAIOTCS TEM, YTO OHU MOTYT 3aTparuBaTh HE BECh
OpraHu3M, a OTIeJIbHbIE eT0 YacTU, TIOCKOJIbKY pac-
menus umerom mooyavroe cmpoenue (Hallé, 1986; Ob-
orny, 2019). Monynu o6GpasytoTcsl Mocjiea0BaTeIbHO
KaK pe3ylbTaT (DYHKIIMOHUPOBAHUS alTUKAJTBHBIX Me-
pucTteM nobera u KopHsi. Moayib rmobdera — 3To MexX-
JIOY3JIME ¢ JTVCTOM U Ma3yIIHoi MepucteMoii. Kophe-
BOi1 MOmyJib — (hparMeHT ¢ KOPHEM U OTXOISIIM OT
Hero 60KOBBIM KopelikoM. [Tpu usmMeHeHU yCJIOBUiA
(BHELTHUX WJIU BHYTPEHHMX) MOXET MEHSITLCS CYIb-
0a oTHEeNBHEIX, HanboJIee MOJIOABIX MoayJieit. Takas
JIOKaJIbHasl mepecTpoiika MopgoreHe3a MoXeT odec-
MEeYUTh afATNITAlUIO0 00Pa3yIOIINXCI YacTeil pacTeHUS
K HOBBIM YCIIOBUSIM, HEe MU3MEHSISI BCEil CTPYKTYpPHI
pacTeHusl.

Bnaromapst anureHeTUYECKUM MeXaHU3MaM HOBast
MporpaMma MOXKET COXPaHSIThCS HE TOJIbKO KJIETOY-
HBbIM KJIOHOM, HO M BEre€TaTUBHBIMU TTOKOJIEHUSIMU,
MMOCKOJILKY MHOTHUE pacmeHusi CHOCOOHbL K 8ezemamnue-
Homy pazmuoxcenuro. IlonydeHO MHOTO 3KCIEpUMEH-
TaJIbHBIX JAHHBIX O HAacC/lelOBaHUU BereTaTMBHBIM
rnoromMctBoM Tnpodwisi MetwiupoBanust JHK, Bbi-
3BaHHOIO CTPECCOBLIMU BO3AECHCTBUSIMI Ha MaTEPUH-
CcKue pacteHus. Y KieBepa monsydero Trifolium repens
(Legumindsae) uzmeHeHuss MetwivpoBaHus JIHK,
BbI3BaHHBbIE BO3IEHCTBUEM 3aCyXU Ha MaTEpUHCKOE
pacTeHre, COXpaHSJIUCh y 5 ucciienoBaHHbIX BEreTa-
TuBHBIX nokojieHuit (Rendina Gonzélez et al., 2018).
CrneuunduyHbiit Tpoduib METUIUPOBAHMS Y KIOHOB
WHBAa3UBHOTO PACTEHUS OUYEPEIHOINbUIbHUKA, MPO-
3BAHHOI'O COPHSIKOM ajuiuratopa, Alternanthera
philoxeroides (Amaranthaceae) 3 pa3HbIX 3KOJOTr0O-
reorpacdpnyeckux MecT Kurtast coxpaHsuics mpu repe-
HECEHUM B OOIIME YCIOBUS B TEUYEHUU 2—3 MOKOJe-
HUI, XOTs1 yacTb DM (38%) coxpaHsIuCh Ha TIPOTSI-
xeHnuu 10 BereTaTUBHBIX TToKoJieHMi (Shi et al., 2019).

CrabunipHas1 Tmiepenaya OTACIBbHBIX SMUaJUIeIICH
MOTOMCTBY TTOKa3aHa U Ha MHOTMX BUJAX ¢ OOJUraT-
HBIM TeHEpPaTUBHBIM PAa3MHOXEHHEM — Y JbHSHKU
Linaria vulgaris, apadbunornicuc Arabidopsis thaliana,
Kypypy3bl Zea mays, puca Oryza sativa, TomatoB Sola-
num lycopersicum v np. (Cubas et al., 1999; Kakutani,
2002; Manning et al., 2006; Miura et al., 2009;
O’Malley, Ecker, 2012; Zhang et al., 2012; Weigel,
Colot, 2012; Johannes, Schmitz, 2019). Hexotopnie
SMUAJUIE PACTEeHU HACTOJBbKO CTAaOWJIbHBI, YTO
JIEMOHCTPUPYIOT MOHOTCHHBIE paCIICIUICHUS] U UX
CJIOXXHO OTJIMYMTH OT MOHOT€HHBIX MyTamuii (Bon-
dada et al., 2020).

Ilepenadye mosoBOMYy ITOTOMCTBY DM cmoco0-
CTBYET OomcCymcmeue XapakKmepHoz2o 045 HCUBOMIHBIX
2100a4bH020 OemMemuiupoanus 2eHomMa B TIpoliecce
raMeToreHe3a M paHHero sMmopmoreHe3a (Pikaard,
Scheid, 2014). DTa 0COOGEHHOCTh U ACIICTBYIOIINE B
KJIETKaX PACTEHUI MOJIEKYJISIpHBIE MEXaHU3MBI IO -
nepxaHus DM (cM. gaiee) oObSICHIIOT yIUBUTEILHO
BBICOKYIO [JOJI0 CTAaOWJILHO IIOAAEPKUBAIOIINXCS
caiftoB MeTwinuTo3uHa (91%) u paitoHOB MeTUIU-

OHTOTEHE3 Ne 6

TOM 52 2021

399

poBaHUs (99.998%) B TeHETMYECKM OTHOPOTHBIX
UMOpenHbIX JTUHUAX apaduaoncuc (MA-IMHUSAX),
KOTOPBIE MTOJy4eHBI OT EIMHCTBEHHOTO PACTECHUS —
OCHOBATeJId IyTeM CaMOOITbUIEHUsI B TeyeHue 30
nokoseHnit (Schmitz et al., 2011; Hofmeister et al.,
2017).

BaxxHoi1 0cOOEHHOCTBIO paCTEeHUI SIBJISICTCSI OM-
cymcmeue pano 060co6Aar0uUxXCc KAemoK 3apooviuie-
6020 nymu. Y pacTeHUI TeHepaTUBHbIE KJIETKU 00pasy-
I0TCS U3 WHULIMAIBHBIX KJIETOK 3apOIbIIIEBOrO MyTH,
KOTOPBIE OTIMYAIOTCS OT OKPYKAIOIINX COMATUIECKUX
KJICTOK MEPMCTEM TOJIBKO MOJIOKEHMEM B alleKce Imooe-
ra, HO He XapaKTepoM JeTepMUHAIIUN, U B CITydae ruoe-
JIM MOTYT OBbITh 3aMeHeHbl comaTndeckumu (Whipple,
2012; Pikaard, Scheid, 2014). CienoBaTeabHO, reHe-
TUYEeCKasl M 3MUTeHeTHdecKass nHPopMalus coMa-
TUYECKUX KJIETOK MOTCHIIMAIILHO MOXET OBITh Tepe-
JIaHa IIOTOMCTBY.

Takum oOGpa3oM, OCOOCHHOCTM pacTeHHuil o0y-
CJIOBJIMBAIOT BO3MOXKXHOCTbH UX BBIXKMBAHUSI TIPU IIPU-
KpEIUIEeHHOM/TIaCCUBHBIM 00Opa3e Xu3Hu. M3MeHsst
TEHETUYECKYIO TIPOTPaMMy Pa3BUTHS, PACTEHUSA MO-
IryT aJanTHUPOBaTh OHTOTeHE3 K YCIOBUSIM CpEbI,
MIPOSIBJISIS INIACTUIHOCTD pa3BUTUs. HoBbIiT BapuaHT
OHTOTeHE3a MOXET COXPAHSThCS 3a CUET SIMUTCHETH -
YeCKMX MEXaHU3MOB U JaXe MepenaBaThCsl Berera-
TUBHOMY M MOJOBOMY ITOTOMCTBY. biaromapst atum
OCOOEHHOCTSIM BapuaOeNbHOCTh (heHOTUIIa pacTe-
HUI MOXeT NpUHUMATh (OpMY HOJTMBAPUAHTHOCTH,
T.€. CYLIIECTBOBAHUSI OIPeAeICHHBIX MOP(OTUITOB Ha
OCHOBE OJIHOTO F'eHOTHUIIA.

KAK SITUTEHETUYECKHWE
MOAUDPUKALIUN MOTYT BIIHUATDH
HA ®EHOTHUII

OCHOBHBIM MEXaHM3MOM SITMTEHETUUYECKUX MO-
INMUKALINN Y PaCTEHUI SBISIETCSI METUJIMPOBaHUE
JHK 1 momndukanms rucToHOBBIX 0enkoB. K a1mi-
TCHETUYECKUM SIBJICHUSIM OTHOCSAT M TaK Ha3bIBae-
Moe OeIKOBOe HacjieqoBaHUe, T.e. HacledoBaHUE
KJIETOYHBIM KJIOHOM W3MEHEHHOI KoHbopMalnu
OEJIKOBBIX MOJICKYJI, OUCAHHOE Y IPOXIKE, SKUBOT-
HBIX 1 yejaoBeka (Harvey et al., 2018). IIpuoHo-mo-
JIOOHBIE OeTKM OOHApPYKEeHBI 1 Yy pacTeHnit. OMHaKo B
HOpMe OHU He oOpasyloT arperaTbl B KJIETKax, IMO-
CKOJIBKY 3TOMY MPEIMSTCTBYIOT META0OJIUTHI pacTe-
Huii (Surguchov et al., 2019).

OM JJHK u I'MCTOHOB OCYIIECTBIISTIOT 3 TPYIIIBI
renoB (Pikaard, Scheid, 2014; Allis, Jenuwein, 2016).
I'eHbl 1-oi1 rpynmbl (writers) KogupyioT (hepMEHTHI,
ocymectismione mogudukanyu JHK (meTrmmmpo-
BaHUE IIMTO3MHA) U TUCTOHOB (METUJIMPOBaHUE, alle-
TWINPOBaHUE, yOUKBUTMHHUPOBaHMUe, (hochopruinpo-
BaHUE, CYMOMJIMPOBaHME TUCTOHOB U IIp.). [eHBI 2-0ii
TPYIIIBI (€rasers) OCyIIeCTBIISIOT MPOTUBOIIOI0XKHYIO
dyHKLIMIO, YOUpast 3TM MeTKHU. [eHBI 3-¢i1 TpyIIbI
(amarrTopHBIe OeJIKM MM readers) pacIo3HaIOT SITH-
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Puc. 1. OCHOBHBIE TPYIIIHI SMUTEHETUYECKUX PETYISITOPOB U UX BIMSHUE HA SKCIIPECCUIO TEHOB. (a) — SIIUTEHETUYECKUE pe-
rynsitopbl 1-oit rpynmsl (1 — writers, cTpenku) ocyuiecTBsiioT MetwinpoBanue JJHK (BBepxy) n Moaudukaunio rucTOHOB
(BHM3Y); PETyJISITOPBI 2-01 IpyIINbI (2 — erasers, TyMble CTPEIKU) YIAISIOT anureHeTudeckue MmeTku ¢ JIHK 1 ructoHoBbIX OeJt-
KOB; peTyJISITOphI 3-eit rpynibl (3 — readers) pacro3HalOT METKH; B3auMoaeicTBys ¢ 6enkamu PHK-mmonmMmepasHoro koMm-
mekca (PHK-mon 1), oH MoryT BiusITh Ha BBIOOP pOMOTOPA (ITOKa3aHbl allbTepHAaTUBHBIE TpoMOoTOpbI P1, P2) 1 ckopocTs TpaH-
cKpurniuu. BzauMmoneicTBysi ¢ 6eKaMu CIiaiiceocoMbl M KOMILIEKCA MOJIMaaeHUIMPOBaHUS (MOJIUA), OeJIKU 3-eii TpyIIbl MOTYT
BMEIIIMBAThCS B MPOLIECCHI CTUTACUHTA U MoJnaaeHuarpoBanus pe-MPHK; (6) — 3a cueT Takux B3aMMOIECTBU I MOXKET Ha -
0J1I01aThCSI MCKITIOUEHNE SK30HOB M MCIOJAb30BaHUE ajIbTepHATUBHBIX CAaiTOB CIUIalicMHTa (CripaBa), a Takxke oOpa3oBaHUe
ykopoueHHbIXx MPHK 1n3-3a ncnonb3oBaHUs aIbTepHATUBHBIX CATOB MOJIMAIeHUIUPOBaHUSI (CIIpaBa). DTO MPUBOIUT K hop-
MMPOBaHUIO pa3HbiXx u3odopm 3penoit MPHK u 6enka. LLIupokye cTpeiku yKa3bIBalOT Ha aJIbTepPHATUBHBIE CAlThI CILIACHH -

ra Wi 1noJIMaaCHUJINPOBaHUA.

reHeTUYeCKre METKM W 4Yepe3 B3auMOIEUCTBUE C
IpyTuMU OejikaMM BJIMSIOT HAa pa3HOOOpa3Hble Kie-
TOYHBIE TTpoliecchl (puc. 1). HekoTopbie 6€J1K1 MOTYT
coBMelllaTh B cebe pasHbie (GyHKuMU. Hampumep,
xpomomeTriaasel CMT AgBISIIOTCS OMHOBPEMEHHO
Oenkamu 1-oif 1 3-eil rpyIm, MOCKOJILKY pacio3Ha-
IOT TUCTOHOBBIE PETIPECCUBHBIC METKU U METUIUPY-
ot JIHK B HemocpencTBeHHO OJIM30CTH OT 3TUX Me-
ToK (Zhang et al., 2018). TouHO Tak:ke, THICTOHOBbIE
H3K9-meTuntpancdepasbl OCylIeCTBIISIIOT CBOIO IJ1aB-
Hy10 (DYHKIIMIO TTOCsIe paclio3HaBaHUSI METWIILIMTO3UHA
SmC (Liet al., 2018). OnHako npuBeaeHHAsI BbIIIIE KJ1ac-
cuUKaLMST TIOMOTaeT CUCTeMaTU3UPOBaTh OOILIUPHYIO
MHOOPMAIIUIO MO STMTUTEHETUYECKOM PETYISILIUMU.

1 rpynma — writers. K 3Toi1 rpyrimne oTHOCSTCS T€HBbl,
komupyromne JHK-meTunTpancdepasbl 1 THCTOHO-
Bble MeTUATpaHcdepasbl. B oTimune ot XXKMBOTHBIX, Y
KOTOPBIX METWJIMPYETCS IJIaBHBIM 00pPa3oM ILIUTO3MH,
cocencTpyrommii ¢ ryanHnHoMm (CG-caifTel), y pacTe-
HU MOXET METUJTUPOBATHCS LIUTO3MH B JIDOOM OKpPY-
xeHuun (CG, CHG u CHH, rae H ato A, C uu T).
DTO CBSI3aHO C CYIIECTBOBAHNUEM YHUKAJIBLHOTO CeMeii-
crBa reHoB xpomoMeTiias CHROMOMETHYLASE

(CMT), a Takke reHOB, KOHTpoapytomux mytb PHK-
3apucnMoro MetwmpoBanuss JHK, wim RdDM
(RNA-directed DNA Methylation pathway). RADM-
nyTh ocHoBaH Ha MexaHu3me PHK-mHTepdepeH-
LIMM, B KOTOPOM YYaCTBYIOT BapUaHThl KOHCEPBATUB-
HBIX KOMILIeKCOB Dicer u Rinc (BKimoyaroime 0eJiku
DLC u AGO, cOOTBETCTBEHHO), a TaKXKe CIIeLI(pr-
yeckue mist pacteHuit PHK-nmoaumepasHble KoM-
iekeol IV u V (Zhang et al., 2018; Raju et al., 2019;
Gallego-Bartolomé, 2020).

Bmusnane metunupoBanusa JIHK Ha skcnpeccuio
T€HOB 3aBHCUT OT TOTO, B KAKOM KOHTEKCTE METUIIH-
pyeTcsl IIMTO3WH, OT MeCTa PACIOJIOXEHUST CaliToB
METWINPOBaHUsI. MeTHIMpoBaHNe IINTO3WHA B peTy-
JISTOPHBIX YaCTSX TeHa Yallle BCETO aCCOIMUPOBAHO
CO CHIDXEHHMEM YPOBHSI TpaHCKpumninu (BaHiommH,
2006; Law, Jacobsen, 2010). OgHaKO B OTHEILHBIX CITy-
Yasx, 3a CYeT B3aMOACHCTBUS C OeTKaMM U3 3-€i rpyII-
eI, 9 GEKT MOXET OBITh W IIPOTUBOITOJIOXHBIM
(Harris et al., 2018). MeTuimnpoBaH1e TMCTOHOB acCoO-
OAMPOBAHO JIMOO C aKTUBALIMEH, JINOO C perrpeccuci
T€HOB B 3aBUCHMOCTH OT TTO3HMIINN 1 YMCJIA METHIIBHBIX
rpyrn. H3K4me3, H3K9me3 u H3K36me3 koppenu-
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PYET C aKTMBaUEl TPaHCKPUIILUY, B TO BpeMsI KaK
npucyrcTBue MmeTku H3K27me3 mapkupyeTt reHbI co
CHUKEHHBIM YPOBHEM TpaHcKpuniuu (Zhang et al.,
2007, 2009; Roudier et al., 2011). Metku H3K9me2 u
H3K27mel oOBIUHO JTOKaJM30BaHBI B LICHTPOMEP-
HBIX paiiloHaX XpOMOCOM M TUIIUYHBI JJIsI TOBTOPOB U
MOOMIBHBIX 3JIEMEHTOB, KOTOPhIE COAepKaT U BHICO-
ko MetwiupoBaHHyio JITHK (Bernatavichute et al.,
2008; Zhang et al., 2009; Roudier et al., 2011).

MeTuiupoBaHUe THCTOHOB OCYILIECTBIISIIOT He-
CKOJIBKO CEeMEMCTB TMCTOHOBBIX METWJITpaHC(hepas,
KOTOpble METWJIMPYIOT Pa3Hble JTM3MHOBbIE OCTATKU
U paboTalOT B COCTaBe Pa3HBIX OCIKOBBIX KOMILJIEK-
COB, CcpeaM KOTOpbIXx Hambojee usydyeHbl PRCI1-,
PRC2-xommnekcnr (Liu et al., 2010). B cocTaB aTmx
KOMILICKCOB BXOISAIT M THUCTOHOBBIC JealleTUIa3bl
(mpucytctByioT B PRC1, PRC2), 1 rucTOHOBBIE YOUK-
ButrHa3bl (PRC1), KkoTophle Takke BBI3BIBAIOT KOM-
MaKTU3AIIMI0O XpoOMaTHHA U perpeccrio reHoB (Derk-
acheva, Hennig, 2014; Mozgova, Hennig, 2015; Xiao,
Wagner, 2015; Forderer et al., 2016).

ITucToHOBBIE aleTUIIa3bl Pa3pPBIXIISTIOT XPOMATHH
1 aKTUBUPYIOT TEHHYIO DKCITPECCUIO, a yOUKBUTUHU-
poBaHUe OKa3bIBaeT JIUOO aKTUBUpPYIOLIee, MO0 pe-
TIpeccUpyrollee BIUSHUE Ha COCTOSHUE XpOMaTHHA.
Ha coctosiHue XpoMaTtuHa MOTYT BIMSATH U APYyTHUe
MoaudUuKalMU TUCTOHOBBIX OenkoB (Berger, 2007;
Fenley et al., 2018), xoTa ux y4acTue B SIUTeHETUYE-
CKMX TIporieccax MeHee n3ydyeHo. [McToHoBBIE alie-
TUIa3bl 1 YOMKBUTMHA3bl TaKXXe MOTYT padoTaTh B
COCTaBe Pa3IMYHBIX OCIIKOBBIX KOMIUIEKCOB, BKITIO-
yasi KOMIUIEKCHI, TTOMIEPKUBAIOIINEe aKTUBHOE CO-
crosinue xpomatuHa (Fletcher, 2017; Ornelas-Ayala
et al., 2021).

2 rpynna — erasers. AKTUBHOE ylajleHUe METUJIb-
HBIX IPYIIN C IUTO3UHA Y PACTEHUI OCYIIIECTBISIETCS
crieuuUUYEeCKUMU Il pacTeHUi depMeHTaMu ¢
IJIMKO3UJIa3HON aKTHBHOCTBIO, KOTOPbIE BbIPE3atOT
METUJIMPOBAHHBIN LIMTO3UH U UHULIUUPYIOT €ro 3a-
MEHY Ha HeMeTuaupoBaHHbIA 1uTo3uH (Li et al.,
2018; Parrilla-Doblas et al., 2019; Liu, Lang, 2019).
VnaneHue alleTUJIbLHBIX U METWJIBHBIX TPYIIT C TUCTO-
HOBBIX O€JTIKOB OCYIIECTBIISIIOT HECKOJIBKO CEMEMCTB
TMCTOHOBEIX Acanermiias (Ma et al., 2013; Chen et al.,
2020) u nemetunas (Prakash et al., 2014), cpenu ko-
TOPBIX €CTb Crien(pUIECKUE IJIS1 PACTCHUIA.

3 rpymma — readers pacrno3HamoT (“IIpOYUTHIBA-
I0T”) yCTaHOBJIEHHbIE METKHU UJIU UX OTCYTCTBUE. DTO
caMmasi pa3HooOpa3Hasi rpyrnria 3SIIMreHeTUYEeCKUX pe-
ryssiTopoB (DP), KoTophle Tak:ke 4Yallle BCero meii-
CTBYIOT B cocTaBe OenkoBbix kKoMmruiekcoB (Torres,
Fujimori, 2015; Grimanelli, Ingouff, 2020). Hepenko
readers CUYMTHIBAIOT OMHOBPEMEHHO pa3Hbi€ TMCTO-
HOBBIE METKH, BKITI04ast hocHOpHBIE U YOUKBUTUHO-
Bole. K snureHeTMyeckuM peryisitopaM 3TOH IpyIi-
bl YACTO OTHOCSIT U XPOMAaTUHOBBIE O€JIKM, KOTOPbIE
MOTYT pacrno3dHaBaTb DM u BAUSIIOT HA HEKOBaJIeH-
tuHoe B3amMopeiictene JIHK ¢ rucroHoBeIMU Ger-
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KaMU, U3MEHSIOT MJIOTHOCTh YIIAKOBKM M JIOKAJIM3a-
LIAIO HYKJIEOCOM, a TaKXKe KaTaJIM3UPYIOT BKIIOUCHNE
ructoHoBbeix BapuaHToB (Li et al., 2007; Narlikar
et al., 2013).

B cocraBe 6enkoB 3-eii rpynmnbl UMEIOTCSI HE TOJIb-
KO CalTHI CBAI3BbIBaHUS ¢ MeTuInTo3nHOM JIHK mnn
TUCTOHOBBIMM METKaMM, HO M CAlThl CBSI3bIBAaHUSI C
HETMCTOHOBBIMM OelKaMu. 3a cyeT 3Toro readers
obOecrneunBaoT B3aUMOIECTBUE MEXIY SMUTCHETH -
YeCKMMU MeTKaMu (MoaudUKalusIMA TUCTOHOB U
AHK) u npyruMu KJ1eTOYHBIMU TpolleccaMu, B KO-
TOPBIX yU4aCTBYeT HETMCTOHOBHIM 6enok (Li, Li, 2012;
Patel, 2016; Grimanell, Ingouff, 2020). Hanpumep,
Oenku readers MOTyT B3aUMOJIEJICTBOBATh C OEIKaMU,
YCTaHABIMBAIOIIUMHU WIA YOMPAIOIIMMU METKU C
JHK ¥ r'McToHOB, CIIOCOOCTBYSI pacIipOCTpaHEHUIO
MeToK wir ux cHaruwo (Grimanell, Ingouff, 2020;
Scheid et al., 2021). Moryt cnocoOGCTBOBaTb OTKPHI-
THIO XpOMaTHHA, 32 CYET BKJIOYEHUSI TMCTOHOBBIX
BapMaHTOB, H3MEHSIIOIIUX COCTOSHHE XpOMaTHHA
(Kouzarides, 2007; Sijacic et al., 2019). OHu MoryT
MPSIMO BJIMSITh Ha TPAHCKPUIILIMIO, B3aUMOIECTBYS
C TPaHCKPUMNUMOHHLIMU (pakTopamu (TD) mnum mx
kodakTopamu mnn camu mmeth JAHK-cBsg3wiBaio-
LM JOMEHBI, BBICTYTIasI B KauecTBe TM-NMMOHEPOB,
adbGUHHOCTD U CIEHU(PUIHOCTD IeACTBHUS KOTOPBIX
3aBucdaT oT npucyrcteug B JJHK meTtmanurosmHa
(Kribelbauer et al., 2019; Grimanell, Ingouff, 2020;
Zhu et al., 2016).

benku 3-eit rpymnmbl coCOOHBI BIMATH Ha BBIOOD
npomoTtopoB (Le et al., 2020), a Takke Ha MOCT-TpPaH-
CKPUITIMOHHBIE cOObITUS (puc. 1). B3aumoneiicTBys ¢
oenkamn PHK-mmommMepa3Horo komiuiekca, Oennka-
MU, KOHTPOJUPYIOIIUMHU co3peBanne Tpe-MPHK
(GenkaMu, BOBJIEUEHHBIMU B TTOJIMAICHUJIMPOBAHNE,
CIUTAliICUHT), PUIEPHI OIIPEHCISIIOT BBIOOpP CaMTOB
craiicunra (Ullah et al., 2018; Wei et al., 2018; Wu
et al., 2020) u caiiToB noauageHuarpoBaHus (Duan
etal., 2017; Zhang et al., 2021). M3 aTOrO ClIeayeT, 4TO
readers SBISIIOTCS yYaCTHUKAMHW PETYISIIIMM 3KC-
MPEeCcCU TeHOB Ha pa3HbIX 3Tanax peajau3alnuu reHe-
TUYECKOM WH(OpMaLMK, compsras SMIATeHETHYC-
ckue Metku JIHK 1 rucToHOB ¢ 6a30BBIMU MEXaHU3-
MaMU peryjsiuu TeHHoil akcmpeccuu. Ilo cyrtu,
SIIMTEHOM OIpeNeisieT, KaKue TeHbl TPaHCKPUOupy-
IOTCSI B JAHHOW TKaHMW, KaKOM M3 aJbTepPHATUBHBIX
IIPOMOTOPOB, CATOB CIUIAMCUHTA, TIOJTUATCHAIUPO-
BaHWMsI OyIeT BEIOMPATHCS B JAHHOM KJIETOYHOM KJTIO-
He, a 3HAUUT — M Kakue 3 m3odopM Oenka OyayT
GYHKIIMOHUPOBATh B TAaHHOI TKAHU, HAa TaHHOI cTa-
MY OHTOTeHe3a 1 MPH JaHHBIX YCIOBUSIX OKPYXKaro-
meit cpensl. Takum o6pa3zom, DM He TOTBKO coxXpa-
HSTIOT TPOMUIIb 9KCIIPECCUU, KOTOPBIN YCTAaHOBJIEH B
pesynbTaTe AeiictBusg TP, HO M Y4acTBYIOT B €ro
YCTaHOBJICHOBJIEHMM Ha BCeX 3Tarax o0pa3oBaHUS U
co3peBanuss MPHK.

PaccMoTtpeHHBbIe 3 rpynIibl TEHOB KOHTPOJIUPYIOT
DM He TOJBKO y paCTeHUI, HO U Y XXKUBOTHBIX. OmHa-
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KO PETyJISIINS SKCIIPECCUU 3TUX I'PYIII TEHOB Y pac-
TEHUI TOJDKHA UMETh CBOU ocobeHHocTU. C omHOMI
CTOPOHBI, paboTa 3THUX T'€HOB JOJIKHA 3aBUCETH OT
yciaoBuii cpensbl. T.e. y pacTeHMIA JOIKHEI CYIIIECTBO-
BaThb MEXaHM3MBI, KOTOPBIE MOTYT WHUIIMUPOBATh
YaCTUYHOE 3MMUTeHETUUECKOE pelporpaMMUpOBaHe
TeHOMa U YCTaHOBJICHUE HOBOM IIpOrpaMMbl pa3BU-
THS B UBMEHUMBIINXCS YCIIOBUAX cpenbl. Ho ¢ mpyroit
CTOPOHBI — pacTeHMsl NOJDKHBI UMETh CITOCOOHOCTh
COXpaHSATh HOBYIO aJalITUBHYIO IIPOTPAMMY Pa3BUTHSI
M TIepeaaBaTh €e IIOTOMKaM. DTO MapaJoKCcaTbHOE CO-
YyeTaHUe CTAOMJIbHOCTU U JJaOMIBHOCTH DM yKa3bIBa-
€T Ha CyIIEeCTBOBaHME y PAaCTCHUII OCOOBIX MEXaHMN3-
MOB, KOHTPOJIMPYIOIINX TUHAMUKY DM. Paccmorpum
MMeEIOLLIMeCs JaHHbIE, KOTOPHIE XOTs ObI YaCTUYHO MO-
T'YT OOBSICHUTH YHUKAJIbHBIE OCOOCHHOCTHU SITUTC€HETH -
YeCKOM peryJisiliMmM y pacTeHUIA.

MOJIEKVIJIAPHBIE MEXAHW3MBI,
JEXAIIME B OCHOBE
HACIEOJOBAHUA PACTEHUAMMN
BSIUTEHETUYECKUX MOAUDUKALIMHA

DM paziauyaloTcs Mo CTabWJILHOCTU HaclieloBa-
HUS TIOJIOBBIMU MOKOJIEHUSIMU U, KaK MPaBiIuiio, He
MOTUUHSIOTCST MeEHIeJIEeBCKUM 3aKOHOMEPHOCTSIM.
Tem He MeHee, HacIeMyeMOCTb, XOTsI Obl B (hopMe “Ha-
caenyeMoii HectabwmibHOCcTH (“heritable changeabili-
ty” Le Goff et al., 2021) — 3T0 XapakTepHasi OCOOEH-
HocTh DM, npucyliiiasi UMEHHO PacTeHUSIM.

CrrocobHOCTh DM coXpaHATBCSI B Meo3e oTJa-
CTU OOBSICHSIETCSI OCOOEHHOCTSIMU OMOJIOTUU pacTe-
Huii (cM. Belie). TeM He MeHee, eCTh U MOJICKYJISIP-
HbIe MEXaHM3MBI, KOTOPbIE ITOAIEPXKMBAIOT 3Ty CIIO-
cobHocTh. X neiicTBre 3aBUCUT OT TUIIA IIMTUAJIIETN
(“Mosualiiasi” TMIepMeTUIMPOBaHHAs ajliesib WU aK-
TUBHO paboTarolasi TUIIOMETWIMPOBAaHHAS 3MUall-
JIeJib), OT KOMMMAHOCTYU T€HOB, OT HAJIMYMs B JTIOKycax
CIIEUMAJIbHBIX MOTHMBOB, KOTOpPHLIE IIPHUBJICKAIOT
JHK-MeTunrpancdepassl win apyrue JP, ot uncia
caiitoB metrsimpoBanus JAHK, ux tuna (CG, CHG,
CHH) u nmoxkanu3zanmuu B reHe, OT IPUCYTCTBUSI MO-
nudukauumii ructoHoB u ux Tuna (Catoni et al., 2017,
Li et al., 2020; Williams, Gehring, 2020).

DTU 3aBUCUMOCTH CJIOXHBI X A0 KOHIIa HE UCCIIe-
JIoBaHBL. TeM He MeHee, INIABHBIMM MHCTPYMEHTaMM
coxpaHeHuss DM ssisirores nomaepxxusaronine JJHK-
MeTuITpaHcdepasbl, KOTOPhIE €CTh U Y XUBOTHBIX, a
TaKKe crieudruiecKue Il pacTeHUI MeXaHU3MBbI 10 -
JIOKUTETBHOM OOpaTHOM CBSI3M MEXKIY XPOMATHMHO-
BBIMM METKaMHM U MeTKaMu MeTwinuTo3uHa (SmC).
[Ipu mogaep>kaHUKM YCTAaHOBJIIEHHOTO 3MMUICHETHYEe-
ckoro mpodmist xpomomMeTuiazel CMT MeTrmpyroT
JHK, opueHTUpYsICh HA TIPUCYTCTBUE XPOMATUHOBBIX
metok H3K9me?2, a rucroHoBble MeTWITpaHchepasbl
KYP/SUVH4 u np. — Ha nipucyrctBue SmC (Baubec
et al., 2010; Du et al., 2015; Stoddard et al., 2019).
DTOT MeXaHU3M OOBSICHSIET CTA0MIIbHOE “MOoT4aHue”

EXOBA

TUNEepMETUIMPOBAHHBIX ajuiesieid (Harmprumep, B reHe
apadoupgorcuc SUP).

ITonoxurenbHass obpaTHasl CBSI3b MMEETCS TPU
YCTAHOBJICHUH METWIMPOBAHUS de novo ¢ ydacTueM
manbeix PHK (RdADM nyrth). B 3TOM MHOrOKOMITO-
HEHTHOM IIpOlIECCE BaXXHYIO POJIb UTpaloT OeJIKU
3-eii rpynmnl (readers). OmHu readers pacIo3HaIOT XPO-
MaTHUHOBbIE MeTKU MeTuirpoBaHHOro H3K9me2 u
opueHTHpPYIOT padoty PHK-nmommmepasmr 1V, yuacr-
Bylollei B oopaszoBaHuu Majibix PHK. JIpyrue — pac-
no3HaT SmC u npusiekaroT PHK-monumepa3sy V,
KOTOpasi 4epe3 IOCPEIHUKOB (MPexXIe BCero — 0enka
AGO c 3arpyxxeHHoii B Hero masioii PHK) moxer nipu-
Biekath K ydactkam JIHK, ¢ KOTOpBIX cuuThIBacTCS
npe-MPHK, cnetmdpnueckyro JJHK-meTnrpancde-
pasy de novo DRM2 (Matzke, Mosher, 2014; Erd-
mann, Picard, 2020). biarogapst aTuM MexaHu3MaM,
MOSIBUBIIIMECS IIPU PeIpOrpaMMHUPOBAHUU T€HOMA
OM, OynyT noaaepK1BaThcs 0 TeX MOP, TI0Ka B IMTPO-
LIECC HEe BMEIIAIOTCS IPYyTue PeryiasaTOpPbI, KOTOPEIE
MOTYT aKTUBUPOBATHCS M3MEHEHUEM OKPYKAIOIIMX
ycjoBUit (cM. Janee). AKTUBUPYIOLIYE TMCTOHOBBIC
MmeTkn H3K4me3 nu H3K18ac npenstcTByIoT pabore
RdDM nytu u npusnekarot JHK-nemetunasy/rmm-
ko3uinazy ROS1, koropast cHumaet MmeTku SmC u co-
3[AI0T YCJIOBMS IJISI CTAaOMJIBHOTO ITOAAep>KaHUS TH-
MoOMEeTWINPOBaHHBIX anuasieseii (Li et al., 2020).

Oobpasosapmmecs Mmaibie PHK, mocTossaHO TeHe-
pUpYIOIIMECS B X0lIe MO3UTUBHON OOpaTHOI METIIH,
MOTYT MEPEABUTATHLCS II0 PACTEHUIO IO IIa3MOOeC-
MaM u 110 ¢oame (Tamiru et al., 2018; Pagliarani,
Gambino, 2019), a BO3MOXHO U TiepenaBaThbCs I0-
TOMKaM, KaK 3TO IMoKa3aHo Wit Hematonsl C. elegans
(Xu et al., 2018). ¥ pacTeHuii moka He IOJIYyYEHO YET-
KMX JoKa3aTeJbcTB ydacTtusi Majbix PHK, Bri3BaH-
HBIX CTPECCOBBIM BO3[IeiiICTBEM Ha POOUTENICHA, B IIe-
penaye 3MUTeHeTUYECKON MHMOpMAIMU ITOTOMKaM
(Morgado et al., 2017; Colicchio et al., 2020). Tem He
MeHee, BOZHUKIIINe MoombHbIe Majble PHK moryt
MIPOHMKATh B repMUHAaIbHbBIE KJIeTK! (Duempelmann
et al., 2020) ¥ *THULIUMPOBATh B HUX METUINPOBAHUE
JHK u mocnenyiomye MoauduKaluu TMCTOHOB,
KOTOpBIE MOTYT IIepeaaBaThCs MOTOMKAM U IIPUBO-
JIIUTh K HacjieAoBaHUIO0 (eHOTUITNIYECKUX U3MEHE-
HUM — OHTOT€HETHYECKUX WU (PU3U0TI0r0-0MOX1 -
MUYECKNX M3MEHEHMI, CBSI3aHHBIX C YCTOMYMUBO-
CThIO K CTpEecCy, MCIBITAHHOMY POIUTEIbCKIMU
pacrenussmMu (Tamiru et al., 2018; Liegard et al., 2019).

IMonnepxanuio B yepeae MOKOJCHNN SIIMTEHETH -
YeCKMX METOK B OIPEIEIEHHBIX T€HHBIX JIOKYCaX MO-
T'YT CIIOCOOCTBOBAaTh MOBTOPHI, KOTOPEIE YaCTO IIPE/-
CTaBJISIIOT COOOI B TOM MJIM UHOI CTEIIEHU OeTrpaau-
pOBaBIlIEe MOOMJIBHBIE 3JIEMEHThI, BCTPOUBILIMECS B
peryasTopHyo obgacTbk reHoB. Tak, HaIU4YKe IMTOBTO-
pOB B PETYJISITOPHOII 00JacTA TeHa apaOUIOIICHC
FWA wn xykypy3bl BI 00BSICHSIET 9aCTOE BOSHUKHOBE-
HUs srmauiencii atux reHoB (Henderson, Jacobsen,
2007). O crabmwibHOCTH DM TaKmx IeHOB TOBOPUT
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TOT (haKT, UYTO HA OCHOBE aHAJIOTMYHBLIX DM co3maH
pSIl COPTOB XO3SIMCTBEHHO 1IEHHBIX KYJLTYp (0030p
Lisch, 2013).

B reHomax MJjeKoNuTalOIIMX HalAeHbI HYKJIEO-
TUAHBIE MOTUBBI, KOTOpPbIE CITOCOOCTBYIOT IpUBIIE-
gyenuio JHK-merunrpanchepas K peryasaTOpHBIM
yJyacTKaM ofpeaeiaeHHbIX jJokycoB (Handa et al.,
2005; Wienholz et al., 2010; Wang et al., 2019). Onu
€CThb M y pacTeHuii, xotrsa meHee miydeHbl (Gouil,
Baulcombe, 2016). OcCoGEHHOCTH CTPYKTYPHI JIOKY-
COB, Jelaplliye WX W3II00JICHHBIMA MMUIIECHIMUA
DPeryasaTopoB, MOI'YT OOBSICHUTH HEOTHOKPATHO
HaOJIIoaloIIecs CIydyau BOZHMKHOBEHUSI CTaOUJIb-
HBIX dIHaJIIe)Ieil HEKOTOPBIX reHoB. OJHAKO 3HaHUS
00 ocobenHoctsax JIHK mmm xpomaTtmHa, KOTOpbIe
MOTYT TIpeBpaliaTh JIOKYChl B “Topsune” u “XOJomn-
Hble” TOUuKM DM He moctatouHbl. Hanpumep, oo cux
Iop He SICHO, MoYeMy TakKoil “ropsiyeit” Toukoil DM
asiasercs reH SUP apabunoncuc (Arabidopsis thaliana),
KOTOPBIi1 yJaCTBYEeT B pa3rpaHUYEHUM B LIBETKE y4acT-
KOB C MY>KCKMMU ¥ XEHCKUMM PEIPOTYKTUBHBIMU Op-
ranamu (Bowman et al., 1992). TunepMmeTuivpoBaH-
HbIe “MoJjyalie” 3MUajjiejid B 3TOM I'eHe BO3HUKAJIU
MPY UCIIOJIb30BAHMM MHAYLUPOBAHHOIO MyTareHe3a
(HENTPOHBI, X-TTy4Hr, STUIMETAHCYIb(MOHAT U IP. X1-
Mu4Yeckue mytareHbl), nHcepiuonHoro T-JIHK-my-
tareHesa (Jacobsen, Meyerowitz, 1997; Rohde et al.,
2002), Ha poHEe AEMETUINPOBAHUS TeHOMA Y TPaHC-
TeHHBIX JMHUI C MOHAaBJIEHHOW aKTUBHOCTBIO TeHa
JHK-metunrpancdepassr METI (Kishimoto et al.,
2001), a Takxke crioHtaHHo (Bondada et al., 2020).
ITpuuem snumamnenu reHa SUP ¢ pa3Hoil cTeneHbIo
BSKCIPECCUBHOCTU U TIEHETPAHTHOCTHU ObLIM OOHapy-
xkeHbl B 11 (u3 1028) s3kotunax apabumoncuc u3 ca-
MBIX pa3HbIX MecT oouTtanus (Bondada et al., 2020).

IMomnepxxanne DM B onpeneIeHHBIX JJOKYyCaX MO-
KeT 0OyCIOBIUBATLCS HATMYUEM B UX PETYISITOPHBIX
y4acTKax IUC-3JIEMEHTOB IJIsI CBsI3biBaHUSI Td, Ko-
TOpBIEe MpPUBIEKAIOT ¢ coboil DP (mampumep, JHK-
MeTUJITpaHCcdepas3bl WIKM AeMETUIas3bl), TOAIAECPXKU-
Basl TUIIEPMETUINPOBAHHOE MJIM HA00OPOT — TUIIO-
METHUJIMPOBAHHOE COCTOSIHUE JIOKYCOB. JITMHHEIC He-
komupyoimmre PHK (IncPHK) Taxke Moryt mpusiie-
Katb DP K omnpeneneHHBIM JIOKycaM. DTO IOKa3aHO
st IncPHK COLDAIR, xoTopast 3IIMTeHETUIECKH T10-
JIapisieT reH apabuponcuc FLC, KOHTPOJUPYIOIIUiA
norpedHocTh B ApoBuszanuu (Kim et al., 2017; Wu
et al., 2020), a Taxkxe mrst IncRNA AG-incRNA4, xo-
TOpasl BbI3bIBACT 3aMOJIKAaHWE B BEreTaTUBHOI YacTu
nobera reHa AG, KOHTPOJMPYIOIIETO Pa3BUTUE pe-
IpPOOYKTUBHBIX opraHoB B 1BeTke (Wu et al., 2018).
bnaromapst B3aumoneiicteuio ¢ 9P, T® u IncPHK
MOTYT BBI3BIBaTh DM B reHaX-MHUIIIEHSX, ¥ KOTOPBIX
€CTh JINOO LIC-3JIEMEHTHI 7151 TIpuBJicdyeHust TD, mbo
yuyactku tomoniorun ¢ IncPHK. Takue adbdexTopbl
DM, sKcrpeccusi KOTOPBIX aKTUBHUPYETCS B OIIpee-
JIEHHBIX YCIOBMSIX (WJIU IIPU CTPECCOBBIX BO3IEICTBI-
s1X), TTIO-BUAMMOMY, MOTYT UTPaTh BaXKHYIO POJIb KaK B
uHUOauyuu DM 1Iom  AeMCTBHMEM HOBBIX YCIIO-
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BUii/CTPECCOB, TaK U B MOIAECPXaHUU BO3HUKIINX
snuaieneit B psaay MOKOJEHUI Mpu COXpaHEHUU
W3MEHUBIIMXCS YCJIOBUM (Hampumep, B 11 mokose-
HUSIX UMOpEOHBIX JIMHUII puUca BhIpallUBacMbIX B
ycioBusix 3acyxu (Zheng et al., 2017).

SIpKMM CBHMOETEIBCTBOM HacjiaemoBaHUS OM y
pacTeHUll SIBJSETCS YCTAaHOBJIIEHHOE IMPU U3YyYeHUU
UMOpeIHbIX JUHUI apadbuporncuc (MA-JIUHUU, TO-
JIY4EHHBIX OT CAaMOOIIBLJICHUSI OJHOTO PACTEHUS KO-
tuma Col) crabuiabHoe HacsiemoBaHue 99.998 % paiio-
HOB METUJIMPOBAHUS Ha IpoTskeHnU 30 reHepaTUB-
HBIX ITOKOJEHMII B HEM3MEHHBIX YCIOBUSIX CpPEIbI
(Hofmeister et al., 2017). Takast cTaOUIBHOCTD T103-
BOJIMJIA OCYIIECTBUTH CO3NAHMUE SIMUICHETUYECKOM
KapThl Ha OCHOBE aHaim3a F2 1mmokojeHusT oT cKpe-
IMBaHUs IByX MA-IUHUI 1 TTOKa3aTh, YTO IIPUMEP-
HO T10JI0BMHA IudPepeHIINATILHO METHIMPOBAHHBIX
paiioHOB HACJIeIyeTCSI B COOTBETCTBUM ¢ MeHeaeB-
ckumu 3akoHomepHocTsaMu (Hofmeister et al., 2017).

MOJIEKVJIAPHBIE MEXAHW3MBI,
NMHULIMNPYIOIIME USMEHEHUE
ITPOI'PAMMBI PA3BUTUA

Cpenu pakTOpOB, KOTOPHIE BIMIIOT Ha paboTy OP
Y UHULUUPYIOT YaCTUYHOE penporpaMMupOBaHUE
reHoMa — MHOTHe CTpeccoBble (pakTopbl (Kak abuo-
TUYeCKUe, Tak U buotudeckue). OHU BbIZBIBAIOT U3-
MEHEHUsI MeTabOINUYECKUX MPOIIECCOB U MOSIBJICHUE
B KJIETKax aKTUBHBIX (popM Kuciiopona (APK) u azo-
Ta, KOTOpble U3MEHEHSIOT OKUCIUTEbHO-BOCCTAaHO-
BUTEJIbHBIN OajlaHC KJIETKU U aKTUBUPYIOT PeaoKC-
3aBUCUMBbIE cuTHalnbHble cuctembl (Foyer, Noctor,
2013; Locato et al., 2018). CaegcTBreM 3THX IIpOILEC-
COB SIBJISIFOTCSI U3BMEHEHUE COMAEPKAHUS MOJIEKYT —
JIOHOPOB METUJIBHBIX I'PYIIT, HEOOXOAUMBIX JIJISI MO-
mudukanmn JJHK u rucroHoB (IIpexne Bcero —
S-ameHO3MIIMETMOHMHA), a TaKXKe BosaeiicTBue ADK u
METabOJUTOB Ha OEIKU — PETYJSITOPHI SIIUTeHETUYEe-
ckux momudukauuit (Locato et al., 2018; Saravana
Kumar et al., 2020; Lindermayr et al., 2020). Cpenn
nocrnenHux — JIHK-gemetunupytomme ¢hepMeHTHI
(Couturier et al., 2013; Duan et al., 2015), 6enkwu,
yuactBytommue B PHK-3aBucuMoM MeTuinnpoBaHUU
JHK (Charbonnel et al., 2017; Seta et al., 2017). Om-
CaHO BJIWSIHUE peJOKC-TOTeHIIMala U OKCHUIa a30Ta,
KOTOPBIN TAKXKE SABIISIETCS MOIITHBIM OKCUIAHTOM, HA
Oenku, BoBjiaedeHHbIe B MeTunpoBaHue JJHK u mo-
IU(UKAIINIO TUCTOHOBBIX 0enkoB (0030pel Locato
et al., 2018; Saravana Kumar et al., 2020; Lindermayr
et al., 2020). ITocKoabKY y pacTeHUII METUIIUPYETCS
LIUTO3UH B JT1I0O0M OKPYKeHUU, PAaCTEHUSI OCOOEHHO
YyBCTBUTEJIbHBI K META0O0JIMYECKUM WU3MEHEHUSIM,
BBI3BIBIOIIIMM CHUXXEHUE YPOBHSI JOHOPOB METUJIb-
HBIX rpynn B kiretkax (Lindermayr et al., 2020).

HenaBHO BBISIBIEH HOMONHUTENBHBIM MEXaHU3M
CBSI3U MEXY CTPECCOBBIMU BO3IECUCTBUSIMU U PEIIPO-
rpaMMUpoBaHKeM TeHoma. [1oka3aHo, 4To B aKTUBa-
LIMA CTPECCOBOTO OTBeTa (TEIIOBOM IIOK, TUIIOTEP-
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MU, 3acyxa, IuuIUT pocdaToB, aTaka IIaTOTEHOB),
BaXXHYIO POJIb UTPAET CYMOWJIMPOBaHWE — OoOpaTu-
Masl TIOCTTPAHCSILIMOHHAsI MOAU(PUKALIUS Pa3Inyd-
HBIX 6enkoB (Jmii, Cappadocia, 2021). Baxkneiimeii
muieHbio Cymo-E3 nurasser SIZ1 asngerca JHK-
mmiko3unasza ROS1, kotopast cTaOMIU3UpyeTcs B pe-
3yJIbTaTe 3TOM MOAM(DUKALIMU U OCYILIECTBIISIET IeMe-
tumpoBanue JHK. Myranuu B rene SIZ1y apadbu-
JIOTICUC TIPUBOMST K MOBBIIIIEHUIO YPOBHSI METUJIUPO-
BaHus JHK 3a cyer yMeHBbIIEHUSI COIEp>KaHMS
oenka ROS1 (Kong et al., 2020). CymounupoBaHue
0eJIKOB — IMHAMUYHBIN U 0OpaTUMBIA TIpoliecC, KO-
TOPBI aKTUBUPYETCSI CTPECCOBBIMU BO3JEMCTBUSIMU.
ITosTOMY B YCIIOBUSIX CTPECCOBBIX BO3ICHCTBUI Cy-
MOUJIUpOBaHUEe OEIKOB Yepe3 BIAUSIHUE Ha AeMETU-
nmupoBaHue JIHK MoxeT urpatb BaxXHYIO pojb B pe-
MPOrpaMMUPOBAHUU T€HOMA PACTEHUIA.

YcnoBus cpenbl/CTpecChl MOTYT U3MEHSTh aKTUB-
HOCTh DP Kak Ha IMOCTTpaHCIISIIIMOHHOM YPOBHE, TaK
W Ha TPAHCKPUNIIMOHHOM. MHorue 9P TpaHCcKpuoOHU-
py1oTcs cnennuprIeCcKU, TOJIBKO IIPU OIIpeacIeHHBIX
YCJIOBUSIX/CTPECCOBBIX BO3ICUCTBUSIX WU B OTIpee-
JICHHBIX TKaHSIX U OpraHax Ha oTipelieJIeHHBIX CTalu-
six oHToreHe3a. CrneuUIHOCTh TPAHCKPUITLIMHU I10-
KazaHa y pa3HbIX BUgoB pactennii mis JHK-meTtnn-
tpaHcdepas (Rohini et al., 2014; Guo et al., 2020; Yu
et al., 2021) u npyrux DP. bonee Toro, cpeau DP, ko-
TOpbIE OTHOCSITCSI K OOHOMY KJjaccy (HampuMep,
AHK-gemeTnia3/miMko3unnas) HabI0Ogal0TCI U He-
KOTOPBIE Pa3INdusI MEXAY TeHaMU-MUILIEHSIMU, YTO
MOXET OOBSCHSITHCS HAIUYMEM B MUIICHSIX CIIEIM-
duyeckrx MOTUBOB, MPUBJIeKaIOLINX K cede DP, nnu
T€M, UTO B IIPUBJICUEHUN K T€HAM-MUIICHSIM y4acT-
BytoT T® unu IncPHK, koTopblie B3aMOaeiiCTBYIOT
C OIpeaeJeHHbIM HAO0OpPOM TeHOB-MUIIEHEH (CM.
BbIlIE). 3aMeTUM Julllb, 4To cpeau Td, KoTopkie
B3aMMOJIENCTBYIOT ¢ DP, eCTh 1 KOMITOHEHTBI TOPMO-
HaJIbHBIX CUTHAJIbHBIX TTyTel. [IpuBnekas OP, uame-
HSIIOIINE COCTOSTHME XpOMaTUHA K CBOMM IeHaM-MHU-
meHsiM, T cnocoOHBI 1160 akTBUpOoBaTh (Wu et al.,
2015), nnbo noaasisTh 3Kcrpeccuto reHoB (Hasega-
wa et al., 2018) B oTBeT Ha ACMCTBUE TOPMOHOB.

BoJIbIIMHCTBO YITOMSIHYTHIX (DaKTOPOB, KOTOPBIE
CIIOCOOCTBYIOT M3MEHEHUIO IIPOrpaMMBI Pa3BUTHUS
Npy U3MEHEHUU YCIIOBUI Cpelibl, I€MCTBYIOT B TO
WJIW MHOI Mepe Ha SIIMTeHeTUYeCKIEe IPOLIECChI U B
KJIETKaX XUBOTHBIX. BMecTe ¢ TeM, y pacTeHMI 11O~
aBIIsseTcd MH@OpMaLsT 00 0COOEHHOCTSIX padOTHI
HeKoTopbix DP, a Takke 06 0OHapyXXEHMU HOBBIX
crienuduaeckux mist pacrenuit OP. Cpenu mmocien-
HUX — 4 reHa apabuIoIICuC, BO3HUKIIINX B pe3yabTa-
Te JOMECTUKALIMM TPaHCIIO30HOB ceMelicTBa Harbin-
ger. [IponykTel nByx Takux reHoB HDPI1 v HDPZ2 pa-
OoTaroT B cocTaBe OemkoBoro Komiuiekca IDMI,
KOTOPBIi 00/1a7aeT aKTUBUPYIOIIECH TMCTOH-alIe THII-
TpaHcepa3HOil aKTMBHOCTBIO 1, OTHOBPEMEHHO,
yyacTtByeT B npuBiedeHun JIHK-nemerunassl/rim-
ko3wia3el ROS1 (Duan et al., 2016). IIpomyKTel IBYX
npyrux reHoB — ALPI n ALP2 — takxe paboTaloT

EXOBA

BMecTe 1 MemalT Komiuniekcy PRC2 ocyliecTBisiTh
pernipeccuBHOe MeTHMpoBaHue ructoHoB H3K27me3
(Liang et al., 2015; Velanis et al., 2020).

I'euwr ICUI1 u CP2, nalineHHBIe Y apaObUI0IICUC,
Takke B3aumopeiicTBylor ¢ Oenkamu PRC2-kxom-
ninekca (Mateo-Bonmati et al., 2018; Bloomer et al.,
2020). OgHako 5TO B3aMMOMAECUMCTBUE MPUBOAUT K
ycusieHU10 3(HEKTUBHOCTU 3MUTEHETUYECKOTO T10-
naBineHusi reHoB-muleHeit. Ilpeamnonaraercs, 4drto
9T TeHbI, Kogupytolue 2-okcornyrapat/Fe(1l)-3a-
BUCUMBbIE TMOKCUTEHA3bl, KAKUM-TO 00pa30oM IIOMO-
raloT yJajasTh C TMCTOHOB aKTUBHUPYIOIIUME METKHU
H3K4me2/3 u H3K36me3, yro objeryaer gajbHem-
1lIee yCTaHOBJIEHHWE penpeccuBHbIX MeToK (Bloomer
etal., 2020). HemaBHo y apaOumoricuc HaiiieH TeH
CFK1, xonupytomuii 6e1ok ¢ F-00KcoMm, KOTOpHIii
B3auMoAeUCTBYeT ¢ de novo JJHK-metnnTpancdepa-
3011 1 3amycKaer 1poiiecc ee aerpamauuu (Chen et al.,
2021).

KpomMe 3TiX HOBBIX TEHOB, KOTOpPBIE BMEIIIMBAIOT-
cs B paboTy yke onmcaHHbBIX DP, y pacTeHuil BbISIB-
JIEHBI T€HBI, KOTOPbIE SIBIISTIOTCSI IIPEACTaBUTEIISIMU
M3BECTHBIX CEMEIICTB SIUTCHETUYCCKMX PETYJISITO-
pOB, HO OCYIIECTBIISIIOT (PYHKIIUIO IIPOTHUBOIIOIOX-
HYIO TOI, YTO BBITTOJIHSIOT MX ITapajgoru. Maorue DP
Yy pacTeHUiIl MpeAcTaBIeHbI HECKOJbKUMU T€HAMM,
YTO CBSI3aHO C XapaKTePHOM IJIsl pACTCHUM 3adyTLIN -
IIMPOBAHHOCTHIO TeHoMa. DYHKINS MajJeKo He BCEX
TMpecTaBUTENIe UCCIeoBaHa, U X U3yYeHNe IPUHO-
cut croprpu3bl. Tak, Hampumep, cemeiictBo SUVH ru-
cronoBeix H3K9-meruntpancoepas (SU(VAR)3-9
HOMOLOG) y apabugorncuc rnpeacrasieHo 9 napa-
noramu, cpean kortopeix SUVH4/KYP, SUVHS n
SUVH6 neiicTBUTEILHO OCYILECTBIISIIOT PENPECCUB-
Hoe MetuiaupoBanue H3K9. biaromgaps mpucyTcTBuio
SRA-goMeHa OHM pPacHO3HAIOT METUJIMPOBAHHYIO
JHK 1 MeTnampyIoT THCTOHBI B HETTOCPEACTBEHHOM
o61u3octu ot 3TuX yyacTkoB (Li et al., 2018). B To ke
Bpemsi, SUVH1, SUVH3, SUVH7 u SUVHS Bri10I1-
HSIIOT MTPOTHUBOIOJIOXHYI0 PyHKIIMIO. OHU yTpaTUIn
MeTWI-TpaHCc(epa3Hble JOMeHbI, HO 3a cueT SRA-1o-
MeEHa pacrio3HaioT MetuarnpoBaHHyo JIHK B mpomo-
TopHOoii oG6nactu JIHK-memerwiasbl/INIMKO3WIa3bl
ROSI. BzaumopeitcTBys ¢ 6e1KkaMu — akTUBaTOpaMu
tpaHckpunouu ¢ Dnal-nomeHom, 0enku SUVHI,
SUVH3, SUVH7, SUVHS8 aktuBnpyIoT TpaHCKPHUII-
o ROS1, a 3HaYUT — 1 nmocaeaymoliee I1eMeTUIN-
poBanue JIHK (Xiao et al., 2019). IIpumMepoB Takoii
CyOHeOo(YHKIIMOIN3alU1 T€HOB, O-BUANMOMY, OYy-
JIeT O0bIIIe IO Mepe YITyOaeHUs 3HAHUM 0 PYHKIIUHN
napanoroB DP y pacteHuii.

B 3akmioueHune pasmesia OTMETHM, YTO pe3ybTa-
TOM YaCTMIHOTO PEIpOTpaMMHUPOBAHUS TeHOMA TTOT
IEeMCTBUSIMU OKPY3KAIOIIEe CpeIbl MOXET OBITh aKTH -
BallMsI TEHOB 3aIlIMTHOTO OTBETA WUIM/W M3MEHEHME
IMpOTrpaMMEBl OHTOTE€He3a pacTeHUs (ero pacTyIInX
Monyineii). U3MeHeHue mporpaMMbl pa3BUTHUSI TOTO
I MHOTO MOMYJIsl/OpraHa peajin3yeTcsl Ha paHHMUX
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Puc. 2. OHTOTeHETUYECKME PeBEPCUU Y KaJleHIyJIbl JekapcTBeHHOU Calendula officinalis (copt, co3nannbiii B.B. CaxapoBbim
B UHcTuTyTe 61Monoruu passutusi PAH umenu H.K. KosnblioBa) u rpaBuiaTta peduHoro Geum rivale B yCIOBUSIX BJIAXKHOTO XO-
somgHoro jeta 2019 r. Ha omHOM pacTeHnr KaJieHIy bl HapsiIy C COLIBETUSIMU C HOPMaJIbHBIM OHTOT€HE30M () MOXXHO HaOJII0-
JIaTh COLIBETHSI, (DOPMUPYIOIIME HOBBIE alTMKaJIbHbIE MEPUCTEMBI (0, B), KOTOPbIE TaKXKe 00pa3yloT COLBETHs U ceMeHa ((B) —
BHM3Y — KOP3UHKa 1-0ro mopsiika ¢ CO3peBIIMMU CEMEHaMU, a BBEpXy — 00pa30BaHHbIE €10 15 TOMOJIHUTENIBHBIX COLIBETUM
2-0ro MopsiiKa, KOTOpble HAXOISITCSl Ha pa3HbIX 3Talax OHToreHe3a). Ha ogHOM pacTeHrM rpaBuiaTa ¢ HOpMaJIbHBIM OHTOTe-
HEe30M LiBeTKa (I') BCTpEYaloTCsl LIBETKU, B LIEHTPE KOTOPBIX (DOPMUPYIOTCSI HOBBIE MOGETU ¢ COLBETUSIMMU (11, €). DoTo aBTOpa.

sTalax ero OHTOTeHe3a, Yallle BCero — B KJeTKax
anvKaJabHBIX MEPUCTEM IoOera u KOpPHSI, KOTOphIe
CcoIepKaT CTBOJIOBbIE (IUTIOPUTIOTEHTHbBIE) KIIETKU U
JIaloT Hayajao BCeM MpUMOpAUusM opraHoB. OmHaKo,
3arycK (WM Iepes3alryCcK) IporpaMMbl pa3BUTUS Y
pacTeHUit MOXeT HaOJII0IaThCsl 1aXKe B 3pesibIX opra-
Hax (ExoBa, KynmpusiHoBa, 2019). D10 o0bsicHsIeTCS
TEeM, 4TO TUTIOPUITOTEHTHBIE KJIETKU Y PACTEHUI MO-
TYT TIOSIBJISITLCS de novo 3a CUeT CHSTUS STTUTEeHETU -
YeCKOIl penpeccuu ¢ TeHOB CTBOJIOBOCTH, KOTOpasl B
I depeHIMPOBAaHHEIX TKaHSIX TMOOACPKUBACTCS
MHorouucieHHbiMu DP (Anpbepr, ExoBa, 2013;
Galillochet, Lohmann, 2015). CHsTHe snureHeTnde-
CKOM pernpeccuu ¢ TeHOB CTBOJIOBOCTU MOXKET 00y-
CJIOBUTh PAa3BUTHE IOIOJHUTEIBHBIX JIoNacTeil u
rpeOHEBUIHBIX BHIPOCTOB JaxKe Ha 3PENIbIX JIUCThIX
pactenuii (Fedotov et al., 2017; KynpusHoBa u ap.,
2021). OHTOreHEeTUYECKNEe PEeBEPCUM, KOTOPHIE BbI-
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3BIBAIOTCSI TIOTOMHBIMU YCIOBUSIMU, TAKXKE OTpaxKa-
0T BO3MOXKHOCTD Iepe3anycka reHeTUYeCKUX Mpo-
raMM pa3BUTHUS 3a CYeT BO3aOHOBJICHUS MyJjia CTBO-
JIOBBIX KJIETOK (pucC. 2).

OCHOBHBIE 5KCITEPUMEHTAJIbHbBIE
MOAXOAbI JIA U3YYEHUA POJIN
SIMUTEHETUYECKUX MOANPUKALIUU

B ITOJINMBAPMAHTHOCTU PA3BUTUA

[ImacTYHOCTDL pa3BUTHUS PACTCHUI IIPOSIBISIETCS
B SIPKO BBIpaXXEHHOI BaprabelIbHOCTU MPU3HAKOB Y
pacTeHuit omHoro Buaa. CtoxacTuueckue KojaeOaHus
YPOBHSI 3KCIIPECCHHU, a TaK:Ke M3MEHEHUST 3KCIIPEC-
CUU T€HOB, BHI3BaHHbIE BHEITHUMU W BHYTPEHHUMU
dakTopaMu, M3MEHSIOLIME pa3BUTUE, HAJIEKO He
Bcerga cBsa3aHbl ¢ DM. i1 noka3aTelibcTBa IIPUYNH--
HO-CJIEACTBEHHOI CBS3U MexXny OM u (eHOTUIIOM
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EXOBA

Ta6muna 1. 9KCHCpI/IMeHTaI[LHBIe IIOAXO0Abl, KOTOPHLIC UCITOJIB3YIOTCA JId U3YYCHUA POJIN SIUTCHETUYCCKUX MOJ_'[I/IC’[)I/I—
Kaluii B IIPOABJICHUU MMOJIMBAPUAHTHOCTU Pa3BUTUA paCTeHI/Iﬁ

OOBEKTHI

MeToabl

Bo3moxxHocTn

1. PekoMOMHAHTHBIE UMOpPEI-
Hble TuHUM epiRIL, monydeH-
HbI€ Ha €TMHOM T€HETUYECKOM
doHe, cpeayt KOTOPhIX €CTh
dbeHoTUIINYECKHE pa3IuYKs

metI/ddmI-»!!I ”H
|

met1/ddm 1 —F> !
ATTNNnN

o B NN NTE

AHanu3s réHoMa, MCTU-

JioMa, TPaHCKPUIITOMa,

TeHEeTUYECKOe KapTu-
poBaHue (epiQTL)

BrisiBienue MY /reHoB
(snuasuienieit), oOyCIOBIM -
BawoIIUX (DEHOTUITUYECKHUE
paznuyust

2. KJIOHBI TPUPOMTHBIX U KYJIb-
TYPHBIX BUIOB U3 Pa3HBIX 9KO-
JIoTO-TeorpaduyecKux 30H;
KJIOHBI, OTJIMYAIOIIUECs O
deHoTUITy

AHaJIu3 ypPOBHS U OCO-
GEHHOCTE METHIIMPO-
BaHus reHoma (MSAP
W JIP. METOIBI)

AHaJIU3 YPOBHSI T'eHe-
TUYECKOU U3MEHYUBO-
ctu (AFLP)

HCMOHCTpaL[I/IH CBA3U
(I)CHOTI/IHa C SIMMUTCHOTUIIOM

3. EnMHuYHbBIC pacTeHUs, ¥
KOTODPBIX pa3HbIe MOMYJIU WA
OpraHbl UMEIOT (DEHOTUTTYE-
CKUe pa3aInyust

Te ke, 4TO 1 BO 2-OM
noaxoje

BhIsiBIeHUE STTUTeHEeTUYE -
CKOro MO3auliu3Ma 1 ero
CBSI3U C (DEHOTUTTNYE-
CKUMMU Pa3InuusiMu

4. ITomynsiumy OGHOTO BUOA U3
pa3HBIX KOJIOro-reorpaguye-
CKUX 30H, OTIIMYAIOIIHAECS 10

Te ke, 4TO ¥ BO 2-OM
nonxone (HeMoaeab-
HBIE BUJIBI)

JleMoHCTpanust BHyTpUBU -
JTOBBIX TEHETUYECKUX U BT~
TEHETUYECKUX Pa3InUUit

Ananus reHoMa, MCTU-

JIOMa, TpaHCKpuUIiTomMa,

BrisgBieHne acconuanmi
denorumna ¢ AMY /renamu

deHoTUITy

EWAS (Epigenome-
‘Wide Association Studies,
E E MOJeJIbHbIC BUIbI)

HEOOXOOUMO YOEIUTHCSI B OTCYTCTBUHM CBSI3U (DEHOTH -
Ma ¢ TeHETMYEeCKUM IIOJMMOP(GU3MOM U OTIMYUTH
BpeMEHHBIe U3MEHEHMST SKCIIPECCUM TEHOB, KOTOPhIE
HE COXPaAHSIOTCS MPU ACEHUU KJIETOK, OT JJIUTEILHO
coxpansomuxcas DM. CyliecTBYIOT HECKOJIbKO IO/~
XOJIOB JIJIsI U3ydeHUS posii DM B IIPOSIBJICHUH TTOJIMBA-
PUAHTHOCTU Pa3BUTHUS, MUMEIOIIUX Pa3HYIO CTEMeHb
JoKa3areJIbHOCTU (Tabm. 1).

I1epBrIit moaX0a OCHOBAH HAa U3YYEHUU T€HOMOB,
METUJIOMOB Y TPAHCKPUIITOMOB Yy TEeHETUYECKU
UIEHTUYHBIX PEKOMOMHAHTHBIX UMOPEIHBIX JTUHUN
(epiRIL) apabunoricuc (A. thaliana), oTINYAIONIIXCS
ToJIbKO anureHoMamu. ITomyaensr epiRIL myrem ckpe-
IIMBaHUs pacTeHuit skotuma Col ¢ pacTeHUSIMU TOTO

K€ BKOTHUIA, HO C MyTall1ieil B OMHOM M3 T€HOB — pETy-
nsaropoB MeTwimpoBanus JHK (Johannes et al.,
2009; Reinders et al., 2009). DTu MyTaliu IPUBOIST
K CHUZKEHMIO YPOBHS METUJIMPOBAHUS FreHOMa — I10-
YTU MOJTHOMY TIpU MyTauuu metl v ~70% tipu myTta-
U ddm 1, 94TO BBI3BIBACT U3BMEHEHUE SKCITPECCUHU Te-
HOB M aKTUBALMIO MOOMIBHEIX a5eMeHToB (Kakutani
et al., 1995; Zhanget al., 2006; Lister et al., 2008). Camo-
omnbureHre F1 1 mocnemyrommii ”MOPUIMHT IIOTOMKOB
F2 nyrem noceBa B KaXXIIOM TTOKOJIEHUU BCETO OTHOIO
CEMEHM NPUBEJ K CO3IaHUIO JIMHUM, TOMO3UTOTHBIX IO
mrddepeHInaIbHO METWIMPOBAaHHBIM yJ4acTKaM TIe-
HoMa (JIMY), KoTopble CTaOMIBHO COXPAHSIIOTCSI B
TedeHne MHOTruX nokoJieHuii. Pacrenusa F2 ¢ myra-
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mueit (metl v ddml) youpaiorT u3 IOMYJISIIIUN.
ITosTOMy TTONTydyeHHBIE B pe3yJibTaTe UMOPHUIAMHTA
(mo 9 mokonenuit) epiRIL B pe3ynbTraTe peKoMOMHA-
Ui UMEIOT pa3HbIe SIUTeHOMBI, HO IIPaKTUYECKU
UAEHTUYHbIE TeHOMbI. HeMHOTrOUMCIeHHbIE TeHeTH -
YyecKrWe W3MEHEHUsI, BO3HHUKAIOIIWE B pe3yabTare
CIIOHTAaHHBLIX MyTalUii M aKTUBAlMU MOOWMJIHHBIX
2JIEMEHTOB Ha (POHE OOIIETr0 CHUXKEHUS YPOBHS Me-
tunupoBanusg JIHK (Miura et al., 2001; Mirouze
et al., 2009; Mari-Ordofiez et al., 2013), BBISIBISIOT
CeKBeHHUpoBaHMEeM TeHoMma. biaromapst pekoMOuHa-
LIMA XPOMOCOM, KOTOpasl TO3BOJISIET MCIIOJIb30BaTh
MIPUHIIUIILI TEHETUYECKOrO KApTUPOBAHMSI, BEISIBIISIIOT
JAMY renoma, KOTOpble OOYCJIOBIMBAIOT (PEHOTUIIU-
YecKHe pasIMuus MEXIy JUHUSIMU, U3MEHSIST 3KC-
MIpPEeCcCuIo TeHOB. JIJIsI 3TOro JIMHWUU TPYHIIMPYIOT I10
GEHOTUTTMYECKM TIoKa3aTesaM (HarpuMmep, JTUHUN
paHO- ¥ MO3AHOLIBETYIINE) U CPABHUBAIOT TPYIIIHI 1O
pacnpeneneHuro JIMY B reHoMax pa3HbIX TPYMII epi-
RIL. Kaxk mipaBuJto, j1st OMHOTO Ipu3HaKa OOHapY:KU -
BalOTCsl HECKOJIbKO JIMY M3 pa3HbIX XpOMOCOM (Kak
IIpY KapTUPOBAaHUU JIOKYCOB KOJIMYSCTBEHHBIX IIpH-
3HakoB QTL). Anammu3 takux epiQTL, onpenenenne
noJioxkeHust SmC OTHOCUTETBHO PSIIOM JIOKATM30BaH-
HBIX TeHOB, BMECTE C aHAJIM30M I'eHOMAa Y TPaHCKPUII-
TOMa MOXeT OOHAPYKUTh SIUAJUIC]IM, KOTOPhIE U3Me-
HSTIOT YPOBEHb TPAHCKPUILIUIO 13-32 OM U 00yCioB-
JIMBAIOT (DEHOTUINYECKIE PA3INIMS MEXKTY JIMHUSIMMA.

MHorouuciaeHHble 3KcriepuMeHThl ¢ epiRIL mo-
Ka3bIBaIOT, YTO CTa0MJIbHBIE DM 00YyCI0BIMBAIOT pa3-
Juurs mo Mopdoaornyeckum IpusHakam (Johannes
etal., 2009; Roux et al., 2011; Zhang et al., 2013;
Cortijo et al., 2014), nponyktuBHocTu (Latzel et al.,
2013), yCTOMYMBOCTM pacTeHUIl K pa3zHOOOpasHbIM
CTPECCOBBIM BO3ACHCTBUSM, BKJIIOUYasl TaTOTeHBI
(Zhang et al., 2013; Latzel et al., 2013; Furci et al.,
2019; Liégard et al., 2019), o peakiium Ha 9K30TeH-
Hble TopMoHbI (Latzel et al., 2012) u 1o coaepkaHUIO
meTtabonuToB (Kooke et al., 2019).

BOkcnepumeHThl ¢ epiRIL nokazanu, yto DM mo-
YT ObITb BaXXHbIM MCTOYHUKOM (DEHOTUMUYECKUX
u3MeHeHui. OJHaKO CerojHst 3TOT MOAXOJ MPaKTU-
yecku ucyepraa cedsi: Mopdosornyeckue n3MeHe-
HUS MEXYy Pa3HbIMU UMOPEIHBIMU JIMHUSIMU HE Be-
JIMKW, U UCCliefoBaHusl OOJIbIIMHCTBA MPU3HAKOB
yxe npoBeaeHo. ITockoyibKy ypoBeHb 1 criekTp DM
OIpeAessieTCs He CTOJbKO BHEIITHMMU BO3/IeCTBUS -
MU, CKOJIBKO T€HETUYECKUMU Pa3IUUUSIMU (QJLIeb-
HBIM COCTaBOM I'€HOB — SMUTEHETUUECKUX PEryJIsiITO-
poB), co3nanue epiRIL Ha ocHOBe pa3HBIX 3KOTUIIOB
MOTJIO OBI pacIIMPUTHL (PEHOTUITMIECKOE pa3HOOOpa-
31e JIMHUI 1 BO3MOXHOCTU aHaiu3a. OgHaKko y apa-
OUIIONCUC eCTh U ellle OJHO Ba)KHO€ OrpaHUYeHUEe
(Alonso et al., 2015). PacTeHue nMeeT KOMITAaKTHBIA
TEHOM C HEOOJIbIIOM N0Jieil TOBTOPSIOIINXCS MOCe-
JIOBaTeJIbHOCTE! U C CAaMbIM HU3KWUM CPEIHUM YPOB-
HeM MeTuIrMpoBaHus reHoMa (5% 5mC) mo cpaBHe-
HUIO C IPYTUMU MOKPBITOCEMEHHBbIMU PACTEHUSIMU
(y puca u Kykypy3bl % 5mC coctaBnser 16 u 27%).
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CremoBaTeabHO, 3TOT OOBEKT JAJIEKO HE UAcaIeH JIJIST
n3ydeHus poar DM B (peHOTUITMUECKON M3MEHYM-
BOCTU, XOTSI MMEHHO B MCCJICIOBaHMIX Ha apabu-
JIOTICUC OTKPBITHI BCE OCHOBHBIE TeHbI — DP.

Bropoii moaxon 6asupyeTcs Ha HCCAeNOBaHUSX
HEMOJIEJIbHBIX BUJOB PAaCTeHUI, KOTOpbIE MMEIOT
KJIOHOBOE TPOUCXOXKICHUE (KJIOHBI MTHBA3UBHBIX BU-
JIOB, KJIOHBI KYJIbTYPHbBIX PACTE€HUI1), YTO TaKXKe ra-
PaHTUPYET UX F€HETUUYECKYI0 UJIEHTUYHOCTb, HO HE
HCKJIIOUaeT SMUTeHeTuIecKue pasnuyus. s noma-
TBEPKIEHUS CBSI3U (peHoTuna ¢ DM aHaIM3UPYIOT
YPOBEHb U OCOOEHHOCTU METWJIMPOBAHUSI T€HOMA.
Yaie Bcero ucnoiab3dytor MSAP-ananus (methyla-
tion-sensitive amplified fragment length polymor-
phism), T.e. aHaIM3UPYIOT CIEKTP aMILTU(PUIINPO-
BaHHBIX pparmMeHToB JIHK, monydyeHHBIX ¢ UCITONb-
30BaHUEM ITaphl pecTpukTas (dacto Hpall u Mspl),
KOTOpPbIE Y3HAIOT OJTHY MOCJIEA0BaTEeIbHOCTh, HO 00-
JIaIaloT Pa3HON YYBCTBUTEJIBLHOCTHIO K TIIPUCYT-
crBuio SmC (Reyna-Lopez et al., 1997). B oTneabHBIX
CIydasiXx MCIOJb3YIOT BbICOKOPA3pEeLIaoNIyl0 KU~
KOCTHYIO XxpoMatorpacpuio runponusoBaHHoii JIHK
(HPLC), uMMyHOLIMTOXMMWYECKMIA aHAJI3 XpOMaTH-
Ha Ha npucyrcTtBre SmC, TTOJTHOTEHOMHOE OMCYITb-
¢UTHOE CEKBEHUPOBAHUE, a TaKXKe JPYrue METOJbI
(Kurdyukov, Bullock, 2016).

Pesynbprarel OONBIIMHCTBA MCCIIENOBaHUIL, IIPO-
BEJICHHBIX Ha KJIOHAX MHBA3MBHBIX pACTEHUI, a TaK-
>K€ Ha YCMEIIHBIX BUIAX, COYSTAIOIIUX BEreTAaTUBHOE
pa3MHOXEHHUE C ITOJIOBBIM, HOATBEPAWIM, YTO Y Ta-
KMX BUIOB YPOBEHb SIMUTCHETUUYECKON M3MEHUYMBO-
CTU CYIIECTBEHHO TIPEBbIIIAET TeHETUYECKUIA U SIB-
msieTcss BaxHbIM (Gao et al., 2010; Richards et al.,
2012; Spens, Douhovnikoff, 2016; Guarino et al.,
2019), a nHorna v MpakTUYECKU €AMHCTBEHHBIM MC-
TOYHMKOM aJanTUBHOI m3MeHYMBocTH (Shi et al.,
2019). DT maHHBIE CBUIETEILCTBYIOT O TOM, UTO
aJanTUBHbBIE SIUTCHETUYECKIE U3MEHEHUSI, KOTOPbhIC
COXPAaHSIOTCS IIpU BereTaTUBHOM pa3MHoxkeHnu (Ren-
dina Gonzalez et al., 2018; Shi et al., 2019), obecrieunBa-
10T JUBEPIeHIINI0O U YCIEUIHYIO 3KCIAHCUI0 MHOTHUX
MHBA3MBHBIX BUIOB B pa3HbIe 3KOJIOro-reorpadude-
ckue 30HBI (Verhoeven, Preite, 2014; Douhovnikoff,
Dodd, 2015; Latzel et al., 2016; Miinzbergova et al.,
2019). CxonHble pe3ybTaThl MOJyYeHbl B MCCIEeA0Ba-
HUSIX paCTeHUI NUpaMUIAIbHOIO TOMNOJsI U OaHaHa,
KOTOPBIE UMEIOT eIMHOE KJIOHOBOE MTPOUCXOKICHNE,
HO KYyJBTUBHUPYIOTCS B Pa3HBIX 3KOJIOro-reorpadu-
yeckux yciaoBusgx (Vanden Broeck et al., 2018; Kitavi
et al., 2020). B uccinegoBaHusIX MaTTepHa METUIIUPO-
BaHus JIHK BocTouyHO-aprKaHCKUX COPTOB OaHa-
Ha, pa3In4aBIIMXCS II0 MOP(MOIOTMIYECKUM IIPU3HA-
KaM, IToKa3aHo coxpaHeHue yactu MSAP-mMapkepoB
metirupoBaHusd IHK u nmpu momoBoM pasmMHOXe-
auu (Kitavi et al., 2020).

CerogHss MHOrO 3KCIIEpUMEHTAJbHBIX PabOT U
0030pOB TIOCBSIIIEHBl aHATU3Y POJIM SMUTEHETUYE-
CKOM TTaMSITH B YCTOMYMBOCTH PACTEHHU K OMOTHUYE-
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CKUM M abuoTtmdecKuM ctpeccopam (Ashapkin et al.,
2020; Ueda, Seki, 2020; Oberkofler et al., 2021; Sri-
kant, Drost, 2021). OHTOreHeTUYEeCK1M IIpHU3HAKaM B
9TUX HWCCAEAOBAHUSIX YAENSIeTCSl MajJlo BHUMAaHWUSI.
OnmHaKo eCcTh 9KCIIEpUMEHTAJIbHBIE pa0OTHI, BBITIOJN-
HeHHbIe Ha Oynpe (Quan et al., 2021) Glechoma longi-
tuba (Lamiaceae) v 3emuisinuke Fragaria vesca (Rosa-
ceae) (Latzel, Miinzbergova, 2018), B KOTOpBIX HC-
cJIe0BaIv YUCJI0, OOIIYI0 Maccy, TUIOLIaAb JIMCTA U,
caMoe MHTEpeCHOE — HallpaBJieHWe POCTa BEreTaTuB-
HbIX TTOOETOB MOCje BO3AEUCTBUS HAa MaTEpPUHCKOE
pacTeHue pas3HbIX YCIOBUII OocBelleHUs (CcBeTa, 3a-
TeMHeHUsI, Y®-001ydeHNsT) U TUTaHUS (OOBIYHBIN
cyoctpar u odorameHHbit NH,, NO;, P, K, Mg, Ca)
VI COYeTaHWUsT pa3HbIX BozneiicTBuil. Habmomas 3a
pa3BUTHEM paMeT (BereTaTMBHBIX MOOEroB, KOTOPbIe
JIOJDKHBI JJaTh HAayaJlo HOBOMY OPraHU3MYy), aBTODBI
MBITATUCH Y3HAaTh, CITIOCOOHBI JIM pacTeHust pu (op-
MUPOBAaHUM paMeT “Y4MTHIBATh”’ TMPOLUIBIIA OMNBLIT U
¢dbopMHupoBaTh paMeThl B TOM HallpaBJI€HUU, KOTOPOE
OTITUMAJILHO JIJIsSl pa3BUTHSI TOTOMKOB.

DTta pabora U Apyrve McjieqoBaHUs “UHTEIEKTa
pacTeHuit” TIOABEPTaloTCs KPUTUKE — CTAaTUCTUYECKUE
JTaHHBIE SKCIEPUMEHTOB 1 X MHTEPIIpETalINsI HE BCE-
rna yoenutenbHbl (Mallatt et al., 2021). Tem He MeHee,
WICCIeOBAHUE TaKNX KJIOHOBBIX CUCTEM OYEHb WHTE-
pecHo. DopMUPYST CIOXKHBIC CETU 13 AECITKOB U COTEH
B3aMMOJIEHCTBYIOIINX ITOJIyaBTOHOMHBIX paMeT, KJIO-
HBI MOTYT OKa3bIBaThCsI ANMTUTEHETUYECKUMU MO3anuKa-
mu (Gonzalez et al., 2016). Takoit aKkynbTaTUBHBIIA
SIUTCHETUYECKUIT MO3aulIM3M (CBSI3aHHBII HE C Ha-
npasjieHueM UG bEepeHIIMPOBKU TKaHEe, a ¢ JIeii-
CTBHMEM YCJIOBUI Cpeabl) MOXET BOZHUKATh U3-3a TO-
ro, YTO pa3Hble YaCTU CETU MOTYT OKa3bIBaThCS B pa3-
HBIX YCJIOBUSIX W WMETb pa3HbIii BIMUTeHOTHII,
aIarTUPOBAaHHBIN K OIIPEeACICHHOMY BO3MIEHCTBUIO.
DKCIEepUMEHThl Ha TaKMX KJIOHAX MOTYT OLIEHUTb
poJib (baKyJIbTaTUBHOTO 3TUTEHETUYECKOrO MO3au-
U3Ma B MNOMACPKAHMM KM3HECITOCOOHOCTU BCETO
KJIOHA M UCCIEA0BaTh BO3MOXHOCTh OOMEHA 3Iure-
HETUYEeCKO nH(opMalimeit pa3HbIMU YaCTSIMU KJI0-
Ha. B kauecTBe MOOMIILHBIX 3pPEKTOPOB DM MOryT
paccMmatpuBathest Majble PHK (miPHK u siPHK),
yuactBytomine B PHK-3aBucumom MeTuinpoBaHUU
JHK u cmocoOHbIe nepeaBUraThbCsl MEXKIy I100erom
1 KOPHEM OJHOTO PacTeHMs MO Mja3MoaecMaM U 110
dnosme (Tamiru et al., 2018; Pagliarani, Gambino,
2019).

Tpetuii ocHOBaH Ha M3y4eHUHU €IMHWYHBIX pacTe-
HUI. AHAJIM3UPYIOT U3MEHEHMsI OHTOTE€HE3a OPraHOB
MPY Pa3HbIX BO3ACHCTBUSIX MW aHATU3UPYIOT pa3HbIe
YacTU OTHOTO paCTECHUSI, KOTOPbIE HAXOASTCS IO, BO3-
JeiicTBMeM pa3HbIX MUKpoycnoBuii. McciemoBanus
MoKa3ajar, 4TO (PaKyIbTAaTUBHBIM SIUTEHETUYECKUIA
MO3auII3M BBISIBISIETCSI HE TOJIBKO Y BEreTaTUBHO
pa3MHOXAIOIIMXCS pacTeHuil. Paznmmyus 1o ypoBHIO
n ocobenHocTaM metuanpoBanus JJHK obHapyxke-
HBI ¥ MEXAY Pa3HBIMU YaCTSIMU OTIEJILHBIX pacTe-
Huli nukoit naBaHnbl Lavandula latifolia (Lamiaceae)
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(Alonso et al., 2018; Herrera et al., 2021), namyba
ocTtpoauctHoro llex aquifolium (Aquifoliaceae) (Her-
rera, Bazaga, 2013), ToIojsi BOJOCHUCTOILUIOAHOIO
Populus trichocarpa (Salicaceae) (Hofmeister et al.,
2020). XoTsa paznuuusi He BeIUKU (MEXKIy BETBSIMU
JIaBaHIbI pa3andre 66110 Mo 6—8% MSAP-MapkepoB
no gaHnHbeIM Herrera et al., 2021), oHM cBHUACTEIIb-
CTBYIOT 00 OTHOCHUTEIBLHOM aBTOHOMHOCTHU Pa3HBIX
yacTeit MHOTOJIETHUX PACTE€HUI. DTU pa3Iu4us MOTYT
SIBJISITBCSI CJIGAICTBUEM PA3HOTO BO3ACHCTBUSI OKpYXKa-
IOIIUX YCIOBUM (IOCTYITHOCTh CBETa, TIOBPEXICHUE
MaToreHaMu, XKUBOTHBIMU U TIP.) U 3aBUCETh OT MPO-
CTPaHCTBEHHO-BPEMEHHBIX XapaKTePUCTUK Pa3BUTHS
TOT'O VUT MTHOTO MOITYJIS.

SApKoe cBUIAETENBCTBO CBSI3U (haKyJIbTaTUBHOIO
STMUTeHETUYECKOTo Mo3auliu3mMa u MopdoreHesa jau-
CTa MOJIy4YEHO MpU U3yYeHUU MHOTOJIETHUX ApeBec-
HBIX pacTeHui1 nagyda ocTponucToro llex aquifolium
(Herrera, Bazaga, 2013). lyist nagmy6a xapakTepHa re-
Tepodusinsg — HaJIMYMe Ha OMTHOM PaCTeHUU KaK Ipo-
CTBIX LIeJIbHOKPAaWHbIX, TaK 1 JIOMACTHBIX JUCTbEB C
mMmnamMu no kpaio (komwouue). [Ipyyem BeTku pacre-
HUi1, KOTOpble 00BENAIOTCSl OJIEHSIMU U KO3aMU, TO-
pasmo yalle coaepsKat KoJiroure JTUCThbs (76% BETOK),
YyeM BETKU HeTToOBpeXXIeHHBIX AepeBbeB (19%). Kpo-
M€ TOTO, YeM HMXKe BETKU pacMloJOXeHbI, TEM Jalle
OHM cofepxXatr Komoune JUcThs (1, = —0.698), uro
aBTOPBI OOBSICHSIOT OOIBIIIEH TOCITAEMOCTBIO TAKMX
BETOK JIJISI JKUBOTHBIX, T.€. pa3BUTHE IIUIIOB Ha JIM-
CThSIX — 9TO OTBET PAaCTeHUSI Ha MOBPEXIEHUE pacTe-
Huii xuBoTHeiMU (Herrera, Bazaga, 2013). MSAP-
aHaJIN3 JIMCThEB pa3HOl MOP(OJIOTUM C OTHUX U TeX
JKe BETOK ToKa3aj, YTO FeHOM LIeJIbHOKpPaHUX JIU-
CTh€B METWIMPOBAH CWJIbHEE, YeM KOJIOUUX JIU-
CTheB. DTU pe3yJbTaThl CBUAETEIbCTBYIOT O TOM, UTO
OM (B JaHHOM cilyyae — U3MEHEHUSI YPOBHSI METU -
JIMPOBAHUSI FTEHOMa) MOTYT OOYCJIOBUTD alalITUBHbIE
U3MEHEeHUsT MPOorpaMMbl OHTOTeHe3a JucTheB. OHU
TaKXe MOKa3bIBaIOT, YTO (PaKyIbTaTUBHBINM STTUTEHE -
TUYECKUII MO3aulIM3M MOXET CTAaHOBUTHCS OCHOB-
HbIM (pakTOpOM Bapuan MOp(MOJIOTUU MOAYJEH B
Mnpeaeaax OAHOTO paCTeHUs U, BOBMOXHO, (DaKTOpoM
STMUTEHETUYECKOro pa3HOOOpa3nsi MOTOMKOB OJHOTO
pactenust (Herrera, 2017). B oTin4yue oT KOHCTUTY-
TUBHOTO 3MUTeHETUYECKOTO MO3aulIM3Ma, KOTOPBIi
CBSI3aH C peajn3aliuei reHeTUYeCKUX MporpaMM pas-
BUTHUS BUAA, C TIOAJIepXKaHUEM UASHTUYHOCTU Opra-
HOB U TKaHell BHYTPU pacTeHMUsl, (haKyIbTaTUBHBIN
STMUTEHETUYECKUI MO3aulU3M OTPaXaeT BO3MOX-
HOCTb QJalITUBHOTO M3MEHEHUsI 3TUX MpPOrpaMm B
OTAENbHBIX MOIYJSIX PacTeHUsI B OTBET Ha BO3JAeHi-
CTBUE€ BHEIIHUX YCJIOBUIA.

IeTepodunrst ocobeHHO pacIpocTpaHeHa cpean
BOIHBIX pacTeHWil. JIMCThS, pacroJIoKeHHbIE Hal
BOJZIOM M MOJ BOAOI, MOTYT KaUYeCTBEHHO pa3iNJaTh-
cs o hopMe, aHATOMUIECKIM U (DYHKITMOHATBEHBIM
ocobeHHOCTIM. IlorpykeHHbIe B BOAY JUCThSI KakK
MpaBuJjio 6osiee pacceyeHHble, YeM HajaBomHble. Mc-
cienoBaHus 6osee 20 BUIOB pacTeHUIl ¢ reTepodu-
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JIMeii BEISIBUJI OCHOBHBIC BHELIHUE (paKTOPHI (IIOTPy-
KEHHOCTb, TeMmIlepaTypa) U BHyTpeHHUE (haKTOpPhI
(ropMOHBI), OIpeaessiione TUIl GOPMUPYIOLLIETOCS
qmmcra (003opel Nakayama et al., 2017; Li et al., 2019,
2021; van Veen, Sasidharan, 2021). OnHo 13 TIepBBIX
WCClIeNOBaHUM CBSI3U YpOBHS MeTuaupoBaHus JJTHK
¢ reTepod el BBITOJTHEHO Ha BOOSIHOM opexe Tra-
pa natans (Lythraceae), UMeIoI1eM CUJILHO paccedyeH-
HbIe MOABOAHBIC JIUCThsI. C NCTIOIb30BaHUEM UMMY-
HO-LIUTOXUMUYecKoro ompenencHuss SmC 1moka3aH
Oonee HU3KMU ypoBeHb MeTuaupoBaHus IHK B
MouyKax, TalolIMX Ha4aJlo pacCeYeHHBIM JUCTHSIM 110
CPaBHEHMUIO C II0YKaMU, U3 KOTOPBIX (DOPMUPYIOTCS
LeJIbHOKPaliHUe JTMCThsI HaABOAHOM yacTu (Bitonti
et al., 1996). Otu pe3yabTaThl CXOIHBI C pe3yJibTara-
MU HMCCJIEIOBaHUI KOIIOUMX JIMCTheB namyoa (Herre-
ra, Bazaga, 2013) u Takke yKa3bIBaeT Ha CyIIIECTBOBO-
BaHMU (haKyJIbTaTUBHOTO BMUTEHETUYECKOTO MO3au-
I13Ma 1 €T0 POJIb B IIPOSIBIICHUHU TeTepOMIINUI.

PaccMmoTpeHHBIe TipuMephl TTOKa3bIBaIOT, UTO 2-0i
U 3-uit NOaXoabl, B OTJAUYME OT 1-0T0, HE MO3BOJISIET
BBISIBUTb T€ KOHKpeTHbIe AU DEPEHIIMATBHO METH-
JiupoBaHHbIe yyacTku (JIMY) reHoma, KoTopbie 00y-
CJIOBJIMBAIOT M3MeHeHus ¢eHoTumna. OaHaKo Mo Me-
pe ymiyOjeHusi 3HaHUM O TeHETUYECKOM KOHTpOJie
OHTOTreHe3a OyAdyT MOSIBJSITbCSI HOBbIE BO3MOXHOCTH,
CBSI3aHHbIE C TECTUPOBAHUEM YPOBHS DKCIIPECCUU U
npoduiisi METUWJIMPOBAHUSI HE BCErO reHOMa, a KJIo-
YeBBbIX KOHCEPBATUBHBIX T€HOB, U3MEHEHUSI pabOThI
KOTOPBIX MOTEHILIMAJIbHO MOTYT OOYCJIOBJIUBATH IO~
xoxuit peHotun. IlpuMepoM TaKuX MCCICIOBAHUMN
SIBJISIETCSI aHAJIU3 BJIMSIHUSI BOAHOTO nedullMTa Ha
pa3BUTHE YCTbMII Ha JIUCTbSIX paCTeHUid apabu-
noricuc (Tricker et al., 2012). IToka3zaHo, 4TO B 3TUX
YCJIOBUSIX HAOJIIOAaeTCsl TUIIEPMETUIMPOBaHEe TeHa
SPCH, KOTOpBIii KOHTPOJUpPYEeT Pa3BUTUE YCTHUII.
DTO NMPUBOIUIO K YMEHBILIEHUIO UX YUCTIA Ha JIUCTE.
Bricokuit yposeHbr MeTwiupoBaHusi JIHK rena
SPCH v cHWXKEHHOE YMCJIO YCTBMI] HACIEOOBaJICS
notomkam (Tricker et al., 2013).

OnHoli U3 HauboJjiee MOJHO U3YYEHHBIX U KOH-
CEepBAaTUBHbBIX FTEHETUUECKUX MPOrPaAMM CETOJIHS SIB-
Jsiercst mporpamMa pasputusi aucra (Fritz et al., 2018;
Satterlee, Scanlon, 2019).) B a3T0ii cBsI31, 0cOOEHHO
XOPOUIKE MEPCHEKTUBBI OTKPbIBAIOTCS 1151 U3YyUEHUS
FeHETUYECKUX U SMUTEHETUYECKUX OCHOB reTepodu-
JIuM. AHaJIu3 DKCIIPECCUU T€HOB, UTPalOIIUX LEH-
TPAJIBHYIO POJIb B KOHCEPBATUBHBIX T'€HETUYECKUX
MporpaMmax pa3BUTHS JMCTa, ObLT MpOBedeH Ha 2
BUIax rerepodrmiabHbIX pacTeHnii (Nakayama et al.,
2014; Li et al., 2017; Kim et al., 2018). ¥ pacreHuii
Rorippa aquatica (Brassicaceae) (Nakayama et al.,
2014) u Hygrophila difformis (Acanthaceae) (Li et al.,
2017) paccedeHHOCTb MOrPYKEHHBIX JTMCTHEB OKa3a-
Jlach pe3yJIbTaTOM aKTWBallUWM B MPUMOPIAUSIX JIU-
CTb€B BbICOKOKOHCEPBATUBHBIX T'E€HOB, KOTOpbIE
MOAAEPKUBAIOT TUTIOPUIIOTEHTHOCTDb KJIETOK JIMCTA.
BTo reHbl Kiacca KNOX I, sKcripeccusi KOTOPbIX
MOAJAEPKUBAET AejJeHNEe KJIETOK U OIpeaesieT Bo3-
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MOXHOCTb YCJIOXHEHUsI CTpYKTyphl Jucrta (Blein
et al., 2008). ¥ o60oux BUAOB 3TU IT'e€HbI HE pabOTAIOT B
HAABOMHBIX LIEJIbHOKPAWHUX JIUCThSIX, HO 3KCIIpEC-
CUPYIOTCSI IpU pa3BUTUU pacceyeHHbIX (Nakayama
et al., 2014; Li et al., 2017). XoTs B 3Tux paboTax HET
aHann3a MmetunupoBanuusd JJHK unu mogudukammm
TMCTOHOB B JIUCTBSIX Pa3HOTO THIMA, MOXHO MPEAIo-
JlaraTb, YTO MMEHHO SIIUIeHEeTHYecKash Peryisiius
KNOX [-reHOB 1o BAUSTHUEM YCTOBUIA CPEIbl JIEKUT
B ocHoBe retepodwiun. I'enst KNOX I — usBectHast
MUIIIeHBb SITUreHeTudeckoi peryisiuu (Lodha et al.,
2008; Gaillochet, Lohmann, 2015). ITostomy, HeT
COMHEHUI1, UTO B peryIsITOpHLIX yuacTkax KNOX I- re-
HOB 3THX BUJOB MOXHO BbISIBUTh PETIPECCHUBHbBIE MET-
KU B HAABOAHBIX JIMCTHEB U X OTCYTCTBUE — B MOTPY-
JKeHHbIX. B 3TuX ucciienoBaHUsIX MOKa3aHO, UToO IJ1aB-
HBIM BHEIITHUM (haKTOPOM, BbI3bIBAIOIIIUM U3MEHEHNE
MOp@OJIOTUM JIUCTHEB, SBIsIeTCS TemiepaTypa. [ToHu-
KeHue Temiteparypsbl ¢ 26 10 20°C 1ocTaTOYHO, YTOOBI
pacTeHre HauruHa10 (hOPMUPOBATh PACCEUEHHBIE TN -
CTbsd BMecTO leabHbIX. Iloatomy R. aquatica wn
H. difformis saBasioTCcsl UnealbHbIMU MOJEISIMU JIJIST
OyayllIMX MCCIeIOBaHUN AWHAMUKU STMUIEHETUYE-
ckux Mogudukauuit B KNOX I-reHax 1pu U3MeHe-
HUUW BHEIIHUX YycJoBUii. BO3MOXHO, UMEHHO 3TU
MOJIEJIU TIO3BOJISIT paciindpoBaTh NOCAe10BaTENb-
HOCTb MOJIEKYJISIDHBIX COOBITHIT, KOTOPBIE 3aITycKa-
IOTCS BHEIIHUMU BO3AEUCTBUSIMU U MPSIMO WJIU
OMOCPENOBAHHO aKTUBUPYIOT UJIU OJOKUPYIOT pa-
00Ty TeHOB, BOBJICUEHHBIX B AITUTE€HETUUECKYIO pe-
ryasiauio reHoB KNOX 1.

OTMeTHUM, YTO TIOMUMO TeTepODUJIMU Y pACTECHUI
€CTb U JpYyTrre MpUuMepbl KaueCTBEHHbIX Pa3inii MOp-
¢dosiornuu opraHoB y OHOTO BMJA WU Y OHOTO U TO-
ro Xe pacTeHUsT — TOJIMTaMUsl, TeTepOoKapIusl, 1uac-
nopusi. M3yyeHn1o reHeTuYecKux W STMUTeHeTuYe-
CKMX OCHOB MOJIMTaMUM y paCTeHU i OyeT MOCBsIIeH
OTHEeNbHBIN 0030p. PaboT 1o uzyyeHuto poiu OM B
MPOSIBJICHUM TeTepoKapnuu W AUAcCIOpUU aBTODPY
OOHaApPYKUTH HE yIaI0Ch.

YeTBepThlIil ITOAXON OCHOBAH Ha aHAJIN3e BHYTPU-
BUAOBOTO (peHOTUTIMYECKOTO mojimmopdusma. Ilpu
paboTe ¢ HEMOJEIbHBIMU BUIAMU OMNpPEACITUTL HC-
TUHHBIE TIPUYUHBI (HEHOTUNTMYECKUX Pa3TUIMA
CJIOXXHO M3-3a HaJIUUMSI BHYTPUBUIOBOTO TeHETUYEC-
ckoro momMopdusma. [1os3ToMy ynmoMsiHeM JTUIIb
OIHY M3 pabOT, KOTOpas BBIMOJIHEHA HA MaHTPOBBIX
nepeBbsix Laguncularia racemosa (Combretaceae),
MMPOU3PACTAIOIINX B MNPUIMBHO-OTJIUBHOM MOIOCE
MOpPCKUX ITobepexuii u ycThsax pek (Lira-Medeiros
et al., 2010). PacTteHns ¢ y4acTKOB C BEICOKMM 3aCO-
JIEHUEM OTJIMYAIOTCS OT TEX, UTO PACTyT B OJIarornpu-
STHBIX YCIOBUSIX IO MHOTUM MOP(OIOTHYECKUM TT0-
KasaTessiM, CpelIu KOTOPBIX caMble SIPKUE pas3Indust
HaGTI0IaJIUCH IT0 BEICOTE (COOTBETCTBEHHO, A0 3 U IO
40 Mm). AHammm3 reHetudeckoit (AFLP-ananu3 — am-
plified fragment length polymorphism) 1 anureHeTH-
yeckoil (MSAP-aHanm3) M3MEeHYMBOCTM MOKa3al,
YTO HOITYJISIIUY PACTEHUI C pa3HbIX Y4ACTKOB Pa3JIn-
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YarTCcs Kak Mo reHeTUYeCKUM, TaK 1 MO MUTEHETH -
YECKMM MapKepam, XOTS ypOBE€Hb W3MEHUYMBOCTHU
MEXy MOIYJISIUSIMUA MO 3MUT€HETUIECKUM MapKe-
pam ObL1 BbllIe. Kpome Toro, BeIsSIBACH 00Jiee HU3KUIA
ypoBeHb MeTunupoBanusg JJHK y pacrenmii ¢ 3aco-
JIEHHBIX YYaCTKOB 10 CDABHEHUIO C PACTYIIIUMHU B 00~
Jee OmaronpusaTHEIX yeioBusx (Lira-Medeiros et al.,
2010). XoTs 3TH TaHHBIE YKA3bIBAIOT HA BO3MOXHYIO
BaXKHYIO posib OM B afanTaiMy pacTeHUI K pa3HbIM
YCJIOBUSIM CYIIECTBOBaHUSI, OHU HE TOKa3bIBAIOT CYy-
LIECTBOBAHUE CBSA3U MEXIY (DEHOTHUIIOM U BBISIBJICH-
HBIMU U3MEHEHUSIMHU ypoBHs MeTrimpoBaHus JJTHK.

st moaTBepXKIeHUsT CBS3U (PEHOTUIMUUECKUX
paznuuunii ¢ OM aHaIu3UpPyIOT GEHOTUITUYECKUE U3-
MEHEHUS MEX]Yy JIMHUSIMU Ha (hOHE UCTIONb30BaHUS
nHrnontopos MetunrpoBanus JJHK S-azanutununa
i 3eb0ypannHa (cM. Harpumep, Alonso et al., 2017;
Miinzbergova et al., 2018; MamkwunHa, Tabamkas,
2020). Ilpu rcye3HOBEHUHU WIX CIVIAXKUBaHUU (peHO-
TUTTMYECKUX PA3IMIM IeJlaeTcs 3aKiIIoueHue 00 yJa-
CTUU SIUTEHETUYECKMX MEXaHU3MOB B UX MOSIBJICHUU
B UCXOIHBIX TTOMyIsiliusiX. OmHako AeiicTBYE 3TUX WH-
TMOUTOPOB MOXET HapylllaThb pa3BUTUE PaCTeHUU U
3aTPYAHSATh TPAKTOBKY pPe3YyJbTaToB. Takum oOpa-
30M, UCCJIeIOBaHMsI, BBIITOJJHEHHbIE HA MTPUPOIHBIX
(He KJIOHOBBIX) MOIMYJISILMSIX, B KOTOPBIX BCErIa UMe-
eTCsl TeHEeTUYeCKUi TnoaumMopdusM, HE MOTYT HUC-
KJTIOUUTh €ro OIPEACSIIONIEro BAUSHUS Ha JIo0ble
¢deHoTUNMMYECKre MPU3HAKHU.

BTy npobieMy IMOMOraloT PelUTb MOCTOSHHO
paciupsionecss BO3MOXHOCTU IIIUPOKOMACIITa0-
HOT'O aHaJIn3a FTEHOMOB, METUJIOMOB U TPAHCKPUTITO-
MOB. CerojiHsi OHY YCIEIIHO peain3yI0TCsl HE TOJIbKO
Ha apabuJIoTICUC, HO U Ha AUKOPACTYIIUX U KYJIbTYpP-
HBIX PACTEHUSIX C MCITOJIb30BAaHUEM Pa3HbIX MOAXO-
noB (0630p Gahlaut et al., 2020). B uccnenoBaHusix
Ha o0pa3iax IMKOPaCTyIIMX U KOJIJIEKIIMOHHBIX pac-
TEHWI, HAa cOpTaX U UMOPETHBIX TUHUSIX KYJbTYPHBIX
pacteHuii BbIsIBNIeHBI JIMY reHoma, acCouMMpoOBaH-
HbIE C oIpenesieHHbIM (heHOTUITNYECKUM MTPHU3HAKOM,
a B HEKOTOPBIX CJIy4asix — BBISIBJICHBI T€HbI-KaHIM1a-
ThI, KOTOPBIE JIOKATU30BaHbI psIoM ¢ 3Tumu JIMY u
U3MEHSI0T cBoo akcnpeccuro (Ha et al., 2020; Lu
et al., 2020).

3AKJIIOYEHHME

brmaropgapst ncnoiab30BaHUIO Pa3HOOOPA3HBIX ITTOMI-
XOJIOB JIJIs1 U3y4YEHUsI POJIU SIMUTCHETUYECKIX MEXaHU3~
MOB B OJINBAPUAHTHOCTHU PA3BUTHS PACTEHUI CETOTHS
SKCIIEPUMEHTAJIBHO J0Ka3aHbl CJICAYIOLINE TOJIOXKE-
Hust: (1) yclioBuUsl cpelbl IIpOU3pacTaHusl, CTPECCOBBIE
BO3IEICTBYS BBI3bIBAIOT U3BMEHEHHUE SITUTEHOMA; YaCTh
BO3HUKaIOMX DM aganTuBHa; (2) SOUTreHeTUIECKIE
M3MEHEHUS HACJICIYIOTCS IIPU COXPAaHEHUHU YCIIOBUIA,
BBI3BaBIIMX U3MEHEHUS, MMPUMEPHO IMOJOBHMHA DM
CTaOMJIBHO TIepeacTcs MOTOMKAaM B COOTBETCTBHE C
3akoHaMu MeHnenst; (3) npu M3MEHEHUU YCIIOBUIA
npexHue DM IOCTENEHHO UCUe3aloT, XOTSI YPOBEHb

EXOBA

CTaOMJIbHOCTU pa3HbIx DM pasiuueH; (4) BHyTpUBU-
noBasi Mopdosiornyeckass U3MEHUYMBOCTb PACTCHUIA
00yClIOBJIeHa HE TOJBKO T'€HETUYECKUM ITOJUMOpP-
¢u3MoM, HO M DBHUTCHETUYSCKUMU Pa3INIUsSIMU
MeXay pacteHusMu; (5) MHorue Mop@oJaoruieckue
1 (GU3MOJIOro-OMoXuMHUIecKre TMpU3HaK, OTAUYa-
IOIlME pa3HbIC YaCTU OJHOIO PACTEHUSI — Pe3yJIbTaT
¢aKkyJIbTaTUBHOIO SIIMIEHETUYECKOIO MO3auIn3Ma,
KOTOPBIA BO3HUKAET M3-3a Pa3InuMili MUKPOYCIO-
BUi1, BO3IEICTBYIONINX Ha Pa3HbIe YACTU PACTECHMSI.

DTU TMOJIOXKEHUS YKa3bIBAIOT Ha CYIIIECTBOBAaHUE Y
pacTeHUi YHUKAJIbHBIX OCOOEHHOCTEN (PYHKIIMOHU-
pPOBaHUSI AMUTEHETUYECKMUX MEXaHU3MOB. JleicTBU-
TeJIbHO, paboTa DP y pacTeHUi1 HAXOAUTCS MO KOH-
TpOJIEM YCJIOBUIT OKpyXarolei cpenbl. Bo3neiicTBue
OKpyXarolieil cpeabl MOXET ObIThb HEe crenuduye-
CKUM (32 CUET CHUKEHUS YPOBHS TOHOPOB METUJIb-
HBIX TPYTIN) U clieuu¢UIecKuM, OCHOBAaHHOM Ha aK-
TUBALMU IKCIIPECCUM OTIEJIbHBIX TeHOB — DP 1 ux
BO3JICICTBUM Ha OTIpeIeICHHbIE TeHbI-MUILIEHU. DTU
U IpyTHe pacCCMOTPEeHHbBIE B0030pe MeXaHU3Mbl MOTYT
00yC/IOBIMBaTh U3MEHEHNE IKCIIPECCUM OIpeaeIeH-
HBIX TPYMIT T€HOB M OOBSICHATH aJallTUBHOCTh D M.
CoxpaHeHre aganTUBHBIX DM y IIOTOMKOB obecIie-
YUBaeTCsl MOAAEPXKMBAIOIIMMU METUITpaHChepazamMu
W TOJIOXKUTEJTBHBIMUA OOPaTHBIMU B3aWMOJICUCTBUSIMU
MEXIy pa3HbIMU SMUTEHeTUYeCKUMHU MeTKamu. Ha pa-
00Ty yKe M3BECTHBIX DP MOTYyT BIUSITh M HETABHO OT-
KpBIThIE crieluguieckre sl pacteHuil reHsl. [Ipo-
JYKTbI 3TUX TEHOB MOTYT JIMOO HapylaTh, MO0 aKTH-
BUpoBaTh padoTy DP. HeT coMHeHus1, 4yTO y pacTeHUIA
OyIyT OTKPBITHI 1 HOBbIE DP, BiusIOIIME HAa AMHAMUKY
OM, 1MOCKOJIbKY Aaxe y apaOuAorNCucC A0 CUX Top He
m3BecTHa pyHKIMS ~30% TeHOB SiIepHOIo reHOMa.

HccnenoBaHuii 31IMreHETUYECKMX OCHOB BHYTPH-
BUIOBOI (heHOTUITMYECKOII M3MEHUMBOCTU CTaHO-
BUTCS BCe OOJbIIIE, OMHAKO OaXe IpU “OMHKCHOM”
WUCIIOJIHEHUHU, TPEOYIOTC AOITOJIHUTEILHBIE TTOATBEDP-
XKIIEHUsI TOTO, UYTO BBISIBJICHHBIC aCCOLIMALIAN MEXKIY
¢$heHOTUIIOM U STMHAJLIETISIMUA TeHOB-KAaHINIATOB 00Y-
CJIOBJIEHBI IPUYNHHO-CIEACTBEHHBIMU CBA3sIMU. Ce-
TOJIHSI pa3padaThIBAIOTCSI HOBBIC TTOAXOMbI IJIST TAKUX
noaTBepXaeHM. Mcrnonmb3ys crienuaibHble CUCTEMBI
IUIST SMUT€HETUYECKOTO PENAKTUPOBAHUSI T€HOMOB,
MOXHO C UX [IOMOIIBIO ITPUBJIeKaTh 0eaku — DP K re-
HaM-KaHIWAaTaM, U U3y4aThb BIMSIHUE 3TUX MOMIU-
¢ukanmit Ha ¢deHotun (Gallego-Bartolomé et al.,
2020; Fal et al., 2021; Selma, Orzaez, 2021). OMukc-
Hble TOOXOOBI U OMOTEXHOJIOTMU HAaIpaBIeHHOTO
yIIpaBJI€HUsI SMUTeHETUYECKMMHU IIpOliecCaMU OT-
KpbIBAIOT HOBBIE ITEPCITEKTUBBI B U3YYEHUU HAYyIHBIX
OCHOB IUTACTUYHOCTH Pa3BUTUS paCTeHUIT U PaKTHU-
YEeCKOM MCITOJIb30BaHUM HacaeayeMbix DM.

ONHAHCHUPOBAHUE PABOThI

PabGora BEIMOTHEHa IIpyM (UHAHCOBOM ITOMICPIKKE
Poccuiickoro ¢oHma ¢pyHmaMeHTaJIbHBIX MCCIIEN0BaHUMN
(rpoekTbl Ne 19-04-00149 u Ne 20-14-50020).
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COBJIIOJEHUE 5TUYECKUX CTAHOAPTOB

Hacrostmmit 0630p HE COACPKUT OINMCAHUA BbIIIOJ-
HCHHBIX aBTOpaMHn UCCIEIOBAHUI C UCMOJIb30BAHUEM XU -
BOTHBIX B KA4eCTBE OOBEKTOB U C ydyaCTuem JoAei.

KOH®JIMKT MHTEPECOB

ABTOp 3asBJISIET, YTO KaKO-T1M00 KOH(MIMKT MHTEPe-
COB OTCYTCTBYET.
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Plants have a unique ability to adapt ontogenesis to changing environmental conditions and stress factors.
This ability is based on the existence of two features of epigenetic regulation in plants, which at first glance
seem to be mutually exclusive. On the one hand, plants are capable of partial epigenetic genome reprogram-
ming, which can lead to the adaptation of physiology and metabolism to changed environmental conditions,
as well as to changes in ontogenetic programs. On the other hand, plants can exhibit remarkable stability of
epigenetic modifications, which allows epigenetic modifications to be transmitted to vegetative and sexual
generations. The combination of these inextricably linked epigenetic features not only ensures survival in a
sessile lifestyle, but also underlies a surprisingly wide morphological diversity of plants, which can lead to the
appearance of morphs within one population and the existence of interpopulation morphological differences.
The review discusses the molecular and genetic mechanisms that determine the paradoxical combination of
the properties of stability and lability of epigenetic modifications and may underlie the developmental poly-
variancy. The existing approaches to studying the role of epigenetic regulation in the manifestation of poly-
variant ontogenesis are also considered, their limitations and prospects are discussed.
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