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Ilepexon 3apoAbIleii U3 COCTOSIHUSI TOKOSI B BO3AYILIHO-CYXUX CEMEHAX B COCTOSIHUE C BBICOKOAKTBHBIM
MeTaboIM3MOM B ITIpolecce IPOpacTaHUsl COMPOBOXIACTCS 3HAYMTEbHBIMU M3MEHEHUSIMU KaK IpO-
CTPAHCTBEHHBIX, TAK U BPEMEHHbBIX ATTEPHOB DKCIIPECCUU T€HOB U KOHTPOJIUPYETCS MHOTOYPOBHEBBIMU
PEryJISITOPHBIMU CETSIMU. ALIETWJIMPOBAHUE TMCTOHOB — OAMH M3 HauboJjiee TMHAMUYHBIX SIUTeHETUYC-
CKMX MEXaHU3MOB, UTPAIOIIMI BaXKHYIO POJIb Ha 3Tarax OBICTPBIX IIpeoOpa3zoBaHmii PYHKILIMOHATBLHOM aK-
TUBHOCTH KJIETOK. XapaKTep U CTeNeHb alleTUJIMPOBaHUs OEJIKOB XpOMATHHA 3aBUCST OT TPAHCKPUITLIOH -
HOIT aKTUBHOCTH XpOMAaTHHA, a TakKe cBsi3aHbl ¢ peruiukauueit JIHK u kinetounbiMm nukiiom. I[Monyyenue
B IIEPCIIEKTUBE MOJHON KAPTUHBI y4acTUsI MOAMGUKALIMY TUCTOHOB B IPOLIeccax MpopacTaHUsl CEMSIH Oy-
JIeT MOJIE3HO [IJIsI ITOBBIILIEHUS YPOXKANHOCTU CEIbCKOX03SIMCTBEHHBIX KYIBTYP, KaK CIIOCO0 OLIEHKU Kaue-
CTBa U KM3HECIIOCOOHOCTU CEMSIH Mepe MOCEBOM, U TTO3BOJIMT pa3paboTaTh METOABI YIIPABJICHUS pealu-
3al[IM T€HETUYECKOTO MTOTEHIINAJIA PACTEHUIA.
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BBEJEHUWE

Bakneitmm 3TarmoM XN3HEHHOTO 1IMKJIa PACTeHUS
SIBJISIETCSI TIEPUO, TIPOPACTaHMsI, KOTOPBI HAUYMHAETCSI
¢ HaOyxXaHMsI CEMSTH U 3aKaHYMBACTCSI MOSIBJICHUEM KO-
pemka (Nonogaki et al., 2010; Nonogaki, 2014). I1epe-
XOJI 3apOJIBIIIIA U3 COCTOSTHIS TTOKOST B BO3IYIITHO-CYXUX
CeMEHaX B COCTOSTHIE C BBICOKOAKTUBHBIM META00 3~
MOM TpeOyeT 3HAUMTEIbHBIX U3MEHEHUM KaK IPO-
CTPAHCTBEHHBIX, TAK M BPEMEHHBIX ITATTEPHOB BKC-
MPECCUM T€HOB 1 KOHTPOJIMPYETCS] MHOTOYPOBHEBBIMU
pEeryJIITOpHBIMU ceTsaMu (van Zanten et al., 2011; Lu-
jan-Soto, Dinkova, 2021). OmHUMU U3 PETYISITOPHBIX
MEXaHM3MOB, MMECIOIIMX pellaloniee 3HaYeHUe s
MHOI'MX OMOJIOTMYECKMX IIPOLIECCOB, SIBIISIIOTCS SITUTe-
HeTH4YeCcKre MOOM(PUKAIIM XPOMATHA, BKITIOYAOIIINE
B cebs1 MeTupoBaHue JJHK, Mmonudgukalyy rucToHOB
U peMonenpoBaHue xpomatrHa (Zhang, Ogas, 2009).

Kommnekc smepHoit JIHK ¢ rucroHamu oGpasyer
TEepBBII YPOBEHb OpraHm3anni xpomocom. Hecmotps
Ha BBICOKYIO KOHCEPBAaTUBHOCTb MOCJ/IEIOBATEIbHOCTA
AMUHOKWCJIOT, TMCTOHBI MOTYT OBITH IIPEICTaBICHBI
KaK TMCTOHOBBIMU BapMaHTaMHU, TaK M IIOIBEPraThCs
MOCTTPAHCJISLIMOHHBIM MOIU(UKALIMSIM, TEM CaMbIM
OCYILECTBJISISI BKJIAA B TEHHYIO PETYIISILINIO 1 SITUTEeHE-
TMYecKuii caitnieHcuHr (Marifio-Ramirez et al., 2005;
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Liu et al., 2010). Hykieocoma, SIBASIOIIASICS OCHOB-
HBIM [OBTOPSIIOIIMMCST 3BeHOM XpOMaTHWHAa, COCTOUT
M3 BOCBbMHU MOJIEKYJI TMCTOHOB, OOpa3yIolINX HYKJICO-
coMHBIN Kop (o nBa H2A, H2B, H3 u H4), Ha koTo-
pyo B cBo10 ouepenb 3akpydeHa JJHK, HacanTweiBaro-
mast 145—147 n.H. C TOYKM 3peHUs CBOETO PacIoJio-
KEHUSI B TUICTOHOBOM OKTaMepe, Tuctonsl H3 u H4
WTPAIOT KIIIOYEBYIO pPOJIb, OKa3bIBas BIMSHUE Ha
CTPYKTYpPY U TMHAMMKY XpOMaTHHa, a TakKe Ha 3(h-
¢dextuBHOCTH TpaHcKpuIu (Azad et al., 2018). ITu-
croH H1 cBsa3wiBaeTcsa ¢ HeHykieocomHoi JIHK, cra-
OWJIM3UPYST HYKJIEOCOMY, TEM CaMbIM CITOCOOCTBYSI
KOMITaKTH3allMK1 XpoMaTuHoBoit pudpmuiel (Davie,
2003). JHK cBs13aHa ¢ THICTOHOBBIM KOPOM MOHHBI-
MU B3aUMOJEMCTBUSIMHU MEXIY OTPULIATEIHLHO 3apsi-
>KEHHBIM caxapodocdaTHbIM OCTOBOM U TUCTOHAMU,
OorarbIMM TOJIOXKUTEJILHO 3apsKEHHBIMU aMUHO-
kuciiotamu apruHuHoM (R) u musunoMm (K) (Davie,
2003). KomImiekc 10CTaTOYHO IWMHAMUWYEH 1 B3aMMO-
neiictBue JJHK ¢ GenkamMu MOXKET yCUIIMBATLCS WA
0CJIa0IAThCS TION NeACTBUEM Pa3IMIHbIX (PaKTOPOB.
N-KOHIIEI aMMHOKMCJIOTHBIX OCTATKOB TMCTOHOB, CBO-
0OOIHO BBIXOISIINME Ha MOBEPXHOCTHh HYKJIEOCOM, MO/ -
BEPKEHBI MHOTOYMCICHHBIM MOAM(MDUKAITASIM.
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OnHoit 3 HanboJIee N3y4eHHBIX TOCTTPAHCIISIIIN -
OHHBIX MoAU(MUKALMA SBISETCS aLCTUINPOBaHUE
OoIpeIe/IcHHBIX JIM3MHOB, PACIIOJOXEHBIX B N-KOH-
LIEBBIX XBOCTOBBIX IOMEHAX OCHOBHBIX TICTOHOB. Alle-
TWJIbHA4 TpyIlIia HEUTpaAIU3yeT MOJOXUTEIbHbIN 3a-
PSII TUCTOHOB, YCUJIMBAET TUAPO(POOHOCTD, YBEINY-
BaeT pa3Mephbl aMUHOIPYIIIBI, YTO BIMSIET HAa YIIAKOBKY
xpomaruHa (Loidl, 1988, 1994; Hong et al., 1993; Gar-
cia-Ramirez et al., 1995) u 1oCTyIMHOCTb peryasiTop-
HbIx obnacteit JIHK (Vettese-Dadey et al., 1996). Tak-
>Ke alleTWIbHAs TPYyIINa SIBJISIETCS CATOM CBSI3bIBAaHUSI
psina OeIKOB, YYaCTBYIOIIMX B pPeMOACIUPOBAHUUA
XpOMaTHHA, TPAaHCKPUIILINU, PEIUIMKALIAN, PEKOM-
ounamuu u penapanuu IHK (Lee et al., 1993; Mus-
selman et al., 2012; Gong et al., 2016; Hu et al., 2019).
Hampumep, y puca (Oryza sativa) HyKJieocoMa MoO-
TEeHLMAJILHO uMeeT 38 caiiToB alleTUJIMPOBAHUS JIU-
31MHa, U3 KOTOPBIX 3KCIIEPUMMEHTAJIbHO ITOKa3aHO
aleTWIMpOBaHue B mojoxeHusx 9, 18, 23, 27, 36, 79
u 122 rucrona H3 (H3K9, H3K18, H3K23, H3K27,
H3K36, H3K79, H3K122) u B nonoxeHusx 5, 8, 12,
16, 91 rucrona H4 (H4K5, H4K8, H4K 12, H4K16 u
H4K91), yro oGecrieurBaeT 3HaYUTEIbHbIE BOZMOXK-
HOCTH 111 KOHTpoJs Bzaumoneicteust IHK ¢ TpaH-
CKPUITLMOHHBIMU (haKTOPaMH U PETYISITOPHBIMU OeI-
kamu (Du et al., 2013; Lu et al., 2015; Mahrez et al.,
2016; Xue et al., 2018).

M3BecTHO, UTO alleTUJIMPOBAHUE TMCTOHOB JEKOH-
JEeHCUPYeT XPOMATUH U aKTUBUPYET TPAHCKPUIILIM-
OHHYIO aKTUBHOCTB, a TAaK3Ke CBSI3aHO C MpoLeccaMu
peruukanu JJHK v ki1etounbIM 1IMKIIOM (Spencer,
Davie, 1999; Jasencakova et al., 2000). Hampuwmep,
aneTmommpoBanue mo caiitam H4K5, H4KS8, H4K12,
H4K16 u H3K9, H3K 14 H3K 18, H3K23 BiieueT 1eKOH-
JIeHcHpoBaHHue CTpYKTypbl HykjeocoM (Loidl, 1988,
1994; Garcia-Ramirez et al., 1995), u3ameHsieT B3aumo-
neiicrBue ructoHoB ¢ JIHK (Hong et al., 1993), 06-
JIETYaeT JOCTYII U CBSI3bIBaHUE (DAKTOPOB TPAHCKPUII-
U ¢ TeHaMu, TpaHckpnonpyembiMu PHK -mromame -
pazamu 11 vt 111 (Lee et al., 1993; Vettese-Dadey et al.,
1996; Fuchs et al., 2006). B cBoto oyepenb, maTTepH 1
CTelleHb alleTUJINPOBaHUs GEJIKOB XpOMaTUHA 3aBU-
CUT OT TPAHCKPUMLIMOHHOI aKTUBHOCTH XpOMaTHHA,
yTo (POpMUpPYET IETIM MOJOXKUTEILHON 0OpaTHOI
CBsI3U, TIOAAepXKuBalomieit TpaHckpumnuumo (Martin
et al., 2021).

bonbliiiasg yacth caliTOB alleTUWJIMPOBAHUSI KOH-
cepBaTUBHA JIJIsl pa3HbIX BUAOB pacTeHMii. Tak, caiit
H3K36ac 6611 06HapykKeH KaK y FOJIOCEMSIHHBIX,
TaK U Yy MHOTUX BUJOB MOKPBITOCEMSIHHBIX pacTe-
Huit (Mahrez et al., 2016). B To e Bpems pacnpene-
JIeHUE alleTUJIMPOBAHHbBIX JIM3UHOB B TUcTOHax H3 u
H4 1o renam BupocrnienmnguyHo. BeITO mokaszaHo,
uto y Arabidopsis thaliana n Oryza sativa 061acTU XpO-
MaTHHAa C alleTUJIMPOBAaHHBIMY JIM3UHAMU IO caiiTam
H4K16ac 1 H3K23ac neMOHCTpUpOBaIUd BbICOKHUIA
YPOBEHb BKCIIPECCUU TEHOB, XOTSI T€HbI, OOOTaIIICH-
Hble H4K16ac, y 3TUX pacTeHMiT CBSI3aHbI C Pa3INYHbI-
mu ouonornueckumu npoueccamu (Lu et al., 2015).
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ALUETUJITPAHC®EPA3bI U JEALLETUJIA3bI
I'MCTOHOB PACTEHHMUUA

KmtoueBbiMu  (pepMeHTaMU, PETYIUPYIOIIMMUT
aleTUWIMPOBAHUE TUCTOHOB, SIBJISIFOTCSI TUCTOHOBBIE
aneruntpancdepassl (HAT, histone acetyltransfer-
ase) u rucroHoBbie Aeanetwiazbl (HDAC, histone
deacetylase) (Kouzarides, 2006; Hartl et al., 2017).

HATSs nepeHocsr auetwibHyto rpymiry (CH3COO™),
JIOHOPOM KOTOPOIA siBJisieTcs alleTu1-KoA, Ha e-aMuHO-
TPYIILY (NH;) crieun(prIeCKNX OCTATKOB JIM3MHA Ha
N-KOHIIaX TMCTOHOBBIX 0elKOB (B ocHOBHOM H3 u
H4) (Kumar et al., 2021). CnegoBarteIbHO, alleTHIN-
pOBaHME T'MCTOHOB MOXET PETYJIMPOBATHCS HATUYU-
em anetuii-KoA B pacTutenbHbIX KileTKax. IToka3a-
HO, YTO MyTallM¥ B TeHaX (DepMEHTOB, yJaCTBYIOIIUX B
OouocuHTe3e M Karabonusme aieTmwi-KoA cHIKaioT
WJIM COOTBETCTBEHHO ITOBBIIIAIOT YPOBHU alleTUIM-
poBaHUS TUCTOHOB 110 Bcemy reHomy (Hu et al., 2019;
Xu et al., 2021).

IT'icToHOBHBIE alleTHITPAaHC(epas3bl IeISATCI Ha IBa
kinacca: HAT-A u HAT-B. Ilo nomeHHOMY cocTaBy
HAT-A rpynmupytorcs B yeTbipe cemeticTBa: 1) HAG —
anerunTpaHcdepasbl cemeiictBa GNAT (GCN5-relat-
ed N-terminal acetyltransferase); 2) HAM — aueTuJ-
TpaHcdepasnl cemeiictBa MYST (MOZ, Ybf2/Sas3,
Sas2 u Tip60); 3) HAC — auetuntpancdepassbl, OT-
Hocstmecs K 6eakam p300/CBP (cAMP-responsive ele-
ment-binding protein); 4) HAF — anetmirpancdepasbl
cemeiictBa TATA-cBsa3biBatomx 6enkoB (TAFII250)
(Liu et al., 2016; Fina et al., 2017; Gan et al., 2021). Y
apabupgoricrca ooHapyxKeHbl Tpu 6enka Tuna GNAT:
GCNS (HAG1), ELP3 (HAG3) u HAG?2; aBa tuna
MYST: HAM1 (HAG4) un HAM2 (HAGYS); risiTh TU-
o p300/CBP 6enkos: HAC1, HAC2, HAC4, HACS
n HACI12 u nBa Turma TAF1: HAF1 n HAF2 (Pandey
et al., 2002; Servet et al., 2010; Boycheva et al., 2014).

ITomumo HAT-goMeHa, TMCTOHOBBIE aLICTUJITPAHC-
depassl cemeiictB GNAT, p300 u TAFII250 comepxkar
OpOMOIOMEH, KOTOPBII paCMO3HAET U CBS3bIBAETCS C
alleTWIMPOBAaHHBIMM OCTaTKaMM Ju3uHa. [Ipenmno-
JiaraloT, 4YTO B3aMMOJEUCTBUE C ONpeae/eHHbIMU alie-
TWIMPOBAHHBIMU OCTaTKaMU MOXET CIOCOOCTBOBATh
aktuBauuu HATSs, oGieryasi aneTuaMpoBaHue Apy-
rux muineHeit (Gong et al., 2016). IlokazaHo, 4TO
anetnntpancdepaza GCNS, crienmnduyHo alieTHIn -
pytomiasi H3K14ac, noBelliaeT ypoBeHb alleTUIIMPO-
Banusg H3KO9ac, criocoOCTBysI NpUBICYESHUIO IPYTUX
HATS, ocymectsismonux atuerwinpoBadnue H3K9 i
npenoTepanaimx akTuBHocTh HDACSs, Takux Kak
HDA19, xoTopble BBITIOJHSIOT yaajeHUe 3TOU TU-
cronoBoii MeTku (Kim et al., 2020). AueTuarpaHc-
depa3sl MYST conmepxkaT XpOMOJIOMEH, KOTOPHBIM
MoxkeT cBsa3biBaThbest ¢ PHK (Kumar et al., 2021).

HAT-A nokanusyroTc B siIpe KIETKU U alleTUIIU -
PYIOT KOPOBBI€ TUCTOHBI HyKJIeocoM (Brownell, Allis,
1996; Roth et al., 2001). Kpome Toro, HAT-A neiicTBy-
0T KaK KOaKTUBATOPbI 1 PETYJISITOPbl TPAHCKPUITLIUU,
a TaKXe CIOCOOCTBYIOT B3aUMOAEUCTBUIO MEXIY
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KOMITOHEHTAaMU TPaHCKPUIILIMOHHOTO amnmapara u
MOTYT ITOAAEP>KMBATh IMpo1ecc TpaHcKkpuniuu (Boy-
cheva et al., 2014). HAT-B HaxonsTcs Kak B s1Ipe, Tak 1
B LUTOIUIA3ME M KaTaJU3UPYIOT aleTUIMPOBAHUE
BHOBb CUHTE3UPOBAHHLIX TUCTOHOB Tepel UX COOPKOIA
B HYKJIEOCOMBI; 00JIaIat0T BBICOKO CIIEIM(PUIHOCTBIO
B OTHOIIIEHUU alleTwinpoBaHus ructroHa H4 (Parthun
et al., 1996; Kolle et al., 1998; Haigney et al., 2015).

IT'ucToHOBBIE AealieTUIa3bl YIAISIOT alleTUIbHYIO
IPYIIIY C aMUHOTPYIII, IpUYeM Mo KpaiiHeit Mepe He-
KOTOpbIE M3 HUX AealleTUIMPYIOT KaK TMCTOHOBBIE, TaK
u HerucTtoHoBbIe Oeiku (Yruela et al., 2021). Y A. thali-
ana oricano 18 renoB HDAC, y O. sativa nnpentudu-
1mpoBaHo Tak xe 18 reHoB HDAC, y niienuusl ( 7rit-
icum aestivum L.) — 49 renoB HDAC, y BuHorpana
(Vitis vinifera L.) — 13 renoB HDAC (Hollender, Liu,
2008; Xu et al., 2021; Martinez et al., 2021).

V pacrenuit HDACSs nensitca Ha Tpu ToaceMei-
crBa: RPD3/HDAI1 (Reduced Potassium Dependen-
cy 3); SIR2 (Silent Information Regulator 2) u crieny-
¢duuHoe mist pacreHuii cemeiicteo HD2 (Pandey et al.,
2002; Alinsug et al., 2012; Hu et al., 2019). I1o romo-
JIOTUM C IPOXCKEBBIMU JealleTUIa3aMi CEMEMCTBA 10~
MOJTHUTEIBHO MONpa3nelIsiioTcsl Ha Kiacchl. Y A. thali-
ana 12 peauetunas otHocsitcss K RPD3/HDAIL: u3
Hux 1ecTsh saestioreas HDAC xinacca I (HDA6, HDA7,
HDA9, HDA10, HDA17 u HDA19), mate — kitacca 11
(HDAS, HDAS, HDA14, HDA15 n HDAI18) 1 onun
kiacc IV (HDA?2). Ase (SRT1 u SRT2) npunHamiexar
K cemeiictBy SIR2-nmono6HbIx (kace I11); u yeTwipe oT-
Hocsitesd K ity HD2 (HD-tyunsr): HD2A, HD2B,
HD2C, HD2D, no apyroit HomeHkinarype HDT 1—4,
cootBeTcTBeHHO (Pandey et al., 2002; Hollender, Liu,
2008).

AxtuBHOCT HDACS, mo-BuanMoMy, YaCTUIHO pe-
ryJIupyeTcsl 0eJI0K-0eTKOBBIMU B3aUMOACHACTBUSIMU.
Kpome toro, HDACs peryaupylooTcsl 3KCIpeccuein
TreHOB, CYOKJIETOUHOI JIoKayin3alueid u MmocTTpaHc-
JIIIMOHHBIMYA MOIU(PUKALTMSIMHA, TAKNMH KakK pocdo-
PWINPOBAaHUE, CyMOWIMPOBaHUE, TMPOTEOJIU3, U NIO-
CTYITHOCTBIO MeTabonudyeckux KodaktopoB (Dok-
manovic, Marks, 2005). Hannpumep, HATs 1 HDACs
MOTYT y4acTBOBaTb B PETYJISILUY IeTpaialluy OeJIKOB
U CKOPOCTbD JIeTpaialluy 3aBMCUT OT cTaTyca alleTHu-
JupoBaHus 6eska (Sadoul et al., 2008). bouio BbicKa-
3aHO TIPEANOJIOXKEHNE, YTO BOCIIPUUMYNBOCTh TMCTO-
HOB K ITPOTEOJIU3Y B XpOMATUHE MOXET PEryJIUPOBaTh-
cs NOo0aBJieHUEM WIM yHaJeHVWeM aleTUIbHBbIX WJIv
METWJIbHBIX TPYNIl Ha JIM3UHOBBIX OCTaTKax BOJU3U
MECT paclIEIUIEHUSI U YTO MOCTTPAHCIISILIMOHHBIE MO-
IU(UKALIUU MOTYT PETYJIMPOBATh CKOPOCTh IMPOTEOJIM -
3a (Mandal et al., 2014), TeM caMBIM IeiiCTBYSI KaK
HYKJIEOCOMHBIII KOHTPOJIb 3Kcrnpeccuu reHoB (Vafi-
na, Ivanov, 2016; Vafina et al., 2017, 2018).

YCITEXY COBPEMEHHOM BUOJIOTUU

ALOETUIINPOBAHUE/JEALIETUIINPOBAHUE
I'MCTOHOB B ITPOLECCE ITPOPACTAHUA
3APOABIINEN PACTEHUM

Ilepexon 3apoapliia OT BO3AYIITHO-CYXOrO COCTO-
SIHUSI B COCTOSIHME C BbICOKOAKTUBHBIM METa0OJIMU3-
MOM SIBJISIETCSI KPUTUUYECKUM 3TarioM B XXM3HEHHOM
HuKJe ceMeHHBIX pacteHuii (Nonogaki, 2014). ITpo-
pacTaHMe BKJIIOUAET CepUI0 TMOCIeN0BaTeIbHbIX CO-
ObITUI, HAUMHAas C MOIVIOLLIEHUS BO/Ibl BO3AYILIHO-CY-
XMMU CEMEHaMU U 3aKaH4YMBasl yIJIUHEHUEM OCH 3a-
polpbliiia U MpoKJIeBbIBaHWEM KopeliKa (puc. 1). Kak
U3BECTHO, 3aMyCK POCTOBBIX MPOLIECCOB OCYIIECTB-
JISIETCS 32 CUET PACTSKEHUS KJIeTOK. PacTsxkeHue xo-
TSI ¥ IPOMCXOAUT CHavyaja OTHOCUTEJIbHO MEIJICHHO,
OIHaKO OHO obOecrnieunBaeT OoJiee ObICTPOE COMpPHU-
KOCHOBEHME KOpellKa C IOYBEHHOM BJaroi, a 3aTeM
MPOHUKHOBEHWE €ro B MOYBY M TPOJBIKEHUE 3a
(GPOHTOM BObI, YEM €CJIM OBl MPOLIECC POCTa HAaYaJl-
csl ¢ neneHus kietok (JlaHoBud u np., 1982). B cyxux
3peJibIX CEMEHaX KJIETKU 3apo/iblilia MOTYT HAaXOAUTh-
csa B cocrosHusax G, u G,, ogHako TpeobsanaroT
KJIeTKU B cocTossHuu G, MO-BUAWMOMY, HarMeEHee
YSI3BUMOM COCTOSIHUM MEpPUCTEMATUYECKON KIIETKU
(Ja"oBuu u np., 1982).

B npopacraromux 3apoabliiax MIIeHUIBl 3aperu-
CTPUPOBAHO IISITh MUKOB MUTO30B (Yadav, Das, 1974)
CHayajla B KOpeIlKe, MOTOM B JIMCTOYKAX U TOJBKO
nocjie OJOCTUXKEeHUSI KopHeM 1.5 cM — B cTeblieBoit
Mmepucreme (cM. JanoBud u ap., 1982). Hanuuue He-
CKOJIbKMX YaCThIX ITMKOB MUTO30B B HavaJjie mpopac-
TaHUSI OOBSICHSIETCS, IO-BUAMMOMY, II€PEXOOOM
KJ1eTku oT coctossHus G, K cunTe3y JHK mnopius-
MU, TeM caMbIM oOOecrneuuBasli JIECUHXPOHU3ALINIO
KJIETOYHBIX JAeJIeHU, YTO XapaKTEePHO IJISl MOCeay-
foirero pocra oprata (Ivanov et al., 2002). Bo Bpemst
CO3pEBaHMsS CEeMSH Spa CKUMAIOTCS, a XpOMaTUH
CTaHOBUTCSI OYEeHb KOMITaKTHBIM (van Zanten et al.,
2011). YMmeHbllIeHNE YIJIOTHEHWSI XpOMAaTHUHA U yBe-
JIMYeHUE pa3Mepa siaep Ipu HaOyXaHUU CEMSTH CBSI-
3aHbI ¢ AUCIIepcHreil reTepoXpoMaTUISCKUX ITOBTOPSI -
IOIIMXCS IIOoCaenoBaTenbHoCcTell (van Zanten et al.,
2011). Haubonee cuiabHast feKOHASHCAIIMS XpOoMaTr-
Ha Ha0JI10J1aeTCsI HEMOCPEACTBEHHO TIepe/l popacTa-
HueM (van Zanten et al., 2011).

IIpu npopactaHUU IPOUCXOASIT ITMHAMUYECKE
MPOCTPAHCTBEHHO-BPEMEHHbIE U3MEHEHUS YPOB-
Hsl aleTUIMPOBAHUSI TUCTOHOB B TPOLIECCE pacTsiKe-
HUS, AeneHus 1 aud@epeHIMPOBKH KIIETOK (puc. 1).
Tak y Brachypodium distachyon oOGHapy>keHO, YTO IpU
HaOyxaHUU CeMSIH TOBBIIIAETCS YPOBEHb alleTUIN-
posanust H3K 18, H4K16 u H4K5, npudem B 1mmocite-
IylolleM IIpyM npopactaHuu ypoBeHb H4Kl6ac u
H4K5ac camkaercst (Wolny et al., 2017). H4K16ac u
H4K5ac oOGBYHO acCOLMMPOBAHBI C peIIMKaluei
JHK, HO MOCKOJIBLKY pernjMKanus HauyrMHaeTcs Ha
0oJiee MO3MHUX ATalaxX MpopacTaHus, aBTOPHI TIpe/-
MoJiaratoT, YTO B JaHHOM cjlydyae 3T MoaubuKaiuu
OTpaxaroT MPolIeCC peopraHru3aluy XpoMaTruHa npu
TOoM 143
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BosnyiiHo-cyxoe cemst HaoOyxaHue IIpokneBbIBaHUE U MTpOpacTaHue

S—M

® POCT KJIETOK PacTsDKEHUEM
VITMHEHHEe Kopenika

® AKTUBALIMSI TEHOB U HEMPEPBIBHBII
CHHTE3 OenKa

. o TpaHcKpunus u TpaHcasiuus MPHK

® POCT METabOINTUUECKOII aKTUBHOCTU o crnres THK 1 CKOOPIHHIPOBAHHBIIT
1 TOPMOHAJIIBHOIO KOHTPOJIst C HUM CHHTE3 TUCTOHOB

o tpaHcisaumsa MPHK matepuHckoro pacteHus, ® 3aIyCK MePBbIX MUTO30B

S
® BOIOMOIIOLIEHNE
© TIOBBIIICHNE NHNEHCUBHOCTHU JIBIXAHUST
® IUIPOJIN3 3aTaCHBIX YIVIEBOIOB U OCJIKOB
e penapauus JJHK u mutoxonapuit

BbICOKOAU (B HepeHIMPOBaH-
HBbIi 3apobILL

Peopranuzanus
XpoMaThuHa

FI/I66CpeJ'[I/IHI)I

@ .)) JTH3K5ac ) Tunponus kpaxmana

H3K9ac

TeHbl, CBSI3aHHBIE C SHAOCIICpMa
sodCp
© VAL2/HS1 AKTUBHOE COCTOSTHUE
VAL1/ HSI12 —_—— FeHEeTUYECKUX ceTeit

TpopacTaHust
I'eHBI KJTIOUEBBIX PETYIISITOPOB
cospeBanust LAFL

\@jJNL 1/SNL2

I'enst nerpanauvu ABK u
CHHTe3a THIeHa, ayKCMHA

Pocrt kopertikoB

TToBbIIIeHE KOHLIEHTPALIMK
ayKcuHa

At
47 (HDAIS) Caer

g

I'eHbl, CBSI3aHHbBIE ITpopacranue
C IIpOpacTaHueEM

CBeT
)) H4ac
Poct OcraHoBKa
TUITOKOTUJISL pocTta
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BBICOKAst

Puc. 1. ®usnonoro-mopdosornyeckue 1 MoJIeKyIsSIpHO-TEeHEeTUUECKUE MPOLIECChl U CXEMBbI alleTUIIMPOBaHMsl/AealeTUINPO-
BaHMSI, CBSI3aHHBIE C COOTBETCTBYIOIIMMMU CTaAsIMU ITPOPACTaHUsI 3apoIbliieii pacTeHUit. B KBanpaTtax 0603HauYeHbI HA3BaHUSI
BUIOB pacteHuit (Bd — Brachypodium distachyon; Zm — Zea mayse; At — Arabidopsis thaliana). [ncToHOBBIE alleTUATpaHChepa-
3bl (HAT) mmoka3zaHbl cepbIM IIECTUYTOJIbHUKOM, TUCTOHOBBIE AeanieTuaasbl (HDA) — cepbIM oBajioM, KOPeTyasiTOpbl — Oec-
IIBETHBIC OBAJIBI, CAWTHI AllETWJIMPOBAHUSI TUCTOHOB — MpsiMoyronbHuKU. ABK — abciimzoBas kucinora, ['b — rm66epemHbI.
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Tepexone KJIeTKA B METabOTMIeCKHN aKTUBHOE COCTO-
sHue (Wolny et al., 2017).

ONUreHeTUYeCKUE MEXaHU3Mbl CITOCOOHBI MOJTY-
JIMPOBATh 3KCIPECCUIO TEHOB, CBSI3aHHBIX C COCTOSI -
HUEM II0OKOS U MpopacTaHWeM, MMyTeM aKTHUBalluU
WINA pernpeccuy creuruIecKrux IMMOAMHOXECTB Tre-
HoB (Carrera-Castaino et al., 2020). I1pu aTom aneT-
JIMpOBaHUE/IealleTUJINPOBAaHEe THCTOHOB OKA3bIBa-
eT KakK IIOJIOXUTEIbHOE, TaK W OTpULIATeIbHOE
BJIUSTHUE Ha COCTOSIHUE TTOKOSI, B 3aBUCMOCTHU OT Te-
HOB, peryJIMpyeMbIX 3Toi MeTKoi. HarmpumMep, moka-
3aHO, 4TO ructoHaeauerwiaza HDA9 mpunmmaer
ydacTue B MOAACPKAHUM COCTOSIHUSI TIOKOSI B CYXMX
CceMeHax, JAealleTUIINPYsI Te€HbI, CBSI3aHHbIE C POCTOM
npopocTkoB (Zanten et al., 2014). PocT cuHTe3a nge-
anerwiasz HDA6 u HDA19 npu npopactanun obecre-
yyBaeT cHinkeHue auerwimpoBanus H3K9 u H3K4 B
5'-00JIaCTAX TEHOB TPAHCKPUITIUOHHBIX (haKTOPOB
LAFL (LECI1, ABI3, FUS3, LEC2), aBastomuxcs
KJTIOUEBBIMU PETYISATOPAMU CO3PEBAHMSI, UYTO 3aMyC-
KaeT reHeTUYEeCKUE CETU, CBSI3aHHBIE ¢ TIPOpacTaHu-
eM (Tanaka et al., 2008; Lujan-Soto, Dinkova, 2021).
B3aumMoneiicTBre rUCTOHIEAlleTHIIA3 C TeHAMU 00ec-
MEeYNBAETCS PETYJISITOPHBIMHU OelKaMHu, B TaHHOM
cJlydyae TPaHCKPUIILIMOHHBIMU peripeccopamu VAL
(VIVIPAROUS/ABI3-LIKE) (Zhou et al., 2013; Ch-
hun et al., 2016; Smolikova et al., 2021). HDAG6 Hanpas-
Jsietcs peryiasaTopHbiM 6ekom VALL, HDA19 — VAL2,
o apyroii Homenkiarype HSI2 (HIGH-LEVEL EX-
PRESSION OF SUGAR-INDUCIBLE GENE 2) n
HSL1 (HSI2-like 1) coorBercTBeHHO (Chhun et al.,
2016). Y apabupmoncuca npu HaOyXaHUM CEMSIH B
TeMHOTe peryisaropHbiii 6enok PIF1 (phytochrome-in-
teracting factor) Bzaumoneiictsyer ¢ HDAIS, yto nipu-
BOJIUT K JealleTHJIMPOBaHMIO THICTOHOB H3 11, Kak cren-
CTBUE, IOJABJICHUIO 9KCIPECCUU TEHOB, HEOOXOINMBIX
JIJISI IPOpAcTaHusl, B TOM YMCJIe TEHOB TOPMOHAJIbHBIX
cucteM (Kumar et al., 2021). Ha csety PIF1 paciern-
nsietcst, kommiaeke HDA15—PIF1 cxoont ¢ XxpomaTu-
Ha, 4TO 3allyCKaeT IMpollecc MpopacTaHusl CeMsH
(Kumar et al., 2021). ITo TakoMy ke IIyTH IIPOUCXO-
JIWT aKTUBALIMSI CBETOM FeHOB OMOCHHTE3a X1opoduiria
Yy IPOPOCTKOB € YYaCTHUEM JIPYTOrO CBETOYYBCTBUTEIb-
Horo ¢akTopa TpaHckpunuuu PIF3 (Liu et al., 2013).
Bzaumoneiicrsue HDA1S ¢ ¢pakTropom mopdoreHesa
HY5 (ELONGATED HYPOCOTYLS), HanpoTtus,
IIPOMCXOAUT MO, BO3IEICTBMEM CBETA U IIPUBOIUT K
MOIaBJICHUIO SKCIIPECCUM I'eHOB, CBSI3aHHbBIX C YIIU-
HEHUEM TUIIOKOTUJISA B pe3yJbTaTe JealleTUINpOBa-
Hug ructoHa H4 (Zhao et al., 2019).

Kowmrnekc perynsatopHbix 6en1koB SNL1 (SWI-IN-
DEPENDENT3 (SIN3)-LIKE1) u SNL2 ¢ HDA19
Y4aCTBYET B MMOMJIEPXKAHUU COCTOSIHUS IIOKOS U B pe-
TYJISIHUA TIpopacTaHusl IyTeM AealleTUJIMPOBAHUS
ructonoB H3K9, H3K18, H3K 14 B 1eneBbIX reHax,
CBSI3aHHBIX C CHMHTE30M, Aerpaganmeii abcim30BoM
kuciotsl (ABK), aTueHa, 1 ayKCUHOB, a TAKXKE CUT-
HaJIbHBIMHU MYTSIMU PacTUTENbHBIX TopMOoHOB (Lu-
jan-Soto, Dinkova, 2021). B cocTtossHUM TTOKOS B
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KJIETKE TTOBBIIIIaeTCcs ypoBeHB 0emkoB SNL1 1 SNL2,
KOTOpbIC HAIPaBIISIIOT JealleThiaa3y K TUCTOHAM, ac-
COLIMUPOBAHHBIM ¢ TeHaMmu rugpoian3a ABK u Heko-
TOPBIMUY Tr'eHaMM OMOCHHTEe3a 3TUJIeHA, U CBI3aHHBIX
C HUM PETYJISITOPHBIX CUCTEM, B pe3yJIbTaTe Yero pac-
TeT ypoBeHb ABK 1 nmopaBisieTcs CTUMYJISILIMS TIPO-
pactanus atuieHoMm (Wang et al., 2013). I1pu HaOy-
XaHUU U IIpOpacTaHUM CeMSH ypoBeHb 0e1koB SNL1
1 SNL2 cHMXaeTcs, Ipyd 9TOM OCHOBHYIO POJIb B CTU-
MYJISILIAM TIPOpACTaHUs UTrpaeT He ocaabieHUe Mexa-
HY3Ma KOHTPOJISI IPOPACTaHMSI, OIIMCAHHOTO BHIIIIE, a
MOBBIIIIEHUE YPOBHS alleTUJIMPOBAHUSI TEHOB ayKCH-
HOBoOTroO myTH (rpeumyinectBeHHO AUXT) 1, COOTBET-
CTBEHHO, ITOBBIIICHUE YPOBHSI MX 3KCIIPECCUM, YTO
CTUMYJIMPYET YIJIWHEHWE, a B MOCIECACTBUU U AeJe-
HUe KiIeToK Kopeika (Wang et al., 2016). Takke 1mo-
Ka3aHO ydJacTH€ T'MCTOHOBBIX [IealleTHIa3 B POCTE
KOPHSI ITyTeM PEryJsliny YPOBHS NTEpEeHOCUYMKA ayK-
cuna PIN1 (Nguyen et al., 2013). IIpu HaOyxaHUU ce-
MsiH HDA9 B kommuiekce ¢ 6eikom PWR (POWER-
DRESS), obamaiommM BEICOKUM CPOACTBOM K arle-
TUJIIMpPOBaHHOMY rucToHy H3, mpuHuMaer yyactue B
peryasanuu 3kcrapeccuu oenka SOM (peryIsiTopHBIi
0eJIoK, colepKalluii CTPYKTYPHBIA MOTUB “IIMHKO-
Bele majblbl” TUa CCCH), KoTopblii TOmaBisieT
IIpopacTaHue IIpu IOBBIIIIeHHOU TeMItepaType (Yang
et al., 2019). TucroHOBBIE mealleTHIA3bl CEMEMCTBA
HB2 orpuiiaTeibHO peryJMpyroT repexon TPaH3UTHO-
aMITTUOULIPYIOIINXCS KIIETOK K PACTSDKEHUIO ITyTEM
perysiuuyd MeTaboar3Ma rnodoepe/iIMHOB B KOPHEBOI
MeprcTeMe 1 30He aioHrauuu (Li et al., 2017). B cBoro
odepenb, YpOBEHb TOPMOHOB BJIMSIET Ha CTEHEHb alle-
TUJIMPOBAHUS TUCTOHOB, HAIIpUMED, B aJIEiPOHOBOM
cJioe HaOyXIIMX CeMsIH KyKypy3bl (Zea mays L.) non
JIeicTBUeM TM00epesJIMHA IOBBIIIACTCS COJIePKaHNe
H3K9ac 1 H4K5ac B rucToHax, acCOLIMUPOBAHHBIX C
reHoM sodCp, KONUPYIOILIUM Mellb/ITUHK-3aBUCUMYIO
CYIIEpPOKCUIAMCMYTAa3y, YTO IIPUBOAUT K HaKOILIE-
HUIO IIEPOKCHUIA BOIOPOIa B KIIETKE, 3aITyCKaIOIIEeTO
PEryJSITOPHYIO CUCTEMY, 0OECIIeUrMBaIOIYIO0 TUIPO-
JIM3 Kpaxmaljia 3HAocmepMa, 4YTO HEOoOXOAMMO s
nutaHus npopoctka (Hou et al., 2015).

IToxazaHo yyacTue alleTHJIMPOBAaHMS THCTOHOB B
I depeHLIIMPOBKE KJIETOK IIpopocTka. Tak y apa-
oumoIricuca B peryasIiTOPHBIX CETSIX, OTBEUYAIOIIUX 3a
IdGepeHINPOBKY BOJIOCKOBBIX M 0€3BOJIOCKOBBIX
KJIETOK 3IIMASPMIUCA KOPHEM IIPOPOCTKOB, Y4aCTBY-
IOT AB€ TUCTOHOBEIE anieTuiaTpaHchepasbl (GCNS u
HAF2) u tpu tucrtoHoBbie acanermnasbl (HDAG,
HDAI18 u HDA19) (Chen et al., 2016). Kpome Toro,
aleTWIMPOBaHUE MPUHUMAET YYacTUe U B IIpolieccax
MoAIepXKaHWsI Pa3HOOOpas3us IOy IIPOPOCT-
koB. Hanmpumep, mokazaHo y4yacThe BapbUpOBaHUSI
YpPOBHSI 3Kcripeccuu reHa HD2B B HEOMHOPOIHOCTH
ceMsiH onHoit nonyssaunu Arabidopsis thaliana o cko-
pOCTU IpOpacTaHus, IIpY 3TOM HU3KUI1 YpOBEHb IKC-
MpecCcuy HaOII0aJICs Y CeMSTH, He BBILLIEAIINX U3 CO-
crostHus mokos (Yano et al., 2013).
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3aryck pocTOBbIX MPOILIECCOB MPU MPOpACTaHUU
OCYIIECTBJISIETCS 3a CUYET PACTSKEHUS KJIETOK, B TO
BpeMsI KaK MUTOTUYECKUI LIUKIT UHULIMUPYETCS B Me-
prcTeMe MOOEroB U KOPHS Ha 3aKJIIOUUTENbHBIX CTaIU-
sx Tipopactanmst ceMstH (Nieuwland et al., 2016). [Ipu
stoMm cuHTe3 JIHK B S-(haze ckoopamHmnpoBaH ¢ CMH-
TE€30M T'MCTOHOB, a TAKXKEe C UBMEHEHHMEM XapaKTepa Ux
aneTpoBanus u aeauerwimpoBanus (Chen, Tian,
2007). IlepBoHayaJibHO TUCTOHBI ALETUINPYIOTCS
HAT-B B mutoruiazMe, a 3aTeM TPaHCIIOPTUPYIOTCS B
AnIpo. 3HAYMMOCTh alleTUJIMPOBaHMS rructoHa H4, B
yactHocTH caiitoB H4K5 1 H4K 12, mpu coopke xpo-
MaTMHa BO BpeMsl S-da3bl MOATBEPXKIAEeTCs COBIA-
JIEHWEM TOBBIILIEHUSI aKTUBHOCTU TMCTOH-AL€TUJI-
tpaHcdepasbl HAT-B c permmukanueit IHK, uto 06-
Hapy>XeHO B MEPUCTEMAaTUYECKMX KIIeTKaX KyKypY3bl
(Lechner et al., 2000). ITocyie cOOpKM r'MCTOHBI BHOBb
roABeprarTcst MoarubUKalu, Mpu 3ToM (GopMUpYeET-
cs  BUIOCIIEUM(PUUHBIM NaTTepH alleTUJIMpPOBa-
Hus/neanetunupoBanus (Jasencakova et al., 2000,
2001; Wako et al., 2002). B ayxpomaTtuHe alleTUINPO-
BaHHbIC TMCTOHBI B 3HAYUTEJIbHOM KOJMYECTBE MPU-
CYTCTBYIOT B paHHel u cpeaHeii S-dasze, nealieTuim-
poBaHME MPOUCXOOUT B mo3nHel S-da3ze, n pazax M
u G,;; B reTepoOXpOMaTUHOBBIX AOMEHaX THMCTOHBI
CWIBHO alleTUJIMPOBAaHbI HA MO3AHUX CTaausIX S-da-
3bI U G,, B TO BpeMsI KakK JIealleTWJIMPOBAHUE MPOUCXO-
IUT HenocpencTBeHHo mepen MuTo3oM (Chen, Tian,
2007). Bpodaze murosay psima pacTeHUit Haboaa-
eTcsl  KOoppessuMsl  XapakTepa paclpeaejicHUs
H4KJ5ac ¢ paamepoM renoma. Tak y Allium cepa, Callisia
repens, Araucaria angustifolia n Nothposcordum pulchel-
lum, obnagalonx OONLIINMMY TeHOMaMM, HaOJTIonaeT-
cg paBHOMepHoe pamnpeneiacHne H4K5ac B mpodas-
HBIX/TIpoMeTada3HbIX XpOMOCOMAX, B TO BpeMsl KaK y
psiIa pacTeHU ¢ MaJILIMU TeHoMaMU, Arachis pusilla,
Bixa orellana, Costus spiralis, Eleutherine bulbosa, In-
digofera campestris, Phaseolus lunatus, Phaseolus vul-
garis, Poncirus trifoliata w Solanum lycopersicum, KOH-
1ieBbIe 001acT XxpoMaTuHa oboraimeHsl H4K5ac, a B
MPOKCUMaIbHBIX — TUCTOH H4 conepXXuT B 3TOM 10~
JIOXXeHUU aealieTviipoBaHHbIn 1u3uH (Feitoza et al.,
2017). OmHako paBHOMepHoe parnpeneneHue H4KS5ac
Yy pacTeHuii ¢ HeOOJILIIUMU TeHOMaMU TakKXKe BCTpe-
yaeTcsl, Haripumep, y Eleocharis geniculata, Rhyncho-
spora pubera u Rhynchospora tenuis. VicciienoBaHusI ¢
HUCMOJIb30BAHUEM MHIMOWTOPOB TMCTOHOBBIX AllETU-
Jia3 (TpuxocTaTuH A, OyTUpAT HATPpUsI) TTIOKa3aJIu, YTO
HapylieHue dazocnenduyeckoro aealeTuanpoBa-
Hus ructoHoB H4 u H3, B yacTHocTU mo caiitam
H3K9 u H4KS5, uameHsieT ykiaaky XxpoMaTuHa, Bbl-
3pIBas 3a7epXKy KiaetogHoro 1mkia (Li et al., 2005;
Zhang et al., 2017; Vafina et al., 2020). Tak>ke ObLIO ITO-
Ka3aHo, YTO B YCJOBUSIX TMTIEPALIETUJIMPOBAHHOIO XPO-
MaThHa HapyllaeTcsl KOHACHCALUsl XPOMOCOM, 4TO
MPENSITCTBYET pasfeseHUu0 CECTPUHCKUX XpOMaTu/I
u HapyiaeTt xoa myuto3a (Cimini et al., 2003).
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SAKJIFOUEHHME

Takum 06pa3oM, SNUTeHETUYECKUE MEXaHNU3MbI
SIBJISIFOTCSI BAXKHOM COCTaBJISIIONIEiT MHOTOYPOBHEBBIX
PETyJISITOPHBIX CETe KIIETKU. ALIETUJIMPOBAHUE TH-
CTOHOB — OJMH U3 HanboJjiee AMHAMWYHbBIX SITUTeHE-
TUYECKNX MEXaHNU3MOB, UTPAIOIINI BAaXKHYIO POJIb HA
3Tarax OBICTPBIX MpeoOpa3zoBaHMil (PYHKIIMOHAIh-
HOI aKTUBHOCTH KJieTOK. [TojlydeHMe B IepCIIeKTUBE
MMOJTHOM KapTUHBI y4acTUsI MOAU(PUKALIUN TUCTOHOB
B IIPOLIECCax IIPOpacTaHUS CEMSIH OyIeT ITOJIE3HO IS
MOBBILLIEHUSI YPOXKANHOCTU CEIbCKOXO3IMCTBEHHbBIX
KYJIBTYP, KaK CIIOCO0 OLIEHKM KauyeCTBA U KM3HECIIO-
COOHOCTHM CeMSTH TIepe MOCEBOM, U ITO3BOJIUT pa3pa-
6oTaTh METOABI YIIPaBJICHMS peau3aly reHeTu4e-
CKOTO ITOTeHIajla PACTCHUIA.
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On the Biological Role of Histone Acetylation/Deacetylation
in the Process of Plant Germination

G. H. Vafina® * and E. E. Stupak*

“Ufa Institute of Biology — Subdivision of the Ufa Federal
Research Centre of the Russian Academy of Sciences, Ufa, Russia

*e-mail: vafinagh@mail.ru

The transition of embryos in air-dry seeds from a state of dormancy to a state with a highly active metabolism
during germination is accompanied by significant changes in both spatial and temporal patterns of gene ex-
pression and is controlled by multilevel regulatory networks. The character and degree of acetylation of chro-
matin proteins depend on the transcriptional activity of chromatin, and are also associated with DNA repli-
cation and the cell cycle. Obtaining a complete picture of the involvement of histone modification in seed ger-
mination in the future will be useful for increasing crop yields, as a way to assess the quality and viability of
seeds before sowing, and will also allow the development of methods for managing the realization of plant

genetic potential.
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