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deHOMEH ITapaMyTalllMH OITKCHIBAET B3aMMOJEUCTBHE MeXXAy ABYMS aJUIeJISIMH, IPU KOTOPOM OJWH
aJuleTb MHUITUUPYET HacjleflyeMble 3MUTeHeTHUYeCKHe H3MeHEHUs B JPYroM ajljieje, He 3aTpa-
ruBas mocijefoBareabHOCTh JHK. dmHUreHeTHYecKHe TPeoGpasoBaHUS BCJIEJCTBUE ITapaMyTallHU
COIPOBOXKJAIOTCS M3MEHEHUEM TaTTepHa MeTHaupoBaHus [JHK M/UIM TUCTOHOB, OKa3bIBasl BJIHS-
HHe Ha 3KCIIPeCCHI0 TeHOoB. MccieoBaHUA ITapaMyTalluH y pacTeHUI M >KUBOTHBIX IT0O3BOJIMJIM 3a-
KJIIOYUUTD, YTO KOPOTKHe HeKopupyromre PHK SBJISIOTCS IJTaBHBIMU 3QQeKTOPHBIME MOJIEKYIaMHU,
HeOOXOZUMBIMHU IS MHUITHAIIUK S3IHTeHeTHYeCKOr0 M3MeHeHWs] TeHOMHBIX JIOKYCOB. Biaromaps
TOMY, YTO Pa3IHMUYHBIE KJIACcChl KOPOTKUX HeKoAHpyroIqux PHK MOTyT IepefaBaThCsl yepes ITOKOJIe-
HUA, 3 PeKT ImapaMyTalliyd MOKeT HaC/Iel0BaThCSI M COXPAHITHCS B IIOMYJIAIIUHU. B maHHOM 0630pe
MIPOBeJIeH CHUCTEMATUUYECKUM aHa/JIu3 OMHUCAHHBIX K HACTOSIIEMY BpPeMeHU MPHUMEpPOB IapaMyTa-
IIUU B PasJMYHBIX >KUBBIX CHUCTeMaxX M BBIJleJIeHbl O0INMe M pasIUuHble MOJIEKYJISPHO-TeHeTHde-
CKHe acIeKThl IapaMyTallM{ B pa3HbIX OpraHU3Max, a TaK)Ke PacCMOTpeHa POJb 3TOro ¢peHoMeHa
B 3BOJIIOIIHU.

KJTFOYEBBIE CJIOBA: sIureHeTHKa, HeMeH/leJIeBCKOe HacJlefloBaHHUe, KOPOTKHe Hekogupyoinue PHK,

XPOMAaTHH, 3KCIIpeCCHUsi TeHOB.
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BBEJAEHHE

B HacTosmlee BpeMs IIPUCTAJbHBI HHTepec
YUeHBIX BEHI3BIBAeT OTHOCHUTEJHLHO MOJIOJAas 06J1acTh
MOJIEKYJISPHONM OHOJIOTHH, 3NUTeHETHKA, UCCIeNyIo-
11asi MexXaHUu3Mbl M3MeHeHUs aKTUBHOCTU I'eHOB, He
3aTparuBaroiue rocaemosaresbHocTs AHK. /lojsroe
BpeMs CYHUTaJJ0Ch, YTO HacjeJ0BaHUe IIPHU3HAKOB
IIPOUCXOJUT TOJILKO IIyTEM Ilepefauld reHeTUYeCKOTo
MaTepHasa B IIOKOJIEHUAX, a YCJIOBUS OKpY Karolllel
Cpenpl CIy>KaT CIIOCOOOM TeCTHUpPOBAaHUS TeHeTHUde-
CKHUX BapHaHTOB W HX 0TOOpa. 3a mocuenHue 20 jeT
OTKpPBITHE MeXaHU3MOB, B pe3yjbTaTe KOTOPBIX IIPO-

UCXOIAT U3MeHeHUs XpoMaTHHa B 0TBeT Ha QU3UO0JIO-
ruJyecKue U I1aToJoruueckue GpaKTOphl, IpeBpaTUIN
HaIllM 3HAaHUS 00 3NMHUTeHeTHKe M3 KOJUIEKITUH JII000-
OBITHBIX OHMOJIOTHYECKUX SBJIEHUU B CaMOCTOSTENb-
HOe HallpaBJeHHUe OHOJIOTUUYECKUX HCCIIeJOBaHUM.
B 06J1aCcTH 3NMHUTEHETHUKHU HCCIEeAYIOTCI TaKHe sBJIe-
HU{, KaK IlapaMyTarusi, TeHOMHBIN UMIIPUHTHHT, 30-
GeKT MoJyIo)KeHUSs, a TaKXKe II0JlaBJIeHHe 3KCIIPeCCHU
MOOMJIBHBIX TeHeTHUUYeCKUX 3jeMeHTOB (M3). /laH-
HBII 0030p IIOCBAIEH CHUCTEMaTHYECKOMY aHaJIHu3y
HaKOIUIEHHBIX CBEJeHUM 0 MeXaHH3MaX IlapaMyTa-
UMY, a TaK)Ke CPaBHEHUIO 0COOEHHOCTEM 3TOr0 3IIU-
reHeTU4YeCcKOro ¢peHOMeHa y >KUBOTHBIX U pPacTeHUH.

IIpuaAaThe coKpameHus: aAiPHK - aByxiiennoueuHass PHK; M3 — MoOUIbHbBIE TeHETUYeCKHUE 3JIeMeHTHI; HT. — HyK-
neotun; piPHK - xopoTkue Hekogupyromue PHK, acconmuupoBaHHBIE ¢ 6eskoM Piwi; siPHK — KopoTKue HHTep-
¢epupyromue PHK; Pol — IHK-3aBucumas PHK-mosmmMmepasa; RADM — PHK-wHampaBieHHOe MeTmianpoBaHue /[HK;
RARP - PHK-3aBucumas PHK-nosmmMmepasa; TSE — sadpdeKT mpaHc-cariieHCUHTa.

* AZTpecaT JIJIT KOPPeCIIOHIeHITHH.
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Puc. 1. CpaBHeHHe KJIACCUYECKOT0 HacJaeJ0BaHUS IIPU3HAKOB I10 MeH/e/i0 U IIpU IapaMyTallid Ha IIpuUMepe JIo-
Kyca bl y Kykypyssl. a - Kiaccudeckoe paciernieHHe IIPU3HAaKOB B IIOTOMCTBe THOPH/IOB IIEPBOIO M BTOPOTO
IIOKOJIEHHI B COOTBETCTBHH C II€PBBIM U BTOPBIM 3aKOHaMU MeHess (CBepXy); BOSHUKHOBEHHE B pesyJbTaTe
napaMyTalluM ajjiess a’, KOTOPhIA MMeeT QeHOTHII «A», IIPU 3TOM QEeHOTHII «a» HcUe3aeT U 6OJbIe He IIPOSIBIA-
eTcsl B IOKOJIeHUIX (cHH3y). KpacHBIN 1BeT — ¢peHOTHUIl «A», TOIyboM IIBeT — QeHOTHUIl «a». 6 — B3aumonelicTBHre
annesned B-I (puoseToBBIM QeHOTHUIN) U B’ (3esieHBIN GeHOTHUN) NPUBOAUT K GOPMUPOBAHUIO ajiess B'* u mpo-
SIBJICHUIO TOJIbKO «3eJIeHOro peHOTHIIa» B IIOTOMCTBe IepBoro mnokoseHus (F1). Ilpu manpHeMIIeM CKpellUBaHUU
pacteHud F1 Mexxay co60i UM IIPU IPOBeJeHUH BO3BPAaTHOIO CKpeIIWBAHUS C TOMO3UTOTHBIM pojguTesieM B-I Bce
TIIOTOMCTBO OyZieT TakyKe UMETh «3eJIeHbIH QeHOTHUII» He3aBUCHUMO OT T€HOTHUIIA pPOJgUTesei

TepMHHOM «IapaMyTallydsg» OIIMCBIBAIOT B3au-
MOJIEMICTBHE MeXJy ABYMsS aJUIeJsIMH, IIpHU KOTO-
poM oAVH U3 ajiesied (ITapaMyTareHHBIN aJljieJib)
BBISBIBAeT HacjeJyeMble 3IIUIeHeTHYeCKHe MOJU-
bukanuu B [pyroM aJsuiesie (rmapaMyTabenbHBIN
amnnens) (puc. 1, a) [1-4]. BsaumogeiicTBUe ajiesren
IIpU IIapaMyTaliy He IIPHUBOAUT K U3MEeHEHHUIO IIO-
ciepoBaTesbHOCTH /JHK, 103TOMY ZaHHBIM IIpoIiecc
IIPUBOJUT K HETUIIMYHOMY HacCJIeJOBaHHUIO IIPU3Ha-
KOB y OpraHusmoB. [lapaMyTanusl gBJseTCS OJHOM
U3 $opM HeMeHJleJIeBCKOIO HacJefoBaHUL. B sToM
cydae IIPU CKpeIMBaHUMU I'eTEPOSUTOTHBIX 0CO6elt
He IIPOUCXOAUT paclllellIeHHe IIPU3HAKOB, COIJIACHO
BTOPOMY 3aKOHYy MeHjiessd, U BCe IIOTOMCTBO 06Jia-
JaeT peHOTHUIIOM OJHOI0 M3 POAUTesIel — HOCHUTeJS
ImapaMyTareHHoro asiens (puc. 1, a). dnureHeTuye-
CKOe IIpeobpasoBaHUA aJlejlell IIPU IlapaMyTaliuu
IIPUBOAUT K TPAHCKPHUIIMOHHOMY CaMJIeHCUHTY
TeHOMHBIX JIOKYCOB. IIpu 3TOM mapamyTabebHBIN
ajesp IpUobpeTaeT CBOMCTBA IlapaMyTareHHOIO
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U MOXeT CaMOCTOSTeJbHO WHUITUHUPOBAThL SIIUTeHe-
THYeCKOoe IIpeo6pasoBaHHE TOMOJIOTHYHOTO aJlje-
JsI B CHeNYIOIUX IIOKOJeHUdX. IlapaMyTareHHBIH
abpdekT MoOKeT 06JalaTh Ype3BBIYAMHOM CTabUJIb-
HOCTBI0 U COXPaHATHCI Ha IMPOTSOKEHUHM MHOTHUX
IIOKOJIEHUY, IIpu4yeM IIapaMyTHUPOBAaHHLIN ajjesb
coXpaHseT IIpHUOOpeTeHHBIe CBOMCTBA Jake IIpHU
OTCYTCTBHHM B IreHOMe KCXOJHOTO IIapaMyTareHHOIO
aytensa [1-4].

TakuMm 06pasoM, MOXKHO BBIIEJIUTH TPHU KJIIO-
4eBble 0COOEHHOCTH ITapaMyTanuu: (1) msMeHeHUeE
TPaHCKPUIIITMOHHON aKTHUBHOCTH JIOKyCa He CBsg3a-
HO C U3MeHeHHueM IocaenoBaresbHOoCcTH JHK 1 ocy-
IIIeCTBJIAETCS C IIOMOIBI0 3IHUIeHeTHYeCKHUX Mexa-
HHU3MOB; (2) TPaHCKPUIIIIHOHHAs aKTUBHOCTD JIOKyCa
BCJIE[ICTBHE IIapaMyTalluH IlepefiaeTcs CIeAyIOIUM
TIOKOJIEHUSM Jla’kKe IIPU OTCYTCTBHHU HMCXOZHOIO I1apa-
MyTareHHOI0 aJllesisd B reHOMe; (3) TeHOMHBIN JIOKYC
npuobpeTaeT CBOMCTBA UCXOJHOIO ITapaMyTareHHOTOo
ajiessi U CIOCOOEH TakKe H3MeHSTb aKTHBHOCTH
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TOMOJIOTUYHBIX II0CJIe/IOBAaTeTbHOCTEN B CJIEIYIOIITHX
IIOKOJIEHUIX [1-4].

MMAPAMYTAIIASA V PACTEHHI

Hcropudecku QpeHOMEH IlapaMyTalliy BIIepBEIe
OBLJI OTKPHIT ¥ pacTeHuil. B 1915 1., mpoBOAs reHe-
THU4YeCKHe OIIBITHI Ha CaJloBOM ropoxe Pisum sativum,
Bateson u Pellew [5] 06Hapy>KMJIN pacTeHUs C YyMeHb-
IIeHHBIMU JINCTHSIMHU M I06eraMu U HasBaJU 3TOT
deHoTHIT «rogue». [IpU CKpeIIMBaHUU pPacTeHUH C
deHOTUIIOM «rogue» C PACTEHUSIMH TUKOIO THUIIA BO
BCeX IT0C/IeAVIOIIUX ITI0KOJIeHUSX IIPOSBJIAIICSI TOJIBKO
deHOTHIT «rOgUE». OHAKO B TO BpeMs 3TO OTKpHI-
THe IIPOIIJIO He3aMeTHO U J[0JIT0e BpeMs 0CTaBaJoCh
IIPaKTUYeCKHU eNUHCTBEHHBIM IIPUMEpPOM HeMeH[e-
JIEBCKOTO HaCJIe[JOBaHUs IIPU3HAKOB.

BriepBBle TepMUH IIapaMyTaliyds ObLI IIpefIoKeH
B 1950-x rrT. Brink [6, 7] mpu omucaHUU B3auMOZeU-
CTBUA aJjIlesiel, OTBEYAIOIUX 3a OKpPAacKy CTebJiew,
JIUCTBbEB U CeMsIH KyKypyshl. Ilo3Ke ItapamMyTareH-
HEbIe JIOKYChI OBIIIM 00HAPy>KeHBI Y APYTUX pacTeHUH,
HalpuMep, Y JeKOPaTHUBHOTO pacTeHUs JHOTepa U y
ToMmara [8, 9]. Jlanee, B HalleM 0630pe ITapaMyTalys
y pacTeHU! OyzeT IIOAPOOHO paccMOTpeHa y KyKy-
PY3BL LI KOTOPOHM HauboJiee IIOJHO U3y4YeHBl MOJIe-
KYJISIpHO-TEeHEeTHYeCKHe 0COOeHHOCTH JaHHOIO 3ITH-
reHeTU4eCcKoro ¢geHoMeHa.

Y KyKypy3bl OIIMCaHO S5 ITapaMyTareHHBIX JIOKY-
coB: rl1 (redl, coloured 1), b1 (booster 1), pll (purple
plant 1), p1 (pericarp color 1) u noxyc lpal (low phytic
acid 1). Tens! r1, b1, pll u pl KogUPYIOT (aKTOPHI
TPAHCKPHUIIIIUH, yYaCTBYIOIHE B PeryJIsAUN 6HOCHH-
Tesa (QIaBOHOUJ0OB M aHTOIIMAHOB B PAaCTHUTEJIbHBIX
TKaH4X, Torga Kak lpal xopupyeT 6esok ZmMRP4
(multidrug resistance-associated proteins 4), y4act-
BYIOIIIUY B TpaHCHOPTE U 3allacaHUU QUTHUHOBOU
KHCJIOTEL B ceMeHax pacTeHud [3, 10, 11]. Kraccuue-
CKHUH IIpUMep IlapaMyTallud y KYKypysbl OBLI OITH-
CaH B JIOKyce b1, copeprKallleM eJUHCTBeHHBIN TeH,
IIPOJYKT KOTOPOTO OIIpefiesisieT OKPAcKy cTebseil pa-
CTeHUH. /1A pacTeHU#, TOMO3SUIOTHBIX II0 aJljIeJIro
B-I (Booster-Intense), XxapaKTepHa BbICOKas 3KCIIpec-
cus reHa bl, mIpu KOTOpPOM cTebJIM HUMEKT TEMHO-
duosieTOBYI0 OKpackKy. Apyroii asnenb (B') uMmeer
cnabyro aKcIpeccuro bl, U pacTeHUs], TOMO3UTOTHEIE
II0 3TOMY aJUIej0, UMelT OKpacKy cTebiel OJIHM3-
KYI0 K 3eJIeHOH BCJIe/ICTBHEe HHU3KOI0 COZep KaHUs
nurMmeHTa (puc. 1, 6). I[Ipu CKpelfUBaHUU pacTeHUU
B-I (buoseToBBIN GeHOTHUI) U B’ (3esIeHBIN GeHOTHUII)
BCe paCTeHUs IIepBOI0 ITOKOJIeHUs OYAYT UMeTh 3e-
JIEHBIX QEeHOTHUIL. V IreTepO3UrOTHHIX pacTeHuu B-I/B’
asnesib B-I ipeobpa3yeTcs BCJIEACTBUE ITapaMyTalliu
B HOBBHIHA ajulesb B'*, KOTOPBHIA IIpHoOOpeTaeT CBOU-
cTBa aJiesii B'. HOBBIM IlapaMyTareHHBIN aJljejb
B’*, KaK U UCXOJHBIN aJjuiesb B, MO)KeT IPUBOJUTH

KVYJIMKOBA u pp.

K Ipeobpa3oBaHUI0 asiens B-I B B™* B CiefyIOIIUX
noxkoJieHUdX (puc. 1, 6) [12]. Annesns B’ o61agaeT mIoJ-
HOU IIeHeTPaHTHOCTHI0, a BHI3BIBAEMBIM UM I1apaMy-
TareHHHBIN 3 deKT Ha aslesb B-I KpailiHe cTabHUJIeH.
Tak, Ha IPOTSDKEHUHU JeCITKOB JIeT HaOJI0feHus He
00Hapy>KeHO HU OJHOI0 pacTeHUs C peBepcHell reHo-
TUIIa K UCXOLHOMY COCTOSSHUIO B-I [12, 13].

PHK-manpaBjieHHoe MeTuiaupoBanue /JHK.
B ¢eHOMeHe mapaMyTaIliy y pacTeHUN Ba>KHYIO POJIb
urpaet nporecc PHK-HamrpaBJIeHHOr0 MeTHJIUpPOBa-
Hug JHK (oT aHri. RNA-directed DNA methylation,
RdDM) [14]. IIyts RADM yHUKaJIeH AJ pacTeHUH U
SIBJIsIeTCS eJUHCTBEHHBIM IIyTEM, B X0Jle KOTOPOTO
npoucxoguT MetunupoBaHue JHK de novo [15, 16].
B 3BOJIFOIIMH pacTeHUH 3TOT IIyTh COOPMHUPOBAJICI B
OCHOBHOM [IJIs1 3aIIJUTHI TeHOMAa OT BHUPYCHBIX IIaTO-
reHOB U nepeMenieHus M3 [17]. Haubosee 11ogpo6HO
nyTe RADM wusyueH y Arabidopsis thaliana, 1moato-
My B JajbHelImnreM IIyTb RADM 6yneT paccMOTpeH
HUMeHHO Ha IIpUMepe 3TOro pacTeHus. Heobxopmu-
MBIM yCJI0BHEeM Ui MeTuaupoBaHud JHK B mytu
RADM sBjisieTcd CHUHTe3 KOPOTKUX HHTepdepUpyro-
mux PHK (oT aHrt small interfering RNA, siPHK) us
TeX ’Ke TeHOMHBIX 06JIacTel, KOTOpble BIIOC/IeJCTBUH
6yoyT MeTHJIUpPOBAHEI [18]. 3TUM OH OTIMYAETCSI OT
IBYX Opyrux nyred MmertuaupoBaHusd JAHK y pacre-
HUH, OCYIIEeCTBJISIeMBIX IIPOAYKTaMU TeHOB DDM1
(Decrease in DNA Methylation 1) u DDM2 (Decrease in
DNA Methylation 2). 3TU IIyTH He 3aBUCAT OT aKTHUB-
HocTH SiPHK U ciay>KaT Oj1d HOAJep KaHUS MeTHJIU-
poBaHHEBIX o6sacTeit reHoMa [19].

B 3aBHCHMOCTH OT MexXaHH3Ma 0Opa3oBaHHUA
siPHK u3 6oJsiee [JIMHHBIX IByXIlellodyedHBIX PHK
(muPHK) mpepilieCTBEHHUKOB BBIEIIIOT KaHOHUYe-
ckuil nyTh RADM (ocyiuectBisieTcs siPHK gimHON
24 HyKJIeoTHAA (HT.)) U HEKaHOHWUYeCKUY yTb RADM
(ocymecTBisieTcs 21-22-HykieoTUAHBIMU SiPHK) [20].
B oboux ciaydasgx B ob6pasoBaHUU U QyHKIUU SiPHK
y4dacTByeT 6esoKk Dicer, a TakKe 0eJIKM ceMelcTBa
Argonaute (Ago). IIpomecc o6pasoBaHus AUPHK-
IIpeJllleCTBEHHUKA SBJSAETCS OJHHUM H3 K/IIUYeBBIX
pasIuYui MeXJy pacTeHUIMH U OOJIBIIMHCTBOM
KUBOTHBIX [20]. V pacTreHuii aktuBHa PHK-3aBu-
cumass PHK-mmosmmMepasa (oT aHmi. RNA-dependent
RNA Polymerase, RdRP), u obpasoBaHue IIIPHK
MOJKeT IIPOHMCXOJUTh Ha MaTpHIle OJHOLEII0YedHOH
PHK [20]. BBuay yTpaThl 3TOr0 pepMeHTa B XOJ/ie 3BO-
JIIOIUU y GOJIBIIMHCTBA >KUBOTHEIX AUPHK dopmu-
pyeTcss B pesysbTaTe [BYHalIpaBJIeHHOH TPaHCKPHII-
IIUM TeHOMHBIX JIOKYCOB HJIM 3a CYeT 0O6pa3soBaHUsA
LINWJIEYHBIX CTPYKTYP B OfHOIlerioueuHod PHK c
nocyenyoIlnuM npoieccuHroM 1o APHK [21]. Kpome
TOT0, KJII0UeBbIe POJIM B KaHOHHUUYECKOM IIyTH RADM
y pacteHuii urpawot PHK-mosrmepassl IV u V (Pol 1V,
Pol V), He BcTpeuaroliuecs y >KUBOTHBIX [22]. OHH
SIBJIIIOTCS TIapaJjloTaMH KOHCePBAaTUBHOM [JIsI BCeX
KUBBIX opraHusMoB PHK-mosmMmepass! II (Pol II)

BUOXMMMUSA Tom 89 BrII 8 2024
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6' Hykneocoma

o  MetunuposaHue

Puc. 2. Kanonuueckui iyt PHK-HartpasienHoro Metunuposanus JHK (myte RADM) y pacTeHuii. KaHoHHYeCcKUi
nyTe RADM HauMHaeTCcs C TPAaHCKPHUIIIMHU IpejlIecTBeHHUKOB SiPHK M3 reHOMHBIX JIOKYCOB C IIOMOIIbI0 Pol IV.
NRPD1 saBisieTcsa camoM 6oJsbiiod cyobemuHunei Pol IV. IIpuBieyerHue Pol IV B reHOMHBIE JIOKYCHI OCYILECTBJIS-
eTcd ¢ rmoMmoiibio 6esnxoB SHH1 u CLSY, KoTophle pacio3HaloT ofHoBpeMeHHO H3K4me( (HeMeTHIHUPOBAaHHBIMN JIU-
3uH) u H3K9me2. 3aTeM Ha MarTpulle NpeAllecTBeHHUKOB SiPHK IIpOMCXOZUT CHHTe3 BTOPOM KOMILIEMeHTapHOH
nenu PHK ¢ nomorniso RARP, RDR2. Jasee, 6eok DCL3 «HapesaeT» AIPHK Ha 24-HykusieoTupaHble siPHK, KoTopkhle
TI0/IBEPraloTCcd MeTHJINPOBAHUI0 BBICTYHAIOIIUX 3'-KOHIEBHIX pUO0OHYKJIeoTH0B PHK-meTunTpaHcdepasoir HENT.
Ha saxsrouuTessbHOM 3Tame ob6pasoBaHUS rupoBas Iienb siPHK 3arpyskaeTcs B oguH U3 6enkoB Ago (Ago4, Ago6
uinu Ago9) U cBA3BIBaeTCd ¢ KoMiieMeHTapHoM PHK-MuIteHrsto. besiok Ago, sarpy>KeHHbIH SiPHK, B3aMoieliCTByeT
¢ NRPE1, caMmoit KpyItHOH cyobenuHUIlel Pol V, u nipuBiiekaeT ¢axrtop SPT5L. 3aTeM kKoMmiiekc Pol V-Ago4-SPT5L
IIpUBJIeKaeT B TeHOMHBIN JIOKyC MeTuaTpaHcdepasy DRM2, koTopas KaTanusupyeT MetunrupoBaHue [JHK de novo.
B npuBsieueHud Pol V K TeHOMHOMY JIOKYCY W €Tr0 MeTHMJIMPOBaHUU y4dacTByeT KoMmIuieKCc DDR, B KOTOpPHIM BXOAAT
¢daxToprer DRD1, DMS3 u RDM1, a taxxe 6enku SUVH2 u SUVH9. Komiutekc IDN2-IDP, cBI3aHHBIN OZHOBPEMEHHO
¢ IHK u TpaHckpubupyemoit PHK, npuBiekaeT ATP-3aBUCUMBIN KOMILJIEKC peMo/ie TUpoBaHusg XxpoMaTuHa SWI-SNF

B JIOKYC /IS 06JyierueHUs MeTHUaIupoBaHus JHK

M BO3HUKJ/H, II0-BUJHUMOMY, B IIpollecce IyIIJIMKa-
MM KOAUPYIOIIEro ee TeHa U CleldaaIusaniuu QyHK-
nui B iytd RADM [23]. MyTaniuu JaHHBIX OeJIKOB
He BJIUSIOT Ha JKU3HECIIOCOOHOCTh U QepTHUIBHOCTh
pacTeHuH, biarofapsl 4eMy II0SIBUJIaCh BO3SMOXKHOCTD
I u3y4dyeHus Iporecca PHK-HanpaBjIeHHOI0 MeTH-
gupoBaHug JHK [24, 25].

Ha mepBOM 3Tamne KaHOHHWYeCKOro Iyt RADM
B TeHOMHBIX JIOKyCaX, KOTOPBIe BIIOCJIECTBUU OYAYT
MeTHU/JIMPOBAaHBI, IIPOUCXOLUT TPAHCKPHUIIIIUA OJHOLLe-
II0YEeYHEIX KOPOTKUX HeKoxupyromux PHK pasmepoMm
30-45 HT. ¢ moMo1Ibi0 Pol IV, KoTopsle cpa3y IIpeBpa-
marwTced B AUPHK c¢ mmomoinkro RDR2, PHK-3aBucu-
mo¥ PHK-mmosimmMmepasel y A. thaliana (puc. 2) [26].
Ba’kHO OTMeTUTH, YTO IIpuBJiedeHUe Pol IV B reHOM-
HBle JIOKYCHl OCYIIECTBJIAETCS C IIOMOIIbI0 RADM-
accouuupoBaHHoro 6eska SHH1 (SAWADEE home-
odomain homolog 1), a Taxke 6eJKOB ceMelCTBa
CLSY (CLASSY) [27]. KoMILIeKC MaHHBIX OeJIKOBBIX
dbaxTOpoB pacmosHaeT oxHoBpeMeHHO H3K4meO
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(HeMeTHMJIIMPOBAaHHBIN MU3nH) U H3K9me2 u pekpy-
TUpyeT Pol IV B 3TH JIOKyCHl (pHC. 2), B TO BpeMs
Kak MeTmyaupoBaHue H3K4 60KHpyeT IIpHUBJIEUe-
Hue Pol IV [28, 29]. Jasnee, 6esmok DCL3 (Dicer-like 3)
«HapesaeT» AuPHK-IIpemiiieCTBeHHUKY Ha 23-24-HYK-
JeotunHele SiPHK, mpenMyIeCTBEHHO HMeIOIIUe
HeCIlapeHHbBIe HYKJIEOTHUABl Ha 3-KoHNax [30, 31].
Ha 3akrounTeIbHOM 3Tale o6pasoBaHud SiPHK moz-
BepraeTcs MeTUJIMPOBAaHUIO KOHIIEBBIX PUOOHYKJIEO-
TUAOB 10 2'-OH rpymiie pu603bl B pe3yJjbTaTe Ael-
ctBusg PHK-MeTuinTpancdepassl HEN1 [32].

B HeKkaHOHHYeCKOM IIyTH RADM TpaHCKpUIIIINI
OJJHOITEIIOYEYHEBIX KOPOTKUX HeKoxupyromux PHK
U3 TeHOMHBIX JIOKYCOB ocyirecTtBigeTcs Pol IT [33].
Jlanee, Ha MaTpHIlle 06pPa3s0BaHHBLIX TPAHCKPUIITOB
IIPOMCXOAUT CHHTe3 BTOpoi nenu PHK ¢ moMoibro
npyroi RARP y A. thaliana — RDR6 [33]. 3aTeM aKTUB-
HocTh Dicer-mogo6HbIX 6esmkoB DCL1, DCL2 u DCL4
IpUBOAUT K obpa3oBaHUI0 OoJsiee KOpOoTKUX SiPHK
IMHOM 21-22 HT. u3 auPHK-1IpeiiiecCTBEHHUKOB [34].
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[Janee, oba iyt RADM mpoxofaT oguHaK0BO. I'upmo-
Bas 1enb siPHK sarpyskaeTcs B 6eJI0K Ag0o U CBS3EBI-
BaeTCsa C KoMIleMeHTapHOU PHK-MuiieHe0 (puc. 2).
V pacreHuil umerorca 10 6esKOoB ceMeMcTBa Ago
(Ago1-Ago10) [35]. U3 HUX TONIBKO Ago4, Ago6 u Ago9
ydacTBy0T B RADM-niytu [35, 36].

JJ1d peasusanid BTOPOTO 3Talla KaHOHHUYECKO-
ro ¥ HeKaHOHHYeCKOro myTed RADM Heob6xommma
TPaHCKPHUIIIUI HHAaKTUBUPYeMOIO TeHOMHOIO JIO-
Kyca ¢ nmomoinsio apyrod PHK-mmosmmepassl (Pol V).
Ee aKTUBHOCTH IIPUBOAUT K o6pasoBaHUIO 6ojee
[UIMHHBIX TPaHCKPUIITOB (~200 HT.). Pol V ciyxut
n1aTGOpPMOU 11 IPUBJIEUEeHUS BCeX OCTAJIbHBIX OeJl-
KOBBIX (AKTOPOB, YYaCTBYWIIUX B MeTH/JIHPOBaHUN
JHK (puc. 2) [37]. IIpu sToM 6esok Ago4, 3arpy’KeH-
HEIU SiPHK, B3aumoperictByeT ¢ NRPE1 — caMoii Kpy1I-
HOU cy6bemuHuUIleil Pol V [36]. Janee, Ago4 IipuBJie-
KaeT JonoJHUTeJbHBIN pakTop SPT5L (Suppressor of
Ty insertion 5 — like), KOTOpBIN CBA3bIBaeTCs ¢ Agod
¢ nomombi0o WG/GW-6oraTtoro momeHa [38]. Hako-
Her, KoMIuieKC Pol V-Ago4-SPT5L mpuBJIeKaeT B re-
HOMHBIN JIOKyC MeTmaTpaHcpepasy DRM2 (domains
rearranged methyltransferase 2), KoTopasi KaTaJU3H-
pyeT MetuinupoBaHue JAHK (puc. 2) [17, 39, 40]. Ana
pexpyTupoBaHusg Pol V Heo6xXoMM KOMILJIEKC OeJ-
KOB, KOTOPBIM HaspiBaeTcs DDR 110 IIepBBIM 6yKBam
BxoAsAIuX B Hero 6eskoB: DRD1 (Defective in RNA-
directed DNA methylation 1) [41], DMS3 (Defective in
Meristem Silencing 3) [42] u RDM1 (RNA-directed DNA
methylation 1) [43]. Kommiekc DDR Heob6XoguM I
accomuanuu Pol V co cBOMMHU MUIIIEHIMU II0 BCEMY
reHoMmy [44]. KpoMe Toro, B IIpuBjiedeHUU Pol V B
MeTHJINPYeMbIe JIOKYChI IIPUHUMAIOT y4acTHe JOII0JI-
HUTeJbHBIE QaKTOpsl — 6esku SUVH2 u SUVHY [45].
OHH IIpUBJIEKAIOT THCTOHOBBIEe MeTHJTpaHcepassl
SUVH4/KYP, SUVH5 u SUVHG6, OCyIiecTBJISIOIIHE
MeTHJIUPOBaHUE COCEJHUX THUCTOHOB (puc. 2) [46].
Basxuyro posib B MeTuuposaHud [HK Taxke urpaet
koMmiIuiekc 6eakoB IDN1 (Involved in de novo 1), IDN2
(Involved in de novo 2) u IDP (IDN paralogue). 3T
6eJIKH OJHOBPEMEHHO CBS3BIBAKOT reHOMHyIO JHK
U TpaHcKpubupyemyro PHK [47-49]. IDN2 B3aumo-
meucTtByeT ¢ ATP-3aBUCHUMBIM KOMILJIEKCOM peMofe-
JupoBaHUsA xpoMmatuHa SWI-SNF (SWItch-Sucrose
Non-Fermentable). 3TOT KOMILJIEKC HEOOXOIUM IS
U3MeHeHUs II0JI0KeHUsI HYKJIEOCOM U 00JerdeHus
MmeTmaupoBaHusa JHK (puc. 2) [50]. C IIOMOIIbIO
OIIMCAaHHOIO MeXaHH3Ma Yy PacTeHHUH OCYIeCcTBJI-
etcs MetmiaupoBaHue JHK de novo. OgHako m0 CcHUX
II0Op HEeU3BeCTHO, KaK IIPOMCXOJUT IIepBUYHOE «Ha-
nenuBaHue» RADM-yTH Ha HeMeTHJIHPOBaHHBIN
napamMyTabeJbHBIN ajljleslb U IIPUBJIeYeHHE B JIOKYC
Pol IV u Pol V [51].

Huc-peTepMuHaHTHI mapaMyTanuu. OcCOOBIHN
HHTepec IIpefCcTaBJsieT pasHoobpasue IIPOSBJIEHUS
deHOMeHa mapaMyTaljiu. B KjaccuuecKoM IIpUMepe
IapaMyTallMy B JIOKyce TeHa bl y KyKypys3sl IIPOHC-

KVYJIMKOBA u pp.

XOOUT cTabuybHas MoAUUKAIUsg ItlapamMyTabesb-
HOTO aJlyIesisd, KoTopas HacjlefyeTcs B IIOCJIe[yIIINX
TIOKOJIEHUSX U BbI3bIBaeT BTOPUYHYIO ITapaMyTallHIo,
KaK W MCXOJHBIY IIapaMyTareHHEIN ajuviesb. Cienyer
OTMETHUTH, YTO y PacCTeHUH CYILEeCTBYIOT U Jpyrue
IapaMyTareHHble aJljlejid, KOTOpble paslIHudarTCs
KaK B OTHOIIEHUM YacTOThl Iapamyranuu (oT 9
o 100%), Tak ¥ CTaOUJIBHOCTHIO IIPHUOOPETEHHOTO
nmapaMyTareHHOTo cocTossHud [52, 53]. HampuMmep, B
JIMHUU Tabaka Spr12F, cofeprKaliell reH CTpelITOMU-
nuH-dochoTpaHchepassl (spt), mapaMyTalsi TOMO-
JIOTUYHBIX JIOKYCOB IIPOUCXOJUT C 4acTOTOU ~60% [52].
KpoMe TOro, CymiecTBYHT HeHTpasbHBIe aJljlesiH,
YCTOMYUBEIE K BO3/eHCTBUIO IIapaMyTareHHOIo aJjie-
Js [54, 55], ¥ aesiy, B KOTOPHIX ITapaMyTaliys IIpo-
HUCXOQUT CIOHTaHHO [12, 56]. HampuMep, B Kaccuue-
CKOM cHCTeMe IlapaMyTalluy ajlless bl y KyKypyssl
CIIOHTaHHOe IIpeobpasoBaHue ajess B-I B B’ MOXeT
IPOUCXOAUTE € YacToTo# oT 0,1 1o 10% [12, 56].

Ha Takoe pasHoobpasue B IIOBeJleHHUH JIOKYCOB,
Y4YaCTBYIOIIMX B ITapaMyTalldH, MOI'YT BJIHATH KakK
pasiuuus B reHeTHYeCKOM (OHe POJUTE]bCKHUX Op-
TaHU3MOB, TaK U CTPYKTypHbIe 0COOEHHOCTH, YUC-Jie-
TepMHUHAaHTHI, IapaMyTareHHbIX U ITapaMyTabeabHBIX
asesned. I[uc-meTepMHHAHTHI IIapaMyTallud — 3TO
TaHZleMHble U UHBEPTUPOBaHHBIE ITOBTOPSIOIHECST
nociaenoBartesbHocTH JHK, a Takke CcBsI3aHHEIE C
9THMM IIOBTOPaMH 3IIUTeHeTUYeCKHe MeTKH, BJIHII0-
IIlMe Ha IIpPOosBJIeHHe U CTabUIbHOCTh ITapaMyTareH-
Horo addekra [57-59].

U1 ocylllecTBJIeHUS ITapaMyTareHHoro agpdexra
B JIOKyCe b1 KyKypy3bl HeOOXOAUMEI MHOKECTBEHHBIE
TaHJeMHble IIOBTOPHI [JHMHOM 853 II.LHT., KOTOpPHIEe
HaXOOATCI Ha paccTogHuM ~100 T.IL.HT. BBIIIE CTap-
Ta TpaHCKpUIIIUU reHa bl (puc. 3) [60-62]. B 2006 T.
Alleman et al. [26] ycTaHOBHJIH, YTO C 00eHX Ilellel
TaHAEMHBIX IIOBTOPOB OCYII[eCTBJILETCSI TPAaHCKPHII-
us, KOoTopas IIpUBOAUT K obpasoBaHHI0 IIPHK.
HccireoBaTesy IOKasaly, 4TO § KYKypy3bl MyTal{us
MOP1 (Mediator of paramutation 1), opTosora PHK-
saBucuMoli PHK-mosmmepassl RDR2 y A. thaliana,
IpUBOAUT K HapylleHUI0 ob6pasoBaHus AUPHK c
TaHJeMHBIX IIOBTOPOB M caMoro Jiokyca b1 [26, 60].
Takum obpasom, MOP1 gBisieTcs HE0OOXOTUMBIM dak-
TOPOM [JIS OCYIIECTBJIEHUS IapaMyTanuu. Iodek-
THUBHOCTH ITapaMyTareHHOro a¢¢peKTa TakKe 3aBUCUT
OT KOJINYeCTBa TaHJEeMHBIX II0BTOPOB U HUX CTPYKTY-
pH! (puc. 3). Anjienb B' ¢ ISThI0 UIH CeMbI0 KOITUAMU
noBTOPOB obsamaeT 100%-HOM ITapaMyTareHHOCTBIO
(moxasaHO Ha KOHCTPYKOUU b-5R’), annens B' ¢ Tpe-
M KOIHSIMH o6JlaZiaeT IIOHMIKEeHHOH IlapaMyTareH-
HOCTBIO0 (KOHCTpyKIHusa b-3R’), a ajiesb, HECYIIUHN
OJIHY KOIIMI0 IIOBTOpA, BOOOIIle He BBHI3BIBAET IIapa-
MyTareHHBIH 3QQeKT U gBJsIeTCs HeHUTpaJbHBIM
(xoHCTpYKIUA b-N; puc. 3) [60-62]. IIppMeyaTes bHO,
4TO [JI9 IlapaMyTareHHoro sd¢dekra HeobxoxmMa
TOJIbKO 5'-KOHIIeBasi GC-6oraras I1ocjiejoBaTeJIbHOCTh
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Puc. 3. CpaBHUTeJIbHOE CTPOEHUE PasHBIX TUIIOB ajljie-
Je¥ jokyca b1 y Kykypy3sl. Ha paccroguuu ~100 T.I.HT.
OT CTapTa TPaHCKPHUIIUM reHa b1 pacIioyio)KeHBI TaH-
JeMHble IIOBTOPHI [MIHHON 853 M.HT. (0603Ha4YeHEI
KpacHO-3eJIEHBIMHU KpyraMH, I7le KpacHBIM IIBeT 060-
3HavaeT 3'-KOHIEBYIO 4aCTh IIOBTOPA, a 3eJIeHbIU IBeT —
5'-KOHIeBYyI0 4YacTh). OT KojM4yecTBa IIOBTOPOB U HUX
CTPYKTYPBI 3aBUCHUT 3QPEeKTUBHOCTh IIapaMyTareHHOT0
adpdekTa B J0KYyCe bl

noBTopa (KoOHCTpyKnusa pFA), Torna Kak 3-KOHIeBas
nocjenoBaTeabHOCTE (pFB) B0ooOIIe He o6jagaeT
napaMyTareHHBIM 3Q$eKTOM U SIBJIIeTCI HeUTpasb-
HOHU (puc. 3) [60-62]. Ba)KHO OTMeTHTh, YTO [JI IIa-
paMyTanuy Heob6XOJAMMO IIPHUCYTCTBHE TaHIEeMHBIX
IIOBTOPOB B 000UX asUlessix — B’ (lapaMyTareHHOM)
u B-I (mapamyTtabesbHOM) [60]. TaHZEeMHBIE TTIOBTOPHI
JIOKyca bl He TOJIBKO SIBJISIOTCS UUC-TeTepPMHUHAHTON
IapaMyTalid, HO TakXe JeMCTBYIOT KaK JHXaHCep
IUIS IIapaMyTabesbHOTO aJlylesid W YCHUJIUBAIOT €ero
TPaHCKPUIIIIMOHHYK aKTHUBHOCTE [57, 60, 63].

Poas RADM-niyTH B mapamMyTaIliy. YCTaHOBJIEHO,
uto 6esku MOP1 u MOP2 (Mediator of paramutation 2)
SBJIIFOTCSI HEOOXOIUMBIMU QaKTopaMU AJIs1 obecIiede-
HU ITapaMyTareHHoro a¢dexra B JIoKyce Pl, a Takke
obpasoBaHuM KopoTKux PHK niauHOH 24 HT. [64-69].
Kpome Toro, ypoBHH H3K9me2 B jiokycax bl u pl
KOPPEeJHUPYIOT C COOTBETCTBYIOIIMMHU pPasJIUUYUIMU
B YPOBHSX IIUTMeHTallUU pacTeHuu [57, 70]. Itu
pesyJbTaThl IIOATBep>KJalT TO, YTO IlapaMyTalius
OCYILIECTBJIZETCS C IOMOIIbI0 RADM-yTH.

VHTepecHbIe HAOIIOIeHUS OBLIM CHeaHbl IIPU
IIpOBeJleHHe 3KCIIePUMEHTOB C MCI0Jb30BaHUEM
TPaHCTeHHBIX KOHCTPYKIIMH, 9KCIPECCHUPYIOIIUX
SiPHK K TaHJeMHBIM IIOBTOpaM (KOHCTPYKIUA b1IR)
U npoMmoTopy reHa bl (xkoHcTpykiusa alpIR), U pa-
CTeHUI ¢ MyTauuaMu mopl u mop2 [71]. MyTanus
mopl 3aTparuBaeT HepBbIH 3Tanl RADM-myTH, KOrga
¢ noMmoInpio Pol IV cHadyasa CHHTE3HpyeTCS OFHO-
IIelI0YeYHBIM TPaHCKPHIIT, a 3aTeM C IIOMOIIBIO
MOP1 mpoucxoguT obpasoBaHHeE IBYXIIeIIOYEYHOTO
npexmiectBeHHUKa siPHK [72]. TeH mop2 xopupyeT
daxtop NRP(D/E)2a - BTOpPyI0 IIO BeJUYUHE CYOB-
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eINHUITY, BXOJAIIYI0 B cocTaB Kak Pol IV, Tak u B
Pol V [26, 65, 71]. TakuM o6pa3oM, MyTalus mop2
HapylaeT paboty Bcero RADM-iyTH, 6e3 KOTOPOTO
IapaMyTaliis HeBO3MOXXKHA. PaHee ObLIO II0KasaHO,
4TO CalyIeHCHHT b1 OTCYTCTByeT ¥ 060MX MYTaHTOB —
mopl u mop2 [73]. Sloan et al. [71] moka3aJuu, 4To y
pacTeHHuM, HeCcyIIUX KOHCTPYKOUK alpIR, Habto-
JaeTcs calyieHCHHT bl mpu MyTanuu mopl, HO He
MyTanuu mopZ2. IlosyyaeTcs, YTO TPAHCIeH, IIPOAy-
nupyromuit siPHK kK ipomMoTopy b1 MOXKeT 3aMeHUTh
paboty Pol 1V, yuyacTByroIyto B obpasoBaHuu JUPHK,
HO He 3aMeHseT paboTy Pol V, Heo6XoaumMyo 11 Me-
TUWJINPOBAHUA JIOKyca B IIyTH RADM.

OpHako pes3yJbTaThl 9KCIIEPUMEHTOB C HUCIIOJIb-
30BaHHEM KOHCTpyKOuHu bI1IR, U3 KOTOpPOH o6pasy-
1oTcd siPHK K TaHJeMHBIM IIOBTOpaM, OKa3ajuCh
HeOXUJaHHBIMHU. BBeJleHHe B TIeHOM KOHCTPYK-
nuu b1IR MPUBOAWIIO K CaliyieHCHUHTY bl y roMosu-
TOTHBIX MYTaHTOB II0 060MM reHaM — mopl U mop2.
C OfHOM CTOPOHBI, 3TOT pPes3yJbTaT II0Ka3bIBaeT, UTO
obpasoBaHue siPHK 13 9HIOTeHHBIX TaHIEeMHBIX II0-
BTOPOB B PaCTeHHUAX JUHUU B’ MOXXeT He 3aBHCETb
0T aKTUBHOCTH Pol IV. BBHUAy TOTO, 4TO TPaHCKPHII-
IIUg TaH[EMHBIX IIOBTOPOB YyBCTBUTEJbHA K d-aMa-
HUTHUHY, KOTOPBIN UHTUOUPYeT aKTUBHOCTE Pol II, HO
He BJHSAeT Ha aKTUBHOCTEL Pol IV mu Pol V, uccie-
IOBaTeJH I10JIaTal0T, YTO TPAHCKPUIIIHAS TaHAeMHBIX
IOBTOPOB OCyIlecTBJsieTcss UMeHHO Pol II [71, 74].
C [Apyrof CTOPOHBI, OCTaeTCsd HEIIOHSATHO, KaKUM
06pa3oM camlJIeHCHUPYeTCs caM reH bl IIpU MyTalluu
mop2, Hapymawoiied nyTs RADM. 3TU Hab6I0IeHUS
IIPUBEJIU K IIOSIBJIEHUIO THUIIOTE3bl O TOM, UTO IJIs
carsieHcuHra bl Ttpebyercda porosHUTeabHass PHK-
IoJuMepasa, KOTopas He COJIep>KHUT B CBOEM COCTaBe
cyobepuHunbl NRP(D/E)2a. 3To PHK-mtosimMepasoi
MoxkeT 6bITh Pol II- vyt Pol V-110106HBIN KOMILIEKC,
comepxaimuit npyroi NRP(D/E)2a-1Iof0GHBIN HeH3-
BEeCTHEBIH 6eJsiok [69, 71].

IIpu ucclieloBaHUU POJIM TaHAEMHBIX II0BTOPOB
B MexXaHHU3Me IIapaMyTalluy OBIH II0Jy4YeHbl QaKTHhI,
KOTOpBIe He YKJIaJbIBAIOTCS B IIpefIIogaraeMyro Kiac-
CHUYeCKyI0 KapTHHY 3TOTO0 IIpoliecca. Tak y KYKypysbl
6511 06Hapy>KeH 6es0K CBBP (CXC domain b1l-repeat
binding protein), KOTOpBIX CIEITUUIHO CBI3BIBAJICS
C IOCJIe0BATeJIbHOCTHI0 TaHAEMHBIX IIOBTOPOB [75].
IIpu BBefleHUHU B TeHOM KYKYpPY3bl TPAHCT€HHOHN KOH-
CTPYKIUY, coflep>Kalllell reH CBBP 110 yOUKBUTHUHO-
BBIM IIPOMOTOPOM, IIapaMyTabeJbHBIN ajienb B-I
CIIOHTaHHO CTaHOBMJICA IIapaMyTareHHBIM, IIpHYeM
a¢dexT coxpaHsICd Y IIOTOMKOB, He MMEHIIUX HC-
XOJHBIN TpaHCcreH [75]. 3To HUccae0BaHUE II03BOJISET
IIPeAIIOIOKHUTE CYyIlleCTBOBaHUeE ellfe OJHOIo Kjacca
6eJIKOB, KOTOphIe Y4aCTBYIOT B CalJIeHCHUHTe I'eHOB.
OmHAaKO ocTaeTcsd HesaCcHO, cBg3aH i CBBP ¢ mexa-
HU3MOM RADM miy feHcTByeT He3aBHCHUMO OT HEro
U He TpebyeT yuacTtus siPHK-ommocpesoBaHHOIO cau-
JIEHCHUHTA.
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JIUreHEeTUYECKUN CaMJIEHCHUHT JIOKyca bl y
KYKypy3bl IpeJCTaBIsgeT COO0M KIaCCHUYeCKUU IpH-
Mep deHOMeHa IapaMyTallid, B KOTOPOM CaMJIeH-
CHHTI OIIpe/leJIEHHOIO JIOKyCa SBJIIeTCS pe3yJIbTaTOM
metunupoBaHug AHK u ructoHa H3 B mosurnuu K9,
HaIllpaBJIEHHOTO KOPOTKHMH HeKOAUPYIOIIUMHU
PHK - siPHK. Ba)XHBIM yCJI0BUEM [UJISI OCYILIECTBJIE-
HUS IapaMyTareHHOTo sgdeKTa CIy>KaT CTPYKTYPHBIE
0COOEHHOCTH JIOKYCOB, @ UMEHHO UUC-PeryIsTOPHEIe
JleTepMHUHAHTHI, KOTOpPhle, KaK K II0CJIe0BaTeb-
HOCTBH CaMoOTro0 reHa bl, MeTHJIHMPOBAHBI U SIBJISIOTCS
HCTOYHHUKOM ob6pasoBaHus siPHK. OgHako MexaHUKa
CaMoro IIpoliecca, a TaK)Xe B3aUMOCBI3b MeXAy KOM-
IOHeHTaMU OHMOoXUMHUecKoro ImyTu RADM 1o KoHIa
He SICHBI U TPeOyIOT JaJbHEeMIero UsydeHus.

Ha xakof CcTafiuu pPasBUTHS IIPOUCXOAUT IIIU-
reHeTHUeCKoe IIpeobpa3oBaHUe IIapaMyTabeJbHOTO
JIOKyca TOYHO HeH3BeCTHO. B IIpoliecce cliepmaro-
reHesa y pacTeHHH 06pasylTcsi [Ba CIepMHS U
O/lHa BereTaTHBHAas KJETKa. B CIepMHUIX XpOMaTHH
HaxXOJUTCS B KOHJ[EHCHUPOBAaHHOM COCTOSSHUH, U 3KC-
IIpeccusi TeHOB OrpaHHU4YeHa. OJHAaKO B BereTaTUBHOH
KJIeTKe XpPOMaTHH HaxXOJUTCS B JiepellpecCHpOBaH-
HOM COCTOSIHUH, IIPA KOTOPOM IIPOHMCXOAUT aKTHB-
Hoe obpasoBaHHUe siPHK, KoTopsle 3aTeM IiepefarTcd
B cuepMud [76, 77]. TOT >Ke IIpoIlecc IIPOUCXOTUT Me-
Ky SKeHCKOU SAUIIEeKJIETKON U IBYMS CHHEPTUAHBIMU
KJIeTKaMH B JKEHCKOM ramertodure [78], a 3aTeM —
MeXXIy 3apofplllleM M 3HJOCIIEPMOM B MOJIOLOM
ceMmeHHU [79, 80]. IIpexriosiaraeTcs, 4YTO HM3MeHEHUe
SIIUTeHEeTHYeCKOT0 CTaTyca IapaMyTabeJbHOIO ajlle-
JI IIPOMCXOJUT MMEHHO Ha 3THUX CTaJUsIX pasBUTHUSL
MOJIOZIOTO PaCTeHUS.

ITAPAMYTAIIMA V )KUBOTHBIX

JIIUTeHEeTUYECKHEe B3aUMOJENUCTBUA aJllesen
U XapakKTep HacjeJoBaHUsS IIPU3HAKOB, II0JJOOHBIN
KJIaCCUYeCKUM IIpHMepaM IlapaMyTalluu y pacTe-
HUH, y )KUBOTHBIX BCTpPeYaeTCsl 3HAUYUTEJIBHO pexe.
ITomo6HBIE ciiydad OBLIN OIMCAHBI Y MBIIIEH, a TakK-
JKe IIOKasaHbl Ha MOJesaX 0eCIIO3SBOHOYHBIX JKHU-
BOTHBIX — Jpo3oduyiax U Hemarone Caenorhabditis
elegans. MexaHU3M 3IIUTeHETHUECKON TpaHCPopMa-
[IUM aJllesied IIPU IapaMyTaljiy y )KUBOTHBIX OTJIHU-
JaeTcd OT pacTeHUM 0COOeHHOCTSIMHU 0Opa3oBaHUS
KOpPOTKUX HeKomupyromnux PHK, y4yacTBYHOIIUX B
9TOM IIpoIlecce, a TaK)Ke MeXaHH3MOM MeTHUJIHPO-
BaHUA THCTOHOB, HO 00IIfas MOJesb IlapaMyTaliuu
CXOJHa MeXXAy 3THUMH IBYMs I1apCTBaMH >KUBBIX
OpPraHusMoOB. IIpuMephbl eCcTeCTBEHHBIX aJljeslel,
KOTOpPBIe IIPOSIBJILIOT IlapaMyTareHHble CBOMCTBA Y
JKUBOTHBIX, MaJIOYHCJIeHHBl. B OCHOBHOM HCCJIE[0-
BaHUA IIapaMyTalluH IIPOBOJATCS Ha TPaHCIeHHBIX
JKUBOTHBIX C MCKYCCTBEHHO CKOHCTPYHPOBaHHBIMHU
IapaMyTareHHBIMH JIOKYCaMH.

KVYJIMKOBA u pp.

MoJieKyJIsIpHBIe OCHOBBI IIapaMyTalud y Apo-
30omia. B ominyne OT pacTeHHI, B OCHOBe Ilapa-
MyTalliu y OPO30QHUI JIEKUT OMOXUMUYECKUN IIyTh
obpasoBaHus piPHK (xopoTkue Hekonupyroiiue PHK,
acconmupoBaHHBIe ¢ 6eJKOM Piwi) 1 MeXaHU3M KO-
TPAHCKPUIIITMOHHOTO CalJIeHCHUHIA C IIOMOIIBI0 KOM-
nnekca piPHK-Piwi [81]. IIpoxyknug piPHK y gposo-
$HUI B OCHOBHOM IIPOMCXOJUT B PENPOAYKTHBHBIX
opraHax BCJe[CTBHe TOIO, 4YTO OeJIKH ceMeHCTBa
Piwi, Heo6xoAMMEBIe 1JI1 00pa3oBaHUA U QYHKIIHO-
HupoBaHUg pPiPHK, 3aKcIpecCHUpPYIOTCA IIpeuMyllle-
CTBEHHO B roHaziax [82]. IlpenmectBeHHUKaMu piPHK
SIBJIAIOTCS JJIMHHBIE OJHOILIeII0YeUHble TPaHCKPUIITHI
U3 CIleNUaJbHBIX JIOKYCOB B reHoMe — piPHK-kiac-
TepoB, 060TaIlleHHbIX aKTUBHBIMU U JUBEePTUPOBaH-
HBIMU KOIIMSIMU pasIuvHbBIX M3 [83, 84]. B oinuue
oT obpasoBaHus SiPHK, 6uoreHes piPHK mpoucxomnut
6e3 ygacTus saH[oHyKJIeassl Dicer [85]. TpaHCKPHUIITHI
piPHK-K1acTepoB TPaHCIIOPTUPYIOTCI B [IUTOILIA3MY,
IJe «Hapes3alTcsa» Ha II0CIef0BaTeJIbHOCTH JJIMHOH
23-29 HT. sHAOHYKIea30M Zuc/MitoPLD, a 3aTeM B CO-
CTaBe KOMILJIeKca ¢ 6esikoM Piwi mepemeraroTcd B
AP0 U OCYIIECTBJIAIOT KOTPAHCKPUIIITMOHHBIN caii-
JIEHCHHT [84].

V Drosophila melanogaster oguH U3 IIEPBBIX
CIy4aeB IlapaMyTalliy OB OIIMCAaH IIPU H3yYeHUH
abdexTa mparc-callyIeHCHHTa, B OCHOBe KOTOpPOTO
JexuT piPHK-omocpemoBaHHOe IIOflaBJIeHUE 3KC-
IIpeccry IOMOJIOTUYHBIX II0CIesoBaTebHOCcTelr PHK
(Trans-Silencing Effect, TSE) [86]. HcciemoBaTenun
IoJ, pyKoBOACTBOM Ronsseray [2, 87, 88] mosyuuinu
P TPaHCTeHHBIX JIMHUN, B TeHOM KOTOPBHIX BHeC-
JIX TOBTOPHBI P-lacZ-white ¢ IIOMOIIBI0 TPaHCIIO30HA
P-element. Cpeiu IOJIyYeHHBIX JIUHUY, HECYIIIUX OU-
HaKOBBIU TpaHcreH P-lacZ-white, e suHuu (T-1 u
BX2) neMOHCTpPHUPOBaJIX pasjnuyHoe IIposBieHue TSE.
Jluaua T-1 niposBiIsiia BeIpaKeHHBIN a¢pdekT TSE ro-
MOJIOTUYHOIO TpaHcreHa P-lacZ-white, ToTna Kak JIiH-
HUA BX2 He o6Jafasa CIIOCOOHOCTBHIO K peIlpecCUH.
Kpome TOT0, KaK 0Kas3asaoch, CIIOCOOHOCTH IT0/IaBJISATh
9KCIIpeCCHI0 obJyiaflaeT MaTepPUHCKUM 3QPeKTOM Ha-
ciaenoBaHud [87]. MaTepHHCKOe HacjaeJoBaHUE HMe-
eT Ba)KHeHlllee 3Ha4YeHHe I IIPUCIIOCOOJIEHHOCTH
opraHrhsMa U QepTHUJIBLHOCTH IIOTOMCTBA Yy JpO30-
¢mi [89]. Uepe3s muTomIasMy OOLIUTA IIepefaroTCs
6eJIKM U TPaHCKPHUIITHL, HEOOXOAUMEIE [IJII PaHHEro
3MOpPHOHAJIBHOTO PasBUTUA.

B 2012 r. De Vanssay et al. [90, 91] nmpoBesu cKpe-
LIMBaHHe TeTePO3SUIOTHEIX CaMOK JHHHU T-1 C caM-
IaMy JUHUHU BX2. B BBIBEJJEHHOM IIOTOMCTBE Y
CaMOK, KOTOphIe HacjJemoBaX JIOKYyC BX2 u 1iuTo-
nnasmy T-1, HO He caM JIOKycC T-1, IIpoucxogusio obpa-
3oBaHUe piPHK u3 TpaHcreHa P-lacZ-white u HabJto-
nanca apdext TSE (puc. 4, a). 3d¢dext TSE obsagan
II0JIHOM IIeHeTPaHTHOCTBHIO U COXpaHsIca 6oJsiee yeM
B 80 mokoseHusx. Kpome Toro, jsokyc P-lacZ-white
B JUHUU BX2* kak u amnenb T-1, nposgBisgeT TSE
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U MOJKeT IIOJaBJIATh IKCIIPECCHI0 TOMOJIOTMYHBIX
amnenent. IlogaBiaeHue sKcipeccuu P-lacZ-white Ha-
6/II01aId TaK)Ke U IIPU CKpeIlUBaHUU JIMHUU BX2*
«HaWuBHOW» JWHUEeN BX2 (puc. 4, a). IIpu pelunpok-
HOM CKpeIllMBaHUH, KOIZla He IIPOUCXOJUT Hacjefo-
BaHUS ITUTOILIa3Mbl TUHUU T-1, callyieHCHHTa P-lacZ-
white He Haburoganu. M3 3TOr0 MOYKHO 3aKJIIOUHUTh,
4TO ajuiesb BX2* nmpuobpes cBOMCTBA IIapaMyTareH-
HOTO aJlIeJsisi IIOCJe HaclelOoBaHHUs MAaTePHHCKHUX
¢daxTopoB ot suHUU T-1. Kpome Toro, oba aJuiesd,
T-1 1 BX2*, IpOosIBJIFIOT IIapaMyTareHHbIH 9QPeKT Hc-
KJIIOYUTEJIBbHO IIPH HaCJIeJOBAaHUU II0 MaTePUHCKOH
auHuu [90, 91]. CiexyeT OTMeTUTh, YTO JUHUA T-1
BbIBeJleHa U3 JIMHUU BX2 110Cjie BO3eUCTBUS peHTTe-
HOBCKOTO H3JIy4eHHUs U COJEpP>KUT MHOKeCTBEHHBIEe
XPOMOCOMHBIE MHBEPCUH U TpaHCiaoKanuu [87, 90].
IIpu sToM o6e JIMHHUHU COJeprKaT OJUHAaKOBOe UHCIIO
TaHJeMHBIX IIOBTOPOB TpaHcreHa P-lacZ-white, pac-
TI0JIO’KEHHBIX B cepeiiHe XpOMOCOMEI 2R [88]. Takum
obpasoM, suHUA T-1 ABJISAETCI IIPUMEPOM CIIOHTaH-
HOU TpaHchopManuu JiokKyca P-lacZ-white B piPHK-
IPOAYLIMPYIOIIUN JIOKYC.

V camoxk BX2* u3 jiokyca P-lacZ-white Habaoa-
eTcsd IPOAYKIUA He TOJbKO piPHK mianHOM 23-28 HT.,
HO TakKe siPHK miaunHo# 21 HT. [90]. UcciienoBaTenu
IIPOTECTUPOBAJIMN BJIHSHHE TOMO3SUTOTHON MyTaIjuHU
6eska Dicer-2, HeoOXOIUMOTO [JIsI IIPOIlECCHHTA
siPHK y D. melanogaster, a Takke MyTalfui OeJska
Aub, y4JacTByIOIIero B IIOCTTPAHCKPHUIIIIMOHHOM Cal-
JIEHCHUHTe B 6roxuMudeckoM nyTtu piPHK, Ha TSE B
JuHUM BX2* IloTepsi ¢yHKIUU Dicer-2 He IIOBJIUS-
Jla Ha CIOCOOHOCTH K MPAHC-CaNIEeHCUHIY B JIMHUU
BX2* 1iocjie CKpelfUBaHUS C JUHHeHN T-1, Torga Kak
MmyTanusgl Aub mosHOCTRIO ycTpaHsia TSE y camMok
BX2* [90, 92]. TakuM 06pasoM, HcCIefoBaTeJ N T0Ka-
3ayy, 4To 3¢peKT TSE U mapamMyTareHHbIe CBOMCTBA
JIoOKyca P-lacZ-white B 1uHUU BX2* 3aBUCAT OT IIPO-
nyknuu piPHK, Ho He oT npopykuuu siPHK.

OpHuM U3 MexaHHU3MOB piPHK-oIlocperoBaHHOTO
cayieHCHHra M3 dBJIsIeTCd KOTPAHCKPHUIIIIMOHHOE
II0/laBJIeHHUe HX IKCIIPECCHH, IIPH KOTOPOH 6esIoK
Piwi, 3arpy>XeHHBI aHTHUCMEBICJIOBBIMU II0 OTHOIIIE-
HUIO K II0CJIefoBaTeIbHOCTH M3 Mosekyinamu piPHK,
BBI3BIBaeT MeTHIHpoBaHUe ructoHa H3 (H3K9me3)
Ha TPaHCKPUOHUPYIOINUXCI II0CJeL0BaTEeJbHO-
cTax M3 [93]. 3TO IPUBOSUT K HapPYLIEHUIO CBS3bI-
BaHusg PHK-mtosimMepassl 11 1 UHTHOUPOBaHUIO TPaH-
ckpunnuu M3 [94]. B paborax Ha D. melanogaster
u Drosophila virilis yctaHoByeHO, 4T0 piPHK MoryT
SIBJIATBCS 3IIUT€eHeTUUEeCKUM CHTHAJIOM, KOTOPBIH IIe-
pefaeTcs yepes OOLIUT MaTepHd U CTUMYJIHUpPYeT obpa-
30BaHHe piPHK y moToMCTBa BCJIe[CTBHE BHECEHUS
MeTKd H3K9me3 B roMOJIOTHYHEIE JIOKYCEI [95, 96].

Mopiesip apaMyTaliuy y Jpo30$HUII IIpesIosara-
eT nepenady piPHK 1o MaTepuUHCKOU JIMHUH, KOTO-
pble 3aTeM IIOCTYNAIT B IIPUMOP/HaJIbHBIE II0JI0BbIE
KJIETKH 3MOPHOHOB U YCHUJIUBAKOT IPOAYKIIHI0 piPHK
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Puc. 4. IlapamyTranug y D. melanogaster Ipu CKpeIH-
BaHUU JUHUN T-1 u BX2. a - Tunuu T-1 u BX2 HecyT
TpaHCTeHHbIe KOHCTPYKIIUH, CoJeprKalliye 10 7 TaHLeM-
HBIX TOBTOPOB P-lacZ. llpu atoM B JIUHUU BX2 pemnop-
TepPHBIN TeH lacZ sKcipeccupyeTcs (CHHUM IIBET IIPOSIB-
JideTcs IIPU MHKybOalluy SUYHUKOB B pacTBope c X-gal).
B simHuu T-1 sKcIIpeccys TpaHCreHa IIOJaBJjleHa, I109TO-
My SUYHUKHU He OKpaIlleHBI. P — poAUTeIbCKHUe JIMHUM,
G - nnokxoJsieHue; Ball u Bal2 — 6asaHcepHbBIe XPOMOCOMEL.
6 — IIpennosiaraeMbldi MexaHU3M piPHK-omocpeoBaHHO-
ro IpeobpasoBaHHus JIOKyca BX2 B piPHK-kyacTep IIph
napamyTtanuu. PiPHK, mpoucxopsiiue u3 jokyca T-1,
3arpy>karwTcsd B 6esok Piwi. 3aTeM KomIieKchl Piwi-
piPHK HacefyloTcs II0 MaTePHUHCKON JIMHUU U CBS-
3BIBAIOTCA C HOBOOOPA3YIOIUMHUCI TPAaHCKPUIITAMH U3
JoKyca BX2 W IIpUBJIeKaT T'MCTOHMeTUJITpaHcdepa-
3y SetDB1/Egg, xoTopass MetuiaupyeT H3K9. B aToMm 3a-
KJII0UaeTCsd KOTPAHCKPUIIIITMOHHBIN CaMJIeHCUHT JIOKY-
ca. Ilocsle smHUreHeTH4YeCKOM MOJUQUKALIUM JIOKyca C
H3K9me3 cBg3reiBaeTcsl kKomIiekc Rhino-Cutoff u uHUH-
nuupyet obpasoBaHue piPHK-kiacTepa. Ilociie aKcIiopTa
U3 sApa B IUTOILIasMy TpaHCKPUITHI piPHK-k1acTepoB
IO/BEPTarTCad 3HAO0HYKICOTHYECKOMY pacIlellJIEHHUIO C
noMoIkpio Zuc/MitoPLD. Bce piPHK, mosydeHHEIE B pe-
3yJbTaTe HYKJeasHOM aKTUBHOCTH ZUC, XapaKTepH3y-
I0TCS1 BBIPpA’KeHHBIM HYKJIIEOTHAHBIM IIpeAIoYTeHHueM
B BUJe ypUAMHA Ha 5-KoHIle MoJieKkysa piPHK. [lanee,
mosekynbl piPHK 3arpyxarTcs B KOMILIEKC C 6eJIKOM
Piwi, KOTOpBIH OCYyIeCTBJsAET KOTPaHCKPHUIIIIXMOHHBIN
CalJIEHCUHT JIOKyca BX2* a Tak)Ke IlepefaeTcs CIeny-
I0IIeMy IIOKOJIEHUI0 Yepes IIUTOIJIa3sMy OOLIUTa
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W3 TOMOJIOTUYHEIX JIOKycOB [91, 95, 96]. IIpexrio-
JIOKUJIH, 4YTO KoMIuleKc Piwi-piPHK mocrtymaeT B
AP0, CBSSHIBAETCSI C TPAHCKPUOUPYIOIIUMMCS II0-
CJIefl0BaTeJIbHOCTIMHU JIOKyCa M IIpUBJIEKaeT MeTHJI-
rucrtoHTpaHcdepasy SetDB1/Egg i MeTHIMPOBaHUS
H3K9. 3arem JoKyc y3Haetcsa 6esxkoM Rhino - op-
HUM U3 6eskoB ceMmercrtBa HP1 (Heterochomatin
Protein 1), KOTOpHIHI HEOOXOAUM [JI1 aKTHUBAI[UU
piPHK-k/1acTepoB B repMHUHATHUBHBIX KJIETKaX JpoO-
3o0¢ur [97]. JTa rumoTesa HalIa HOATBEPKIeHUE
B pabote Le Thomas et al. [96] B 2014 1. (puc. 4, 6).
JKCIIepUMEHTEI], IIPOBEJIeHHbIe HCCIIe[0BaTeJIIMH Ha
JUHUAX BX2* u BX2, mmoKasajad yBeJMYeHHe MeTH-
aupoBaHusa H3K9 u cBsaseiBaHue Rhino B J0Kyce
P-lacZ-white 1ipy mapaMyTalllHd, a TaK)Xe CBSI3bI-
BaHHe Oesika Cutoff, momosHuUTesnbHOro ¢GaxTopa
TpaHCKpUnuu piPHK-Kj1acTepoB B TepMHUHATUB-
HBIX KJIeTKax D. melanogaster (puc. 4, 6) [96].

B pemxux ciydasgx B XOJ/le SIIUIe€HeTHYeCKOIO
caryieHcuHra M3 u dopmupoBanud piPHK-kiacTtepa
de novo MeTmyIHMpoBaHHe ructoHa H3K9 MmoxkeT pac-
IIPOCTPaHATHLCA 3a IIpeesbl HHCcepvu M9 u 3arpa-
TUBaTh PacIIOJIOKeHHBIe PSAOM I'eHBl. ITO IIPHUBOJUT
K SIIUTeHeTHYeCKOMY CalJIEHCHUHIY I'eHOB, a TaKXe
MOJKeT IIPUBOJIUTE K 06pa3oBaHu0 piPHK-K1acTepos,
B COCTaB KOTOPBIX OYAYT BKJIKOUYEHHI 6eJI0K-KOJUPYIO-
mue reHsl [98-100]. V D. virilis piPHK-ommocpenoBas-
Hoe mofaBjeHHUe JioKyca cdi (center divider) sBig-
eTcsl IIPUMepoM II0/J0GHOY «HempeAHaMepPeHHOMH»
peryssanuu. BriepBrle reHHble piPHK y D. virilis 6pL1H
OIIMCAaHBl B XOJle IIOJTHOTEHOMHOI0 aHasiu3a piPHK-
IpOooyIUPYIOMIUX J0KycoB [101]. Heckoysbko o6Ha-
pyXeHHBIX piPHK-KJacTepoB, OJHUM H3 KOTOPBIX
IBJIIeTCA JIOKyC cdi, 06/1aal0T IIOJIUMOPPHU3IMOM B
OTHOILIEHUH 3Kcipeccud piPHK B repMuUHaTHUBHOU
TKaHU. B npyroit pa6ore Le Thomas et al. [95] 6511H
IIPOBEJIeHb] PEIJUIIPOKHbIe CKPeIlUBaHUsI MeXAy JIU-
HUSIMH, OTJIMYAIOIIMMUCS II0 9KCIIpecCHuH cdi-roMo-
JoruvyHbIX piPHK (B maHHOU pabote piPHK-kiacTep,
BKJIFOUAIOIIUY reH cdi, HasBaH «piPHK-kiactep #1»).
JTO HCCIefloBaHUeE II03BOJIMJIO YCTAHOBUTh, YTO Ma-
TEPUHCKOE HacjefoBaHUe reHHBIX piPHK npuBoput
K 3IIMIeHeTU4YeCKON TpaHCPOopMaIihuu reHHOIO JIOKY-
ca AUKOTO THUIIA UM aKTUBAaIlMU sKcipeccuu piPHK B
cleqyroIIeM IIOKoJeHUU [95]. [lasbHEeHUIIe UCCaeo-
BaHU4, IpoBefieHHBIe Erwin et al. [99], mokasaiy, 4To
aKcrpeccus cdi-roMoJI0TUYHEIX piPHK coxpaHseTcs
Jlake B IIOTOMCTBe OT BO3BPATHOIO CKPeIUBAaHUA C
HCXOLHOU JIMHMEU, B KOTOPOM OTCYTCTBOBAJI HMCXO[-
HBIU piPHK-TIpoaynupyoIui JoKyc cdi. ITU HabJio-
JeHUsI II03BOJIUJIN IIPEeAII0IOKUTh, YTO ajlienb cdi
sgBJIgeTcd IlapaMyTareHHBIM. UTOOBI 3TO [[0OKasaTh,
Dorador et al. [102] mpoBesit CKpeIUBaHUS [IBYX JIH-
HUU D. virilis, OTIINYaIOIINXCI IPOAYKIIHEN KOMILIe-
MeHTapHBIX piPHK Kk reny cdi. B iuHUU cdi* HabJto-
Iajsock obpasoBaHue PiPHK, KOoMIIIEMeHTapHBIX K
cdi, a B tuHUU cdi’ - obpasoBaHue piPHK K cdi oTCcyT-

KVYJIMKOBA u pp.

CTBOBaJIO. Ba’KHO OTMETUTh, UTO IKCIIPECCHsI CaMOTo
reHa cdi B TepMUHaTHUBHBIX KJIeTKaX SUYHUKOB ObLIa
nojaBJjieHa B JIUHHUM cdi*, HO He B JUHUHU cdi’. ITO
II03BOJIMJIO OIpefesaTh 3QPeKT sanUureHeTHUeCKOH
peryssinuu JioKyca cdi’ ¢ IIOMOIIbI0 OI[eHKH 9KCIIpec-
CUU I'eHa METOO0M II0JIMMepasHOM IIeITHOM peaKIuu
B peaJIbHOM BpeMeHH. ViccieoBaTeIH I10Kas3alH, 4YTo
aKcIIpeccHud reHa cdi CHHDKEHA He TOJIBKO B TeTepo-
3UTOTHBIX rubpumax cdi4/cdi’ IepBOro IOKOJIEHUS, HO
Tak)Xe B THOpPH/AX OT BO3BPaTHOIO CKpeIHBaHUSA
¢ reHotunoM cdi’/cdi’, y KOTOPBIX OTCYTCTBYeT HC-
XOMHBIN ITapaMyTareHHBIN ajuienb cdi4 [102]. Takum
o6pasoM, JOKyC cdi4 IposgBigeT IlapaMyTareHHBIN
30deKT U Ha CerofHANIHUHN JeHb SBJIIeTCS eIUH-
CTBEHHBIM H3BECTHBIM IIPHUMEPOM eCTeCTBEHHOIO
IlapaMyTareHHOIo JIOKyCa y KUBOTHBIX.

Ba)XHO OTMETHTB, UTO TeH cdi PacIioJo’KeH B
CcybTeJIOMEPHOM paloHe 2- XPOMOCOMEL. YV Ip030-
U1 CTpyKTypa TesloMep, KaK U3BeCTHO, II0flep>KUBa-
eTcs peTpoasieMeHTaMu TART, HeT-A u TAHRE [103].
[IpenpIayIiye UCClel0BaHUS II0Ka3alH, YTO B repMU-
HaTUBHBIX KJIeTKaxX JUHUU cdi4 skcrpeccus TART, a
TakKe piPHK kommiemeHTapHBIX TART 3Ha4YUTeEJIb-
HO BB, YeM B JuHUU cdi’ [99]. MoXHO mpeniio-
JIOKUTH, UYTO obpa3oBaHue piPHK-ki1acTepa, 3axBa-
THIBAIOIIET0 06J1aCTh TeHa cdi, B TUHUHU cdi* BBI3BaHO
IOBHIIIEHHON 3KcIipeccued Mosiekysa piPHK, xow-
nieMeHTapHbIX TART. YUuTHIBasA, 4YTO 06JIaCTh IeHa
cdi daHKUpOBaHA IIOCTIeNOBATEJIbHOCTIMU TART
B o6eux auHUAX [102], TpaHCcdopMamusa JIOKyca B
JUHUU cdi’! B pe3yjbTaTe IapaMyTalllH, BEPOSTHO,
IeTepMHUHHUPOBaHa CTPYKTYypOH IIapamMyTabesbHOTO
JIOKyCa, TOMOJIOTHYHOr0 peTpoasieMeHTy TART. Bos-
MO’KHO, YTO MMEHHO JIOKaJIH3aIys IIOBTOPSIOIINXCS
3JIeMeHTOB T'eHOMa B CTPYKTypax IlapaMyTareHHbIX
U IlapaMyTabesbHBIX JIOKYCOB Y PacTeHUH U >KHUBOT-
HBIX SIBJISeTCS HeOOXOZWMBIM YCJIOBHUEM [UJIS 3IIH-
reHeTH4YeCKON TpaHCPOpMaIly JIOKYCOB U IIOBBIIIIe-
HUA 3QPeKTUBHOCTH IIapaMyTalluu.

MaTepuHCKOe HacaegoBaHue piPHK u KoTpaH-
CKPUIIUOHHBIN CalJIEHCHUHI HUIPAKT PelIalollylo
poJsib B obeclieyeHUM IIapaMyTareHHOro sdpdexra y
oposodui. KpoMe TOro, B pesysbTaTe IapaMyTalllHd
uHCcepnuu M3 MoryT OBITh IIpeobpa3oBaHbl B piPHK-
KJIacTephl, HE0OXOAUMEbIe 11 00pasoBaHUS [OIIOJI-
HUTeJbHBIX piPHK U mofaBieHUS JaJbHEHNIIero
pactpoctpaHeHus M3 B reHoMe [104, 105]. OgHaKo
U1 IpuobpeTeHUs IIapaMyTareHHBIX CBOMCTB Heo6-
XOIMMBIM YCJIOBHEM gBJseTcs popMupoBaHue piPHK-
Kiacrepa de novo B IlapaMmyTabeslbHOM JoKyce. Ka-
Kue QakTOphl JeTepMUHHUPYIOT CBA3bIBaHHe Rhino
U OIIpefiesiaioT rpaHullsl piPHK-kjacTepoB B reHOME
IpO30QMIJI, 0 CUX IIOP HEHU3BECTHO.

IIpocTpaHCcTBeHHBbIe B3aHMO/eCTBHA XpoMa-
THHAa M mapamyTtanus. HenaBHee ucciefoBaHHUe,
npoBefleHHOe Ha D. melanogaster, II0KasbIBAaeT, UTO
napaMyTareHHBIH 3¢$eKT MO)KeT 3aBHUCETh OT IIpo-
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CTPAaHCTBEHHOMN CTPYKTYPhl TeHOMa U COJIMIKeHUS
OIIpeZie/IeHHBIX TeHOMHBIX JIOKYCOB BHYTPH SI[JePHBIX
KOMIIaPTMEHTOB ¥ MOJKeT IIPOUCXOJUTEH 6e3 y4acTus
KOpPOTKHUX HeKoaupyroomux PHK [106].

V D. melanogaster snemeHTHl PRE (Polycomb
group response elements) IIpezCcTaBiIgIOT COO0H yuc-
peryJIaTOpHbIe 3JleMeHTHl TeHOMa, KOTOphle IIpUBJIe-
KalT K XpoMaTUHYy 6esiku rpymiiel Polycomb (PcG)
u Trithorax (TrxG) [107]. IIo cBoeMy JeHCTBHUIO Ha
CTPYKTYPy XpOMaTHHA U IKCIIPECCUI0 TeHOB OeJIKU
PcG 1 TrxG sABJIAI0TCI aHTaroHMcTaMHu. bejku PcG
IO IeP>KUBAIOT PellpecCUBHOe COCTOSHHE XpOMaTH-
Ha ¥ 0OBIYHO CBSI3aHBI C CAaHJIEHCUHIOM I'€HOB, TOI/a
Kak 6eyiku TrxG oIpefiesIIioT aKTUBHYH0 3KCIIPECCHI0
TeHHBIX JIOKYyCcOB [107]. PeryndaTopHblii MOTUB Fab-7,
KOTOPBIN BKJIIOYaeT UHCYIATOPHBIN ajieMeHT U PRE,
pacrosio’keH Ha XpoMocoMe 3R, I7ie OH KOHTPOJIHPY-
eT skcupeccuro Abdominal-B (Abd-B), TOMe03UCHOTO
reHa, KOJUPVIOIero OAMH M3 0eJIKOB KOMILIeKCa
Bithorax [108]. PaHee ob6Hapy’keHO, 4TO PcG-3aBU-
cuMasi perpeccus B Fab-7-TpaHCTeHax, COJep Kalllux
PRE, 3aBHUCHUT OT IIPUCYTCTBUA B TeHOME 3H/I0T€HHOI0
JIoOKyca Fab-7, make ecyid 3TOT JIOKYC PacIloIo’KeH Ha
Ipyrou xpomocome [108]. ITo HabIrOAeHYE 103BOJIU-
JIO IIPeJIIOI0KUTh, UTO 6esKU PcG U UHCYIATOPHEIE
3JIeMEeHTHI OIIpeJiesIII0T IIPOCTPAaHCTBEHHOEe B3aHMO-
JIeliCTBHE TPAHCTeHHOM W 3HJOTreHHOMN Kommuu Fab-7
U MOI'YT MOJyJIMPOBAaTh QYHKIIMHU PeIlpecCUH U aKTH-
BaIruu reHoB [108].

Uccimenyss B3auMogeucTtBuss Fab7 u PcG,
Ciabrelli et al. [106] mosyumnau JuUHUK MyX Fab2L,
CoZleprKallylo TpaHCreH B XpomocoMe 2L. TpaHcreH
cofleprKaJl pelropTepHble TeHbl lacZ U mini-white 1I0f,
KOHTpoJieM Fab-7. Y Myx squHuM Fab2L oKpacka Iyas3
OTJIMYaeTCs Cpefyd 0cobel BCIeACTBUE aHTAarOHHU3Ma
¢yHKM PcG u TrxG, cBI3aHHBIX C TPAaHCTeHHOU U
9HJOTeHHOU KonusaMmu Fab7. KpoMe Toro, GeHOTHUIIH-
JeCKHe pasIn4dus MeXXAy 0COO0SIMHU KOPPEeJTHUPYIOT C
YPOBHAIMM 3KCIIPECCUU TeHOB mini-white u lacZ, a Tak-
JKe C HaJIM4MeM pelnpeccupyromed MeTku H3K27me3
B palioHax cTapTa TPaHCKPUIIIINU I'eHOB [106]. UT06BI
OIIpefleIMTh MeXaHU3M HacCJIe[JOBaHUs NAHHBIX «3IIH-
aJllesiel», UCCJIef0BaTeNN IIOJIYUYHIIH IBe CYyOIHMHUY,
Fab2Lvhte 1 Fab2L™¢, neMOHCTPUPYIOIIYE IIperuMylile-
CTBEHHO 6eJly1o (pellpecCHpOBaHHOE COCTOSIHHUE XpO-
MaTHHA) U KpacHylo (aKTUBUPOBaHHOE COCTOSHUE
XpoMaTHHA) OKpacKy IJla3 COOTBETCTBEHHO. BBLIO
YCTAaHOBJIEHO, UTO 3MIHAJIIENH C 60JIbIIeNH 4acTOTOH
IepefaBajluCh IIOTOMCTBY OT MaTepH, YeM OT OTIia.
KpoMe TOro, IIpu CKpeIMBaHUHU CaMOK JaHHBIX Cy0-
JIMHUU C caMIlaMH HUCXOAHOM JUHUK Fab2L cocTos-
HUe aJjulesed Fab2Lvhite y Fab2L™ coXpaHSJIOCh Ha
IPOTSDKEHUU JIecsITH IToKosieHUH [106]. TakuMm obpa-
30M, HacJIlefloBaHMe 3ITHaJiesnet Fab2Lwe »u Fab2L
IPOSIBJIAeT YAaCTUUHBIN 3QPEeKT poAUTEeNIHCKOTO IIpO-
ucxoxjaeHus (parent-of-origin) u o xapaxTepy Ha-
ClIe[l0OBaHUs IIPHU3HAKOB CXOJHO C IlapaMyTaljyel.
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JaHHBIM MeXaHU3M, II0 BCell BUAWMOCTH, He Tpe-
6yeT ob6pa3oBaHUSA KOPOTKUX Hekoaupyromux PHK,
a MeTHJIMpPOBaHHe JIOKYCOB OIIpefiesisseTcss MMeHHO
IIPOCTPAHCTBEHHOM CTPYKTYPOM XpOMaTHHA.

IMapamyTtanmus y Hematoasl C. elegans. Ilapa-
MyTareHHBIN sddeKT y HemaTogsl C. elegans Taxke
OCHOBAaH Ha OQYHKIMM KOPOTKHX HEKOJUPYIOIIUX
PHK, obecrieduBarIUX y3HaBaHUe IlapaMyTabeJb-
HOTO JIOKyCa U €ero 3IMUIeHeTHYeCKyI TpaHcpopMa-
IIUI0 IIyTeM IIpUBJIeYeHHUs THCTOHMeTHUITpaHcdepas
i MetmiaupoBaHusa H3K9 [2]. OgHako 6uoreHes u
MeXaHU3M [IeFCTBUS KOPOTKUX HeKogupyoimux PHK
y C. elegans uMeeT psf, BaXHBIX OTJIHYHUTENbHBIX
0COOEeHHOCTEeH, 0 KOTOPHIX HEOOXOAUMO YIIOMSHYTb.

PiPHK y C. elegans uMmerT JuinHy 21 HT. © U Ha
5’-koHIle 1 HaseiBarwTca 21U-PHK (puc. 5). C 21U-PHK
cBa3pIBaeTca 6esok PRG-1 - oprosior 6eska Piwi
D. melanogaster [109-112]. Kak TOJIBbKO IIPOUCXOIUT
y3HaBaHHe TpaHcKpuIiita ¢ nomome 21U-PHK, cBs-
3aHHBIX ¢ PRG-1, MPHK-MuUIIIeHs cHayaJja paspesaerT-
Ccd C IIOMOIIBI0 3HAOHYKJeasbl RDE-8, a 3aTreMm 1mop-
BepraeTcd HeMaTPUYHOMY IIPUCOESUHEHUI0 YPHUIU-
HOB U T'yaHWHOB Ha 3-KoHeIll MPHK c moMomibsio 6e-
ka RDE-3 [113, 114]. Ilocsae pobaBieHus mnouau(U/G)
K TpaHCKpHUITY npusjekaercs PHK-saBucumas PHK-
noauMepasa RRF-1, koTopasgs CHHTe3HpyeT BTOPUU-
Hele KopoTkyve PHK, HaseiBaeMmble 22G-PHK, Ha MaTt-
punie MPHK. [Jlasee, 22G-PHK 3arpyskatoTca B OeJIKU
Argonaute nmozpceMerictBa WAGO (rpyria crueru$ud-
HBIX IJI1 HeMaToJ, 6eslKOB Ago) M OCYIeCTBJISIOT
KOTPaHCKPUIIIUOHHLIM M IIOCTTPAHCKPHUIIIIMOH-
HBIM CaMJIEHCHHI 4Y’KepPOAHBIX II0CJIeL0BaTebHO-
crelt (puc. 5) [113, 115]. B wacTHOCTH, 6e10K WAGO-9
B KoMmILekce ¢ 22G-PHK cBsg3pIiBaeTcsl ¢ HOBOOOpa-
symoitelica PHK U npuBjiekaeT B TeHOMHBIN JIOKYC
TUCTOHMeTHITPaHcdepassl, KOTOPble BHOCAT pellpec-
cupyrolye rucToHoBbeIe MeTKH H3K9me3, H3K27me3,
H3K23me3 [116-118].

JUId pacmosHaBaHUS MHIIEHU C IIOMOIIbLIO
21U-PHK He TpebyeTcd UX IIOJHAasd KOMILJIEMeHTap-
HOCTh. CyllecTBeHHOH Ui cBA3biBaHUA 21U-PHK
SIBJISIETCSI JIMIIL 00JIaCTh CO 2 IO 8 HT. ¢ 5-KOHITa
(seed region) 1 KOMIIJIEMEHTapPHOCTD B IIO3UIIUHU C 14
no 19 HT., obecleduBarIas NOIIOJHUTEIBHYIO CTa-
OMJILHOCTL KoMILIekca 21U-PHK-PHK-muniesns [119,
120]. VuuTtsiBas, 4To cBga3biBaHUe 21U-PHK c TpaH-
CKPUIITOM-MHUIIIEHB He TpebyeT IIOJIHONM KOMILIe-
MEeHTapHOCTH, CaWJIeHCUHIY C mnomouibio 21U-PHK
MOTYT OBITH IIO/IBEP>KEeHBI He TOJIBKO UyKepOoJHBbIe
II0CJIe/0BATEJIbHOCTH, HO U TPAaHCKPHUIITHI COOCTBEH-
HBIX TeHOB OpraHusMa. 3alljuTa IeHOB HeMaTo[
oT piPHK-oIlocpefoBaHHOTO CaMJIEHCHHTA TaKXXe
obecrieunBaeTcs ¢ mmomolnbio siPHK, HO 3arpyxeH-
HBIX B Ipyrod Argonaute — CSR-1 (puc. 5) [121, 122].
ITomo6HO PRG-1, 6eyok CSR-1 crioco6eH CBSI3SBIBATHCS
C TPAaHCKPUIITaMHU U IIpUBJIeKaTh K HUM RARP EGO1.
B pesysbTaTe akTUBHOCTH EGO-1 06pasyroTcsa KOM-
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Puc. 5. buoreHe3 KOpOoTKUX Hekogupyromux PHK 1 MexaHU3M paclio3HaBaHUS «CBOM-uy»koi» y C. elegans. B xiet-
Kax 3apoAbIIIeBOM JMHUM KjaacTepbl reHoB piPHK mpopymupyroT 21U-PHK, xoTophle 3arpykaroTcsi B PRG-1. Kowm-
mekc 21U-PHK-PRG-1 ununiuupyet obpasoBaHue 22G-PHK u3 MPHK c¢ nomomusto PHK-3aBucumMori PHK-tosimMmepassl,
npepmosokuteabHo, RRE-1. IIpearmosnaraercd, uyro MPHK, mocrynarliye U3 gapa B IIUTOILIA3MY, II0CIeL0BaTeIbHO
IIPOBEPAIOTCSI Ha COOTBETCTBUE II0CIefoBaTeIbHOCTH ¢ CSR-1-cBsi3aHHBIMU 22G-PHK u PRG-1-cBs3aHHBIMU 21U-PHK
U CIy)KaT MaTpUIlaMU I o6pas3oBaHUsA JOIOJHUTEeIbHBIX 22G-PHK. Ilocsie o6pasoBaHusg 22G-PHK Ha martpuile
MPHK pnaHHEBIe siPHK sarpyskawTrcsa B 6es10k WAGO-9, IIOCTYIIA0T B SIAPO U Y3HAIOT KOMILIEMEHTapHBIM TPAHCKPHIIT,
WHULIUUPYS IIpUBJedYeHHe rucToHMeTmaTpancdepas. Komireke 22G-PHK-CSR-1 npensitcTByeT cBsisbiBaHUIO SiPHK,
3arpy>keHHbIX B WAGO-9. MoJleKysIbl KOPOTKHX HekogupyroIux PHK B coctaBe PRG-1 uinu CSR-1 HHUIIMHPYIOT JIM60
ToJjaBJIeHHe 3KCIIPECCHH Yy KEPOSHOM II0C/Ief0BaTeNIbHOCTH, JU00 06eCleYyrnBalOT paspelleHre Ha TPaHCKPHUIILIUIO

(JTMITeH3UPOBaHHBIYN Ir'eH) cobcTBeHHONM MPHK

mieMeHTapHeie 22G-PHK, koTOophble 3arpy>karnTcsa B
CSR-1 [123]. BoapmuHCcTBO 22G-PHK, CBSI3aHHEIX C
CSR-1, o6pasyercsa ¢ nomoibio RARP EGO-1 B 1iu-
TO30JIe Ha MaTpulle TpaHCaupyeMblx MPHK [123].
AXTHUBHOCTEL KoMILIeKca CSR-1-22G-PHK He IIpUBOIUT
K CalJIeHCUHTY, a, Ha000pOoT, obeclieqyrBaeT 3aIIUTY
TpaHCKpUIITa OT y3HaBaHuga 21U-PHK [121, 122].
TaxuMm o6pasoM, B oTinuue oT piPHK apo3oduisl,
60abIUHCTBO 21U-PHK He MMeeT IOJHOCTHI0 KOM-
IJIeMEeHTapHbIX MHUIIIEHEH B IeHOMe, U OCHOBHOMU
ux QYHKIIMEH gBJIIeTCS pacllo3HaBaHUE «CBOEr0»
U «4y)KOro» JAJIg CalJeHCHHTa HOBBIX T'€HOMHBIX
uHcepruii M3 uau BupycHbIX AuPHK. Eme omHOM
Ba)KHOH OTJHUYHUTEJHLHOM OCOOEHHOCTHIO HEMAaTO[
SIBJIAETCA TO, UTO C roMoInesio 21U-PHK ocyiecTBiis-
eTCsl TOJIbKO MHUITHAIlUS II0JaBJIEHUS Uy KepPOIHBIX
IoCJIel0BaTeJIbHOCTEM, B TO BpeMs Kak 3a IIOAJep-
JKaHUe penpecCHpPOBaHHOTO COCTOSIHUS TeHOMHBIX
JIOKyCOB oTBeuarT 22G-PHK (puc. 5) [124, 125].

V C. elegans gBa mosa — caMiisl (X0) u repmadpo-
IuTHL (XX), KOTOpble IBJIAIOTCA caMKaMH, 06Jiazaro-
VMU CIIOCOOHOCTBHIO K cliepMaToreHesy [126]. Ilpu
H3y4deHUH MexaHHU3MoB PHK-mHTepdepeHIIUN OBLIO

3aMe4eHO, YTO aJjI/IeJb OTIOBCKOIO IIPOHCXOKIEeHUS
(BHeceHHas B reHOM TPaHCTeHHasl KOHCTPYKIHSA), He
HMeIOIUI TOMOJIOTOB B TeHOoMe repMadpojguTa, IIo/-
BepyKeH TOMHHAHTHOMY CaiyIeHCUHIY. IIpuyeM caii-
JIEHCHHT 3TOTO aJljlejii MOKeT OBITh IIpefoTBpalleH
IIyTeM HUHBEKIIUU ofHoIllerroueuyHbIX PHK, cooTBeT-
CTBYIOIIUX KOZAUPYIOIIEH 06JIaCTH OTCYTCTBYIOIETO
reHa, B TOHajbl repmMadpopuTa Ilepe]; CKpelUBa-
HHeM [127]. 3T HabJIIOLeHUS II03BOJIUIHN IIPeAIIo-
JIOKUTH CyIleCTBOBaHHE I3IHUIeHETHYEeCKOIO Ilepe-
KJII0YaTeJsd, YyBCTBUTEJIbHOIO K IIPeAIIeCcTBYIOIIeH
aKcIIpeccuu reHa [112].

B 2015 r. Sapetschnig et al. [128] mokasanu pas-
BUTHe KacKagHoro 3dpdeKTa calljleHCHHTa TpPaHCreHa
y HeMaToJZ, KOTOPBIH COXpaHsJICI W HacjaeLoBaJiCd
Jake IIpU yLaJeHUU HCXOLHOW HWHUIIUATOPHOU
TpPaHCreHHON KOHCTPYKIOUHU (pHC. 6). B reHOM ObLiIa
BCTaBJIeHA TpaHCreHHas KOHCTPyKIug piRNA sensor,
coflep>Kallasl II0CJef0BaTeJIbHOCTh gfp W IIOCIIeno-
BaTeJIbHOCTh, TOMOJIOTHYHYI0 3HAOTreHHBIM piPHK
(21U-PHK). PiPHK, o6pasymoiguecsi U3 3TOTO JIOKY-
ca, MHUIUUPYIOT ob6pasoBaHue 22G-PHK BO6IM3HU
Jokyca-munieHu piPHK. Ilocie sToro o6pasoBaHUe
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Puc. 6. IlpuMep KacKafgHOH ITapaMyTaIrinu y HeMartonsl C. elegans

22G-PHK HaumHaeT paclpoCTpaHATLCI B HalIpaBJie-
HHUU OT 3'- K 5-KOHIy II0 BCel [JIMHe TPaHCKPUIITa,
carseHcupys gfp. OKasajoch TakKe, YTO IIO[aBJe-
HIUe 3KCIIPeCcCHHU gfp KoppeaupyeT € KOJIHUYeCTBOM
KoMIieMeHTapHBIX 22G-PHK. Ha ciexpyromeM 3Taiie
HCCIefloBaTeJN CKPeCTH/IHU II0JY4eHHYI JHUHUIO
PIRNA sensor c JUHHEeH, cojeprKalled TpaHCreH
operon, B COCTaB KOTOPOM BXOIAT TeHbl mCherry
u gfp. Y THOPHUHOTO IOTOMCTBA HaOJII0aIN He TOJIb-
KO IIO/laBJIeHHe 3KCIIPeCCUHU gfp, HO TaKKe U II0/aB-
JeHue mCherry. OTU HaHHBIe YKa3bIBAalOT Ha TO, YTO
IUIsL caliJIeHCUHTa gfp B COCTaBe HOBOM KOHCTPYK-
Uy HeobxomuMa Iepefada ToabKo 22G-PHK, HO He
21U-PHK, Tak KakK B 3TOX KOHCTPYKIIUU OTCYTCTBYeT
II0C/IeJ0BAaTeJIbHOCTh, TOMOJIOTUYHAS 9HJOTeHHBIM
21U-PHK. TakuM ob6pasom, piPHK He0O6X0qUMEI A5
WHUIIHAIINY CallJIEHCUHTa, a IofaepkaHue adpdekra
OCYIIeCTBJISAIOT TOJbKO 22G-PHK. 3¢dekT caiineH-
cuHra mCherry coxpaHseTcsa 60jiee 10 ITOKOJIEHUH
(bosee pmuTeNbHBIM 3QPeKT HccaemoBaTeNH He
OLleHUBaJH), fake ecJd ybpaTb HCXONHBIM TpaHC-
reH piRNA sensor. [lajiee, ucCIelOBaTeJU CKPeCTHUIN
JIUHUIO operon C JIMHUEH, cofepsKallledl TpaHCIeH
mCherry::H2A (mCherry sensor). CaitsieHcuHT mCherry
B cocTaBe TpaHcreHa mCherry::H2A coXpaHsLICI Jake
Ipu OTCYTCTBUHM TpaHCTeHa operon (puc. 6) [128].
TakuMm o6pas3oM, CTabUJIBHO HacjaeAyeMbIH cau-
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JIEHCHHT TPaHCTeHOB, IIPOJEeMOHCTPUPOBAaHHBIN B
pabote Sapetschnig et al. [128], onuckIBaeT snHUreHe-
TUYeCKHe B3aWMOJENCTBUSA ajulesied, TpebOyroliue
obpasoBaHHUs ABYX PasIUYHBIX KJIaCCOB KOPOTKHUX
Hekopupyromux PHK, u gBigeTcs npuMepoM Iapa-
myTanuu y C. elegans. O6mui MexaHU3M ITapaMyTa-
nuu y C. elegans uMeeT CXOJCTBO C MeXaHHU3MaMH
napaMyTaliuy y pacTeHUH (J1okyc bl) u gposodui
(cucteMma T-1 u BX2, a TaxoKe JOKyc cdi). KiroueByro
pPOJIb B SIIUTeHeTHUYeCKOM peryJsIiuyd UIpalT KOpPOT-
Kye Hekopupymlnve PHK, HO, B oTyiMuMe OT pacTe-
HUH, y )KUBOTHBIX UMeHHO piPHK HMHUITMUPYIOT IIa-
paMyTareHHy1o TpaHcGOpMaIlHo JIOKYCOB, TOT/a KakK
Yy pacTeHUH 3Ty QYHKIUIO BBIIOMHAIOT SiPHK.
IMapamyTanmus y menmed. Cpegy II03BOHOYHBIX
JKUBOTHBIX TOJIBKO JIJI MBIIIeH OBIJIU OIIHMCAHBI CIIy-
4yau HeMeH[|eJIeBCKOTO HacjeJ0BaHUS IIPU3HAKOB,
KOTOpEIe MO>XHO OOGBSCHUTH GeHOMEHOM IlapaMyTa-
nuu. OfHAKO MeXaHU3MBI, Jie)Kalllhe B OCHOBe Ilapa-
MyTalluH y MBIIIeH, 10 KOHIIa He IIOHATHBI U UMeIT
PSAL CYLLeCTBEHHBIX PACXOXKAeHUH C CUCTeMaMH I1apa-
MyTalliH Y pacTeHUH U 6eCII03BOHOYHBIX KUBOTHBIX.
ITapamyTanusl y MbIIIed omnucaHa Rassoul-
zadegan et al. [129] B 2006 r. Ha IIpUMepe JIOKyca
Kit B nmuHun Kit™4Y, TeH Kit KOJUpPYyeT PeIlernTop
THUPO3SUHKHHA3HI, YIaCTBYIOIIUN B IIpoIleccax KpoBe-
TBOPEHUd, CUHTe3a MeJaHUHA U JUPPepeHITUPOBKHU
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Puc. 7. IlapamyTanus B JIOKyce Kit y Mpllieii. CxeMa
CKpeIUBaHUs, JEMOHCTPUPYIOIIasg MONUPUKAIIUIO B
ajulesie TUKOTO THUIIa W IPUBOZMAIIAs K GeHOTUNY «be-
JIOTO XBOCTa»

I0JIOBBHIX KJIETOK. Hapylarinass cuHTe3 6eska Kit,
myTanus tmilAlf, BeI3BaHHasg UHCepLUEN TpaHCTreH-
HOM KOHCTPYKIIMH lacZ-neo cpasy 3a CTapT-KOZOHOM,
6pLIa IosydeHa B 1996 I. i mu3ydyeHUsI QYHKIIUU
aToro 6esika B aMmb6puoreHese [130]. IIoCKOJIBKY HaH-
yue 6eska Kit Heo6X0AUMO IJI1 KPOBEeTBOPEHU, IO-
MO3UTOTHI Kit'™ 4 yMHuparoT cpasy II0Cae POoKIeHUs.
I'eTepO3SUTOTHEl BBEKUBAKOT, HO CHU’KeHHBIN ypOBeHb
6esika Kit HapylraeT pasBUTHE MeJaHOIIUTOB, U Y
TaKHUX KUBOTHBIX IIOSBJIAIOTCS 6esiast OKpacKa JIalloK
U KOHUYMKa XBOCTa (peHOTHI «besoro xBocrar) [129].
IIpu cKpelllMBaHUM TaKUX MBIIIEN MeXXAY CO60M HUIn
C MBIIIAMHU AUKOIO THIIA B IIOTOMCTBe y GOJIBIIHH-
cTBa ocobel Haburofanu GeHOTHIl «Heyoro XBOCTa»
Jlake IIpH OTCYTCTBHM aJljiesisd, HeCyIero reHeTHude-
CKYH KOHCTPYKOUI0 (puc. 7). IIoTOMCTBO, TOMO3HU-
TOTHOe II0 JUKOMY aJIJIesI}0, HO JJeMOHCTPHpYIOIIlee
u3MeHeHHBIN GeHOTHUII, O6bLII0 Ha3BaHO Kit*. Takoe
Hacjel0BaHHWe HaOJI0JaeTcsd He3aBHUCHUMO OT II0Ja
POAUTENBCKUX 0COOeM U COXpaHseTCd II0 MeHBbIeH
Mepe B IIeCTH IIOKOJIEHUSIX OT BO3BPATHBIX CKpeIlu-
BaHUU C MBIIIIaMU JUKOro Tuma [129].

JJ11 U3ydeHUsI MOJIEKYJISIPHOM OCHOBBI IIapamy-
TallUH y >KUBOTHBIX Kit™4Y/Kit* u Kit* 6pLIH HcCie-
IoBaHbI Ipoduau MeTUaUpoBaHud JHK U r'HCTOHOB
(meTku H3K4me2 u H3K9me2) B CpG-6oraToi obsa-
cTu npoMotopa Kit [129]. IIpoBefileHHbIE IKCIIEPUMEH-
THI I10Ka3aJH, 4TO MeX[Y >KUBOTHBIMHU JUKOIO THIIA,
TeTepO3UTOTHBIMU 0cobsaMu Kit™AY/Kit*, a TaK)Ke MBbI-
LIaMUu JIUHUHU Kit* HeT CyI[eCTBEHHBIX pasInduy HU
B MeTHJIMPOBaHUHU IIUTO3HMHA, HU B MeTUJIUPOBaHUHU
rucTtoHoB [129, 131]. JlajbHeHIIHe HCCIeJ0BaHUS

KVYJIMKOBA u pp.

BBIIBUJIM IIOHMJKEHHBIW YpOBeHb II0JIHMaJleHUJIUPO-
BaHusi MPHK Kit y reTepO3UTOTHBIX MBIIIeit Kit!mAW-
u Mele#t Kit* Kpome Toro, y Mbied Kit™ A% GpLI0
oOHapy’>KeHO HaKOIIeHHe HeIloJIHalleHUJINPOBaHHOH
MPHK Kit aHOMaJIbHO KOPOTKHUX pasMepoB B repMu-
HaTUBHBIX KJIeTKaX CEMeHHUKOB U CllepMaTO30H/ax.
B crepMaTo3ousax JUHUM Kit™AY* Takoke HabsI07a-
JIA TOBBIIIEHHBIN ypoBeHb aKcnpeccuu MPHK Kit B
CpaBHEHHUH C 0C00IMHU AUKOro Tuma [129].

Hcxona U3 aTUX HaOJIIOeHUH, HCCIefoBaTeIH
NIPEeJIIOJI0KUIN, UTO 4Yepe3 raMeThl MOIYT Ilepe-
raBaTbcd MoJiekyabsl PHK, KoTOphle MHUIIMHUPYIOT
nporiecc gerpaganuu MPHK Kit, 1 UMEeHHO 39TO OIIpe-
nemnsieT ¢eHoTUIl Kit*. UTOOBI IIPOBEPUTH 3TO IIpef-
II0JIO’KeHMe, OHU MHberupoBaayd PHK, BrIlesIeHHYIO
U3 CIIepMBbl I'OMO- MU TeTepPO3SHUIOTHBIX MBIIIEH, B
AUIIEKJIeTKY U O06Hapy)XWIH, 4YTo GeHOTHUIl «6esI0ro
XBOCTa» dallle BCTpedasicsd y ocobel, KOTOPHIM Ha
aMOpHOHAJIBbHON cTaguu BBoAmaIu PHK oT reTepo-
3uroT [129]. XoTst peHOTHUN «BesOTO XBOCTa» TaKXKe
HabJIroaMy 1mocjae KOHTPOJIbHBIX HHbeKnuil PHK oT
MBIl JUKOTO0 THIIA, 3TOT GEeHOTHII pefKo Iiepe-
IaBajicsd IIOTOMCTBY. Ha cirefyroieM sTale HCCIefo-
BaTeJId PellNJH IIOATBEePAUTh, UTO UMEHHO CHIKe-
HHe sKcrpeccuu Kit ompezessieT ¢eHOTHI «HeI0TO
XBOCTa». /IJI1 9TOTO OHU IIPOBEJH JOIIOJHUTEJILHYIO
cepui0 MHBEKIUU AByX MUKpPOPHK, miR-221 u miR-
222, Ui KOTOPBIX TPAaHCKPUNT reHa Kit 6bLI ompe-
JeJleH KaK II0TeHIMaJbHasi MUIIeHb, II0 JaHHBIM
KOMIIbIOTEpHOro aHanusa [129, 131]. Ilocie UHBEK-
ouu TaHHBIX MUKPOPHK ¢eHOTHN «6€JIoro xBocTa»
IIPOSABJIAJICA C BBICOKOM YaCTOTOM Yy MBIIIel IUKOro
THIIA ¥, YTO HauboJIee Ba>KHO, HACJIe[0BAJICSI IIOTOM-
kKaMmu. TakuMm 06pasoM, Bo3zelicTBHe MUKpPOPHK Ha
MPHK Kit B paHHEM 3MOpHOTeHe3e IBJISETCI I0CTa-
TOYHBIM [JI1 UHYITMPOBaHU IIOCTOSHHOIO U Hace-
IyeMOIO 3IIUIreHeTUYeCKOT0 U3MeHEeHHUs IKCIIPeCCUU
reHa Kit. ABTOPEHI TaKKe II0JUepKUBAIOT, UTO IIapaMy-
TareHHHBIN 3 deKT Habiromaxca IpHU 3aMeHe lacZ-neo
Ha Apyrue KoHCTpyknuu [129, 31]. OgHako ocTaeTcs
He 4CHO, HaOJIOaeTcs JIU KCIIpeccus abeppaHTHBIX
TPaHCKpUINTOB Kit U UX HAKOIJIEHHe B CIIepMaTo-
30HMfiaxX IIpU 3aMeHe KOHCTPYKIIMH. Ba’)XHO OTMETHUTh,
4yT0 QeHOTHUIl «HesIoro XBoCTa» HUKOIZA He HabJIro-
Jlajay IIpU TOYeYHOM MyTanuu reHa Kit [132].

HccienoBaTessiMU 1107, pyKOBOACTBOM Rassoul-
zadegan [133, 134] 6pUIH OIIMCAHEI ellle [Ba Cjaydas
IapaMyTalliy y MBIIIeH, BhI3BaHHble MHBEKIIUIMHU
MUKpoPHK B aMOpHOHEI, IpHYeM B 000UX CIIy4asx
UHBEeKIIUY MUKpPOPHK IIpHBOAUIN K YBeJIHYEHUIO
9KCIIPECCHH I1eJIEBOTO TeHa, a He K ero I0JaBJIeHHUIO.
Tak, MUKPOUHBEKIIUHU MiR-1 IpUBOJUIN K IIOBBIIIE-
HUIO 3KCIIpeccHu ee MullneHU Cdk9 U runeprpoduu
cepzama [134]. B cBoro ovepenb, HHBbEKIUSA MiR-124
IPUBOAMIIA K YBEJHMYEHHUIO 3KCIIpecCHuu Sox9, UuTo Co-
IIPOBOXKJAJIOCh pasBUTHEM OJIM3HEI[0B, 8 HOBOPOXKeH-
HBIe MBIIIIaTa UMeJH aHOMaJILHO 00JIbIIoH Bec [133].
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O6a ¢eHOTHIIA, IIOJIYUYEHHbIE IIPU MUKPOUHBEKITHIX
miR-1 1 miR-124, nepefaBaJiCh B HECKOJIBKUX IIO-
KOJIEHHUX, TI0CJIe 4Yero HabJII0ZajoCch BO3BpallleHHUe
deHOTHIIA K UCXOTHOMY COCTOSHUIO. [Io31Hee 3TH Ke
HCCJIe[loBaTeN II0Kasaly, 4YTo Ha GoHe MyTaIjuu Me-
TriITpaHcdepassl Dnmt2, KoTopas MeTHIHPYeET IIpe-
uMyiecTBeHHO TPHK y MiIeKOIIUTAOINX, HE HabJIIo-
ayoch GpeHOTHUNA «6EJIOTO0 XBOCTa» Y Mblireit Kitm™Ay
U He PasBUBAJICI COOTBETCTBYIOIUI GeHOTHUII I10CJIe
MHUKpPOUMHBEKIUYU miR-124 [135]. 3To HaburogeHUE
yKasplBaeT Ha Ba’XHOCTHb MeTuaHpoBaHusa PHK B
MIPOSIBJIEHUU IIapaMyTareHHbIX 3QPeKTOB y MBIIIEH.

Ilo Bcel BUAMMOCTH, OIIMCAHHBIE MeXaHHU3MBI
napaMyTalUd y MBIIIed MMelT IIPUHIIUIIHAJIbLHbIe
OTJIMYMA OT KJIaCCUYeCKOM CHCTeMBl IlapaMyTalluH,
OIIMCaHHOH y KYKypysbl Ha IIpHUMepe JIOKyca bl, u
HU3BeCTHBIX MOJeJIell ITlapaMyTallud y 6ecII03BOHOY-
HBIX. CallJIEHCHUHT B JaHHOM C/Iy4ae IIPOMCXOLUT Ha
IOCTTPAHCKPUIIIIMOHHOM, a He Ha KOTPaHCKPHIIIU-
OHHOM YpOBHE M He COIIPOBOXKIAeTCsI M3MeHeHHeM
npodmisg metunupoBaHusg JHK u H3K9. C gpyroi
CTOPOHBI, BBUJY TOr0, YTO aBTOPBI HU3YUYUIU IIPO-
¢MIb METUJIUPOBAHUSA TOJBKO IIPOMOTOPHOU 00-
JacTd reHa Kit, UCK/IOYATh BJIMSHHE XpOMaTHHA
IOJHOCTBI0 HeJb3d. Ba)KHO OTMETHUTh, YTO Jarke
ecsii MUKPOPHK CIIOCOGHBI IIOJaBIATh 3KCIIPECCHIO
MPHK Kit, B3auMoCBS3b MeXy MUKpoPHK u mapa-
MyTalyell B TPaHCTreHHBIX JIUHUIX Kit™4Y He GbLIa
ycTaHOBJIeHa. OCHOBHOU QyHKIMel MUKpOPHK sB-
JsgeTcda IomaBiieHue skcipeccuu MPHK BceiezncTBue
ee MpPAMOM fAerpajaliiy UM PelpecCHH Ha ypOBHe
TpaHCaIanuu gaHHod MPHK-mumenu [136]. Ciexyet
OTMETHUTD, UTO, XOTs IIPUMePHI YBeJIUYeHUI CHHTe3a
6eJjika BCJIEACTBUE CBSI3bIBaHUA MHUKpoPHK ¢ MPHK-
MUIIIEHBI0 OIIMCAaHBI [JI PasJIMYHBIX THUIIOB KJIETOK,
B 00111eM OHHU J0BOJIBHO pefku [137, 138]. BBugy Toro,
4yTo ga’ke oxgHa MUKpPOPHK Mo’keT peryaupoBaThb
gKcIIpeccuto MHorux MPHK-muiteHeii, a ogna MPHK
MOJKeT SBJIATHCS MUIIIEHBI0 OHOBPEeMEeHHO HeCKOJIb-
kux MUKpoPHK, MuxkpoPHK opMUpPYIOT IIesble pe-
TYJISTOPHEBIE CeTH B KJeTKax [136]. Mo)XHO IIpenIio-
JIOKUTB, 4TO oIrcaHHasg Rassoulzadegan et al. [129]
peryJysanus 3KCIPecCUU IeHOB C IIOMOINBI0 MHBEK-
nuit MUKpOPHK ocyiecTBisgeTcs He HaIpaMyHo, a
IPHUBOJUT K M3MEHEHUIO PsAJla CUTHAJIBHBIX U pery-
JISITOPHBIX IIyTeH, BAUAIOINUX Ha PeHOTHII. YJacTHe
MUKpOPHK B ocyliecTBJIeHHUU I1apaMyTareHHOIO
adpdexTa MMeeT OIPOMHBIN HHTEpPEC U HYKAAeTCS B
JaJIbHEeUIlleM HU3yYeHUH.

3AK/JITIOYEHHE

ITapamyTanusl IpejacTaBiasgeT co60M QyHIaMeH-
TaJbHBIM MeXaHU3M I3IIHUIeHeTUYeCKOU peryJIsaliuu
9KCIIPeCCHUU TeHOB W Hacje[CTBeHHOCTH. [[puHUMas
BO BHUMaHHe COBOKYIIHOCTb UUC-PErYIATOPHBIX dak-

BUOXMMMUS Tom 89 BrII 8 2024

1377

TOPOB B 3QPeKTOpHBIE MOJIEKYJIBI, OCYIIeCTBJISAIO-
I¥e IapaMyTallMi0 B PasIHYHbIX KUBBIX CHUCTeMaX,
00ITUM 3nHUTeHeTHYeCKUM 3pPeKToM IlapaMyTalluu
MO’KHO CUUTaTh MeTujupoBaHue /JAHK u/ujiIu TUCTO-
Ha H3 mapamyTabeJbHOro aJujiessd, OII0CpeLOBaHHbBIE
IeHCTBHEM pasJIHYHBIX KJIaCCOB KOPOTKHX HEKOIU-
pyromux PHK. IIpu aToM 0co06eHHOCTH QYHKIIHMOHHU-
pOBaHUA JaHHBIX MeXaHU3MOB Y PasHbIX KUBBIX Op-
TaHHU3MOB BO MHOI'OM OIIpefiesfl0T GopMy Ilepefadyu
Hac/lIe[CTBeHHON WHGOPMALlMU IIPH IlapaMyTallHu.
ITogo6Has mepefada sMUreHeTUYECKONM MHPOpMaIU
IIOTOMCTBY MOJKeT HUI'PaTh PeIlarollylo pojib, HallpHU-
Mep, I afalTaliyd OPraHU3MOB K M3MeHUBIINMCS
YCIIOBUSIM OKpY’Karollied cpefnl. SIBjIeHHUs, II0L00HbIe
IapaMyTalliM, TakKKe MOTYT SIBJSATHCSI IPUYHHOHN
HabIKaeMol HHOIZA HU3KOM IIeHeTPaHTHOCTH U
HeMeH/[eJIeBCKOTO HacjIeloBaHUs asliesiel, acCOIlUH-
POBaHHBIX C HEKOTOPBIMHU 3a060JIeBaHUSIMHU YeJsloBeKa.
HanpuMep, pasBuUTHe psAfa Haclae[CTBEHHBIX 3JI0-
KadyeCTBeHHBIX HOBOOOpPA30BaHUMH, [JIS KOTOPHIX He
OBIJI0 YCTAHOBJIEHO BBIPA’KEHHOTO MEH[IeJIEBCKOI0
HacjeL0BaHUS, BO3SMOXKHO, SIBJISETCS pPe3yIbTaTOM
aNIUTeHeTHYeCKONM MoauduKanuu, nofobHOM mapa-
MyTalluy, Iepejfawlieiicsa B nokoaeHusax [139]. llpu
IIPOBeJIeHUH OOIIUPHBIX CKPUHUHTOBBIX HCCIef0Ba-
HUH YacCTO yAaeTCs BBIIBUTH B3aHMOCBSISb MeXIy
HacJle[[yeMbIM I'€HOM M pOAUTeJIeM, OT KOTOPOIO OH
6511 yHacsenoBaH [140-142]. OgHaKko [o0KasaTh, UTO
Ioj06HOe HacJefloBaHHEe IIPOM3OIIIO B pesyJbTaTe
SIIUTeHeTUYEeCKUX IIPOIeCCOB, TAKUX KakK IlapaMmyTa-
sl UM TeHOMHBIM MMIIPUHTHHI, KpalHe TPYIHO
6e3 HCII0JIb30BaHUSA MOJIeIbHBIX CHCTEM.
ITapaMyTalrysi TeCHO CBs3aHa C CaHJIeHCHHIOM
TeHOB U, BO3SMOJKHO, II03TOMY B IIPUPO/Jie BCTpeUaeT-
Cs1 pefiKo. BOJIBIMIMHCTBO ITapaMyTareHHBIX aJllesel,
OIIMCAaHHBIX 10 HACTOAIEI0 BPeMeHHU Yy >KUBOTHBIX,
IIPefCTaBJISAIOT COO0M HMCKYCCTBEHHBIE TeHeTHYeCKHe
KOHCTPYKIMHU. CKJIabIBaeTCs OLIyI[eHHe, UTO «eCTe-
CTBEHHBIe» IIPHUPOJHBIEe aJlJIeId KaKUM-TO 00pasoM
3alllUIleHbl OT CalJIeHCHUHIa, KOTOPOMY IIO/IBepKe-
Ha TpaHCreHHas KOHCTPyKIusg. C IPyro¥ CTOPOHHI,
napaMyTrabesbHBIe ajlJIeJId y PacTeHHUH, HallpuMep,
a/nenb B-I y KyKypy3bl, IpeJCTaBJIIIOT COO0M IIPU-
Mep IIPUPOJHOrO0 ajuiessl, KOTOPhIM 04eHb UyBCTBU-
TeJIeH K caiyleHCHUHTIy. C yeM MOXKeT OBITH CBsI3aHa
CTOJIb pasHasg YyBCTBUTEJBHOCTb IPUPOSHBIX U
HCKYCCTBEHHO CKOHCTPYHPOBAHHBIX ajlIeslel K IIO-
IaBJIEHHUIO JKCIIPECCHH TeHOB IIPH IlapaMyTaljuu?
MoJieKyJIgpHble MeXaHHU3MBI, IIpefiHasHauYeHHbIe JJIs
IO lep>KaHUs CTPYKTYPHl TeTepoXpoMaTHHa U pery-
JIITUA aKTUBHOCTH 3HJOTEHHBIX BHUPYCOB, MOIYT
«HeIlpeJTHAMEPEHHO» BO3/IeICTBOBAaTh Ha CTPYKTYPY
9YXPOMAaTHHOBBIX TeHHBIX JIOKYCOB M IIO/IABJIATH HUX
sKcrpeccuro. TakuM 06pasoM, IlapaMyTareHHble U I1a-
paMyTabesbHbIe ajIJIeJIM IIOCTOSSHHO HAXOJATCS IIOF,
IaBJIeHHEM eCTeCTBEHHOTO 0T60pa U peJKO COXpaHs-
I0TCS B monysianuu. C Ipyrod CTOPOHEI, IIapaMyTa-
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I MOKeT IIPOMCXOAUTH dYallle, 4eM IIPHUHATO CUH-
TaTh, HO OOHAPY>XUTh IapaMyTareHHBIN 3QPeKT He
BCer7ia yAaeTcs BBUY OTCYTCTBUS QEeHOTHIIMYECKOTO
IIPOSBJIEHHsI MHOTHX IIPH3HAaKOB. JIIUTeHeTHUYeCKOoe
npeo6pasoBaHHe TeHHBIX JIOKYyCOB IIpH IlapaMyTa-
nuu TpebyeT KOOIepaTUBHOIO U II0C/Ief0BaTelIbHO-
IO y4acTHs Cpasy HeCKOJbKHUX CJI0KHBIX KI€TOUYHBIX
MeXaHH3MOB, BK/IIYAIOIUX 06pasoBaHUe KOPOTKUX
Hekogupylomux PHK, KOTpaHCKPUIIIIMOHHBIN caii-
JIEHCHUHT U MeTunupoBaHue /[HK u/Uiau THCTOHOB.
Kpome Toro, y npo3odui npeobpa3oBaHue ITapaMyTa-
6eJIbHOTO asiesisd B ITapaMyTareHHBIH, [10-BUAUMOMY,
TpebyeT obpasoBaHue piPHK-kyiacTepa de novo B Ia-
pamyTabesbHOM JIOKyce. KakuM o6pa3oM oIlpefiesieH-
Hble TeHOMHBIe JIOKYCHl IIPHOOPETArT CIIOCO6GHOCTh
K IIapaMyTareHHON TpaHCPOpMaIlUHy, B TOM YHCJIe K
npousBozcTBY piPHK, ocTaeTcs OJHUM U3 BaKHBIX
HepelleHHBIX BOIIPOCOB.

Hame moHuMMaHHe MeXaHH3Ma IapaMyTalldd
y KUBOTHBIX U paCTeHUH HepasphlBHO CBSI3aHO C
HUCCIeJOBAaHUSIMU B 06JIaCTH 3MHUIeHeTUYeCKOH pe-
TYJSAIAU 3KCIIPECCHH T'eHOB, MeXaHUKHU IIPOIeCCOB
IOJlep>KaHUsd U Perysaiuy CTPYKTYpbl XpOMaTHHa.

KVYJIMKOBA u pp.

PacnivpeHre HaIllUX 3HAaHUH B 3TUX 06JIacCTSIX MoJie-
KyJSIpHOM 6HoJIoTUU OyheT IBIAThHCA QyHAAMEHTOM
IJIs1 IIOHMMAaHUs POJIM IIapaMyTalliy B 3BOJIIOITUU U
ajanTalliy >KUBBIX CUCTeM K M3MEHSIOIIMMCS YCJIo-
BUSM BHeIIHel Cpebl.

Bxiag aBTOpOB. C.9. PYHUKOB — KOHIIENITUS 00-
30pa u pemakrtupoBaHue; [.A. KysukoBa u A.B. bec-
majyioBa — HamucaHue Ttekcra; E.C. 3esleHIIoBa U
M.B. EBreHbeB — pelakTHpPOBaHHE TEKCTa CTaThbH.

duHaHCHpoBaHHUe. PaboTa BEIIIOJHEHA IIpU QU-
HaHCOBOH IIO[lepsKKe I'paHTa PoCcCUiICKOro Hay4yHOoro
doHza (mmpoekT Ne 22-74-10050).

BiaarogapHocTH. MBI BEIpaykaeM 6J1arofapHOCTh
3a nHGOpMaIMIo U3 6U6IN0TEKU BUPTyaIbHOTO My3es
WUBP PAH, noamep’kaHHOIo paszesioM I'ocyzapcTBeH-
Horo 3agaHusg BP PAH 2024 roma Ne 0088-2024-0010.

KoH}IUKT HHTepecoB. ABTOPEI 3a4BJISIOT 06 OT-
CYTCTBUU KOHGQJIMKTa MHTEPECOB.

CoG1r0eHue 3ITHYeCKUX HOpM. HacTrod1as cra-
Ths He COJIeP>KUT OIHCAaHUS KaKHUX-JIHMO0 HCCIefoBa-
HUHU C y4acTHeM JIIJe WU JKUBOTHBIX B KauecTBe
00BEKTOB.
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EPIGENETIC PHENOMENON OF PARAMUTATION
IN PLANTS AND ANIMALS

Review

D. A. Kulikova'?, A. V. Bespaloval, E. S. Zelentsova’,
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The phenomenon of paramutation describes the interaction between two alleles, in which one allele
initiates inherited epigenetic conversion of another allele without affecting the DNA sequence. Epigen-
etic transformations due to paramutation are accompanied by a change in the DNA and/or histone
methylation patterns, affecting gene expression. Studies of paramutation in plants and animals have
identified small non-coding RNAs as the main effector molecules required for the initiation of epigen-
etic changes in gene loci. Due to the fact that small non-coding RNAs can be transmitted across gen-
erations, the paramutation effect can be inherited and maintained in a population. In this review, we
will systematically analyse the examples of paramutation in different living systems described so far,
highlighting common and different molecular and genetic aspects of paramutation between organisms,
and consider the role of this phenomenon in evolution.

Keywords: epigenetics, non-Mendelian inheritance, small non-coding RNAs, chromatin, gene expression
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