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(DeHoMeH NoTepu SKCNPECCUM NepeHEeCeHHbIX FTeHOB B TPaHCreHHbIX
pacTeHuAx 6bl1 06Hapy»KeH B Hauane 1990-x rogos. M3yyeHune
[aHHOrO ABJIEHMA NOKa3ao 3aBUCMMOCTb YacTOTbl MHAKTBALMK
TPaHCreHoB OT YMC/a UHTErPUPOBAHHbIX KOMWIN B PacTUTENbHbIN
reHoM, 0COGEHHOCTEN OpraHM3aLUy BCTPOWKM (Hanuymne gynamkauui,
BEKTOPHbIX MOC/IeA0BaTeNIbHOCTEN 1 Ap.), MecTa BCTpansaHusa. [oTteps
JKCMPECCHM reHa MOXKET MPOUCXOANTb Ha TPAHCKPUMUMOHHOM NN
NOCTTPaHCKPUMNLMOHHOM YPOBHE, B 60MbLUMHCTBE CJlyYaeBs € yyacTiem
Manbix nHTepdepupytowmx PHK (siPHK). Y pacteHnin Hanbonee
pacnpocTpaHeHHbIM 3NUreHeTUYECKUM MEXaHU3MOM MHaKTUBaLK
reHoB Ha ypoBHe TpaHcKpunumm anaetca PHK-HanpasneHHoe meTu-
nupoBaHue IHK. YHnkanbHble ana pacteHuit PHK-nonumepasa IV

n PHK-nonnmepasa V nrpaiot B Hem BaxkHyto posb. PHK-nonnme-

pa3a |V oTBeyaeT 3a CMHTE3 HEKOAMPYIOLNX TPAHCKPUMTOB C reHa-
MULLEHW, KOTOPbIE NePeBOAATCA B AByXLenouveyHyto popmy PHK-
3aBrcumon PHK-nonumepasoii 1 ¢ nomowbto pepmeHTa Dicer
pa3pe3satotca Ha siPHK. OHY meTunupyoTca u TpaHCNopTUpYTCA

B 3P HeKTOPHbIN KOMMNEKC, OCHOBHbIM KOMMOHEHTOM KOTOPOro
ABnsetca 6enok cemeiictBa Agronaute. PHK-nonvnmepasaV takxe
CUNTbIBAET HEKOAVPYIOL NI TPAHCKPUMT C FeHa-MULLIEHW, HO OH
cny»kut nnatpopmon ana nprenedeHus siPHK n nocneaytowero
npucoeanHeHna 6enKoB U pepMeHTOB, OTBETCTBEHHbBIX 38 METUMN-
posaHune [1HK 1 ructoHoB. [ocTTpaHCKPUMLMOHHAA NHaKTUBaLUA
reHoB NPOWNCXOAWT B LUTOMa3Me 1 CBA3aHa co creundunyeckon
nerpagaumen s¢pdekTopHbIM Komnnekcom (siPHK n AGO-6enok) MPHK,
KOTOpas NMeeT y4acToK, KoMmryiemeHTapHbin siPHK. Y pacTeHnin kpome
KaHOHMYecKkoro mexaHnsma PHK-HanpasieHHOro meTunnposaHuma
[HK cywwecTBytoT 1 Apyrye BapuaHTbl SMUreHeTUYeCckon perynauum
3KCNPeccrmn reHoB, KOTOpble BKNOYaIoT 6enky, MprHUMaloLve
yyacTune B MHaKTUBaLM reHOB Ha MOCTTPAHCKPUMNLIMOHHOM YPOBHE,
cneuyunduyeckme 6enkm n gpyrvie Tunbl Manbix PHK. B saHHoM 0630pe
KpaTKO PacCMOTPEHbI M3BECTHbIE Ha AaHHbIN MOMEHT KOMMOHEHTbI

3MUrEeHETNYECKOV PEryNnALMmN 1 CAENaH aKLEHT Ha HoBble GaKTblI.

KntoueBble cnoBa: MHaKTVMBaLUA reHa; Manble MHTepdepurpyiolmne
PHK (siRNA); PHK-HanpaBneHHoe meTunmpoBaHue AHK;
NOCTTPaHCKPUMLMNOHHAA MHAKTUBALIMA.

KAK ULUTUPOBATDb 3TY CTATbIO?

MapeHkoBa T.B., leiiHeko E.B. TpaHcreHHble pacTeHUA Kak moaenu
ONA U3YUYEHUA SNUTreHeTUYeCKON perynaymnmn 3KCnpeccum reHos.
BaBMNoOBCKNI XXypHan reHeTukn n cenekumn. 2015;19(5):545-551.
DOI 10.18699/VJ15.071

HOW TO CITE THIS ARTICLE?

Marenkova T.V., Deineko E.V. Transgenic plants as a model for studying
epigenetic regulation of gene expression. Vavilovskii Zhurnal Genetiki i
Selektsii — Vavilov Journal of Genetics and Breeding. 2015;19(5):545-551.
DOI 10.18699/VJ15.071

DOI 10.18699/VJ15.071

YOK 575.117.2:577.216

Moctynuna B pepakumio 01.07.2015 .
MpuHAaTa K ny6nukauum 09.09.2015 .
© ABTOPbI, 2015

@ e-mail: marenkova@bionet.nsc.ru

Transgenic plants as a model
for studying epigenetic
regulation of gene expression

T.V. Marenkoval, E.V. Deinekol 2

T Institute of Cytology and Genetics SB RAS, Novosibirsk, Russia
2Tomsk State University, Tomsk, Russia

The phenomenon of loss of expression of transferred
genes in transgenic plants was discovered in the early
1990s. The study of this phenomenon revealed
dependence of the frequency of gene silencing

on the number of integrated copies in the plant
genome, the properties of the transgene sequence
itself (the presence of duplications, vector sequen-
ces, and others), chromosomal position. Loss

of gene expression can occur transcriptionally

or post-transcriptionally in most cases involving

small interfering RNA (siRNA). In plants, the most
common mechanism for inactivation of genes

at the level of RNA transcription is RNA-directed DNA
methylation (RADM). An important role is played

by the plant-specific RNA polymerase IV and V. Pol IV
is assumed to transcribe non-coding transcripts at its
target loci. They are copied into long dsRNAs and

are processed by DICER into siRNAs. siRNAs are then
methylated and loaded into the effector complex,
whose main component is a protein of the Argonaute
family. RNA polymerase V also transcribes the non-
coding transcript of the target gene, but it serves

as a scaf—fold that interacts with siRNAs and that
recruits proteins and enzymes responsible for DNA
and histone methylation. Posttranscriptional gene
inactivation occurs in the cytoplasm and is associated
with a specific effector complex (AGO-siRNA),

which cleavages homologous mRNA. In plants,

in addition to the canonical pathway, RADM, more
mechanisms exist, which include components for
posttranscriptional gene inactivation, specific proteins
and other types of small RNAs. In this review, we briefly
discuss the currently known components of epigenetic
regulation.

Key words: inactivation of genes expression; siRNA;
RNA-dependent DNA methylation; posttranscriptional
gene silencing.



PAHCTEHHBIE PACTEHUS SIBISIIOTCS YHUKAIBHBIMH MHCT-

PYMEHTaMH B pyKax HCCIIEeIOBaTeNIeH A pelIeHus

KaK MPUKIAJHBIX, TaK U (yHIaMEHTAJIbHBIX 3a/1ad.
C MOMEHTa IOJIy4YeHHUs MePBhIX I'eHETHYeCKn Moauduu-
POBaHHBIX PaCTEHUI OBLUT O0HAPYKEH (PEHOMEH ITOTEPH IKC-
IIPEeCCHH TIepeHEeCeHHBIX TeHOB (gene silencing). Pacrenns,
B KOTOPBIX NMpoM30ILLIa MHaKTUBalus uyxkepogHoi JJHK,
OTOPAKOBBIBAIOTCS] HKCIIEPUMEHTATOPAMH, MOCKOJIBKY OHH
HE TPEJICTABIAIOT HHTEpeca ISl MPAKTHYECKOTO MCIIOIb30-
BaHMS B KOMMEPUYECKUX IIEJISIX, OJHAKO OKa3aJINCh YIOOHBIMH
MOJIEJISIMH JJISI NCCTIEA0BAHMS MEXaHU3MOB IIUTECHETHIECKOH
PETYISIIAN SKCIIPECCUH T€HOB.

YacTora MHAKTUBALMH FETEPOJOIMYHBIX TEHOB B IIEPBOM
MOKOJIEHUH OT CaMOOTBUICHHSI UCXOIHBIX TPaHC(HOPMAHTOB
MOKET COCTABIISITh OT HECKOJIBKUX IPOLIEHTOB JI0 TTOJIOBUHBI
ciy4aeB, 1O JaHHBIM pa3HbIX uccienoBaresncit (Napoli et
al., 1990; Ma, Mitra, 2002; Sallaud et al., 2003). B rpymmy
pacTeHHi ¢ BBHICOKOH YacTOTOM MHAKTHBALMU TPAHCTCHOB
B OCHOBHOM BXOZST TPaHC(OPMAHTBI CO MHOXKECTBEHHBIMH
nHcepuusiMu uysxepoaHoi JIHK, BCTpo€HHBIMU B OAMH WU
HECKOJIBKO CAWTOB PaCTUTENILHOTO reHoMa. OJTHAKO M3BECTHEI
CJly4au IOTEPH SKCIPECCUH TPAHCTEHOB B TTOCIIEYIOIINX 0~
KOJICHUSIX [IPH CaMOOTIBIIIEHNH MOHOMHCEPIIMOHHBIX PACTEHNH
(Sallaud et al., 2003; Mourrain et al., 2007) u y rOpHIOB OT FX
ckpemuBanuii (Charrier et al., 2000). YacTora nHaKTHBAIMH
MOXKET CYIIECTBEHHO BO3pacTaTb, €CIIM B COCTaB I'eHEeTHYe-
CKOM KOHCTPYKIINH BKIIFOYEHBI TAH/IEMHBIC KOITMH I'€HOB KaK B
npsiMOH, Tak 1 ooparHoii opuentauuu (Heilersig et al., 2006;
Lunerova-Bedrichova et al., 2008).

Ha tpancrennsix pacteHusx tabaka, puca u Arabidopsis
thaliana noy4eHbl MOJICIIbHBIC JIMHUH, TIO3BOJISIONINE U3Y-
4aTh JaHHBIN peHoMeH. A. Matzke ¢ KomreraMu Ha TpaHCTEH-
HOM TabaKe MCCIIe/I0BAIIN CBOMCTBA U CTPYKTYPY CEpHH aJlile-
neit H-tpancrena. Amtenu co crnoxHo# crpykrypoit T-JIHK
(c mymauKanusaMu, BEKTOPHBIMHU ITOCIJIEA0BATENbHOCTIMN)
CTHIOCOOHBI BBI3BIBATH MPOIIECC TPAHC-WHAKTUBALUH JPYTHX
qy’K€pPOJHBIX TeHOB moj ympaBieHueM NOS-nmpomoTopa
B pactutensHOM reHome (Matzke et al., 1994; Jakowitsch
et al., 1999). JloctaTro4HO XOpOIIO HCCIEIOBAaH MYJIBTHKO-
MUHHBIA TpaHcreH 271, coCOOHBIN BBI3bIBATh 3aMOJIKAHUE
9KCIIPECCUH TPAHCTEHOB, HAXOMAAIMINXCS IO yNpPaBICHUEM
npomoropa 35S-PHK Bupyca Mo3anku IIBETHOH KamyCTbl
(BMLIK) y Tpancrennsix pactenuii Tadbaka (Vaucheret, 1994;
Park et al., 1996; Khaitova et al., 2011). Imenno Ha TpaHc-
TEHHBIX pacTeHHsX neTyHuu B 1990 . BnepBbie ObUT OnMcaH
(heHOMEH KOCYIPEeCCHH — KOOPAMHUPOBAHHOTO TOJIABICHUS
9KCTIPECCUH TPAHCTEHOB M FOMOJIOTMYHBIX MM XO3AHCKHX
TEHOB, CBSI3aHHOTO C IIOCTTPAHCKPUIIIIMOHHBIM Pa3pyIeHHEM
MPHK B nuroruazme (Napoli et al., 1990), koropoe mno3zxe
nonyumiio Ha3zBaune «PHK-uaTEepdepenms».

HecTaOnnbHOCTE SKCIIpECCHN TPAHCTEHOB B PacTEHHSIX
MOXET OBITh CBsI3aHA KaK C IMOJHOH IoTepell akTUBHOCTH
MEPEHECEHHBIX TEHOB, TAK U C MO3aMYHBIM XapaKTEPOM
Ha ypOBHE KJIETOK COMAaTHYECKOW TKaHHU. SIpKUM M Harys-
HBIM [IPUMEPOM MO3aWYHOW SKCIIPECCUU TPAHCTEHOB SIBJISI-
€TCsl TIEPEHOC JOMOIHUTEIbHBIX TCHOB XaJIbKOHCHHTETA3bI
(chs) B merynnto. B mcxoaHBIX TpaHCOpPMAHTaX € YACTOTOM
or 5 1o 25 % Habmronanack WHAKTUBALUS SKCIPECCUU KaK
TPAHCTEHHBIX, TaK ¥ COOCTBEHHBIX T€HOB c/s, KOTopast OblIa
cBsi3aHa co cHkeHneM yposHsi MPHK 1 HakorieHnem aByx
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crienupHuYecKux, YacTHYHO nepekpbiBatonuxcs siPHK pas-
MepoM 21 H., KOMIDIEeMEHTapHBIX KOAMPYIOMIEH YacTH T'eHa
(De Paoli et al., 2009). Mo3an4Hblii XapakTep MpOsIBICHUS
reHa gfp non ynpasieHueM 35S-npomoropa BMIIK onucan
JUISl MHOTOKOITMIMHBIX 110 TPAHCTEHY pacTeHHH Tabaka epBo-
TO W BTOPOTO IMOKOJICHHH OT camoombiieHus. YepenoBanne
KJIETOK T10 JIUCTOBOM IIJIACTUHKE C aKTUBHBIM U HCAKTUBHBIM
TEHOM gfp HOCHJIO CITydaifHBIN XapakTep M OTIAMYaNIOoCh 3Ha-
YUTEJIFHOHN BapnaOebHOCTHIO0 MEX Ty ToToMKamH (Bastar et
al., 2004). Onmncano M0o3anyvHOE MPOSIBICHIE MAPKEPHOTO reHa
nptll B KJIeTKaX cOMaTH4eCKOl TKaHH JINCTOBOM IJIACTUHKHU
y TpaHCTeHHOTO pacteHus Tabaka Nu 21 (Mapenkosa u jip.,
2007). lannsiit penorun nacnemyercs B T,—T, uy rubpunos
F, oT ckpelmyBanys ¢ JUKUM THIIOM. BblieNIeHbI 1BE JIMHUH,
KOHTPACTHO Pa3JIMYaIONIMecs 10 YacTOT€ BO3HUKHOBEHUS
pacTeHUi-MO3aluKOB. YCTAHOBJIEHO, YTO MO3aUYHOCTh
TIPOSIBIICHUSI T€HA nptll y TPAaHCTEHHBIX PacTEHHHA 00yCIIOB-
JIeHa JICHCTBHEM SMHUTCHETHYECKUX MEXaHU3MOB M CBS3aHa
€ METWJIMPOBAHUEM IIPOMOTOPA U KOAUPYIOLIEH 4acTU I'eHa
(JlormuoBa 1 ap., 2012). UaTepecHO, 9TO qa’ke BCTpauBaHHE
OJIHOM KOTIMM T'eHa uidA B OMH M TOT K€ paiioH XPOMOCOMBI
¢ nomolneto cucreMbl Cre/lox peKOMOMHAIIMN MOXKET BECTH
K BapuabeNbHOCTH B aKTMBHOCTH T€HA, YTO MPOSBIAETCS
B CTaOMIIBHOM HIJTH MO3aWYHOM IAaTTEPHE 3KCIPECCHH TPAHC-
rena (Day et al., 2000).

TpanchopMaHTBl ¢ HHAKTUBUPOBAHHBIM TPAHCTEHOM
MCIOJIB3YIOTCSl B DKCIIEPUMEHTAX IO MHIYyIHPOBAHHOMY
MyTareHe3y U BBISBIICHUIO PACTEHUN-MYTAaHTOB, Y KOTOPBIX
[IpOM30ILIJIa peaKkTUBaLMsl Kcnpeccun uyxkeponnoit JTHK.
[MTocnenyronyii CKPUHUHT MO3BOJISIET KAPTHPOBATH MYTAIINH,
BJIMAIOIIUME HA PA3JIUYHBIC 3TAllbl MCXaHU3Ma PEIPECCUU
reHoB. TakuM oOpazom ObUTH OOHApPYKEHBI MHOTHE KITIO-
yeBble Oenku u pepmentsl (Herr et al., 2005; Smith et al.,
2007; Habu, 2010). OnHako JaHHBIH MOAXOA HE MO3BOJISIET
BBISIBUTH BCE KOMITOHEHTHI SIUTEHETUYECCKON PETYISIIUN
13-3a HAJMYUSI MYJIBTUTEHHBIX CeMEWCTB (yTpara (yHKINH
OJIHOTO T€Ha MOXKET MOJHOCTBIO WJIM YaCTUYHO KOMIICHCH-
POBaThCA IKCIIPECCUEH APYTHX TEHOB CEMENCTBA) M BO3MOXK-
HOTO JIETAJILHOTO 3()(eKTa OT IOTEpH aAKTUBHOCTH reHa. Bee
pa60T1)1 B JaHHOM HaIlIpaBJICHHUW MNPOBOAATCA Ha PAaCTCHUAX
A. thaliana, 9To CBS3aHO C HECOMHEHHBIMH MTPEUMYIIECTBA-
MH JaHHOTO MOJIETIBHOTO OOBEKTA: MaJbIi pasMep TeHOMa,
HeOOJIBLIOE YHCIIO XPOMOCOM, KOPOTKHI IEPUOJT BETeTalllH,
xopotre GU3nIeCcKast 1 MOJIEKYJIIPHO-TeHETHUECKast KapThI,
MIOJTHOCTHIO CEKBEHUPOBAHHBIN T€HOM 1 OOJIBIINE KOJICKIIUH
WHCCPIUOHHBIX MYTAaHTOB. Be,ucha HUCCJIICAJOBAaHUS U HaA
JIPYTUX BUJAX TPAHCTEHHBIX pAacTeHHWH (Tabak, METyHHS,
KyKypy3a, pUC, COCHa, TOIOJIb H JIp.), HO Ha JJAHHBIX 00BEK-
TaX MOKa BO3MOKHO U3YYC€HUE TOJIbKO OTACIbHBIX aClI€KTOB
MEXaHM3MOB HHAKTHUBALIUH SKCIIPECCUH T'€HOB (HACIIEI0BAaHNE
3aMOJIKaHUI SKCIIPECCHH TeHA B Psily MOKOJICHHUH, BIUSIHUCE Ha
YacCcTOTy MOTEPU SKCIIPECCUU PA3TIMYHBIX BHCIIHUX U BHYT-
peHHNX (PaKkTOpoB U Ap.). OTHAKO ATH UCCIICTOBAHUS TAKXKe
Ba)KHBI, IIOCKOJIbKY, HECMOTPSI Ha KOHCEPBATHUBHBIN XapakTep
SMUTCHETUYECKOM peryidanuuu, OHU MMO3BOJIAIOT BBIABUTDH BO3-
MOKHBIE BUJIOBBIE OCOOEHHOCTH.

WHakTrBaIws 3KCIpeccuy TPaHCTEHa/TeHa MOXKET ITPOUCXO-
JIUTh Ha TPAHCKPUIILIMOHHOM (transcriptional gene silencing —
TGS) u nocrrpaHcKpUnuoHHOM (posttranscriptional gene
silencing — PTGS; co-supression) ypoBasix. COOTBETCTBEHHO,
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Cxema PHK-HanpaBneHHoro metunuposanuna IHK y pacteHuii (onncaHme cm. B TekcTe). U3: Matzke, Mosher (2014) ¢ nsmeHeHVAMY 11 ONONHEHUAMMU.

B IIEPBOM CITy4ae HaOmonaeTcst OIOKUpOBaHUE CHHTE3a TPAHC-
kpuntoB MPHK, a Bo Bropom — MPHK cuntbiBaeTcs u 00b14HO
PETUCTPUPYETCSI B SIAPE, HO B TAJTbHEHIIIEM IPOUCXOJIHT €€ pa3-
pyueHue B uroruiazme. [Ipu 3Tom B OOIBIIMHCTBE CIIy4acB
MEXAaHU3M PENPECCUU T€HOB 3aIlyCKAeTCsl C y4acTUeM Masloil
uatepdepupyromeit PHK (siPHK, small interfering RNA).

PHK-HanpaBneHHOe mMeTunnpoBaHue
FEHOB/TpaHCI'EHOB B pacTnTeJsIbHOM reHoOmMe
OCHOBHBIM JMHICHETHYECKUM MEXaHW3MOM HWHAKTHBAILIUH
IeHOB/TPAHCICHOB HAa YPOBHE TPAHCKPHUIILUU SIBISETCS
PHK-nanpasnennoe mermnupoBanne IHK (RADM, RNA-
directed DNA methylation). 3ToT MexaHu3M OBLT OTKPBHIT
MCCJIEZIOBATEIISIMU TIPU M3YUSHUH PEIUTUKALUK BUPOU/Ia Be-
PETEHOBHUIHOCTH KITyOHEH KapTo(ers B TpaHCTeHHOM Tabake
co Bcraskoi kK/IHK Buponna B simeprom renome (Wassenegger
et al., 1994). [Tocne nukia aBroHOoMHOHU peruukanuu PHK
BUpOHIa OBUTO OOHAPYKEHO CIIeN(UUECKOE METHIIPOBAHHE
k/IHK, cBsizannOe ¢ oOpasoBannem asyxuenodeuHoii PHK,
KoTopas paspesaiack pepmentom Ha Mansie PHK (Mette et
al., 2000).

PHK-nanpasnennoe merunuposanue JHK npencrasnser
co00i1 crienranM3upOBaHHYI0 «TPAHCKPHUITIHOHHYIO (hadpu-
Ky», BKIIIOUAIOLIYIO JIB€ YHUKajbHble 151 pacteHnid PHK-
nommepassl (PHK-nommmepasa IV n PHK-nonmuvepasa V)
1 OOJIBIIIOE YUCIIO OETIKOB M (PePMEHTOB (PUCYHOK).

OmnwumiemM KpaTko OCHOBHBIE COOBITHSA, MOCIIEJOBATENb-
HOCTb KOTOPBIX BEJIET K PENPECCHH TeHa: JUIsi 00pa3oBaHuUs
siPHK neoOxonumo Hanmnuume nByxuenodeqnoit PHK, koropas
obpasyercs nipu cunteiBanun PHK-momumepasoit IV ¢ mo-
cienoBarensHocT JIHK rena HeKoaupyroIero TpaHCKpHUIITa,
kotopslit nepesonutcst PHK-3aBucumoit PHK-nomumepasoit
B neyxuenouyeunyio PHK. Tlocienmsst paspesaercs puboHy-
kneasoit 11l na siPHK mnunOi 24 H., KOTOpBIE METHIHPY-

10TCs B oOmactu 3'-xonna Metunrpancgepasoir HEN1 (Hue
Enhancer 1) u HanpapisitoTcsi B CielMaIM3UPOBAHHBINA PU-
OOHYKJICONPOTENHOBBII KOMITIIEKC, OCHOBHBIM KOMITIOHEHTOM
KOTOpOTO sIBJIsIeTCs OeJIoK n3 cemelicTBa Argonaute. B cocrase
komruiekca siPHK ocymiecTBisier mouck KoMIuieMeHTapHO
MOCIIEA0BATENHLHOCTH C MOCIEAYIOIINM IIPUBICIEHUEM Oe-
KOB M ()€pPMEHTOB, OTBETCTBEHHBIX 3a MO/IaBJICHNE aKTUBHOCTH
rena (Mapenkosa, [leitnexo, 2010; Meyer, 2013; Matzke,
Mosher, 2014). PaccMoTpuM TaHHBII MEXaHI3M HHAKTHBAIIN
TEHOB HA YPOBHE TPAHCKPHUITLINK TTOIpoOHEe, yAess BHUMA-
HHUE HOBBIM JIaHHBIM, [TOJYYEHHBIM 32 TIOCTIETHUE TO/bI.

V pacrenuii kpome Tpex kaHonnueckux JJHK-3aBucumbix
PHK-nosmmmepas (I, 1T u 11T) 66umi o6Hapysxenst PHK-monm-
Mmepassl [V 1 'V, xotopsie nmpousonun or PHK-nmomumepass
II n urparot kiTr0ueByI0 posib B MexanmmMe RADM pemnpeccnn
reHoB. [Ipeanonarator, uto PHK-nonumepasa IV cuntsiBaer
¢ nocnenoBarensHocTH JJHK TpanckpunT, KOTOpEIil nepeBo-
nurest PHK-3aBucnmoit PHK-nommmepasoit (RNA-Dependent
RNA Polymerase) RDR2 mim RDR6 B nByxuenodeunyo
PHK. IToka3zano, uto PHK-nonumepasa [V tpanckpubupyer
MEKI€HHbIE PaiiOHbI, TeHbI DyXpOMaTHHA, CBSI3aHHbIE C TO-
BTOpaMH U TPAHCII030HAMH, TIPH TOM OHA OTBEYAET IIPUMEp-
HO 32 90 % mnocienoBaTeabHOCTEH, ¢ KOTOPBIX 00paszyercs
siPHK pa3mepom 24 1. (Mosher et al., 2008). OcTtaercs moka
HEeM3BECTHHIM, KakuM o0pa3om PHK-monmmepasa [V y3naer
cBOH caifThl. CYMTAIOT, YTO B 3TOM € MOXKET ITOMOTIaTh OEJIOK
SHH1 (sawadee homeodomain homolog 1), koTopsrii, Oymyun
CBSI3aHHBIM C TIOJIMMEPa30il, B3aNMO/ICHCTBYET yepe3 yHH-
KaJbHbIH TanaeMHbIi Tudor-like nomeH (¢ AByMs «kapMaHa-
MI») oqHOBpeMeHHo ¢ H3K9me n HemetmmipoBarasiM H3K4
rucronamu (Law et al., 2013). Taxke, IpeAOIOKHUTEITBHO,
obneryaet st PHK-onmumepaser IV noctyn k JIHK Genox
CLY 1 (classy 1, SWI2/SNF2-daxTop), y4acTBYIONTHI B MO-
JISTMPOBAHNM CTPYKTYpHI XpoMaruna (Smith et al., 2007).

MOHeKyﬂﬂpHaﬂ reHeTuKa paCTeHI/IVI
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Ha crenyromem srane nuPHK paspesarorcs pudboHykIie-
azoit III DCL3 (dicer-like 3) na siPHK mgmunoit 24 H. OHHU
METHIUPYIOTCS B 00JacTH 3'-KOHIIa MeTHITpaHc(epaszoi
HENI u HanpaBisioTcst B ClielMain3upoBaHHbIe PUOOHYK-
JICOTIPOTEHHOBBIE KOMIIJIEKCHI, OCHOBHBIM KOMITOHEHTOM
KOTOPBIX siBIsieTcst Oenok u3 cemeiictBa Argonaute AGO4
i AGO6. B niporiecce BHenpenus siPHK npoucxoaut yia-
nenue ool n3 neneit PHK n ¢ AGO-6enkoM cBsi3pIBaeTCs
aHTHUCMBICIOBas oiHonertoyedHas siPHK, kommemenraphast
MOCJIEe0BATENILHOCTY TeHa-MHUIlIeHH. B cocraBe komIuiekca
siPHK mo mpuHImIy KOMIIEMEHTApHOCTH OCYIICCTBISET
TIOMCK 1 HarpaBisieT 3P (EKTOPHBII KOMIUICKC K TeHY-MHUIICHH
(Yang et al., 2006; Matzke, Mosher, 2014).

Ha nannom srtane Baxuyto ponb urpaer PHK-noaume-
pasa V, KOTopasi CUUTHIBACT HEKOANPYIOIINE TPAHCKPHUITHI
JquHoM mopsinka 200 H. IIpennosnararoT, 4To TPaHCKPUIITHI
YACPKUBAIOTCS B XpoMmaTuHe ¢ momorbio Oenka RRPOL1
(RRP6-like protein) (Zhang et al., 2014) u siBIsIOTCS TUTAT-
thopmoii nuist mpusiedenus siPHK u nocnenytorero npuco-
eIMHEHUsI OEJIKOB U (JEepPMEHTOB, OTBETCTBEHHBIX 33 METHIIN-
poBanue /IHK u ructoHOB B 00nacTu caita-mumnieHu. s
nporiecca Tpanckpuniuun PHK-monumepase V HeoOXonuMbl
torom3omepasa la (TOPla) (Dinh et al., 2014) i xomruiexce
6enxoB DDR, koTopsrit Biittouaet Tpu 6enka: DRD1 (defec-
tive in RNA-directed DNA methylation 1) — npexnonoxu-
TEJILHO BIIMSIET HAa CTPYKTYpy Xpomaruna,; DMS3 (defective
in meristem silencing 3) — 6eJ0K ¢ TOMONOTHEH C BHICOKO
koHcepBaTuBHbIMU Oenkamu SMS 1 RDM1 (RNA-directed
DNA methylation 1) — HeGonbII0l O€NOK ¢ HEM3BEeCTHOH (yH-
kuueit (Gao et al., 2010; Zhong et al., 2012). /larHbIe Oenkw,
mo-BuMMoOMy, obecreunBatot goctyn PHK-nmomumepasze V
K onHonenoueunoi JJHK.

PHK-nonaumepasa V Bzaumoneiictsyet uepe3 CTD-gomen
Ha C-koHiie 6os1b110# cyobenunuiibl NRPE1 ¢ AGO4-6erkom
u ¢ ¢paxropom smonranuu KTF1 (kow domain-containing
transcription factor 1), KOTOPBIHA Tak)ke UMEET MOTHB CBSI3bI-
Banus ¢ AGO4-6enkom. [Ipennonarator, uto siPHK B cocrase
AGO4-xommekca Mo TPUHINITY KOMIUIEMEHTAPHOCTH CBSI-
3BIBAaCTCS C TPAHCKPUIITOM, cunThiBaeMbiM PHK-mronmimepa-
3001 V, u npusnekaer meruwirpancdepasy DRM2 (domains
rearranged methyltransferase 2), koropast METUIUpyYeT O1H3-
nexanryto JIHK (Bohmdorfer et al., 2014). benok RDM1,
Bxogsamuil B coctaB DDR, Bo3M0XkHO, Takke y4yacTBYeT
B npuBieuyeHnn DRM2, mMOCKonbKy OH B3aMMOACHCTBYET
¢ AGO4 nu DRM2 u cBsi3pIBaeTCS ¢ OJHOICTIOYCYHOM METH-
mupoanHoii JIHK (Gao et al., 2010).

Komrmnekce 6enxoB IDN2—IDP (involved in de novo 2-6emox
n napanoru IDP1 u IDP2) crabunmmsupyer aymiekc siPHK-
Tpanckpunt PHK-nonumepassl V 1 yuacTByeT B U3SMEHECHUU
HYKJIEOCOMHOH yKI1aaku uepe3 B3aumoperictsue ¢ SWI/SNF
komrutekcoM (Zhu et al., 2013), a Taxoke BIUSET Ha CBSI3bIBAHNE
DRM2 ¢ tpanckpunrom nonumepassl V (Béhmdorfer et al.,
2014). ITokazaHo, uTo cBs3bBanne IDN2-6emnka ¢ HeKomupy-
IOIINM TPaHCKpHUNTOM 3aBUCHT 0T AGO4-6enka (Bohmdorfer
etal., 2014).

IToka HenonsTHO, kKak PHK-nonumepasza V maxogur csou
rnocieaosareasHocT. M3BecTHO, uTo 00abInas yacts PHK-
nosmMmepasbl V JIoKanu3yercs B 00JaCTH TPAaHCIIO30HOB
Y TTIOBTOPOB B 00JaCTH MHTPOHOB, IPOMOTOPA MM KOTHPY-
romiei yactu reHa (Wierzbicki et al., 2012). Bo3smoxxHo, 9T0
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Oenku cemeiictBa MeruwiTpancdepassl rucronoB SUVH2,
SUVHY, e o6nagaroiye KaTaduTHYECKON aKTHMBHOCTBIO,
3a cyeT CBs3bIBaHMA depe3 SRA-IoMeH ¢ MeTHIMpOBaH-
voii JIHK u B3ammopetictBust ¢ komiuiekcom OenkoB DDR
1 MORC (microrchidia-type ATPases, BIUSIOT Ha BBICIINN
YPOBEHB CTPYKTYPHOH OpraHU3alii XpOMaTHHA) PUBJICKAIOT
nojuMepasy K caiiram-muinensm (Johnson et al., 2014; Liu
etal., 2014).

Metunuposanue JJHK y pactenuil ocymecTBusercs mo
cummetpudHbM (CG, CHG) 1 HeCUMMETPUYHBIM caiiTaM
(CHH) uuTo3nHOBEIMH METHATPaHCPepa3aMy TPEX KITaCCOB.
CewmeiictBo MET1 (DNA methyltransferasel) orBeuaer 3a
nojyiepkuBatoniee MetuinpoBanre CG-callToB; yHUKaIbHbIE
Ut pacteHnit xpomometmnassl CMT3 (chromomethylase3),
CMT?2 — nogaepxuBatouiee MmetunupoBanue CHG-caiitoB
u cemeiictBo DRM (domains rearranged methyltransferase) —
MeTmipoBanue de novo (Barromun, 2012). Iognepxanne
METHWJINPOBAHUS B HECUMMETPHYHBIX CaiTax Imocie payHja
perMKanuy TpedyeT Halu4Ms TPUITEPHOIO CHIHAJa, T.e.
cBs13aHO ¢ MexanuzMoM PHK-HanpaBiieHHOro METUIIMPOBAHUS
JHK. V pacrenuii oOpaTHbIii mporiece — IeMETHINPOBAHNE
JIHK mMorkeT mpoucxoanTh He TOJIBKO ITACCUBHO, HO U aKTUBHO
(HEe3aBHCUMO OT PEIUTMKAINN) IPH yaacTuu cemerictea JJHK-
rukosminas demeter (DME), koTopoe Bkirouaet 6eniku DME
(demeter), ROS1 (repressor of silencing 1), DML2 (demeter-
like 2) m DML3 (demeter-like 3) (Agius et al., 2006). IIpen-
TI0JIaraloT, 9TO HAJIM4Me MexaHu3MoB Metuimposanust JJHK,
HaripasiieHHoro siPHK u akTuBHOTO iIeMeTniimpoBaHus 1mo3-
BOJISIET PACTEHMSIM 00JIee AMHAMUYHO PEryINpOBATh CTETICHb
MoAN(UKAUK TEHOMa B OTBET Ha BHYTPEHHHE M BHEIIHHUE
curHansl (Matzke, Mosher, 2014). CyuecTBoBaHne Takux
AQHTarOHUCTHYECKUX B3aMMOOTHOIIICHUH KOCBEHHO MOTBEPIK-
Jraercst TeM (pakToM, YTO MHOTHE W3BECTHBIC TE€HETHYECKUE
xomnoHeHTs! PHK-nanpasnennoro merunuposanus JJTHK
OpUTH OOHApY)XKEHBI KaK Cympeccopsl MyTanuu rosl (rpal,
tsll, rdm2, ago6, sup32, ctfl) u, Ha0OOPOT, TIPU MYTAITHIX
B 9TUX reHax (ago6, ago4, drm2, rdr2, drdl, metl v reHOB,
komupytormx cyoseauauisl POL IV u POL V) mpouncxoaut
cHIDKeHne ypoBHs skcnpeccun ROS1-6enka (Penterman
et al., 2007).

o cux nop He m3BecTHa (yHKIHsA 6eaxka MOM1 (Mor-
pheus’ moleculel) B smureHeTHUECKOM MEXaHH3ME TpPaHC-
KPUMIIMOHHON MHAKTUBauuu. MyTarus mom! BbIEIE€HA MO
CTIOCOOHOCTH BOCCTAHABIIMBATB SKCIPECCHIO 3aMOIIKHYBILIETO
MYJIBTHKOIMMIHOTO TPAHCTeHA U PS/Ia SHOTCHHBIX TOBTOPSIO-
IIMXCS [TOCIIEIOBATEILHOCTEH. XapaKTepHOU 0COOCHHOCThIO
MYTAaIlUH SIBISIETCS] BOCCTAHOBIIEHHE YKCIIPECCHH T€HOB TIPH
COXpPaHEHUH MOJIEKYJSIPHBIX MapKepoB TeTepOXpoMaTHHa:
THIIEPMETHIIMPOBAHHOTO COCTOSIHHS ITOCJIEA0BATEIbHOCTH
JIHK u oTCyTCTBHS M3MEHEHHH B THCTOHOBBIX OelKax (Me-
tunupoBanne H3K9 n cHmwkenne mermnupoannus H3K4)
(Habu, 2010).

Henasno nokasano, yto B npouecce PHK-nHanpasieHHoro
metunuposanus JJHK y A. thaliana y4actByior dakTopsl
crtaiicunra PHK: 6enok SR45 (arginine/serine-rich 45) akru-
BEH Ha paHHUX 3Tarnax oopaszosanus siPHK; ZOP1 (zinc-finger
and OCRE domain-containing protein), BO3MO)XHO, BIHSET Ha
s dpexropHbiii kommieke AGO4 wiu Ha DRM2; STA1 (dak-
Top craiicuara PRP6-like) — Ha oOpasoBanme kak siPHK,
TaKk U TPAHCKpUNTOB, cunThiBaeMbix PHK-nonumepasoit V;
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RDM16 (U4/U6 snRNP-associated protein) peryiaupyer
obpaszoBanne TpanckpuntoB PHK-mommmepasst V (Huang,
Zhu, 2014). Berssien Hobli yuactank PHK-narpasiennoro
metmmposanust JJHK — 6enku FRG1 u FRG2 (SNF2-ring-
helicase-like), orn oTHOCSTCS K cemeiictBy SNF2 helicase-
like GesrkoB 1 pusnuecku B3anmoneiictBytor ¢ SUVR2-6en-
koM (Groth et al., 2014).

OTMeTHM, 4TO HCCIIEA0BaHHE YPOBHS SKCIIPECCHHU PENop-
TEpHOTO Ir'eHa, MHTErPUPOBAHHOTO B pa3HbIe PAHOHBI XPOMOCO-
mbl | A. thaliana na hoHe cynpeccrn 0CHOBHBIX KOMIIOHEHTOB
PHK-nampasiennoro metumuposanns JJTHK (MOM1, CMT3,
DRDI1, DRM2, SUVH2, histone deacetylase 1 (HD1) u ap.),
MOKAa3aJi0 CYNIECTBOBAHUE II00AJbHOM IMUICHETHYCCKON
CETH, KOTOpas PEryIHpyeT SKCIIPECCUIO I'eHOB B 3aBUCUMOCTH
OT XPOMOCOMHOI1 JIOKJIM3aI[1K TeHA-MHUILICHN U €0 HyKJIeO-
TuaHOM mocnenoBarenbHocTy (Luo et al., 2009).

nOCTTpaHCKpMHuMOHHaﬂMHaKTMBauMﬂFEHa
[TocTTpaHCKpUNIIMOHHAS MHAKTUBAIIMS T'eHOB Oblia OOHa-
py’KeHa BIEPBBIC HAa TPAHCTEHHBIX PACTEHUSIX METYHUH MPU
TMIOTIBITKE M3MEHHUTh OKPAacKy IIBETKa BBEJCHUEM JIOTIOJTHHU-
TEJIbHBIX KOIHUM reHOB OMOCHHTE3a aHTOI[MAHOB XaJIbKOH-
cuHTeTasbl. OHAKO OBII MONyYeH HEOXHJIAHHBIH pe3yllb-
TaT — pacTeHHs C OCIBIMU M HEPABHOMEPHO OKPAIICHHBIMHU
Iy pITypHO-0EJIBIMH IIBETAMHU. DTO YKa3bIBAJIO HA HHAKTHBAIIUIO
9KCTIPECCUH KaK TPAHCTEHHBIX, TAK U COOCTBEHHBIX I'€HOB,
OTBETCTBEHHBIX 3a cuHTe3 urMenToB (Napoli et al., 1990).

Wuakrtupanus JHK Ha mOCTTpaHCKPUMIIMOHHOM YpPOBHE
IIPOMCXOIUT B LIUTOIUIa3MeE U CBsi3aHa ¢ Aerpanauueil MPHK,
cauThIBacMol ¢ reHa. Cnenududeckyro aerpaganuto MPHK
HarpassieT siPHK pazmepom nopsaka 21 H., koTopast o0pa-
3yeTcsl U3 ABYXIIEIOUEYHOTO TIpemecTBeHHnKa. HapaboTka
nuPHK nponcxonut m160 M3 TPaHCKPHUINTOB, CAMTHIBAGMBIX
PHK nonumepasoii 1l ¢ nHBepTHPOBaHHBIX TOBTOPOB U 00-
pasyronmx cTabMIbHYIO CTPYKTYPY IIHIBKH, THOO0 U3 OTHO-
nernioyeyHslx MPHK, KoTopble mepeBoauT B Ay XIETIOYEHHYTO
dhopmy PHK-3aBucumast PHK-nonumepasa RDR6 ¢ yuactiem
6emxa SGS3 (supressor of gene silencing 3, yraxmms Coiled-
coil). ®epment DCL4 pazpesaer obpasytonrytocst auPHK nHa
siPHK pa3mepom 21 H., KOTOpbIe METHIIMPYIOTCSI B 001aCTH
3'-xonma meruntpancepazoit HEN1. PHII-kommuiexc npu
MOCTTPAHCKPHUITIIMOHHOW MHAKTHBAIINK PACTIONOXKEH B IIUTOTI-
J1a3Me, OCHOBHEIM €r0 KOMIIOHEHTOM siBiisieTcst 0enok AGO1.
B npouiecce Buenpenns siPHK nponcxonut ynanenue onHon
nenu PHK u ¢ AGO-0ekoM CBSI3BIBAETCS aHTHCMBICIOBAS
onnonenoueuHas siPHK, kommiemenrapHas tpanckpuOu-
pyeMoii obimacTu reHa-MHuIIeHH. J[aHHBIA KOMIUIEKC OCY-
MIECTBISET PepPMEHTATUBHBIN THAPOIN3 KOMIUIEMEHTapHOMH
MPHK B muronnasme. Hapsiny ¢ nerpananueit MPHK wacto
npoucxoaut takxe Metrwinposanue JJHK rena-mumenu
B KOJUPYIOLIEH 4acTH, 4YTO B OOJBIIMHCTBE CIy4dacB HE
MeIIaeT MPOoLecCy TpaHCKpUNUUU. J[aHHbIE 3MUTeHEeTHYe-
ckue m3MeHeHus Hanpasisrores siPHK pasmepom 24-26 1.,
KoTOpble oOpa3zytorcst npu ydactun DCL2. Ponb nanHOTO
metunupoBanus JJHK B perynsium sxkcripeccuy reHa Ha oCT-
TPaHCKPHUIIIMOHHOM ypOBHE TOKa He m3BecTHa (Vaucheret,
2006; Jopoxos, 2007).

OTaenbHO BBIIGNAETCS MEXaHU3M TOCTTPAHCKPUITIIMOHHON
WHAKTHUBAINH, MHIyIHPOBaHHEIN Bupycamu (VIGS), m3BecT-
HBI BUPYCHBIE OCIKH-CYIIPECCOPHI, KOTOpBhIE OJIOKHPYIOT
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pasHble dTanbl 3amoiikanus ([lopoxos, 2007; Velasquez et al.,
2009; Pooggin, 2013).

Takum 00pa3oM, SMHUreHETHYECKHE MEXaHU3MBl TpPaHC-
KPUIILUOHHON U MOCTTPAHCKPUILMOHHOW MHAKTUBALIUU
TEHOB MMEIOT CBOU YHUKAJIBbHBIE HAOOPHI OENTKOB U (hepMEH-
TOB, a TAKXKE M OOIIHE IPU3HAKH, TakKe Kak yyactue quPHK,
KoTopas paspesaercs pepmenrom Dicer Ha siPHK; nykieo-
MIPOTEHHOBBIN KOMIIJIEKC, C OCHOBHBIM KOMITOHEHTOM — Oell-
KOM cemMeiicTBa Argonaut, KoTopsii ¢ momorisio siPHK crporo
CHeLlI/l(l)l/I'-IHO HaxXoJAUT KOMIIJICMCHTAPHYIO MUIICHDb.

Opyrne mexaHnsmbl PHK-HanpaBneHHoro
metunuposaHua AHK

Kpome kanonnueckoro mexanusma PHK-HanpaBneHHOro me-
tunmpoBanus JIHK, Bkirouatorero gpepments PHK-nomme-
pasy IV, RDR2, DCL3, PHK-nonumepasy V, AGO4 u siPHK
pasmepoM 24 H., I3BECTHBI M IPYTHE CITyJan PETIPECCHH TeHOB
C KOMITOHEHTaMH MHAKTHBAI[MHA T'€HOB HAa TOCTTPAHCKPHII-
LMOHHOM YpPOBHE, Creln(UYeCKUMHU OelIKaMu U JPYIHMHU
tunamu Mansix PHK. Tak, Ha puce (Oryza sativa) mokasaHo,
yro PHK B Buze mmmuibkn MoxeT paszpesarbest pepMeHToM
DCL3, o6pa3syst aiunHyto MukpoPHK B 24 H. (long miRNA,
ImiRNA). MukpoPHK Ttpancnoprupyercs 8 AGO4 1 moxeT
HAIpaBJIsITh METHIINPOBAHNE HYKJICOTHHON MOCIIEI0BaTEIb-
HocTu caiita-muimenu (Wu et al., 2010).

RDR6-3aBucumoe PHK-MeTmnnpoBanue sBisieTcs mpo-
MEXYTOYHBIM 3BEHOM MEXJY IMOCTTPaHCKPHUIIIIMOHHON
MHaKTMBaLII/Ieﬁ TPAHCKPUIITOB, CYUTBIBACMbIX C TPAaHCII030-
HOB, U WX MeTHIHpoBaHHeM de novo. PHK-mommmepasa 11
TpaHCKpHOHUpYeT ¢ TpaHcno3oHoB Marpuunyto PHK, kotopas
MOXeT jocTpauBarbesi pepmerrom RDR6 ¢ oOpazoBaHneM
nmeyxuenouedHoit PHK. 3arem DCL2 n/unmn DCL4 pa3pesarot
MPHK na siPHK pa3mepom 21-22 H. n uepe3 komrurekec AGO1
3aryckaeTcs paspyuienue romonornynoit MPHK B riuromnnas-
Me. [Tokazano, uto ayxnenodeqnas PHK moxer Takxe o0yc-
JIaBIMBATh METHINPOBAHUE de novo, B KOTOPOM YYacTBYIOT
6enxu AGO2, TpaHCKPUIITHI MOJIMMEpa3bl V U METUITPAHC-
(hepaza DRM2. Manmmanys METHINPOBAHHS 3aITyCKaeT KaHO-
Huueckuil Mmexanu3m PHK-nanpasnennoro metunupoBanus,
B KoTopoM yudacTtBytoT PHK-nmomumepasa IV, RDR2 u DCL3
¢ obpazoBarneM siPHK pasmepom 24 H., uTo obecnieunBaeT
MoJiep)KaHle MHAKTHBHPOBAHHOTO COCTOSHUS TPaHCIIO-
3oHa (Mari-Ordonez et al., 2013; Nuthikattu et al., 2013).

B moxoxem mexannsMe ydactByeT AGO-CBS3BIBAIONINNA
6erok NERD (needed for RDR2-independent DNA methyla-
tion) ¢ mpusneueHneM PHK-monumepas IV u V 1 koMnoHeH-
TOB TIOCTTPAHCKpUMNIIMOHHOW mHakTHBaruu RDR6, SGS3,
SDES3 (silencing defective) u SDES. NERD B3anmoneiicTByer
¢ ructonoM H3 u xommiekcom AGO2-siPHK 21 H., uTo
obecneunBaet metrnuposanue JJHK Tpancmo3onos (Pontier
etal., 2012).

[TokazaHo, 4TO JyIsl perIpecCHH HU3KOKOIMIHHBIX TEHOB, HE
obpasyromux siPHK, Ba)XHBIM SBISETCS CUNTHIBAHNE HEKO-
qupyromux tpanckpuntos PHK-nomumepasoii 11, koropere
HanpasisaioT PHK-nonmumepasy IV u PHK-nonumepasy V
K caliTaM-MHIICHSIM U MOTYT 00eCHednBaTh TPaHC-UHAKTHU-
BAaIMIO0 B T€HOME HECIICTUICHHBIX TOMOJIOTHYHBIX ITOCIIE0-
BarenbHOCTel (You et al., 2013).

OTMeTHM, YTO JJaHHBIE MOJIENIM MHAKTUBAIIUU TCHOB OIH-
caHbl 1y1s pacteHuil A. thaliana, Tabaka, nerynnu. pyrue
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BH/Ibl PACTEHHUI M3yuYeHbl HEJOCTATOYHO, HANPUMED JUIs
XBOWHBIX y Pinus contorta knacc siPHK 24 H. u romomnor
DCL3 otcyTcTBYIOT M 0OHapY>KeHO OoIbIIoe pazHooOpasne
mainbix PHK pazmepom 21 H. u HoBoe cemeiictBo DCL-0en-
koB (Dolgosheina et al., 2008), B To BpeMs Kak y KHTalCKOH
emm (Cunninghamia lanceolata) moka3aHbl CyIIeCTBOBaHNE
PHK-HampaBieHHOTO METHJIMPOBAHUSA C ydacTueM 24 H.
siPHK u mammane DCL3 (Wan et al., 2012). Ananu3 nomy-
msiumu siPHK y Brassica rapa ¢ mytanneit B rene 00b110i
cyowsenuuuibl PHK momumepassr [V mokasan cyiecTBeHHO
MenbIee koamdecTBo siPHK, 3aBucsmmx ot TpaHcKpUIInm
PHK mnommmepasst 1V, no cpaBuennto ¢ 4. thaliana (Huang
etal., 2013).

TaxkuMm 00pazoM, B IPOIIECCE IBOIIOIIH PACTECHUS BEIpado-
TaJIM MHO)KECTBO MEXaHU3MOB JIMT€HETHIECKOH Peryssinu
IKCITPECCHH TEHOB. YK€ He MO/IBEPraeTCs COMHEHHIO BayKHAsI
POJTb MEXaHH3MOB MOCTTPAHCKPUIIIMOHHOW WHAKTHBALUU
B KadecTBE MMMYHHO 3alllUThl PACTEHUH OT BHPYCOB, BHU-
POUJIOB, @ TPAHCKPUIIIMOHHONW MHAKTHBAIIMU — OT HEKOHT-
pOIMPYEMOro pa3MHOKEHHUSI B TEHOME MOOWIBHBIX TCHETH-
YEeCKHX DJIEMEHTOB. TakKe Ipe/IonaraeTcsi, YT0 MEXaHu3M
PHK-nanpaBnennoro metunupoBanus JJHK mnosBosser
pacTeHnIo OBICTPO M INIACTUYHO PEryINpOBaTh SKCIIPECCUIO
COOCTBEHHBIX TEHOB B OTBET Ha HEIPE/ICKa3yeMble YCIOBHUS
BHemHen cpenpl. O6cyxnaercst poiab PHK-HanpasnenHoro
Metunuposanus JJHK npu nmapamyranusx, UMIOPUHTHHTE,
MEXXKJICTOUHOM B3anMOAEHCTBUH. BBIIBHHYTO Tpenmoso-
JKEHHE, YTO Y IIBETKOBBIX PACTCHUH IaHHBII dMHUICHETHYe-
CKHIl MEXaHU3M CITY)KUT [T OoJiee OBICTPO cTabMiIn3anun
1 TUIIONTN3AIMU TeHOMa TIPH BOSHUKHOBEHUH MOJIUTUION-
qun (Matzke, Mosher, 2014).
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