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(DeHoMeH NoTepu SKCNPECCUM NepeHEeCeHHbIX FTeHOB B TPaHCreHHbIX
pacTeHuAx 6bl1 06Hapy»KeH B Hauane 1990-x rogos. M3yyeHune
[aHHOrO ABJIEHMA NOKa3aso 3aBUCMMOCTb YacTOTbl MHAKTBALMN
TPaHCreHoB OT YMC/a UHTErPUPOBAHHbIX KOMWIN B PacTUTENbHbIN
reHoM, 0COGEHHOCTEN OpraHN3aLUM BCTPOWKI (Hanu4mne gynnvkauui,
BEKTOPHbIX MOC/IeA0BaTeNIbHOCTEN 1 Ap.), MecTa BCTpansaHusa. [oTteps
JKCMPECCHM reHa MOXKET MPOUCXOANTb Ha TPAHCKPUMUMOHHOM NN
NOCTTPaHCKPUMNLMOHHOM YPOBHE, B 6OMbLUMHCTBE CJlyyaeB € yyacTem
Manbix nHTepdepupytowmx PHK (siPHK). Y pacteHnin Hanbonee
pacnpocTpaHeHHbIM 3NUreHeTUYECKUM MEXaHU3MOM MHaKTUBaLn
reHoB Ha ypoBHe TpaHcKpunumm anaetca PHK-HanpasneHHoe meTu-
nupoBaHue HK. YHnkanbHble ana pacteHuit PHK-nonumepasa IV

1 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
cnyxuT nnatopmoit Ana npuenevenuns siPHK n nocnepytowero
npucoeanHeHna 6enKoB U pepMeHTOB, OTBETCTBEHHbBIX 38 METUMN-
posaHune [1HK 1 ructoHoB. [ocTTpaHCKPUMLMOHHAA NHaKTUBaLUA
reHoB NPOWCXOAWT B LUTOMa3Me 1 CBA3aHa co creundunyeckon
nerpagaumen s¢pdekTopHbIM Komnnekcom (siPHK n AGO-6enok) MPHK,
KOTOpas NMeeT y4acToK, KoMmryiemeHTapHbin siPHK. Y pacTeHnin kpome
KaHOHMYecKoro mexaHnsma PHK-HanpasieHHOro meTunnposaHuma
[HK cywwecTByioT 1 Apyrye BapuaHTbl SMUreHeTUYeCckon perynauum
3KCNPeccrm reHoB, KOTOpble BKNOYaloT 6enky, MprHUMaloLLve
yyacTune B MHaKTUBaLM reHOB Ha MOCTTPAHCKPUMNLIMOHHOM YPOBHE,
cneuyunduyeckme 6enkm n gpyrvie Tunbl Manbix PHK. B saHHoM 0630pe
KpaTKO PacCMOTPEHbI M3BECTHbIE Ha AaHHbIN MOMEHT KOMMOHEHTbI
SNUreHeTNYECKON Perynauum 1 CaenaH akLeHT Ha HoBble GpaKTbl.

KntoueBble cnoBa: MHaKTVMBaLUA reHa; Manble MHTepdepurpyiolmne
PHK (siRNA); PHK-HanpaBneHHoe meTunmposaHue AHK;
NOCTTPaHCKPUMLMNOHHAA MHAKTUBALIMA.
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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, RdADM, 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 rOprIOB OT MX
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 ympaieHueM NOS-mpomoTopa
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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B IIEPBOM ciTyuae HaOmoaeTcs OIOKHPOBaHUE CHHTE3a TPAHC-
kpuntoB MPHK, a Bo Bropom — MPHK cunTsIBaeTcs 1 00619HO
PETUCTPUPYETCsI B sIIPE, HO B TAJTbHEHIIIEM IPOUCXOJIHT €€ pa3-
pyuieHue B ruroruiazme. [Ipu 3Tom B OOJBIIMHCTBE ClIy4aeB
MEXaHU3M PETNPECCUH T€HOB 3aITyCKAETCSI C y9acTHEM Majloi
nunreppepupyromeit PHK (siPHK, small interfering RNA).

PHK-HanpaBneHHOe MeTunnpoBaHue
reHoB/TpPaHCreHOB B PacTUTE/IbHOM reHome
OCHOBHBIM SMUT€HETHYECKUM MEXaHH3MOM HHAKTHBALUU
T€HOB/TPAHCTEHOB HAa yPOBHE TPAHCKPUIIMH SIBISETCS
PHK-nanpasnennoe metuimuposanne JJHK (RADM, RNA-
directed DNA methylation). 9ToT MexaHH3M OBUT OTKPBIT
UCCIIEZIOBATENSIMU TIPU U3yUCHNH PEIUTHKALMN BUPOU/IA Be-
PETECHOBUHOCTH KJTyOHEH KapTo(ernst B TpaHCTCHHOM Tabake
co BctaBkoit kJIHK Buponna B snepaom renome (Wassenegger
et al., 1994). ITocne mukia aBToHOMHOM permikannu PHK
BUpou1a ObLTI0 0OHAPYKEHO CIIeIN(PUIECKOE METIIIMPOBAHUE
k/IHK, cBsizanHOe ¢ oOpazoBanuem apyxuenodeuHoit PHK,
KoTopas paspesanack pepmenTom Ha mansie PHK (Mette et
al., 2000).

PHK-nanpasnennoe metunupoanue J{HK mpencrasnser
cO00¥ CTICITHATN3NPOBAHHYIO «TPAHCKPHITITHOHHYIO (hadpH-
Ky», BKJIIOUAIOLIYIO JIB€ yHHKanbHble A pactenuit PHK-
nonumepassl (PHK-nomumepasa IV u PHK-nonumepasa V)
1 OoJpIIIOe YUCIo OETKOB B (hepMEHTOB (PUCYHOK).

OmnwumemM KpaTko OCHOBHBIE COOBITHS, MOCIIEOBATEIb-
HOCTb KOTOPBIX BEJET K PENpPEecCuy TeHa: Juis 00pa3oBaHUsI
siPHK neobxonumo Hanmmaue asyxienodednoi PHK, kotopas
obpazyercs npu cunteiBannu PHK-nonumepasoit IV ¢ no-
cnenoBarenbHocTy JIHK reHa HeKoupyroIero TpaHCKpUITa,
kotopslil nepeBoautcs PHK-3aBucumoit PHK-nonumepazoi
B asyxuenodeunyio PHK. Iocnennsis pazpesaercs puOoHy-
kneasoit 11l na siPHK nnunoii 24 H., KOTOpbIE METHIHPY-
foTcs B obmacty 3'-xoHma metuntpancdepasoirt HEN1 (Hue
Enhancer 1) u HanpasisitoTcst B cCenMaM3UPOBAHHBINA PHU-
OGOHYKJICONPOTEMHOBBIN KOMITJIEKC, OCHOBHBIM KOMIIOHEHTOM
KOTOpOTO sIBIIsIeTCs OeJIoK n3 cemelicTa Argonaute. B cocrase
xomriekca siPHK ocymecTBisier mouck KoMruieMeHTapHOM
MOCJIEA0BATENLHOCTH C MOCIEYIOIINM IIPUBJICYEHHEM Oell-
KOB 1 ()€PMEHTOB, OTBETCTBEHHBIX 3a MIO/IABJICHNE AKTUBHOCTH
rera (Mapenkosa, [leitneko, 2010; Meyer, 2013; Matzke,
Mosher, 2014). PaccMoTpuM TaHHBINH MEXaHU3M HHAKTHBAIHN
TEHOB Ha YPOBHE TPAHCKPHUIILIUH TTOIpOOHEE, yAEIss BHUMA-
HHE HOBBIM JITAaHHBIM, OJTyYCHHBIM 3a MOCIIEAHNE TO/BI.

V pactenuii kpome Tpex kanoHnueckux JJHK-3aBucumbix
PHK-monmmepa3 (I, II u I11) 6s1mir o6Hapyxerst PHK-momm-
Mmepassl [V u 'V, kotopsie nponsonun ot PHK-nomumepassr 11
U UrparoT KIIIOUEBYIO poib B MexaHu3mMe RADM penpeccun
reHos. [Ipeanonarator, uro PHK-nonumepasza IV cunteiBaer
¢ nocnenoBarensHocTH JJHK TpanckpunT, KOTOpBII nepeBo-
mutcst PHK-3aBucumoit PHK-nonumepasoii (RNA-dependent
RNA polymerase) RDR2 nian RDR6 B aByxmemnouednyio
PHK. INokazano, uro PHK-nonmmumepasa IV tpanckpudupyer
ME)KTeHHbIE PallOHBI, T€HBI 3yXPOMATHHA, CBSI3aHHBIE C I10-
BTOpaMH U TPAHCIIO30HAMH, TIPH 3TOM OHA OTBEYAET IPUMEp-
HO 32 90 % mocienoBaTeIbHOCTEH, ¢ KOTOPBIX 00pa3yercst
siPHK pasmepom 24 H. (Mosher et al., 2008). Ocraercs noka
HEM3BECTHHIM, KakuM oOpazom PHK-monmnmepasa IV y3naer
CBOM caiThl. CYUTAIOT, UTO B 3TOM €H MOXKET IIOMOraTh OeJIOK
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SHH]1 (sawadee homeodomain homolog 1), koTopsiit, Oymy4n
CBSA3aHHBIM C IOJIMMEPA30H, B3aUMOAECHCTBYET UYEpeE3 YHU-
KaJbHBIH TanaeMHbIH Tudor-like nomeH (¢ 1ByMs «kapMaHa-
Mu») oqHoBpeMeHHo ¢ H3K9me u HemetunpoBanasiM H3K4
rucronamu (Law et al., 2013). Taxoke, IpeATTOIOKHUTEITHHO,
obmervaer st PHK-mmomumepaser IV nocryn k JIHK Gemox
CLY 1 (classy 1, SWI2/SNF2-daxrop), yqacTByoILHii B MO-
JIENTMPOBaHUN CTPYKTYpHI XpomaruHa (Smith et al., 2007).

Ha cnenyromewm srane quPHK paspeszatorcest pubonykie-
asoii III DCL3 (dicer-like 3) na siPHK nnunoit 24 H. OHu
METIJIHPYIOTCS B oOmactu 3'-KoHIa MeTHITpaHcdepa3on
HENI n HanpapisifoTcst B CIEUAIM3UPOBAHHBIC PHOOHYK-
JICOTPOTEMHOBBIE KOMIIJIEKChI, OCHOBHBIM KOMITOHEHTOM
KOTOPBIX SBIsIETCA OOk m3 cemeiricTBa Argonaute AGO4
wm AGO6. B mporiecce BHenpenus siPHK nmpoucxonut yia-
nenue oxHoit u3 ueneit PHK n ¢ AGO-Genkom cBsizbiBaeTcst
aHTHCMBICIOBas onHotenoueyHast siPHK, kommiemenTapras
MOCIIEA0BATENILHOCTH TeHA-MHUIICHH. B cocTaBe KoMIuiekca
siPHK no mpuHIMIYy KOMIZIEMEHTApHOCTH OCYIIECTBISIET
TIOHCK 1 HarpasisieT 3P HEKTOPHBII KOMIUIEKC K TeHY-MHUIICHH
(Yang et al., 2006; Matzke, Mosher, 2014).

Ha pannom stane BaxkHyio poib urpaetr PHK-nmomume-
pa3a V, KOTopasi CUUTHIBAET HEKOANPYIONINE TPAHCKPUITHI
JnuHou nopsaka 200 H. TIpennonararoT, 4To TPaHCKPHUIITHI
YIACPKUBAIOTCS B XpOMaTHHE ¢ moMoIbeio Oenka RRPOL1
(RRP6-like protein) (Zhang et al., 2014) u sBasSIOTCS TUTAT-
¢hopmoii aist mpusiedenus siPHK u nmocnenyromero mpuco-
e/lMHeHust 0eJIKOB M (PepMEHTOB, OTBETCTBEHHBIX 32 METHJIU-
posanue [IHK u ructoHoB B obmactu caiita-mMumieHu. s
npouecca tpanckpunuun PHK-monMepase V HeoOXomuMel
toronzomepasa la (TOP1a) (Dinh et al., 2014) u xomruiekc
6enkoB DDR, koTopsiit Bkitouaet Tpu 6eika: DRD1 (defec-
tive in RNA-directed DNA methylation 1) — npexnomoxu-
TEJILHO BIIMSIET HAa CTPYKTYpy Xpomaruna; DMS3 (defective
in meristem silencing 3) — 6eJ0K ¢ TOMOJOTHEN C BBHICOKO
koHcepBaTuBHBIMU Oenkamu SMS u RDM1 (RNA-directed
DNA methylation 1)—HeG0bII10# OETTOK ¢ HEM3BECTHOM (hyHK-
et (Gao et al., 2010; Zhong et al., 2012). Jlanasie Oenkw,
no-BUIMMOMY, oOecriednBarot goctyn PHK-nomumepasze V
K ogHouenodeunoi JIHK.

PHK-nonmmMepasa V B3aumoneiictyet gepe3 CTD-gomen
Ha C-xoH1e 6obmoii cyorenuauiisl NRPE1 ¢ AGO4-6emnkom
u ¢ ¢axropom sonrauuu KTF1 (kow domain-containing
transcription factor 1), KOTOpBIH TaK)ke IMEET MOTHUB CBSI3bI-
Baums ¢ AGO4-6enkom. [Ipennomnaratot, uto siPHK B coctaBe
AGO4-xomIiekca Mo NPUHIUITY KOMIIEMEHTAPHOCTH CBsI-
3BIBAETCS C TPAHCKPUNITOM, cuuThiBaeMbiM PHK-nonumepa-
301 V, u npusnekaer merunTpancdepasy DRM2 (domains
rearranged methyltransferase 2), koTopas MeTHiIMpyeT Om3-
nexamryio JTHK (Bohmdorfer et al., 2014). berok RDMI,
Bxoasimuil B coctaB DDR, BO3MOXHO, Takke y4acTBYeT
B mpuBineueHun DRM2, nmockonbKky OH B3aMMOAEHCTBYET
¢ AGO4 nu DRM2 u cBSI3BIBA€TCS C OJQHOIIETIOYETHONH METH-
mposanHoit JIHK (Gao et al., 2010).

Kommutekce 6enkoB IDN2-IDP (involved in de novo 2-6eok
u nmapanoru IDP1 u IDP2) crabummsupyer ayrurekc siPHK-
Tpanckpunt PHK-nonmumepasel V 1 ydacTByeT B H3MEHEHUH
HYKJICOCOMHOM yKJaKku yepe3 Bzaumojeiictaue ¢ SWI/SNF
KoMIutekcoM (Zhu et al., 2013), a Taxke BIHUSET Ha CBA3bIBAHNE
DRM2 ¢ tpanckpunrom nonumepassl V (Bohmdorfer et al.,
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Cxema PHK-HanpaeneHHoro metunuposanuna IHK y pactenuii (onncaHve cm. B TekcTe). U3: Matzke, Mosher (2014) ¢ nameHeHVAMY 11 LONONHEHVAMN.

2014). ITokazaHo, uTo cBs3pBanne IDN2-6emnka ¢ HeKomupy-
IOIINM TPaHCKpHUNTOM 3aBUCHT 0T AGO4-6enka (Bohmdorfer
etal., 2014).

IToka HenonsTHO, kKak PHK-nonumepasza V maxogur csou
nocieaosareasHocT. M3BecTHO, uTo 00abIIas yacte PHK-
nojsmmepassl V JIoKanu3yercs B 00JaCTH TPAaHCIIO30HOB
Y TTIOBTOPOB B 00JaCTH MHTPOHOB, IPOMOTOPA MM KOTHPY-
romieii yactu reHa (Wierzbicki et al., 2012). Bo3amoxxHo, 910
Oenku cemeiictBa MetwiTpancdepassl rucronoB SUVH2,
SUVHY, e o6nagaromye KaTaauTHYECKON aKTHBHOCTBIO,
3a cyeT CBs3bIBaHMA depe3 SRA-70MeH ¢ MeTHIMpOBaH-
voii JIHK u B3ammopetictBust ¢ komruiekcom OenkoB DDR
1 MORC (microrchidia-type ATPases, BMUSIOT Ha BBICIINN
YPOBEHB CTPYKTYpPHOW OpraHU3alii XPOMaTHHA) PUBJICKAIOT
nojuMepasy K caiiram-muineHsM (Johnson et al., 2014; Liu
etal., 2014).

Metunuposanue JJHK y pactenuil ocymecTBusercs mo
cummerpudHbM (CG, CHG) 1 HeCUMMETPUYHBIM caiiTaMm
(CHH) upuTo3nHOBBIMH METHATPaHCPEepa3aMy TPEX KITaCCOB.
CemeiictBo MET1 (DNA methyltransferasel) orBeuaer 3a
nojyiepkuBatoiiee MetuinpoBanre CG-caliToB; yHUKaJIbHbIE
Ut pacteHnit xpomometmnassl CMT3 (chromomethylase3),
CMT?2 — nogaepxusatouiee MmetunupoBanue CHG-calito
u cemerictBo DRM (domains rearranged methyltransferase) —
MeTmipoBanue de novo (Barromun, 2012). Iogaepxanne
METWINPOBAHUS B HECUMMETPHYHBIX CaiTax 1mocie payHja
perMKanuy TpedyeT Halu4Ms TPUITEPHOIO CHIHAaJa, T.e.
cBs13aHO ¢ MexaHuzmMoM PHK-HanpaBiieHHOro METUIIMPOBAHUS
JIHK. V pacrenuii oOpaTHbIii mporiece — IeMETHIMPOBAHNE
JIHK — MoxeT mpouCcXoIuTh HE TOJIBKO MACCUBHO, HO U aK-
THUBHO (HE3aBUCUMO OT PETUTHKAINN) MIPU YIaCTHH CeMeiic-
tBa JIHK-rmmkosmnaz Demeter (DME), koTopoe BkirogaeT
o6enkn DME (demeter), ROS1 (repressor of silencing 1),
DML2 (demeter-like 2) m DML3 (demeter-like 3) (Agius
et al., 2006). IIpenmonararotr, 4T0 HAJINIHEC MEXaHHU3MOB
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metmmupoBanus [JHK, nanpasnernoro siPHK n aktuBHOTO
JIEMETHIIMPOBAHNS MTO3BOJISIET PACTEHUSIM O0JIee TMHAMHIHO
peryinupoBarb CTerneHb MoAM(UKAIMK reHOMa B OTBET Ha
BHyTpeHHHE W BHemrHue curHainsl (Matzke, Mosher, 2014).
CymniecTBOBaHME TAKUX AHTArOHUCTHYECKUX B3aHMMOOTHO-
IEHUH KOCBEHHO TOJITBEPIKAACTCS TeM (aKTOM, YTO MHOTHE
U3BECTHBIE FeHeTHYeCcKre komnoHeHTsl PHK-HanpasienHoro
metmmposanust JJHK Obumn oOHapykeHBI Kak CyNpeccopbl
mytauuu rosl (rpa2, tsll, rdm?2, ago6, sup32, ctfl) u, Hao0o-
POT, TIpH MYTaIUsAX B 3TUX TeHax (agol, ago4, drm2, rdr2,
drdl, met] w TeHax, kogupyromux cyosequannel POL IV
POL V) npoucxoauT cHUXeHHE ypoBHs 3kcnpeccun ROSI-
oenka (Penterman et al., 2007).

Jo cux nop He m3BectHa QyHkuus 6enxka MOMI1 (Mor-
pheus’ moleculel) B 3MUTeHETHYECKOM MEXaHH3ME TPAHC-
KPHITIMOHHOW MHAKTUBAILMK. MyTatms mom/ BbIAEIEHA T10
CIOCOOHOCTH BOCCTAHABIIMBATB AKCIPECCHIO 3aMOJIKHYBILIETO
MYJIBTHKOITMHOTO TPAHCTeHA U PSI/ia SHJOTCHHBIX IOBTOPSIIO-
IIUXCS MTOCIIEIOBATENFHOCTEH. XapakTepHOW 0COOEHHOCTHIO
MYTAIIHH SIBISIETCS] BOCCTAHOBJICHHE YKCIIPECCHH T€HOB TIPH
COXpaHEHUHU MOJICKYJISIPHBIX MapKepoB IeTepoXpoMaTH-
Ha — THIIEPMETHIINPOBAHHOTO COCTOSTHHSI TIOCIIEJ0BATEIb-
Hoctr JIHK 1 oTCyTCTBUS N3MEHEHUH B THCTOHOBBIX OCJTKaxX
(metunupoanune H3K9 u cumxenune metunuposanust H3K4)
(Habu, 2010).

Henasno nokasano, yto B npouecce PHK-nanpasiennoro
merunuposanust JHK y A. thaliana y4actByior dakTopbl
crumaiicnara PHK: 6emok SR45 (arginine/serine-rich 45) aktu-
BCH Ha paHHUX dTanax oopazosanus siPHK; ZOP1 (zinc-finger
and OCRE domain-containing protein), BO3MOXXHO, BIHSIET Ha
s dexropubiii kKommieke AGO4 mmn Ha DRM2; STA1 (pak-
Top crutaiicunra PRP6-like) — na oOpazoBanue kak siPHK,
Tak U TPAHCKPUNTOB, cunThiBaeMbix PHK-nmoaumepasoit V;
RDM16 (U4/U6 snRNP-associated protein) perymupyer
obpazoBanne Tpanckpuntos PHK-nmoxmmepassr V (Huang,
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Zhu, 2014). Beisiien HoBblii yuactauk PHK-Harpasnennoro
metmmuposanus JJHK — 6enxkun FRG1 n FRG2 (SNF2-ring-
helicase-like), onn otHOCsTCS K cemeiictBy SNF2 helicase-
like GesikoB 1 (huznuecku B3aumoneiictBytor ¢ SUVR2-6en-
koM (Groth et al., 2014).

OTMeTHM, YTO UCCIIEAOBAHUE YPOBHS IKCIIPECCHH PEIop-
TEpPHOTO reHa, MHTErPUPOBAHHOTO B pa3HbIe PAHOHBI XPOMOCO-
™Mbl | A. thaliana Ha GpoHe cymipeccry OCHOBHBIX KOMIIOHEHTOB
PHK-nanpasnennoro mermmmposanus JJHK (MOM1, CMTS3,
DRDI1, DRM2, SUVH2, histone deacetylase 1 (HD1) u ap.),
MOKAa3aJI0 CYIIECTBOBAHUE TI00ATHHON SMHUTECHETHIECKON
CeTH, KOTOpast pEryJInpyeT SKCIIPECCHIO TeHOB B 3aBUCHMOCTH
oT XpOMOCOMHOPI JIOKAJIM3alluu r€Ha-MUIICHU U €TI0 HYKJI€O-
THIHOU TocienoBarenbHOCTH (Luo et al., 2009).

nOCTTpaHCKpMﬂuMOHHaﬂMHaKTMBauMﬂFeHa

ITocTTpaHCKpUIIIMOHHAS WHAKTHUBAIMs T€HOB Oblila 00HA-
pY’XKeHa BIEPBBIC HAa TPAHCTEHHBIX PACTEHUSX METYHHH MPU
TMOIBITKE M3MEHHUTh OKPACKy IIBETKa BBEJCHUEM JIOTIOJIHU-
TEJIbHBIX KOTMHMH T'eéHOB OMOCHHTE3a AaHTOLMAHOB XaJIbKOH-
cuHTeTasbl. OHaKO OBII MOyYeH HEOXHJIAHHBIA pe3yiib-
TaT — pacTeHHs ¢ OEJIbIMU M HEPABHOMEPHO OKpAIllCHHBIMHU
Ty Iy pHO-OEIIBIMH [IBETAMH. DTO YKa3bIBAJIO HA MHAKTHBALIHIO
9KCIIPECCUH KaK TPAHCTCHHBIX, TAK U COOCTBEHHBIX T'€HOB,
OTBETCTBEHHBIX 3a cuHTe3 nurMeHToB (Napoli et al., 1990).

MNuaxruBanusa JHK Ha NOCTTpaHCKPUNLIMOHHOM YPOBHE
MIPOMCXOUT B IIUTOIUIa3Me U cBsi3aHa ¢ Aerpanauueil MPHK,
cuuThiBaeMoii ¢ rena. Crienuduueckyro nerpaganuo MPHK
HanpasisieT siPHK pazmepom nopsinka 21 H., koTopast o6pa-
3yeTcst U3 IBYXLEIIOUEYHOTO Tpe/mecTBeHHnKa. Hapaborka
quPHK npoucxonut n160 M3 TpaHCKPHUIITOB, CYUTHIBAEMBIX
PHK nommmepasoii I ¢ mHBepTHPOBAaHHBIX TIOBTOPOB U 00-
pasyronyx cTabMIbHYIO CTPYKTYPY IIHIBKH, THOO0 U3 OHO-
nenoyeunbix MPHK, koTopble nepeBoauT B Iy XLEIOYeYHY O
thopmy PHK-3aBucumas PHK-mommmvepasza RDR6 ¢ ygactiem
6enka SGS3 (supressor of gene silencing 3, gynkius Coiled-
coil). ®epment DCL4 paspesaet odpasyrourytocs niiPHK Ha
siPHK pa3mepom 21 H., KOTOpBIe METHIUPYIOTCS B 00JIaCTH
3'-xonna MetunTpancgepazoir HEN1. PHII-komruiekc npu
MOCTTPAHCKPUITIIUOHHOW MHAKTHBAIMHU PACIIOIOKEH B IIUTO-
J1a3M€e, OCHOBHBIM €r0 KOMITOHEHTOM siBjisieTcst 0es1ok AGO1.
B npouiecce Buenpenus siPHK nponcxonut ynaneHwe onHon
uenu PHK u ¢ AGO-0enkoM CBSI3BIBAETCS aHTUCMBICIOBAS
oxuonernodednas siPHK, xommiemenTapaas TpaHckpuOH-
pyemoii obnacTu reHa-MuiIeHd. J[aHHBIH KOMILIEKC OCY-
IECTBIISIET PepMEHTATUBHBIN THAPOIN3 KOMIUIEMEHTapHOM
MPHK B nuromnasme. Hapsiny ¢ nerpananueit MPHK gacro
mpoucxoauT Takxke metminposanne /JHK rena-mumenu
B KOJUPYIOLIEH 4acTH, 4YTO B OOJBIIMHCTBE CIy4YaeB HE
MEIIaeT Mpoleccy TPAaHCKPUMIWHU. JlaHHbIE SNHUreHeTHYe-
ckue n3menenus Hampasisitores siPHK pasmepom 24-26 H.,
KoTOpble oOpaszytorcst npu ydactun DCL2. Ponb nanHOro
MetunupoBanus JIHK B perynsuuu skcrpeccuu reHa Ha ocT-
TPAHCKPUIIIMOHHOM ypOBHE Moka He m3BecTHa (Vaucheret,
2006; dopoxos, 2007).

OtzenbHO BBIAETAETCS MEXaHU3M MOCTTPAaHCKPHUITIIHOHHOM
WMHAKTHBAIMN, MHAYIHpoBaHHbIH Bupycamu (VIGS), u3secr-
HbI BUPYCHBIE O€JIKH-CYNPECCOPbI, KOTOPhIE OJIOKUPYIOT
pasHble dTans! 3amonkanus (lopoxos, 2007; Velasquez et al.,
2009; Pooggin, 2013).
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Takum 00pa3zoM, SMUIeHETHYECKHE MEXaHU3MBbl TPaHC-
KPUIIIMOHHON M TOCTTPAHCKPUIIIMOHHON WHAKTHBAIUH
TEHOB MMEIOT CBOM yHUKaJIbHbIE HA0OpHI OCNKOB U (hepMeH-
TOB, a TAKXKE U OOIIKE MPU3HAKH, Takue Kak yuactue qiiPHK,
KoTopast paspesaercs ¢pepmentoMm Dicer Ha siPHK; Hyxieo-
MIPOTEHHOBBINH KOMITJIEKC, ¢ OCHOBHBIM KOMITOHEHTOM — Oell-
KOM ceMeicTBa Argonaute, koTopblii ¢ nmomornibio siPHK
CTpOro cnenuIHO HAXOANUT KOMITIEMEHTAPHYIO MHIIEHb.

Opyrune mexaHnsmbl PHK-HanpaBneHHoro
metunuposaHua JHK

Kpome kanonmnueckoro mexannsma PHK-HampaBienHoro me-
tunnpoBanus JIHK, Bkirouaroero pepments PHK-noimme-
pasy IV, RDR2, DCL3, PHK-nomumepasy V, AGO4 u siPHK
pasMepoMm 24 H., N3BECTHBI U APYTHE CIIy9au Perpeccuy FeHOB
C KOMIIOHEHTaMM MHAKTUBAIlUM F€HOB Ha MOCTTPAHCKPHII-
IIMOHHOM YPOBHE, CHENU(IUIECKUMHU OENKaMu U APYTUMHU
tunamu Manbix PHK. Tak, na puce (Oryza sativa) nokasaHo,
yro PHK B Bujie IIMWIBKH MOXKET pa3pe3arbcs GEepMEHTOM
DCL3, o6pasys nmuanEyo MuKpoPHK B 24 H. (long miRNA,
ImiRNA). MuxpoPHK Ttpancnioprupyercst B AGO4 n moxer
HalpaBJsATh METHIIMPOBAHUE HYKJICOTHAHON ITOCIIeI0BATEIb-
HoCTH caiita-mutenn (Wu et al., 2010).

RDR6-3aBucumoe PHK-MeTunuposanue sBaseTcst mpo-
MEXKYTOYHBIM 3BEHOM MEXJY MOCTTPAHCKPUIIIMOHHON
WHAKTUBAILMEH TPAHCKPUITOB, CINTHIBAEMBIX C TPAHCII030-
HOB, ¥ MX MeTuiaupoBanueM de novo. PHK-nommnmepasa 11
TpaHCKpHOUpYeT ¢ TpaHcno3oHoB Marpuunyto PHK, kotopas
MOXeT JocTpamBatbesi pepmerToM RDR6 ¢ oOpazoBannem
nsyxuenoueynoit PHK. 3arem DCL2 w/umm DCL4 pazpesator
MPHK Ha siPHK pa3mepom 21-22 H. 1 uepe3 komruiekec AGO1
3anyckaercs pazpyuenue romoiornuHoil MPHK B niuronuiasz-
Me. [Tokasano, uto ayxiernodeqnas PHK moxer Takxe o0yc-
JIaBJIMBaTh METHIMPOBAHUE de novo, B KOTOPOM YYacCTBYIOT
6emxn AGO2, TpaHCKPUIITHI TOTMMEPas3bl V U METHITPAHC-
(epaza DRM2. Inunmaryist METHIIMPOBAHMS 3aITy CKaeT KaHO-
Huueckuit Mexanusm PHK-HampasneHHOro MeTHiInpoBaHus,
B KoTopoMm ydacTtBytoT PHK-mommmepasa IV, RDR2 u DCL3
¢ obpazoBanuem siPHK pasmepom 24 1., uTo obecrieunBaeT
MoJep KaHNe MHAKTUBHPOBAHHOIO COCTOSHUS TPaHCIO-
30oHa (Mari-Ordonez et al., 2013; Nuthikattu et al., 2013).

B noxoxem Mexanusme ydactByeT AGO-cBA3BIBAIONINI
6enok NERD (needed for RDR2-independent DNA methyla-
tion) ¢ mpusnedeaneM PHK-monmmepas IV u V 1 komnoneH-
TOB MOCTTpaHCKpUNuoHHOW nHakTuBanuu RDR6, SGS3,
SDE3 (silencing defective) u SDES. NERD B3aumoeicTByet
¢ ructonoM H3 u xommiekcom AGO2-siPHK 21 H., uT0
obecrieunsaeT merunrposanne JJHK tpancrnosonos (Pontier
etal., 2012).

ITokazaHo, 4TO U1l penpeccuy HU3KOKOIMMUHBIX T€HOB, HE
obpaszyromux siPHK, BaxHbIM SIBIIsSICTCS CUNTHIBAHUE HEKO-
qupyromux TpaHckpuntoB PHK-nonmumepasoii 11, xotopsie
Hanpasisitor PHK-nonumepasy IV u PHK-nonumepazy V
K caliTaM-MHIICHSIM U MOTYT 00eCnednBaTh TPaHC-MHAKTH-
BAaI[MI0 B T€HOME HECIIeMJICHHBIX TOMOJIOTHYHBIX MOCIE0-
BatenbHOCTEH (You et al., 2013).

OTMeTHM, YTO JTaHHBIC MOJICJIM MHAKTHBAIMU TCHOB OIH-
caHbl 1yisl pacteHuit A. thaliana, Tabaka, nerynuu. Jpyrue
BUJBI PACTCHHUH M3y4eHBbl HEJOCTATOYHO, HANPUMED IS
XBOUHBIX y Pinus contorta xnacc siPHK 24 H. u romomnor
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DCL3 orcyTcTBYIOT 1 00HApPYKEHO 0OJIBIIIOE Pa3HOOOpa3ue
manbeix PHK pasmepom 21 H. 1 HOBoe cemeiictBo DCL-6e-
koB (Dolgosheina et al., 2008), B To BpeMst KaKk y KHTalCKOIH
enu (Cunninghamia lanceolata) nokasaHsl CyIICCTBOBAHHE
PHK-HampaBieHHOTO METHJIIMPOBAHUA C ydacTuem 24 H.
siPHK u nammune DCL3 (Wan et al., 2012). Ananus nomy-
nsiumu siPHK y Brassica rapa ¢ myTtanueit B rene 60J1bI10H
cyosennaumsl PHK momumepassr [V mokasan cymecTBeHHO
MeHblIee koiandectBo siPHK, 3aBucsamumx ot TpaHCKpUIInu
PHK nonumepassl 1V, o cpaBuenuto ¢ A. thaliana (Huang
etal., 2013).

Takum 00pazom, B poriecce IBOITIOINHI pacTeHUs BbIpado-
TaJIi MHOKE€CTBO MEXaHU3MOB SITUTI'CHETHYECKOU peryidanuun
9KCIIPECCHH T'€HOB. YK€ HE MOABEPraeTCsi COMHEHHIO BaXKHAs
POJIb MEXaHU3MOB NMOCTTPAHCKPUITIIMOHHOW WHAKTHBALNU
B Ka4eCTBE MMMYHHOH 3allUTbl PACTCHUU OT BUPYCOB, BU-
POHUIOB, @ TPAHCKPUIIIMOHHON MHAKTUBAIlUM — OT HEKOHT-
PONMPYEMOro pa3MHOXKEHHUSI B TEHOME MOOWIJIBHBIX TeHETH-
YECKHX JIEMEHTOB. TakKe MpezrnoaaraeTcs, 4To MEXaHu3M
PHK-nanpasinennoro merunuposanus JJHK nosBoaser
pacTeHnIo OBICTPO M IIACTUYHO PEryIHpOBATh SKCIIPECCUIO
CO6CTBeHH])lX I'CHOB B OTBET Ha HEMIPEACKA3yCMbIC yCIOBUA
BHemrHe# cpenbl. O6cyxmaercs pons PHK-mampasienHOTO
metunupoBanus JJHK npu mapamyranmsix, UMIPHHTHHTE,
MEXKKJIICTOYHOM B3aHMOJIeI>iCTBHH. BI)I[[BI/IHyTO peaAIoio-
KEHHE, YTO Yy IIBETKOBBIX PACTEHHUH TAaHHBIM JMHUIeHETHYe-
CKHUI MEXaHM3M CITY>KUT JUIsl OoJiee ObICTpoi cTabuIu3annu
" JUIUIONArU3aliu r€éHoMa IMpyu BO3SHUKHOBEHUU IMOJIUITJIOU-

nuu (Matzke, Mosher, 2014).
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