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Mpu rnbprgrsaumm 6an3K1X BUAOB PACTEHNI, UMEIOLLMX CXOAHbIE
reHOMbI, MOryT 06pa30BbIBaTbCSA aIoNoAnnIonaHble Gpopmbl.
M3BECTHO, UTO B XOA€E 3BONIOLMMN Yepes afTononmnnaonansanmno
NPOLWAN MHOTVe BUAbI PACTEHWIA, YTO CbIrpasno 3HaUYNTENIbHYIO POsib

B $OPMMPOBAHUMN OFPOMHOIO Pa3HOOOPa3NA PaCcTEHWI, @ TaKXKe NX
BbICOKOrO aflanTBHOro noteHyunana. Cenyac, bnarogapsa nonHore-
HOMHOMY CEKBEHMPOBAHUIO LUMPOKOFO CreKTpa BUAOB MNOKpPbITOCe-
MEHHbIX PAaCTeHUI 1 CPaBHUTENIbHOMY aHaNN3y CTPYKTYpPbl FeHOMOB,
BOCCTaHOBJIEHA LieMNb COObITUN, B pe3ysibTaTe KOTOPbIX MOABUINCH
reHOMbI COBPEMEHHBIX PAaCTUTENbHbIX TAKCOHOB. DTU NCCNE[0BAHUA
nokasanu, YTo MHorvie AUNOVAHbIE BUAbI, TPeXAe Yem CTaTb TaKo-
BbIMM, MPOLLUNY HE OAVH LKA NOAUNAONAM3aLNA N JanbHenwwen
avnnovansauun. Llenb 0630pa — Ha OCHOBE M3BECTHbIX JaHHbIX Onpe-
LenuTb JOJo reHOB PacTUTENIbHOFO FeHOMa, MOABEPKEHHDBIX 13Me-
HeHVAM B Cllyyae aniononnniouan3aLnm, 1 NPouIIIoCTPUPOBaTh
pa3HoObpa3zme MeEXaH3MOB, NIEXKALLNX B OCHOBE GYHKLNOHANIbHOW
[VIBEPreHuuy roMeosiornyHbIX KON reHOoB, T. e. FfeHOB-OPTOJIOroB

B CybreHomax annononnnovuaHoro Buga. IsameHeHvsa otaenbHbIX
KOMWI MOTYT 6bITb CBA3@HbI C SMUrEHETUYECKNMN 0COOEHHOCTAMY
opraHu3aumm reHa (ctaTyc METUIMPOBAHUA MPOMOTOPHOI 0611acTn
WIIN Hannumne Konun-cneundryHbix manbix nHtepdepupytowyx PHK)
VN 3aTparnBaTb NePBUYHYIO CTPYKTYPY reHa B ero KoaupytoLlen
YacTu UKW PErynATOPHbIX paiioHax. MiccnenoBaHmaA, NpoBefeHHbIe Ha
WNCKYCCTBEHHO CO3[aHHbIX aflfIONONUMIOUAHBIX POpPMax pacTeHUi,
NMoKasasnu LWMPOKOe PacipOCTPaAHEHME Y HUX TaK Ha3blBaEMOFO TPaHC-
KPWMNUMOHHOTO JOMUHNPOBAHNA U N3MEHEHWe YPOBHSA TPaHCKPUMLMK
Mo CPaBHEHMIO C FeHaMU AUNIOUAHbIX POANUTENLCKUX dopM. V3yueHne
TPaHCKPUNLMIN OTAENbHbIX FOMEOIOMMYHBIX KOMWIA reHOB NO3BOSIMO
OLE€HNTb, HACKO/NIbKO PACcnNpPOCTPAaHEHO NOJIHOE MNoAaBNEeHVEe TPAHC-
KPUMNLMM OTAENbHbIX TOMEONIOrOB Y BHOBb CO3/iaHHbIX CUHTETUYECKNX
(0.4-5.0 % reHoB) 1 ectecTBeHHbIX (0K0s10 30 % reHoB) anonoANNIon-
[0B. Y MieHnLbl MOJSIHOE NoAaBeHe BMeCTe C YaCTUYHbIMU N3MEHe-
HUAMM 3KCNPeccmm 3aTparmeaet B cymme Ao 49 % reHos.

KntoueBble cnosa: NweHULa; aniononunions; roMeonornyHble reHbl;
TPaHCKPUMLVIOHHOE JOMUHUPOBAHWE; METUNPOBAHUE MPOMOTOPA;
Manble nHTepdepupyiowme PHK.
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Allopolyploid organisms can be formed by hybridiza-
tion between closely related plant species with similar
genomes. It is believed that many plant species have
passed through allopolyploidization, which played

a significant role in the formation of a huge diversity
of plants, as well as their high adaptive capacity.
Thanks to the whole genome sequencing of a wide
range of angiosperm species and comparative ana-
lysis of genome structure, the sequence of events

that formed the genomes of modern plant taxa was
restored. These studies have shown that many diploid
species have passed through more than one cycle of
polyploidization-diploidization. The purpose of this
review is to summarize the estimates of what propor-
tion of genes is undergoing changes due to allopoly-
ploidization and to illustrate the variety of mechanisms
underlying the functional divergence of homoeolo-
gous copies (orthologous genes in allopolyploid sub-
genomes). Changes of individual copies can be associ-
ated with epigenetic features of the gene organization
(the methylation status of the promoter region or

the presence of copy-specific small interfering RNA)
or can affect structure of the coding or regulatory
regions of the gene. Studies on artificial allopolyploid
plants showed widespread transcriptional dominance
and change of the transcription level as compared
with the genes of diploid parental forms. The study

of the transcription of certain homoeologous gene
copies allowed estimating the extent of the complete
suppression of certain homoeologous genes in newly
synthesized (0.4-5.0 %) and natural (30 %) allopoly-
ploids. One the whole, full or partial suppression
affects up to 49% of the wheat genes.

Key words: wheat; allopolyploid; homoeologous
genes; transcriptional dominance; promoter
methylation; small interfering RNA.



OJIMTIJION AN BO3HUKACT B PE3YJIbTATC YMHOXKCHUA

HOJHOTO Habopa XpoMocoM. B ciydae ymMHOXKeHUS

OJIHOTO M TOTO e Habopa xpoMocoM (opmupyroTcs
ABTOIIOJIUIUION/IbI, a IPU OTﬂaﬂeHHOﬁ FI/IGPI/IJII/ISaLll/II/I MOr'yT
00pa30BBIBATHCS AJUIONIONUILIONAHBIE (OpMBL. JlaHHbBIE IH-
TOrCHETUYECKHX UCCIICIOBAHUN TO3BOJIMIIN YTBEPKIATh, 4TO
4yepe3 aJuIONOIUIUION IU3aLUIO U ITOCIIEYIONLY IO IUTION 11~
3aM7I0 TMPONUTA MHOTHE BHIBI pacTennii (Masterson, 1994;
Wolfe, 2001). B mocnenaue roapl, Onaronapst MOSBICHAIO H
CPaBHEHUIO PE3yJIbTaTOB CEKBEHUPOBAHMSI TEHOMOB Pa3HBIX
BHJIOB OJTHO- W JBYIOJBHBIX pacTeHuil (puc. 1), crama m3-
BECTHOI1 SBOIIFOLIMOHHAS HCTOPHUS TPOUCXOXKICHHUS TCHOMOB
COBPEMCHHBIX BHJI0B, MHOTMC U3 KOTOPBIX — PE3YJILTAT HE-
CKOJIbKHX IHKJIOB MOJHIUIOWAN3AIMA — JTUILUIONH3aIHH!
(Salse et al., 2009).

I'enernyeckuil MaTepua pa3HblX BULOB U POJIOB IIPU AJLJIO-
HOJTMTUIONT3ALIMH ITPETepIIeBACT 3HAYUTEIILHBIC H3MEHEHHS,
NPUBOJSIINE K CTAOWITH3ALMN WIN JeCTaOMIH3alMy MO~
IUIOMJIHOTO TeHOMa. B ciiydyae cTaOuiaM3auuu U yCHelHoi
KOaJamnTaliy pa3HbIX TeHOMOB BHOBb CO3/IaHHAs aJLIOIIONH-
wionHas (popMa criocoOHa HOPMAIIbHO Pa3BUBATHCS U 1ABATH
OTOMCTBO. BBUIO TOKa3aHO, YTO B OCHOBE KOAJarTalyK
Pa3HBIX TEHOMOB B OTHOM SIIpE JISKAT 3HAYUTENIbHbIE CTPYK-
TYPHBIC H3MCHEHUSL. Y aJUTONOIHUILUION/IOB YaCTO HAOTIONACTCsI
SIIMMHHALUS, a B 00JIee PEIKUX ClTydasiX, HA00OPOT, MOSIBIIC-
HHUE HOBBIX (hparMeHTOB reHoma (Song et al., 1995; Pestsova
et al., 1998; Comai, 2000; Ozkan et al., 2001; Kashkush et
al., 2002; Salina et al., 2004; Ma, Gustafson, 2008; [llepbaHsb,
2013). KpynHble CTpyKTypHBIE IEPECTPOUKH (IMUMUHAIINN
0JI0KOB OBTOPSIFOIMXCS TOCIIEI0BATEIBHOCTEH, TPAHCIIOKA-
IoOHunu U T. H.) MMPUBOAAT K TOMY, UTO CXOAHBIC XPOMOCOMEI U3
Pa3HBIX CyOTeHOMOB (TOMEOJIOTUIHBIE XPOMOCOMBI) HE MOTYT
00pa30oBbIBaTh HOPMalIbHbIC OMBAJICHTHI B XOJAE JCJICHHS
KJIETOK aJUIONOJIMIUIOUHOTO opranusMa. [Ipu sTom mmeer
MECTO YacTHYHAasl JAEKOHIEHCAIMs XPOMOCOM, KOTOpas IIpH
HAJIMYUK TaKUX MEPECTPOCK M 00yCIaBIMBACT 3alpeT Ha
CllapuBaHUE TOMCOJOTUYHBIX (HO HE FOMOJ’IOFI/ILIHI)IX) Xpo-
MOCOM. 3a JIEKOH/ICHCALINIO Y aJUIOIOIHILUIONIHOM MIICHUIIB]
otBevaet Jokyc Phl (pairing homoeologous 1), KOTOpBIi cO-
JACPIKUT pAd '€HOB, KOAUPYIOIUX HUKIIUH3aBUCUMbIC KMHA3bI
(Cdk). Y cTaOUIBHBIX aJUTOTIOIUILIONIHBIX (DOPM TIIICHHUITBI
akTUBHOCTH reHoB Cdk B nokyce Phl cHMXeHa, 4TO CIO-
COOCTBYET JICKOHAEHCALMK U HEBO3MO)KHOCTH CHApHBAHUS
TOMEOJIOTHYHBIX XpOMOCOM. braromaps stomy MexaHu3My B
XOZI€ KJICTOYHOTO ACICHHUS Y aJNIONOIUIUIONTHOM MIICHHUIIBI
HUMECT MECTO CITapUBAHNUE TOJILKO T'OMOJIOT'MYHBIX XpPOMOCOM
1 00pa3oBaHNE HOPMAIFHBIX OMBAJICHTOB. AHAIOTHYHBIE Me-
XaHH3MbI BBISBIICHBI H Y IPYTUX aJUIOMOIUIUIOUIHBIX BHIOB
(Griffiths et al., 2006; Al-Kaff et al., 2008).

[ToMHMO CTPYKTYPHBIX H3MEHEHHH, Y JUTONOINILIONIOB
HaOJIFOIaeTCsl M3MEHEHHUE SKCIIPECCHU T€HOB BILIOTH A0 MOJI-
HOH cymnpeccHuu oTAesbHbIX roMmeosnoroB (Comai et al., 2000;
Kashkush et al., 2002; Bottley et al., 2006; Pont et al., 2011).
M3MeHeHHe IKCIIPECCHH TeHOB Y aJlIONOIUIUIONAHBIX GOpM
MMEEeT BAKHOE 3HaUYEHHE ISl CTa0MIIN3aK PAa0OThI TeHOMA.
Llenb 0030pa — Ha OCHOBE M3BECTHBIX JaHHBIX OLICHUTB JIOJIO

B gaHHOM cnyuae gunnovgmsauns (CuH. AUCNNOVAM3ALNA) — NPOLECC Au-
BEpreHuyun CybreHoMOB U BO3HVKHOBEHWA KPYMHbIX NepecTpoek, Hepepko
MMeILNX pefyKLMOHHDBIN XapaKTep, B pe3ynbraTe KOTOPbIX FEHOM nepecTtaeT
6bITb aNONOANMNONIHBIM.
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F€HOB PACTUTEJIBHOTO F€HOMA, IOABEPKEHHBIX U3MEHEHUSAM
B Clly4ae aJuIONOJIMINIONAN3ALNN, U TIPOUIUIIOCTPUPOBAThH
pa3HoOOpa3re MEXaHM3MOB, JISKAIINX B OCHOBE (DYHKIIHO-
HaJIbHOW JUBEPIreHIIMM TOMEOJOTUYHBIX KOIUI.

Monunnoungunsauusa - KnoyeBoe codbiTNE

B 3BOJIOLUN reHOMOB paCTeHI/Iﬁ

[Monumuionan3arys ABISETCS OHUM U3 KITIOUEBBIX COOBITUI
B OBOJIIOLIMH TEHOMOB pacTeHni. Hanmmaue «1yOrmupyommx»»
T€HOMOB B OJJHOM SIJIp€ CIIOCOOCTBYET COXpaHEHHIO (DYHK-
IIMOHAJIBHOTO COCTOSTHMSI TEHOMa JIa)Ke TIPH KPYTIHBIX TIepe-
CTpOHKax, B YaCTHOCTH IPH MOTEpe IebIX XpoMocoM. [Ipu-
MEpPOM CTAOMJIBHBIX (POPM C HETOCTAIOLIUMH XPOMOCOMAaMHU
MOTYT CIIy>KHTb aHEYIUIOUAHBIC IMHUH aJIOT€KCaNIONTHON
mueHus (Sears, 1954).

Ha ocHoBe JAaHHBIX IMOJITHOI'CHOMHOI'O CEKBECHHUPOBAHUS
(cm. puc. 1) u cpaBHHUTeNBEHOTO aHanmm3a (Salse et al., 2009)
TEeHOMOB pHCa, KyKypy3bl, COPro M siuMeHs Oblila co3jaHa
MOJIEJIb TPEIKOBOTO I'€HOMa OIHOJOJIBHBIX, TOPSIOK 3iia-
xouBeTHBIe (Poales), cocTosmiero n3 mATH MPOTOXPOMOCOM
(puc. 2). Ha 3T0# Momenu moKa3aHo, YTO TUBCPTCHITHS Te-
HOMOB COBPEMCEHHBIX 3J'IaKOI_IBeTH])IX MOXKET 6I)ITb oInuMcaHa
YETHIPHMS OCHOBHBIMH SBOJIIOIIMOHHBIMH COOBITHSAMI: 0, 3, &
n y. [lepen quBepreHyeil MMena MecTo IOJTHAs Ty TUTHKAIIUS
MIPE/IKOBOTO T€HOMA, COCTOSILETO M3 IMSATH MPOTOXPOMOCOM
(8-cobrrTHE). [Tocne Terpamtonau3armu (n = 10) mpouzonum
TPAHCIIOKAIIMH W CIUSIHAS MEXTy JIBYMsI XpPOMOCOMaMH, U
TaKuM 00pa3oM c(hOpPMHUPOBAIICS FEHOM ¢ 6a30BbIM HAOOPOM
xpomocoM n = 12 (y-cobsiTre). Jlanee B Xoze JUBEPTEHITHH
00pa3oBaINCh MPEIKOBBIC TCHOMBI PA3JINYHBIX MO/ICEMEHCTB.
CornacHo atoil monenu, y Ehrhartoideae (moncemeiictso
PucoBble) COXpaHUIOCH KOIMUYECTBO XPOMOCOM TIPETKOBOTO
reoMa (7 = 12) ¥ TeHOM pHca IpeTepres TONbKO JHHEH-
HBIE MEPECTPONKU C AYIUIMKAaLUAMU xpomocoMm rll u rl2
(a-cobsrtus). [Ipenkossrit reHoMm Panicoideae (mogcemeiicTBo
[TpocoBble) chopMUPOBAIICS TTOCIIE CAUSHHS JBYX XPOMOCOM
(n = 10) (B-cobbITHE). KyKypy3a M copro, mpuHayuIeKalme
3TOMY TOJKJIACCY, IBOJIFOIIMOHMPOBAIIH OT OOIIEro Mpe/Ka no-
pasHOMy. B TO Bpemst Kak CTpYKTypa COBPEMEHHOTO TeHOMa
COPro CXOKa C MPEIKOBBIM T'€HOMOM, F'€HOM KYKYpY3bl ObLI
MOJTHOCTRIO MyrmunupoBad (n = 20), a 3aTeM B pesynbTare
TPAHCIIOKAIMH U CIUSHUS XpOMOCOM (0-coObITHE) chopmu-
POBaJICSi TCHOM COBPEMEHHOM KYKYpY3bl ¢ 0a30BbIM HA0OPOM
xpomocom n =10 (cm. puc. 2). Hakoner, mpu popMHPOBaHIH
renoma Pooideae (oyicemeiicTBO MATIMKOBBIE) M3 TPOMEIKY-
TOYHOTO MPEIKOBOTO T€HOMA, COCTOSIIETO U3 12 XpoMocoM,
MIPOU30LLIO NATh XPOMOCOMHBIX CIMsIHUN. B pe3synbrare
o0pazoBasicst IPeAKOBEIN reHoM Tpuosl Triticeae (k Hel OT-
HOCATCA, BY4aCTHOCTH, INIICHUIIA, AYMCHDb U pO)K])); OH COCTOUT
u3 7 xpomocoM (B-cobrrtre). BiocieactBuu reaom oomiero
npenka TpuOs! Triticeae TUBEprupoBa, a y OTACIBHBIX €€
HpeﬂCTaBHTeHeﬁ noABEpred pAay rcHOMHBIX 1 XPOMOCOMHBIX
MEPECTPOEK — MOTUIIIONIU3ALUH, Ty TTHKALUSIM OTACTBHBIX
CErMEHTOB TeHOoMa, TpaHciokanusMm (Salse et al., 2009;
Abrouk et al., 2010; Pont et al., 2011).

CpaBHEHHE JaHHBIX MTOJHOT€HOMHOTO CEKBEHHPOBAHUS
MpeICTaBUTENICH JIBYJIONBHBIX PACTeHHH: apabumoncuca,
BUHOTI'PAJIa ¥ TONOJIS — ITPEACKA3aJIO0 JIBE BOZMOKHBIE MOJIEITH
(hopMHPOBaHUS UX TEHOMOB B XOJI€ SBOJIOINH (CM. pHC. 2).
B o0Genx mozmensix B KauecTBe OOIIEro IpesKa BHICTYNACT
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CprKTypHO-(I)yHKLlMOHaJ'IbHaﬂ AneepreHynA roMmeonornyHbIxX
reHoB B a/u1ononmnaonaHoOM reHome paCTeHI/II?I
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Fig. 1. Major food crops with sequenced genomes: rice (Goff et al., 2002), grape (Jaillon et al., 2007), maize (Schnable et al., 2009), cucumber (Huang
etal., 2009), sorghum (Paterson et al., 2009), cacao (Argout et al., 2010), soybeen (Huang et al., 2010), apple (Velasco et al., 2010), cabbage (Wang et
al, 2011a), strawberry (Shulaev et al., 2011), turnip (Wang et al., 2011b), potato (Xu et al., 2011), melon (Garcia-Mas et al., 2012), banana (D'Hont et al.,
2012), tomato (The Tomato Genome Consortium, 2012), barley (Mayer et al., 2012); plum (Zhang et al., 2012), pear (Wu et al., 2013), watermelon (Guo
etal, 2013), orange (Xu et al., 2013), peach (The International Peach Genome Initiative et al., 2013), beet (Juliane et al., 2013), chickpea (Varshney et
al,, 2013), cotton (Li et al., 2014), pepper (Kim et al., 2014), carrot (lorizzo et al., 2016).

(hopma ¢ 6a30BEIM HAOOPOM, COCTOSIIIM M3 CEMH IPOTOXPO-
MocoM. CoracHo IepBOH MOZIEIH, TEHOM OOILETO U0/ -
HOTO Ipe/iKa CHavaja moABepres rekcaruionausanuu (n=21;
Y-COOBITHE), 3aTE€M Yy IpEeAKa COBPEMEHHOTO apabuaorcuca
OB e11e IBasKAbI AYTUTMINPOBaH (0~ U B-cOOBITHS), y TIpe-
Ka TOIOJISI — OIHOKPATHO AyIuiMiupoBaH (B-coObiTue), a y
npenka BUHOTPaaa DYIUTMKALUSAM Oojiee He MOABEPraliCs.
[Ipn 5TOM COBpeMEHHBIE apaOUAOIICUC, TOTIONb U BUHOTPAL
MOJIMIUIONAAMH YKE He SIBIISIFOTCS, TaK KaK B XOJIe JlaJIbHeH-
IICH 9BOJIIOIIMY B TEHOMAX X MPEIKOB IPOUCXOIHIA MHOTO-
YHCIIEHHBIE CIUSHUS U TPAHCIOKAaUKH XpoMocoM. CormacHo
BTOPOW MOJI€JIN, TeHOMBI IIEPEYHCIICHHBIX JIBYIOJIBHBIX pac-
TEHUH MIPON3OILIN OT TETPAIUIOUIHOTO MPEIKOBOTO TeHOMA
(n=14; y-coObITHE), KOTOPBII B XOJI¢ TaTbHEHINICH YBOTFOIIHN

DdunoreHeTrKa 1 3BonOUNA

TIOABEPTANICS TYTUTAKAISIM (- U B-COOBITHS ), 00pasys mpea-
KOBBIE (hOPMBI apaOHIOICHCa, TOMOMSA U BUHOTPaaa, U, KaK
U B TIEPBOM CIICHAPUH, B TEHOMAX UX MPEIKOB MPOHCXO/IHIH
JambHEHIIe MHOTOUYNCICHHBIC CIMSAHUS M TPAaHCIOKaLUH
XPOMOCOM, 4TO B UTOTE MPUBEIIO K 00Pa30BAHUIO COBPEMEH-
HBIX JUIUION/IHBIX TEHOMOB apabHUI0TNICHCa, TOMONS i BUHO-
rpana (Salse et al., 2009).

Takum 00pa3oM, Ha OCHOBE CPAaBHUTEIIbHBIX HCCIICIOBAHUN
JIAaHHBIX TIOJIHOTEHOMHOT'O CEKBEHHPOBAHHUS CTAJI0 BO3MOXK-
HBIM BOCCTaHOBHTb ITOPSI0K COOBITHIA, B pe3ysbTaTe KOTOPBIX
00pa30BaINCh TCHOMbBI COBPEMEHHBIX OJTHO- M JIBYAOJIbHBIX
(Salse et al., 2009; Abrouk et al., 2010). /Iymukanus reHoMa
JaeT psill MPEHMYIIECTB, TAKUX KaK yBEJIMYSHUE O3Bl I'eHa
(4TO B OT/ICNBHBIX CITy4YasiX MOYKET UMETh aIallTHBHOE 3HaYe-
825
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Fig. 2. Hypothetical order of events (by Salse et al., 2009) resulting in the formation of modern monocot and dicot species genomes, reconstructed by
comparing the whole genome sequences of Arabidopsis, poplar, grape, rice, maize, sorghum and barley.

HHE), <MEKTCHOMHBII reTepo3HCy (3a CYET COUCTAHMSI Pa3HbIX
romeoaseneil B MOMUIUIONTHOM AIpe), a TaKXKe IpHoopeTe-
HHUe reHamMu HOBBIX (yHKmi (Jiao et al., 2014). 13BecTHO,
YTO TOJIUIIION IHBIE (DOPMBI Yallle BCTPEYAIOTCS B paiioHax ¢
HeOmaronpusaTHeIM kinmaroM (Ilepmmaa, 2009; Ekimova et
al., 2012). ITonuruionan3anys chirpalia 3HaUUTEIBHYTO POJTh B
(hopMHUPOBaHUHU OIPOMHOT0 Pa3HOOOPA3Hsl PACTCHHUI, a TAKKE
UX BBICOKOTO a/IalfTUBHOTO MOTEHIIMAA.

TpaHCcKpunuma romeosiorMyHbIX reHoB

B anaononnnmionaHbiX reHomax

DKCIPECCUsi TCHOB Y AJJIOMOIUIUIONIHBIX BUIOB MOXET
IpeTepreBaTh U3MEHEHHUS 10 CPAaBHEHUIO € AKCIIPECCHel UxX
Y IUIIOWAHBIX JOHOPOB B CBSI3M C HEOOXOIMMOCTHIO HOpMa-
JU3AIMHU YPOBHSI SKCIIPeCcCcri. BRICOKHMIT ypOBEHB IKCIIPECCHH
BCJIEJICTBHE BO3PACTAHUS 03Bl T€HA MPH MOJUIIOUIU3AUN
MOYKET B HEKOTOPBIX CIy4asX MPUBOAUTH K HAPYIICHUSM
B pazButun pacteHuid (Chen, 2007). OnqHako M3MEHEHUS B
9KCIPECCUM T€HOB y aJIJIONOJIUIIIIONIOB MO CPABHEHUIO C
JUTIIONIHBIMU POJUTEISIMHU HEOOS3aTEIbHO CBA3aHBI C YMHO-
JKCHHUEM YHCIIa KO TeHOB M HEOOXOAUMOCTHIO HOPMaJIH3a-
LMK YPOBHSI dKCIIpeccuu. Hanpumep, ObUIO BBISBICHO, YTO Y
MexBHIOBEIX THOpuA0B (Reeder, 1985; Chen, Pikaard, 1997)
Tparckpunus reHoB pPHK ogHOTO poauTenscKoro BUa 10-
MHUHHUPYET Ha/1 APYTHUM BHIOM (()eHOMEH SAPBHIIIKOBOTO JIOMHU-
HUPOBaHMs). B 0CHOBE SAPHIIIKOBOTO JOMUHHPOBAHHS JI€KAT
KOHKypeHImst Mexay renamu pPHK, nmerommmu HepaBHOE
YHCJIO SHXAHCEPHBIX DJIEMEHTOB, HECIIOCOOHOCTH KITIOUEBOTO
(hakTOpa TPAaHCKPHUIIIIAHN Y3HABATh IPOMOTOPHI TEHOB APYTOTO
Buga (Reeder, 1985), a Takke SIHTeHETHICCKHE MEXaHU3MBI
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(Preuss et al., 2008). Takum 00pa3oM, B OCHOBE U3MCHCHUS
HKCHPECCUH I'€HOB Y aJUIOOIUIUIONI0B MOTYT JIEXKaTh HHBIE
NPUYHHBI, YeM HEOOXOIMMOCTh HOPMAIHU3AIUH YPOBHS 3KC-
Mpeccruu. ITO MOTYT ObITh U TUCOATaHC SHXAHCEPOB, U BH-
JOCTEeH(PUYHOCTh TPAHCKPHIIIIMOHHBIX (DaKTOPOB, a TAKKE
nmucbananc manoit PHK (Ha et al., 2009).

HIupokomaciitaOHble UCCIIET0BAHMS SKCIIPECCHU TEHOB Y
HCKYCCTBEHHO CO3[MaHHBIX ajutoreTparuionnos (Wang et al.,
2006; Rapp et al., 2009) u amnorekcarutonjoB (Pumphrey et
al., 2009) noxasainu, 4TO TPAHCKPUIILIMOHHOE JOMHHUPOBa-
HHE (ABJICHHE, IIPU KOTOPOM TPAHCKPUIILUS I'€HOB OIHOIO
POAMTEIHCKOTO BUIA JOMHHHUPYET HaJ FeHaMH JIPYroro
BU/Ia TP 00BEIMHEHNH PA3JIMYHBIX TEHOMOB B OJJHOM SIJIPE)
MOXXET FIMETh MECTO KaK P HAOII0IaeMOoH HeaJTUTHBHOM’?
(Wang et al., 2006; Pumphrey et al., 2009), Tak u npu agau-
TUBHOMW DKCIpeccHu reHoB y autononumionnoB (Rapp et
al., 2009). Ilpn n3ydeHNH TETPAIUIONIHOTO apaduaorcHuca
YCTAHOBJICHO, YTO AJIIOTOJIUIIONIN3AIINS COIPOBOXKIAETCS
HeCJly4yalHbIMU M3MEHEHUSIMH TaTTEPHOB METHIMPOBAHUS
T€HOB, NPHBOIAIINMHU K H3MEHEHHUIO YPOBHS TPAHCKPUIILIUH
M0 CPAaBHEHHIO C TEHAMH JAUIUIONIHBIX POTUTEIBCKUX (OpM
BIUIOTb JI0 TIOJIHOTO ToaBieHus dkcnpeccun renos (Madlung
et al., 2002).

HccenenoBanue TPaHCKPUITIAH OT/CITBHBIX TOMEOIOT HYHBIX
KOIHI T€HOB TI03BOJIMIIO OLIEHUTh, HACKOJIBKO PACIIPOCTpaHe-
HO TIOJIHOE IIOJJaBJICHHE TPAHCKPHUIILUH OTIEIBHBIX TOMEOJI0-
TOB y BHOBb CO3/IaHHBIX CHHTETHUECKUX: 0K0JI0 0.4 % TeHoB
y TeTparuionoB apadunorncuca (Comai et al., 2000), 1-5 %y

2 [Py HeaAMTNBHOI SKCMPECCUN CyMMapHBIii YPOBEHb Y rM6puaa He paBeH
CpefHeMy 3HaUYEHI0 YPOBHEN SKCMPECCHU Y POAUTENEN.
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CTpyKTYpHO-OYHKLMOHaNbHaA AUBEPreHL A rOMeoNOrnYHbIX
reHoB B a/lIONONIMMIONAHOM FreHOME PacTeHnin

terparutonoB muenuns! (Kashkush et al., 2002) —n y ecte-
CTBEHHBIX: 0K0JI0 30 % TeHoB y MArkoi mireHuns! (Bottley
et al., 2006) ammrononuion10B. [1oMHOE MM YaCTHYHOE T10-
JIaBJIEHHE SKCIIPECCHHM 3aTparuBaet 70 49 % reHoB MieHUIIbI
(Pont et al., 2011).

Hecmotpst Ha TO 9TO 11 HEKOTOPHIX T'€HOB B aJUIOIOJH-
TUIOM/IHBIX T€HOMaX HaOJOAETCsl CYIpPEcCusi OTACIbHBIX
TOMEOJIOTHYHBIX KOTIUH, 7151 OonpirimHCTBa TeHoB (70-99 %)
XapakTepHa KodKcrpeccust Bcex romeonoroB (Comai et al.,
2000; Kashkush et al., 2002; Bottley et al., 2006). Oto cBu-
JIETEIbCTBYET O TOM, 4TO MPH TYIUIMKAIMHA T€HETHYECKUX
CHCTEM B OJTHOM I'€HOME B PE3YyJIBTATE aJUIONOIUIIIONAN3AINT
BO3MOYKHA MX COIIACOBAaHHasl paboTa, KOTOpasi HE MPUBOAUT
K MHAKTUBALMH OJHOM M3 KOIMMH WM K N3MEHEHHIO MaTTep-
HOB 9KCIIPECCHUH TOMEOJIOTHYHBIX TEHOB, PHUYEM OJTHH TCHBI
MOT'YT OBITh CIIy4aiHbIM 00pa30M HHAKTUBHPOBAHBI B OJTHOM
u3 cyOreHOMOB, APYTUE — B APYTOM.

OnuHaKoBast 3KCIPECCHsI TOMEOJIOTHYHBIX KOITUH HAOII0-
Jlanack IS LIEOro psiia TEHOB I'eKCAIUIOMIHOW MIIEHHIIBL.
Tak, R. Morimoto u corpyaauku (2005) n3ydnnu Tpu To-
MEOJIOTUYHBIX JIOKyca reHa Wknox-1 mimeHuIsl, KOTOPBIH
SIBJISIETCSI TOMOJIOTOM FOMEOOOKCHOTO reHa knottedl, GpyHk-
[IHOHMPYIIETO B aMKATHHONH MepHcTeMe IMoOeroB apadwu-
noncuca. Habmronanack ogrHaKoBast SKCIIPECCHst BCEX TPEX
romeonoroB Wknox-1. Takxe BBISBICHO, YTO B IPOPOCTKAX
TMIIEHNIBI OJMHAKOBO JKCIIPECCUPYIOTCS TPH TOMEOJIOTHY-
HBIC KONUU reHa F3h-1, KomupyIomero KIo4eBoi (hepMeHT
ouocunTe3a (naBonounnsix nurmentoB (Khlestkina et al.,
2008). B ycimoBusx coneBoro crpecca maTTepHbI IKCIIPECCHU
M3MEHSUINCH TI0 CPAaBHEHMIO C KOHTPOJIEM, TPH 3TOM JUIS
Tpex Koluil HabIroaich oJHaKoBble u3menenus (Shoeva,
Khlestkina, 2015).

N. Shitsukawa u xomutern (2007) U3y4niIn KCIPECCHIO
reHoB WSEP u WLHS-I nienuis! u3 kiacca resoB E MADS
box, KOHTPONMPYIOMKX Pa3BUTHE IBETKA y pacTeHui. s
Tpex romeosioroB WSEP BBISABIEHBI CXOAHBIE YPOBHHU JKC-
MIPeCcCuu, Tora Kak FKcrpeccus romeonoroB WLHS-1 pazmnu-
yanack. Korust WLHS-1 u3 renoma B TpanckpuOupoBaiacs Ha
OYEHb HU3KOM YPOBHE 10 CPABHEHHMIO C KOIMSMH 13 TCHOMOB
A u D. [lpuduHsl, Jiexxaliue B OCHOBE (YHKIIHMOHATHHOU
JUBEPTEHIINHN TPEX TOMEOJIOTOB, Pa3lNUyHbl. B-reHOoMHas
xonust WLHS-1 niposiisiet cnabyto akTHBHOCTh BCIIEJICTBHE
MO/IaBJICHHS TPAHCKPHITIMH, CBSI3aHHOTO C METHIIUPOBAHHEM
IIUTO3MHOBBIX OCTATKOB (3IMUTEHETHIECKUI MeXaHI3M). B 10
JKe BpeMs A-TeHOMHAsi KOIHsS, XOTSI ¥ TPaHCKpHOMpyeTcs,
(hYHKIIMOHAJILHO aKTUBHOTO OEJIKOBOTO MPOAYKTA HE MPOU3-
BOIMT HM3-32 MHCEPLUH B paiioHe, KOOUPYIOIEM (hyHKIHO-
HaJILHBIN JIOMEH (TeHeTHYeCKUi Mexanu3M). Takum oOpazom,
WLHS-1 B renome D sBasiercsi, 0 CyTH, €IMHCTBEHHOM
(DyHKIMOHATIBHO AKTHBHOM KONMEH JAHHOTO T'eHa y MIIIEHHUIIBI
(Shitsukawa et al., 2007).

V niieHunsl ObUIM OIMCAHBI U APYTUE CIyYau, IPU KOTO-
PBIX HAOTIOAAJICS PA3JINYHBIN yPOBEHD TPAHCKPHIIIIMN KOJK-
CIIpECCUPYIOIINXCSl TOMEOJIOTHYHBIX TeHOoB. [pn n3ydenuu
IKCIPECCHUU CTPYKTYPHOI'O reHa OMOCUHTE3a r’H00epeIINHOB
GA200x-1 B pa3BuBatomemcs 3epHe mreHunsl N.E. Appleford
¢ corpynaukamu (2006) HaOMIOMaTN TIOHMKEHHBIH YPOBEHb
TpaHCKpUILUY B-reHOMHOH KOIIMM 3TOTr0 I'€Ha 110 CPABHEHUIO
¢ GA200x-1 w3 reromoB A u D. T. Nomura u xosuteru (2005)
HCCIIEZIOBAIIN SKCIIPECCHIO CTPYKTYpPHOTO T'eHa OMOCHHTE3a
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0OeH30KCa3UHOHOB 7uBx B KOPHSX U Mo0erax IiieHuIsl. Tpu
romeosiora 7aBx 3KCIPECCUpPOBAINCH HAa PA3HOM YpPOBHE B
pazmunbixX TKausx. R. Kikuchi u corpynnuxn (2008) n3yunm
AKCIIPECCUIO TPEX TOMEOJIOTUYHBIX JIOKYCOB WF'T MIlIEHUIIbI,
KOTOPBIE SIBJISIOTCS TOMOJIOTAMH TOCIIEA0BATEIBHOCTH TeHA
FT apabuyoricuca, BIUSIONIETO HA CPOKH I[BETCHHMS, H I10-
Kasanu, 4ro red WFT B reHome B Tpanckpubupyercs 6osee
WHTEHCHUBHO MO CPAaBHEHUIO C IBYMs JPYTHIMHU TOMEOJIOTaMH.
Hanuane nononHUTENbHBIX KOIUK OHOTO U TOTO K€ I'eHa y
MOJIMIUIONIOB CO3/1aeT JIONIOJHUTEIbHBIE a/IalITHBHBIE BO3-
MOxHOCTH. Hampumep, Biausiomuye Ha pa3BUTHE MIICHUIIBI
rensl VRN-1 (vernalization sensitivity — 9yBCTBHTEIBHOCTD K
SIPOBU3ALIMH ) IEMOHCTPUPYIOT COTIACOBAHHBIN aITATUBHBIN
XapakTep KCIPECCHH PA3IUYHBIX TOMEOJIOTOB MPU JOMHU-
HUPOBAHWHU OJHOTO U3 HUX, IIPH 3TOM CYMMAapHBIH ypOBEHb
TPAHCKPHIILUK BapbUPYET B 3aBUCUMOCTH OT TOTO, KaKOH
romeosior gomuaupyeT (Loukoianov et al., 2005; Shcherban
et al., 2013). DTu MexaHN3MBI JISKaT B OCHOBE HINPOKOH U3-
MEHYHMBOCTH IIICHUIIBI [10 TAKOMY BR)KHOMY aJIalITUBHOMY
MPU3HAKY, KaK CPOK KOJIOIIEHHUSL.

Tpu romeonornunsie konuu rena Chi, KOIUPYIONIETO
OJTH U3 KITFOUEBBIX (pepMeHTOB OnocHHTe3a (PIIaBOHOUTHBIX
COEIMHEHHH, T0-Pa3HOMY 3KCIIPECCHUPOBAINCH B KOPHSX
IIICHNIB B OTBET Ha COJIEBOH cTpecc: akcnpeccust Chi-D1
YCHJIMBAJIACh, TAK)KE HAOIIOAJIOCH HEOOIIBILIOE YBEINUCHNE
MPHK Chi-A1, Toraa xax Tpanckpunrta Chi-B ] BBISBIEHO HE
osut0 (Shoeva et al., 2014). D. Zhang ¢ xomieramu (2015)
U3YYWIN 3KCIIPEeCCHIo Tpex Komuil rena GASR7, CBA3aHHOTO
C ONpe/IeNICHNEeM JUTHHBI 3epHa MIeHUbl. OCHOBHOMN BKIIaJ B
001t ypOBEHB HKCIIPECCHU BHOCHIIA B-reHoMHast Konvst 3TO-
ro reHa. CHIDKEHHBIN ypOBEHb TPAHCKPUIIMH A-T€éHOMHON
KOIIMH OOBSICHSAETCS HAJIWIMEM MaJIbIX MHTEP(EpUpyrommx
PHK, cnietupranbix mist pTaGASR7A, D-reHOMHOW KOTTAT —
MOBBIIIEHHBIM YPOBHEM METHJIMPOBAHUSI €€ IPOMOTOpa
(Zhang et al., 2015).

Takum 00pa3oM, MCCIIEIOBAHUS 3KCIPECCUU T'CHOB y
QJJTOTIOJIMIIION/THON NILIEHUIBI TIOKa3aJd, YTO B HEKOTOPBIX
CJTy4asix yPOBHH TPAHCKPUIIINHU KOAKCIIPECCHPYIOIIUXCS TO-
MEOJIOTMYHBIX T€HOB MOT'YT OBITH cXOHBIME (Morimoto et al.,
2005; Shitsukawa et al., 2007; Khlestkina et al., 2008; Shoeva,
Khlestkina, 2015), a B apyrux ciay4asx MOTYT OTIHYAThCS
(Nomura et al., 2005; Appleford et al., 2006; Shitsukawa et
al., 2007; Shoeva et al., 2014; Zhang et al., 2015). IIpuuem
paznuyust B GyHKIIMOHAIBHOCTH TOMEOIOTHYHBIX TEHOB MOTYT
OBITh HE TOJBKO CIIECTBUEM NoumTonan3anuu (Shitsukawa
et al., 2007). dyHKIMOHATIbHASI AUBEPTCHIUS MOXET BO3-
HUKHYTh €Ill¢ Ha YPOBHE AMIUIOMJIHBIX mpenkoB (Nomura
et al., 2005). Tak, N. Shitsukawa ¢ xomneramu (2007) npu
cpaBHeHUM reHoB WLHS-A1 y nu-, TeTpa- U reKCcaruionIHoH
MIIEHUIBI CIENall BBIBOJ O TOM, YTO T'€H MOTEPSII CBOIO
(DYHKIIMOHAJIBHOCTD B PE3YNIbTaTe aJUIONOIMILIONIU3AINH.
Mexay TeM YpOBHHU SKCIPECCHH I'OMEOJIOTHYHBIX T'€HOB
TaBx y TeTparionAHOM MILIEHULbI U AUITIOUHBIX COPOANYEH
OTIIMYAJINCH APYT OT Jpyra B TOM K€ COOTHOIICHHH, YTO M
y TeKCaIuIOWHOW MIIEHUIBI. DTO CBUJETEIBCTBYET O TOM,
YTO HEpPaBHAsl HKCIPECCHUSI TOMEOJIOTOB JaBx 3aKpenuiiach
eIlle Ha YPOBHE JUIUIONIHBIX MPEIKOB M B TAKOM BHE CO-
XpaHuiach ¥ noce ajutononumionu3annu (Nomura et al.,
2005). [Ipu n3ydeHun TMBEpreHInH TeHa Lr34 y IIeHNIIH 1
ee JMTUION/IHBIX MTPEAKOB ObIIO TOKAa3aHO, YTO STOT BayKHBIH
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TeH c(hOpMHUPOBAJICS Ha MOJUILIOUTHOM YpOoBHE B D-reHOME
reKCaruION/IHOW MIICHUIBI B PE3YIIbTaTe BCETro IBYX My TallUi
B Kozupytoleii yactu rena (Krattinger et al., 2011; Shcherban
etal., 2016). [Ipu ToM A-reHOMHBII TOMEOJIOT OBIT HHAKTH-
BUPOBaH MHCEPLUEH TPAHCIIO30HA eIlIe Y AUTUIONTHOTO Mpei-
Ka 3TOr0 TeHOMa, a B-reHoMHast Korust CoXpaHuiia QyHKIIHUIO,
OTIIMYHYIO OT (PYHKIMH TeHa B TeHoMe D.

Takum 00pazoM, B pe3yabTare ajjIoNoJUILIONIN3aluN
T€HOM PAaCTeHUH PeTePIeBacT 3HAYNTEIFHBIC TCHETHIECKIE
W JMUTCHETHYECKUEe U3MEHEHHUS, KOTOPBIE CIIOCOOCTBYIOT
KOQ/IalTally pa3sHbIX TEHOMOB B OJTHOM siyipe. OnHako pas-
TUYHs, HAOMIOMaeMble MEXIY T'OMEONOTHYHBIMU TeHAMH,
JOKaIW30BAaHHBIMHA B Pa3HBIX CyOT€HOMax, MOTYT OBITh
CJIC/ICTBHEM KaK aJUTOIOUTIIONIU3aIHH, TaK M AWBEPTeHIINH,
MpEeAmeCcTBYIONEH 00beJUHEHNUIO TEHOMOB IUILIONTHBIX
npenkoB. [Ipu 3TOM M3MEHEHUS OTICIBHBIX KOHHA MOTYT
HE TOJIBKO 3aTparuBaTh CTPYKTYPY KOJUPYIOIIEH YacTH reHa
WIH PETYISATOPHBIX 00NacTei, HO M KacaThCs SIUTCHETHYE-
CKOH pETyJSAINN SKCIIPECCHH TeHa (CTaTyc METHIMPOBAHUS
MIPOMOTOPHOW 00JAaCTH MM HaJIW4YHEe KOMUH-CIIe(pUIHBIX
manbix uHrepdepupyronmx PHK).
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