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'eTepo3yic: COBpeMeHHbIe TeEHJEeHIIN
B MI3YVUEHNI MOJIEKV/ISIPHbIX MEeXaH3MOB

M.H. lllantypenxo @, A.B. XoTsireBa

WNHCTUTYT reHeTrKm 1 uutonorum HaumnoHanbHom akagemmmn Hayk benapycu, Muxck, benapycb

leTepo3uc Kak peHomeH NpeBoCcxoacTBa rmépuaos F, Hag poanTe-
NAMW CAY>KNUT OCHOBHbIM MEXaHN3MOM MOBbILEHNA MPOAYKTUBHOCTA
B CENIbCKOXO3ANCTBEHHOM MPON3BOACTBE, HO NMPY 3TOM OCTaeTcA
OHUM 13 Hanbonee NHTPUTYIOLNX ABIEHUI C TOUKM 3PEHNA reHe-
TUKW. NepBble NOMbITKN BbIACHEHWA €ro reHeTUYeCcknx OCHOB 6a3mpo-
BaJICb Ha NCMOMNb30BaHNN TEOPETUYECKUX MOJESIEN, KOTOPbIE, XOTA
1 6bIIN MPUHATbBI HAYYHbIM COOOLLECTBOM, HO HE MOTJIV B MOJTHOM
Mepe oxapakTepu3oBaTb 3TO YHUKanbHoe agneHune. C pa3paboTkoi

1 pacnpocTpaHeHnemM MOJIEKYNIAPHbIX MaPKePOB OCHOBHbIE YCUINA
6blAV HanpaBsieHbl Ha MOWCK FEHOMHBIX PErVIOHOB, OTBETCTBEHHbIX

3a popMMpoBaHUNe reTepoTnyeckoro oteeTa B Fy, 1 BbiAcHeHWe
nepcneKkTVB UCMOMb30BaHNA OLIEHKN MONEKYNAPHOW ABEpPreHunn
WNCXOAHBIX POAUTENbCKMX GOPM ANA NpefcKa3aHUs YpoXKaHoro
noTeHumana rubpuaHoro NoToMmcTea. HecMoTpA Ha HEKOTOpble
ycnexu, 3¢deKTMBHOCTb Takoro NoaxoAa AnA NPakTUYeCKoro UCnonb-
30BaHMsA OKa3aslacb OrpaHNYeHHO. BbinonHeHHbIe nccneqoBaHmA
NoATBEPANN, UTO reHeTUYeCKas reTeporeHHoOCTb HeobxoaMma, Ho
He AoCTaToOYHa AnA NonyYeHNsa reTeposncHoro deHoTtuna. Passutue
COBPEMEHHbIX METOA0NOrMYECKNX MOAXOA0B GYHKLNOHANIbHOW
rEHOMUKN U CMEXHbIX ANCLUUNINH 06ecrneymnsio HoBble BO3MOXHOCTU
ANA N3yYyeHNA OCHOBOMONaramLWmx MexaHn3mMoB reteposmnca Ha
YPOBHE reHOMa, TPAHCKPUMNTOMa, MeTabosloMa 1 SMUreHOMa B CBA3N
C Pa3NNYHbBIMY TUMAMKM B3aVIMOAENCTBMA reHOB (AOMUHUPOBaHUEM,
CBEepXAOMUHMPOBaHKEM, 3NncTa3om). K HacToALemy BpeMeHm onunca-
Hbl Pa3/IunA B reHOMHOW OpraHu3aLm, reHHOWM SKCMPeCccun 1 3nu-
reHeTMYecKom ctatyce rnbpuaos F, n nx poanteneit. Ha reHomHom
ypoBHe obHapy»keHbl QTL, accoummpoBaHHble C reTepo3ncom, n3yyeHa
ponb gusepreHuumn IHK B peanv3saunmn reHeTnyeckoro noteHumana
F,. Ha ypoBHe TpaHckpunToma y rub6pugos, No cpaBHEHUIO C MH6pea-
HbIMW POAUTENAMM, BbIABMEHbI N3MEHEHMWA B PErynALnmM SKCNpeccumn
reHoOB, OCYLLeCTBIAGMOW C y4YacT1em reHoB LimpKagHbix Yacos. Onpe-
[leNneHa BaXkHas posib anureHeTnyeckon moandrkaumm JHK n reHom-
HOro IMMPVIHTMHIA B NPOABNIeHNN retepo3uca. Bca coBokynHocTb
[aHHbIX, HAKOMIEHHbIX K HAaCTOALLEeMY BPEMEHU, CBUAETENbCTBYET

0 TOM, YTO reTepo31C HEBO3MOXHO OOBbACHUTbL €AMHCTBEHHbIM
06LWMNM MEeXaHN3MOM, TaK KaK 3TOT CNIOXHbI peHOMEH BKJlouaeT
MHOXECTBEHHbIe KOMMOHEHTbI, KYMYNATUBHbIN 3P deKT KOTOPbIX
npuBoanT K GopM1POBaHIoO Bbigatowwerocs ¢peHoTumna.

KntoyeBble cnoBa: reteposunc; MOneKynApHble MapKepbl;
TPaHCKPUMLUMOHHbIe GaKTopbl; LpKagHble PUTMbI; SNreHeTuYecKan
perynauus.
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Heterosis: current advances
in the search for molecular
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of Sciences of Belarus, Minsk, Belarus

Heterosis as the increased performance of hybrid
progeny compared to their inbred parents is one of
the most intriguing phenomena in genetics. The first
attempts to find out about underlying mechanisms
were based on theoretical models, which were useful,
but could not characterize this unique phenomenon
as a whole. With the advent of molecular markers
great efforts were made to identify genomic regions
causing heterotic response and clarify prospects of
using information about molecular divergence of
parental forms as a criterion for the prediction of F,
performance. Despite some achievements, the effec-
tiveness of both molecular divergence and prospec-
tive heterotic QTL for practical goals was limited,
confirming that genetic heterogeneity is necessary,
but not sufficient to produce perfect phenotype.
Current methodological tools of functional genomics
and related disciplines have provided new opportu-
nities for searching for mechanisms of heterosis at
different levels in the context of relative importance
of dominance, overdominance and epistasis. To date,
differences in genome organization, gene expression
and epigenetic status have been found between
hybrids and their parents. At the genomic level, some
QTLs associated with heterosis were identified and
the impact of DNA divergence on F, performance
was evaluated. At the level of transcriptome, it was
shown that heterosis in hybrids occurs along with
changes in gene expression regulation under the
influence of circadian clock genes. Several studies
have been conducted to clarify the role of epigenetic
DNA modification and genomic imprinting in the
manifestation of heterosis. Taken together, data
indicates that heterosis cannot been explained by

a single common mechanism, because this complex
phenomenon involves many components, a cumu-
lative effect of which leads to the formation of an
outstanding phenotype.

Key words: heterosis; molecular markers; transcription
factors; circadian clock; epigenetic regulation.



€TepO3uC SIBISIETCS (DyHIaMEHTaIbHBIM MEXaHU3MOM 10~

BBIIICHUS TPOAYKTUBHOCTH B CENIEKIIUN PACTEHUH, TeM

HE MCHEE €r0 TCHETUYCCKUE M MOJICKYISPHBIC OCHOBBI
OCTaIOTCs HepacKphIThIMU. braronaps HeaBHeMy Iporpeccy
B (YHKIMOHAJIBHON T€HOMHKE, SIUTCHETHKE, TPAHCKPHII-
TOMUKE, TPOTCOMHKE U METa00IIOMUKE, HANOOJIEE ONITHMAITh-
HBIM /715 TOHUMaHUS MOJIEKYIIIPHBIX OCHOB F€TepOTHUYECKOTO
orsera F, Obul npusHaH cucTeMHbIH noaxod. OTaenbHbIE
4yacTH OOILIero MexaHn3Ma, HECOMHEHHO, HMEIOT OOJIbIIoe
3HaUEHME U MOJIeKAT PACCMOTPEHHIO, HO TOJIBKO B KOHTEKCTE
BEPOATHOCTHBIX COOBITHH M MPUIMHHO-CIICICTBEHHBIX CBA3EH
Ha BCEX YPOBHSIX.

feHOMHbIV aHanu3 rerepo3unca

Knaccnueckue Teopuu paccMaTpUBarOT T€TEPO3UTOTHOCTD
rubpunos F, kak ocHOBHOH (akTop, 00yCI0BIMBAIOIIMIHA
TETEPO3HC, U B CBSI3U C 3TUM MPEIIONATaloT CyIECTBOBAHNE
JMHEHHON 3aBUCUMOCTH MEK/Ty TeHETHIECKUMH JIUCTaHIHS-
MU (GD) HCXOIHBIX POAUTENBCKUX (POPM U T€TEPOTHUECKUM
oreetoM F, (Cox et al., 1984; Falconer, Mackay, 1996). Mcxo-
JIS1 U3 9TOTO MTPEITOJIONKEHNUS, OBITH TPEITPUHSTHI TTONBITKH
pa3pabOoTKK KPUTEPUEB ISl OTOOPA MEPCIIEKTUBHBIX KOMOM-
HaIWi CKPEIINBaHNs HAa OCHOBE HCTIONb30BAHMS PA3INIHBIX
tunos Mapkepos (Reifetal., 2012). MccnenoBanus NeHNIbI
(Triticum aestivum), oBca (Avena sativa) u cou (Glycine
max) MOATBEPIMIIN, YTO TUBEPTEHIINS MEKIY POAUTEISAMH,
OlLICHEeHHast Ha OCHOBe Koa(pdunuenTa poactsa (Kempthorne,
1969), MmoxeT ObITh HCIIOIB30BaHA JIJIsl IPEACKA3aHUs I'eHe-
THYECKOH BAPHAHCHI I, MM MO CIIEMYIOIMX PaCHIETLISAIOIIHX -
cs momyssinuii (Cowen, Frey, 1987; Manjarrez-Sandoval et
al., 1997). B To xe Bpemsi aHaJIOTUIHBIC UCCIICAOBAHUS ITHX
BHJIOB TIOKA3aJIHM, 9TO OTOOP MO POJOCIOBHBIM (TIEAUTPH)
HerocTaTtouHo 3P (EeKTHBEH Ui 00ecneyeHnsT HaJAeKHOTO
npeJicKa3aHus. AJBTepHaTHBHAs OlIeHKa, OCHOBAHHAs Ha HC-
MOJTb30BaHUH MOJICKYJISIPHBIX MapKepOB, ObliIa IpeTIoKeHa
M. Goodman u G. Lasker (1974) n M. Nei (1974), kotopsie
paccMarpuBalIi JOJIIO HECOBIAJACHUI B HYKJICOTH/IHBIX 10~
CIIeIOBATEIbHOCTSAX roMosiorudHbIX catoB JIHK B kauecTBe
MEpBI Pa3IMIUi MEXKIy T€HOTUIIAMH, MOMYJISIIUAMH. XOTs
Takasi OlleHKa OKazajach IoJie3HoM s quddepeHumannn
reHetnyeckoro matepuana (Melchinger et al., 1998), cBsa3b
mexay GD popnTeneit 1 reHeTHIECKIM KOMITOHEHTOM JIHC-
MEepCUM MOTOMCTBA OKa3aJlaCh MPEHMYIIECTBEHHO CJIa00H
VI HE3HAUYMMOH, JIN0O MOy YeHHbIE PE3yIbTaThl HE BOCIIPO-
n3BonmiHch B mHOM reHodone (Melchinger, 1998; Gumber
et al., 1999; Brachiet al., 2010).

B Hammx nccneqoBaHMsAX MIIEHHUIBI HA OCHOBE cOaTaHCH-
POBaHHOTO MOTOMCTBA AHEYIIONI0B OBIII IOCTPOEH JMBEP-
TeHTHBIU PsiJ], KOTOPBIH BKIIIOYAIT MCOMHBIE JIMHUY C Pa3HOii
CTETICHBIO (DEHOTUITHUECKOH M TeHOTHITNYECKOH H3MEHUHBO-
CTH OTHOCHUTENBHO UCXOHOTO copTra Omnait. McnblTanue 3Tux
JIMHUM B TECTEPHBIX CKPELIMBAHUSIX U MOJICKYJISIPHBIN aHAIIU3
MOKA3aJI1, YTO C yBEJIMYEHUEM IUBEPTEHTHOCTH CHJIA CBSI3U
BesimanHbl GD ¢ rerepo3ucom ociadeBaer (Shapturenko et
al., 2003). B npyrom uccienoBaHuH, MPOBEICHHOM C HC-
nmonp3oBaHneM SNP-mapkupoBanms, ObI0 00HAPYKEHO,
4T oneHka obmeit GD HenpenckasarenbHa A OTACTBHBIX
MIPU3HAKOB M TpeOyeT oTOOpa MO3UTHBHBIX MapKepoB, T.eE.
CIIeTUIeHHBIX ¢ cooTBeTcTByomuMu QTL. Bonee oOHazme-
JKUBAIOIINE PE3yJIbTaThl ObUTH TOJNyYeHBI IPU pa3paboTke
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MPOTHOCTHYECKUX KPUTEPHEB 0TOOpPA y OBOLIHBIX KYJIBTYP.
AHanu3 conpsKeHHOCTH JUBEPTEHINN POAUTENBCKUX (hopm
nepua cjiajkoro ¢ KOMIOHEHTaMu ypoxkas F, mokasan, 4ro
MPOJAYKTHBHBIN ITOTEHIIMAI THOPHUJIOB UKIMYECKOTO CKpe-
ImyBaHus 00yciioBieH nuBepreniueii ISSR-nokycos Ha 86 %
n RAPD-nokycoB — Ha 69 % (Shapturenko et al., 2014). ITo-
CKOJIBKY B 9TOM HCCJIeI0BaHnM 00e Mepbl auBeprenunu JJHK
0OHapy>KUBAJI TECHYIO CBS3b C AOCOIIOTHBIM BBIPAKCHHEM
NPU3HAKOB POIUTENEH, a TAKKe C MPOAYKTUBHOCTBIO F |, MBI
npezmnonaraeM, 4to 4actb noiaumopdusix JJHK-dpparmenros
OTHOCHTCS K TerepornyeckuM jokycam (HTL), xoTopsie
MOT'YT pacCMaTpHBaThCs KaK MOTEHIMAIbHBIC MapKephl s
oT0Opa UCXOTHOTO MaTepHaa Mepla ClajKkoro B CEeJIeKIUH
Ha rereposuc. Emie oqHo uccnenoBanue, 6azupyromnieecs: Ha
WCIOJIB30BAHNN MHUKPOCATEIUIMTHBIX MapKepOB, BBISIBUIIO
TecHy1o cBa3b (r=0,71) mexxny GD u npusHakoM «aJIuHA
IUIOZIa» y TIepla CIIAIKOT0, YTO MPETOoIaracT aIIuTHBHBIN
3¢ PEeKT TOMUHAHTHBIX JIOKYCOB. AHANOrHYHas pabora, Ha-
MpaBJIeHHAs Ha U3yYE€HHE TIEPCIIEKTUB UCTIOIb30BaHus SSR-
MapKepoB JUIsl PeICKa3aHus FeHeTHYECKOro noTeHnuana F,
TOMara, 1moKasaja, 4To oneHka SSR-momuMopdusmMa MOXKeET
OBITB 10JIE3HA, OJIHAKO MMEET OIPAaHUYEHHS, TAK KaK TOJIBKO
4acTh TETEPO3UIOTHOIO NpenMyniecTsa I MoxkeT ObITh 00b-
SICHEHA yPOBHEM I'CHETHUYECKON TMBEPTEHIINH X POIUTENCH
(IlIantypenko u ap., 2014a, 20160).

B 3TOM HccaenoBaHUY TSI ONPEieNIeHNs TOTEHIMATBHbBIX
TeTePOTUYECKUX MapKEPOB MBI IIPOBEIN aHATIN3 KOMOMHAIINH,
MPOSIBIISIBUIMX WCTHHHBIA (TIPEBOCXOJCTBO HAJL JIYUIINM M3
poanTenei) ¥ THIOTETHIECKUH (TTPEBOCXOICTBO HAJl CPeTHEN
000ouX poanTeNnel) reTepo3nc Mo LEeNIeBbIM pu3HaKkaM. Ta-
KO TIO/IXOJT TTO3BOJIMJI UCKITIOYUTE U3 aHAJIM3a T€ COUeTaHUs
aJulesiell, KOTOPBIE HE CBSI3aHbl C pealln3alnell rerepo3uca B
F,. Ilpu onenke conpsuxennoct GD ¢ rereposncom B JaHHOM
BBIOOPKE T'€HOTHIIOB MBI 00HAPYKUIIU, YTO CyMMapHasi OLIEHKa
GD mo3UTHBHO KOpPETHpOoBaia ¢ NCTUHHBIM T'€TEPO3NCOM
Ha ypoBHe 0,51-0,90 n ¢ rHIOTETHYECKUM TETEPO3UCOM
Ha ypoBHe 0,61-0,81, B 3aBucumoctu ot npusHaka. [Ipu
BBIACHEHUH PO AU PepeHraIbHOro moaumMoppusma’
POAMTENBCKUAX (OPM B peasn3aliil TeTePOTHIECKOr0 MO-
Tennuana F, Mbl oOHapy>KuIu, 4To Juls oOuell BEIOOpKH
TEHOTHUIIOB CYIIECTBYIOT I0CTOBEPHBIE MTOJIOKUTENBHBIE CBSA3H
MEKIy OOIINM YHCIOM MOIUMOP(HBIX JTOKYCOB, HICTHHHBIM
U runoTeTudeckum rereposucom (r = 0,42-0,47), HO ux
BEJINYMHA HETIpeAcKa3aresnbHa A 0Toopa. B To ke Bpems
muddepeHnmanbHbIi moMMMOp(U3M B BEIOOPKE TeTepo3uc-
HBIX KOMOMHALIMI IpeIoTpe/IesIsIeT IPEBOCXOCTBO THOPH/IOB
F, Hag ydimiM poauTeneM M cpeiHei 000ux poauTenei Ha
75 u 84 % cooTrBeTcTBEHHO. UNCIIO HETTOMMMOP(HBIX JOKY-
COB CBSI3aHO C I'€TEPO3UCOM OOpATHO MPONOPLHOHAIBHOM
3aBHCHUMOCTBIO. BBICOKYI0O MPOTHOCTHYECKYIO IIEHHOCTD,
COIVIACHO TIOJyYEHHBIM pe3ysibTaraM, UMeeT KOod(pQUIHeHT
COOTHOLIEHHS YHCJIa MOJUMOP(HBIX JIOKYCOB K 00IIEMY
4HcTy HenonuMop(dHsIX J0Kycos. [Tomumo 3T0TO0, B HalleM
JKCTIepUMEHTe HaOIIoIaICs 3HAYMMBIN BKJIaL U depeHim-
aJIBHOTO NONUMOp(U3Ma POAUTENBCKUX (DOPM B KOHCTAHTY
crieruueckoil KOMOMHAIIMOHHONW CITOCOOHOCTH, YTO TO-
3BOJISICT O0CYXK/IaTh CEJICKIIMOHHYIO IIEHHOCTh OTAEIBHBIX
KOMOMHAIMH Ha OCHOBE 3TOT0 ToKa3arels. [lomydeHHble pe-

*
XapaKTepur3yeT UnCIO 1 COOTHOLIEHWE NOANMOPOHBIX/HENONMMOPGHBIX
NOKYCOB B NapHbIX KOMOVHALMAX CKPeLLVBaHUA.
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3yJIBTaThl CBUJIETENLCTBYIOT O TOM, YTO OT/EJIbHBIEC COUETAHMUS
SSR-110KycOB MOYKHO MCIIONB30BATh KaK MPOTHOCTHYECKUH
KPHUTEpUH Ul 0TOOpa MEPCICKTUBHBIX Map CKPEIINBaHUS.
Hecmotpst Ha oTcyTcTBHE JTMHEHHON 3aBUCUMOCTH MEXKIY
YPOBHEM I€HETHYECKHMX JUCTaHIMI M IPOAYKTUBHOCTBIO I,
XOPOIINE TEePCIICKTHBEI TpuMeHeHus oneHkr GD Obim mo-
Ka3aHbl B HAIINX UCCIIEIOBAHUSIX JUIS KaITyCThI OEJIOKOYaHHOM
(IIarrtypenko u ap., 20146, 2016a) u Tputnkane (OpiaoBckas
u 1p., 2012). Bce oTroOpaHHBIC KOMOWHAIIMH CKPEITHBAHUS
MPOSIBIISIIM TETEPO3UC MO OTHOLICHHUIO KaK K CpeHel 000HuX
poauTenel, Tak M K JydlieMy U3 poxurteneil. Pesynprars
OITyOJIMKOBAHHBIX M TOJyYSHHBIX HAMH JIAHHBIX TTOJITBEPIK-
JIAfOT BBIBOJI O HEOOXOAMMOCTH JIeTaln3aliy HHPOpMaLuK O
GD 71151 ee IPaKTHUECKOTO MCIIONb30BAHUSL.

Kapruposanne QTL npu nomomn JIHK-mapkepoB obe-
CIEYMJIO JIOTIOJHUTENIbHbIE BO3MOXKHOCTH ISl U3YUYESHHS
TEeHETHUECKUX JAETEPMHHAHT KOJIMYECTBEHHBIX MPU3HAKOB.
B uccnemosanmu C.W. Stuber ¢ komaeramu (1992), mpo-
BEJICHHOM Ha JJIMTHOM TUOpuie Kykypy3sl B73 xMol7 ¢
nucnons3zoBaaneM NC Design III, aBrops! kaptuposamu 11
QTL, oOycrnoBnuBarONMX reTepo3uc B OCHOBHOM 3a CUET
nposiBiieHus dpdekra cBepXJOMUHUPOBAHHUS JINOO TICEBO-
CBEPXIOMUHHPOBaHUsI. HeckobKo mo3xe y 00pa3IoB KyKy-
PY3bI U3 PAa3HBIX TETEPOTHUECKUX TPYIIT ObUIO 0OHAPYKEHO
BbIcOKoe cooTBeTcTBHE QTL mo3uiuii B mpUIIEHTPOMEPHBIX
obmactsax xpomocoMm. [Ipu 3ToM Kakmast rpymnma obimamaer
crenn(GpUIHBIMY aJUICNISIMH, KOTOpbIEe B KOMOMHAIMU C all-
JeIAMM IPOTUBOIIOIOKHOIO IeTepoTuUeckoro myna B F,
npuBoIAT K rerepo3ucy (Schon et al., 2010). P.A. Quijada
¢ xomuteramu (2006) u J.A. Udall ¢ xomneramu (2006) npu
BeinosnHeHun kaptupoBanus QTL y Brassica napus L. BbI-
SIBUJIM HECKOJIBKO OOIIMX TE€HOMHBIX 00JIacTeH, B KOTOPBIX
00HAPYKUBAJIMCH TETEPOTHIECCKHUE COUCTAHUS ajuteleii, o0y-
CJIOBJIMBAIOLINE YBETUUEHHUE IIPOLYKTUBHOTO MoTeHuana F, .
Hpyrue nccnenosarenu (Chen et al., 2007; Radoev et al., 2008;
Basunanda et al., 2010) orrpenenunm nepekpbiBatoniecs QTL
C MPEUMYLIECTBEHHON JIOKAJIU3alMEN B «TOPSUUX» TOUKAX
OTZAENBHBIX XpoMocoM. CXOHbIE JaHHBIE OBIIM MOITYyYEHbI
R.C. Meyer ¢ xomneramu (2010) u J. Lisec ¢ kxomieramu
(2009) nst Arabidopsis thaliana, KOTOpbIE CBUICTEIBCTBYIOT
B MOJIb3y CYIIECTBOBAHMS KIFOUEBBIX, T.€. ONPEACIITIONINX
(hopMupoBaHHEe TETEPO3UCA, JIOKYCOB.

B nenom nanneie QTL uccnenoBaHuil MOATBEPKAAIOT
MYJIBTUTCHHYIO TIPHPOAY rereposuca. BeposTHo, pa3sutue
reTepOTHYECKOro 0TBeTa B F, 00yclI0BIEHO IeHCTBHEM MHO-
I'MX JIOKYCOB C MaJIbIMU 3¢ deKTamMu, KOTOpbIe B3auMOIeH-
CTBYIOT OCPEICTBOM PAa3HOOOPA3HBIX MOJEKYISPHBIX Me-
xaam3MoB (Semel et al., 2006; Garcia et al., 2008).

TpaHCKPUNTOMHbIN aHaNN3 reTeposuca
B TpaHCckpunTOMHOM aHallu3€ BBIACISIOT KAaYE€CTBEHHbBIE
1 KOJIMYECTBEHHBIC pa3NuyMsl dKCIpeccuu reHoB. Kommue-
CTBEHHAsl BapHaLUsl BKJIFOUAET HEAJAJUTUBHYIO U alTUTHBHYIO
IKCIPECCUIO POTUTETHCKIX TeHOB y THOprIa. KauecTBeHHAS
Bapualys B OCHOBHOM CBsI3aHa C CalJICHCHHIOM I'€HOB B F,.
Hecmotps Ha TO 9TO THOPHUA coUeTaeT HACIEICTBEHHBIN
MaTepHal POIUTEIBCKAX (OPM, 9aCTO BHIPAKCHHE pa3-
JHMYHBIX KOJMYECTBEHHBIX M Ka4€CTBEHHBIX IPHU3HAKOB I,
IIPEBOCXOANT YPOBEHb UCXOIHBIX JIMHUN. Takue OTKIIOHEHUS
B 3HAYUTCIIEHON Mepe 00s3aHBI TCHETHUYCCKON BapHallHH,
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obycnopnuBaomeil n3menenus tpanckpunuuu B F,. Mx
BBISIBJIGHHE JOCTATOYHO CJIOKHO, NMOCKOIBKY 3KCIPECCHS
TEHOB KOHTPOJIUPYETCS] OMOXUMHUYECKUMH B3aUMO/ICHCTBH-
SIMU MEXJY Cis- U trans-3JieMeHTaMH, KOTOPbIE B COBOKYII-
HOCTH 00pa3yIoT CIOXKHYIO CETh. B CBSA3M ¢ 3TUM BBIJEISIOT:
(1) cis-Bapuanuro, KoTopas NMpearnoiaraeT BHYyTPUMOJICKY-
JISIpHBIE B3aUMOJICHCTBUS U SIBIISIETCS PE3YJILTATOM U3MEHE-
HUW B perynsaTopHeIx nocneposarenpHocTsax JHK, Takux
KaK »HXaHCEpPbl U MPOMOTOPHI; (2) trans-Bapuamuio, T.e€.
OIIOCPEIOBAaHHYI0 MEKMOJIEKYISIPHBIMH B3aUMOJICHCTBU-
AMH trans-perynsatopHsix 31emenToB (PHK, mporenHoB) ¢
OTAAJICHHBIMU I'eHaMH. KaXKablii KOMITOHEHT CEeTH B3aUMO-
JIeHCTBUH Cis- U trans-JeHCTBYIOIINX (AKTOPOB SIBIISETCS
MOTEHIMAIEHOIN MUIIEHBIO AJIS PETYISTOPHON JMBEPTEHIINH.
Paznmuuust B cTpyKType TeHOCTIeU(DUIHBIX PEryIsSaTOPHBIX
CeTel YCIIOKHSIIOT HHTEPIPETAIHI0 TeHETUYeCKUX (P ek-
TOB, TaK KaK OKa3bIBAIOT BIUSHHE HAa BOCIPUUMYHUBOCTH
OT/AEIBHBIX TEHOB K HEKOTOPHIM BH/IaM PETYISITOPHBIX H3-
menenuit (Wittkopp, 2005; Landry et al., 2007). [Ipenmoso-
JKUTEIBHO, CiS- U trans-(paKTopbI TPAaHCKPHUIIINN OKa3bIBAIOT
BIIMSIHUE HA TO, KAKWE YPOBHU 3KCIPECCUH I'CHOB HACIIEIY-
1oTca ¥ peanusytores B Fy (Ronald, Akey, 2007).

Ecnu paccmarpuBarh JaHHBIE TPAHCKPUITOMHOIO aHa-
JM3a C MO3HUIUH TEOPETHUECKNX KOHIEIIINIA reTeposnca, To
YPOBHH 3KCIPECCHU T€HOB MOXKHO CBSI3aTh C TCHETHYECKUMHU
MOHATHSIMU «TOMHHUPOBAHUE» U «CBEPXIOMUHUPOBAHHEY,
XOTSI TaKasi CBsI3b BechMa ycioBHa (puc. 1, a—6) (Chen, 2010).
ComtacHO JOMHUHAHTHOM MOJIEIIH, DKCIIPECCHUs TEHOB y I'H0-
puma oOycioBIeHa aIAUTUBHBIM (P (HEKTOM ABYX ajlIenen
ponuTenei (puc. 1, 2), Toraa Kak CBEpXIOMHHAHTHAs MOJICITh
MIOKa3bIBAET, YTO aJUICIbHbIE B3auMOAEeHCTBUs B F| BEAyT K
HeaJIUTUBHON dKcpeccuu (puc.l, o, e). Ilpu aToMm MoxeT
HaOmo1aThesl KaK MO3UTUBHBIHN (pHc. 1, 0), Tak ¥ HEraTUB-
HbIH (puc. 1, ) addext. YacTHBIM ciiydaeM JOMUHUPOBAHUS
SABIIAETCS TICEBAOCBEPXIOMUHUpPOBaHUE (pucC. 1, 8), KOTO-
poe o0ycioBieHo HepaBHOBecHueM 1o cueruienuio (linkage
disequilibrium; repulsion phase linkage) (Bingham et al.,
1994). B nannom ciyuae B | HaGnronaeTcst KOMILIEMEHTALHs
MEXAY TECHO CLEIUICHHBIMU JOMUHAHTHBIMH JUICJISIMHU H
Pa3IMuHBIMKE BPETHBIMH PELECCHBAMH, JIOKAJIM30BaHHBIMU
Ha pasHbIX romosorax. HoBele, OTIMYHBIE OT POAUTENEI,
ajieNnbHble KOMOMHALUK B F| MOTYT NIPUBOUTH K B3aUMO-
JIEUCTBHSAM, KOTOPBIE H3MEHSIIOT AKCIIPECCHOHHBIE pod iy,
00ycTIOBITMBAs TETEPO3NC.

OCHOBBIBasICh Ha COOCTBEHHBIX SKCIIEPUMEHTAIBHBIX
JIAaHHBIX, @ TAK)KE OIYOJIMKOBAaHHBIX PE3yJbTaTax APYTrux uc-
cnenoBareneir, H. Zhang ¢ xomreramu (2008) mpemmoxunm
PaboUyI0 MOZIEITB, ONTUCHIBAIOIITYIO MEXaHH3M FeTEPOTHYECKON
9KCIIPECCUM IIOCPEACTBOM B3aUMOACUCTBUM MEXKIY TPaHC-
KpunnoHHBIME (hakTopamu (TD) ¥ COOTBETCTBYIOMINMHU
MIPOMOTOPAMH MJIH CiS-PETYISATOPHBIMH OONACTSIMU, 4acTh
n3 koTopbixX nojaseprayta INDEL-nonumopdusmy u tepsier
(hyHKIIMOHATBHOCTH (pHC. 2).

CormtacHO 3TOH MOAENH, TPAaHCKPUIIIMOHHBIE (HaKTOPHI
(T®-A, TO-P) perynupyioT 3KCIPECCUI0 T€HOB-MUIIEHEN
ITyTEM CBSA3BIBAHUS CO CTICIN(IUECKUMH CiS-PErYISITOPHBIMU
aneMeHTaMu (mpomMotopamn). [Tommmopdusm B cis-aneMenTax
u quddepenunanphas sxkcrnpeccus TO y poaUTETbCKUX
JHMHUH TaK e, KaK UX yHHMKallbHas komMOMHauus B F,, Mo-
TYT TIPUBECTH K IIATH BO3MOXKHBIM THIIAM JEHCTBHUSI TCHOB
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Fig. 1. Genetic models (a-c) and gene expression (d-f) in heterosis
according to (Chen, 2010).

1-3, Trait expression levels for a-c and gene expression levels for d-f.

(aAMTUBHOCTB, OTPUIATENIFHOE U MOJOKUTEIBHOE JIOMHU-
HUPOBAaHUE, CBEPXIOMUHUPOBAHNE, OTPULIATEIBHOE CBEPX-
JIOMUHHPOBAHUE).

I'mOpuaHOE MOTOMCTBO HACIHIEYET MO OTHOM KOITUH I'eHa OT
Ka)KJI0ro U3 poauteseil. B ciyyae aiiuTHBHON 3KCIIpecCuun
(cMm. puc. 2, @) oTCyTCTBHE (HU3KHI YPOBEHB ) TPAHCKPHUIIIINT
OJTHOTO aJUIeIs, KakK MPE/IoaracTcsi, MOXKET ObITh BHI3BAHO
OTCYTCTBHEM HJH CTIA0BIM CBA3bIBAHUEM TPAHCKPUITLIHOHHOTO
aKTHBATOpa C MPOMOTOPOM H3-3a MYTAI[UX B CiS-3JIEMEHTE.
I'ubpuael F| npu 5T0M OyAyT NpOSBIATE B 9KCIPECCHH al-
JUTUBHBIHN 3¢ dext. [Tpu nonoxuTesHOM TOMUHUPOBAHHH,
KOTJ]a TIPOMOTOPBI 000X POIUTENECH TOMOJIOTHYHBI, HO y
OJTHOTO M3 HHUX OTCYTCTBYET (MMEET HU3KYIO aKTHBHOCTB)
T®-axTuBarop, HOTOMCTBO Oy/IET UMETh YPOBEHb IKCIIPECCHH,
COOTBETCTBYIOIUH JiydmieMy poautento. IlonoxurensHoe
CBEpXJIOMUHHPOBAHNE BBIpaykaeTcsi B mpucyTcTBumn Td-ak-
TUBATOPA Yy POIUTEINS C He(DyHKIIMOHAILHBIM IIPOMOTOPOM U
€ro OTCYTCTBUH Y POANUTENS C HEMYTaHTHBIM (PyHKIIMOHAIIb-
HBIM Cis-aieMeHTOM. [nbpun B 3TOM ciaydae OyneT MMeTh
T®-A onHOro poautens U GyHKIMOHAIBHBIN IPOMOTOP BTO-
poro, 4To 00ECTIEYHUT CBEPXIKCIIPECCHUIO TeHa-MUIIEHH B F .
CxonnbiM 00pazoM zeiictByet Td-penpeccop, 00ycnoBauBas
aJIMTUBHOCTH, OTPULIATETIbHOE JOMUHUPOBAHUE U OTPHUIlA-
TETBHOE CBEPXJAOMHHUPOBaHHE (CM. puC. 2, 0).

H. Ding ¢ xomeramu (2014) Ha 0cHOBE TIOJTyYEHHBIX pe-
3yJBTATOB MPUIIUTH K 3aKIFOYCHHUIO, 4TO O0IBIIMHCTBO SNP-
n INDEL-nommmopdu3moB Tak e, kak 1 PAV (present-absent
variability), oTHOCsTCS K Bapuaunn 5'-o0macrteit nudde-
PEHIMATIBHO JKCIPECCUPYIOIINXCS TeHOB. Takum oOpaszom,
MOTUMOP(U3M trans- M CiS-peTyISATOPHBIX IEMEHTOB TaK
JKe, KaK M MX B3aWMOJCHCTBUS, MOTYT UI'PaTh KIIOYECBYIO
686

BaBunnoBcKuii }KypHan reHeTukn n cenekuymm « 20+ 5 - 2016

M.H. WanTypeHko
J1.B. XoTbineBa

POIIb B FETEPOTUYECKON IKCIIPECCHU TEHOB B MOTOMCTBE F,
00ycnoBMBasi BCE BO3MOXHBIE THITBI JCHCTBUSI T€HOB TPH
reTeposmuce.

B 11e110M HccieoBaHust MEXaHH3MOB DKCIIPECCHU TEHOB B
F, He 1a10T 0IHO3HAYHOTO OTBETA OTHOCUTEIILHO TOr0, KAKHE
HaOJTI01aeMbIe N3MEHEHUS SIBJISTFOTCSI KOPPEISITUBHBIMU, TTPHU-
YMHHBIMH WJIM TIPEJICKa3aTeIbHBIMU JIJIsl TeTepo3uca. Tem He
MEHEE HEKOTOpBIE MOIBITKH CBSI3aTh YPOBEHb 3KCIPECCUH
IeHOB C reTepo3ucoM F, KaxyTcs MHOrooGemarnnuMH.
PesynbraThl TPaHCKPUIITOMHOTO aHAIN3a, BBINOJIHEHHOTO
Ha KyKypy3se (Stupar, Springer, 2006; Ding et al., 2014),
apabunoncuce (Vuylsteke et al., 2005) u puce (Huang et al.,
2006; Zhang et al., 2008) ¢ ucronbp30BaHHEM COBPEMEHHBIX
TEXHOJIOTHH T€HETHYECKOro MpoMINpOBaHMs, MOKa3alH,
YTO TPH FeTEPO3HUCE UMEET MECTO CIIOXKHAs peryisnus. Ecmu
aKcHpeccHs reHa, koaupyrorero TF-penpeccop, nopasisiercs,
TO aKTHMBHOCTB JAPYTUX 3aBUCHMBIX OT JJAHHOTO perpeccopa
TEHOB 3TOH ceTH Oy/leT BOCCTAHOBJICHA M TPHUBEACT K Kac-
KaiHbIM 3((eKTaM Ha pa3IMYHBIX YPOBHSX (B MPOCTEHIEM
BapHaHTE — HA TCHETHIECKOM, OMOXUMHYIECKOM, (PEHOTHTIH-
yeckoM). C 3TOH MO3UIMY TPAHCKPUIITOMHBIH ITOJIX0]] BHOCHT
JIOTIOJTHUTEJIbHBIE HIOAHCHI B OOIIYI0 TEOPHUIO I'eTepo3nca
C TO3ULIUH IPUINHHO-CIECTBECHHBIX CBA3€Hl HA PA3IMIHBIX
YPOBHSIX OpPTraHH3aIHH.

leTepo3unc v perynatopHblie ceTu,
ornocpefoBaHHble felicTBUEM

reHoB UMnpKagHbiX 4acoB

MHoTHe PerynsTOpHbIE CETH MOAYMHEHB! JEHCTBUIO IHp-
Ka/IHBIX 9acOB, KOTOPbIE KOOPJMHUPYIOT pa3inyuHble (DyHK-
I[HOHAJIBHBIE MPOIIECCHl B TEUEHHE CYTOYHOTIO IHKIIA, B 3a-
BHUCHMOCTH OT CMEHBI (ha3 JHS ¥ HOUH, PETYIHPYsI CyTOUHYTO
SKCHpeccHIo 1o MeHbIel Mepe 30 % TpaHCKPUITOMA, BKITIO-
Yasi SJIEMEHTBI, BOBJICUEHHbIE B (POTOCHHTE3 U METa0OJIU3M
kpaxmaina (Harmer et al., 2000; Michael et al., 2008a, b).
B aTHX crcTeMax oCuMILIAINS OCYIIECTBIISIETCS TOCPEICTBOM
TPAHCKPUIIIMOHHO-TPAHCILIMOHHBIX 00paTHBIX CBs3el C
Y4acTHEM IPYTIITb TEHOB IIUPKATHBIX YaCOB, OPTaHM30BAHHBIX
B CIIOKHYIO cxeMy B3anmopaeicTsuii (puc. 3) (Pokhilkoetal.,
2012; Fliset al., 2015).

KommoHeHTs! JHEBHOTO ITHKIa BKIIFOYatoT MY B-cBsi3aHHBIE
TpaHckpunuonnsie haxropsl LHY n CCA 1, KoTopble akTHBH-
pytot skcnipeccuto PRR9, PRR7 v O3Ke DKCIIPECCUPYIOIIe-
rocst PRRS, Ho marndupyior 7TOCI. @axtopst PRRY, PRR7,
PRR5 u TOC1 oGpazyror OR-kommiexe, penpeccupyronmi
LHY u CCA1 no npunuumny ooparHoi ceszu (Pokhilko et al.,
2010). I'esst ocrimmsinnu LHY n CCA 1 TOmaBIIsiioT SKCIIpec-
CHIO «BedepHUX» QakTopoB FLF3, FLF4n LUX (PCLI), ubn
0eJIKOBBIE TIPOJIYKThI B3aUMOJICUCTBYIOT M (JOPMUPYIOT APYTOi
penpeccop — EC, KoTopsIii, Kak IpeArnoIaraeTcs, HHTnoupyer
ELF4, ELF3 wn LUX Taxke 10 IpUHIUITY 00paTHOI HeraTuB-
notii cesi3u (Helfer et al., 2011; Nusinow et al., 2011; Pokhilko
et al., 2012). Gl — kpyITHBIH pUTMHYHO ICTIPECCUPYIOIHNACS
creruIecKuii MpoTenH pacTeHNH, (PYHKIMOHUPYIOIIUIA Ha
MOCTTPAHCIIILUOHHOM YPOBHE ITOCPEICTBOM CTaOMIM3aLuH
TOCI1-merpaaupytomero daxropa Z7L (Kim et al., 2007).

PerynupoBanue 1o npuHIMITY 00paTHON CBS3M BIUSIET Ha
OCIMJUIALIMIO CUCTEMBI M 3aBUCHMBIE MEXaHU3MBI, y4acTBY-
I0IIME B MOJIEPKAHUN aMIUIUTYIb! (a3 HUPKATHBIX YacoB
(cM. puc. 3, a). Hapymenue ociyuIiTOpHOTO KOHTPOIIS U3Me-
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Fig. 2. Heterotic gene expression according to Zhang et al. (2008).

(a) Differential expression of a transcriptional activator (TF-A) influences the cis element. The overall expression level of genes
in F; may be higher than in any parental line (overdominance), or match that in the better parent (dominance). (b) Conversely,
differential expression of a transcriptional repressor (TF-R) and its action on the cis element may result in overall gene
expression levels lower than in any parent (underdominance) or at the level of the worse parent (negative dominance).

Legend: Red box, the presence of the cis element; white box, absence of the cis element; green ellipse, trans-activator; yellow
ellipse, trans-repressor; gray lines, gene transcripts.

HSET dKcTpeccuro okolo 10 % renoB Arabidopsis, Torna Kak
TOJ/IepKaHKe PETYIISILMHI UPKAIHBIX YaCOB Ha BHICOKOM YPOB-
He yBenuuuBaeT puxcanuio CO,, pocT U IPUCIIOCOOUTENbHbIE
xapakrepuctuku (purnecc) pacrennii (Flis et al., 2015).

VY apabuporncuca Takue penpeccopsl yacos, kak CCAI,
MO/IaBJICHBI B T€UEHHE JHS, YTO 00ECHEUNBACT AKTHBAIHIO
myTel poTocuHTEe3a, METa00IM3Ma YIIEBOAOB, AKKYMYJISIIHIO

Molecular genetics

xJopo¢muIoB, kpaxmaia u caxapos (Ni et al., 2009; Miller
et al., 2012). B pe3ynbrare B TeueHHE HSI OOJBIIC aKKyMY-
JHUPYeTCsl caXxapoB M KpaxMmalia, KOTOpble MOTYT OBITh HC-
TOJTE30BAaHbl HOYBIO /ISl 00ECIICUEHHUST POCTOBBIX ITPOIIECCOB
(Graf et al., 2010; Shen et al., 2012). V cyneprudpuna puca
QTL OoCHOBHBIX KOMIIOHEHTOB YpOXasi aCCOIIMUPOBAHBI C
IKCIPECCHOHHBIMH M3MEHCHUSIMU T€HOB LIMPKAIHBIX YaCOB
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Evening complex

Fig. 3. Circadian clock gene networks: a, simple model (Pokhilko et al., 2012); b, detailed model (Flis et al., 2015).

LHY, late elongated hypocotyl; CCA1, circadian clock associated; PRR, pseudo-response regulator; TOC, timing of cab expression; Gl, gigantea; ZTL, zeitlupe; ELF,

early flowering; LUX, lux arrhythmo or phytoclock 1; EC, evening complex.

Repressors, green lines; morning components, yellow; evening components, blue.

1 CBETOBBIX CUTHANBHBIX IyTeH (Song et al., 2010). G. Shen
¢ xoyuteramu (2015) mpu npoBeieHNN CPaBHUTEIHHOTO aHa-
JIM3a JIMHUH 1 PELUITPOKHBIX THOpH 0B puca (indica X indica,
indica x japonica, japonica X japonica) 1mokasanu, 4to F, ¢
YPOXXaifHOCTHIO HA YPOBHE JIyUIIIEr0 POANTEISI UMEIOT MOBBI-
IIEHHYIO SHEPrOaKKyMYJIHPYIOILYI0 CHOCOOHOCTb, KOTOpast
MIPOTIOPIIMOHAIBHA SKCIIPECCUU HIKEIEKAIINX B CETH TCHOB
OTHOCHUTEJIBHO I'€HOB IMPKAJIHBIX YaCOB, YTO COINIACYETCS C
nmanabiME R.Q. Fang ¢ komteramu (2013). M3meHeHue sKc-
IIPECCHOHHBIX ITMKOB TCHOB IIUPKAHBIX YACOB MOXKET TAKKE
BJIMSITH HA TAKHE OMOJIOTNYECKUE MEXaHU3MBI, KaK CTPEeccoy-
CTOMYMBOCTb, PA0OTa FEHOB CUTHAJILHBIX ITyTeH (PUTOropMo-
HOB, PETYJIHPOBaHNE UMMYHNTETA PACTCHUH, BEIPaKacMOe B
CHUHXPOHH3ALNH 3aIIMTHOTO OTBETA C [IUPKaTHBIM [TOBE/ICHHU-
€M HaCEeKOMBIX, CyTOUHbIMH puTMamu naroreHoB (Mikkelsen,
Thomashov, 2009; Wang et al., 2011; Goodspeed et al., 2012).
YpoBeHb SKCIIPECCHU TEHOB IMPKaIHBIX YaCOB Y THOPHIIOB
BIIMSIET HA 3aBHCUMBbIE IPU3HAKU 1 MOXKET IPUBOJIUTH K OoJiee
MOIIHOMY pocTy. MexaHu3M H3MEHEHHs aMIUTUTY/IbI, BEPOSIT-
HO, CBSI3aH ¢ MO (UKaMsIMHU THCTOHOB. Kak 1mokazano ais
A. thaliana, unpkajHas OCUMIIISILINS B TEHHOH SKCIIPECCHH
MIPOMCXOANT TAapaIENFHO OCHMILIALNN MOAU(UKamii Tu-
ctoHoB H3K56ac, H3K9ac, H3K4me3, H3K4me?2 (Malapeira
et al., 2012). 3T0 MOJKHO TPaKTOBaTh KaK MOAN(PHKALHIO XPO-
MaTHHA, BEIYIIYI0 K PENPECCUU WIIN aKTHBAI[MH IINPKATHBIX
PETYISITOPOB, YTO, B CBOIO OUEPE/lb, U3MEHSET SKCIIPECCUI0
OIIOCPEJIOBaHHBIX X JeiicTBUeM reHoB. Takum oOpaszom,
CBSI3aHHOE C M3MEHEHHEM aMIUIUTY/Ibl IIMPKAJHBIX PUTMOB
YBEIIMUYCHNE IKCIPECCUU TeHOB IMPKAIHBIX YacOB M 3aBH-
CUMBIX F€HETHYECKHX (DAaKTOPOB LIEMHU Y FeTePOTHYECKUX
THOPHIIOB 10 CPAaBHEHMIO C SKCIPECCHE NHOPEIHBIX POJIH-
TeJel MOAICPKUBACT MOJIENb MYJIBTHTCHHOTO I'eTepo3nca
C MO3UIHH SHEPro3H(HEeKTUBHOTO UCIIOIB30BaHUS U OBICTPO
MIPOTPECCUH SHIOTEHHBIX IIPOIECCOB, IPH KOTOPBIX THOPUABI
pasBuBatoTcs 0oiee 3 (HEKTUBHO, YEM HCXOIHBIC POITUTEIb-
ckue (opmbl. Bee 3T0 CBUIETENBCTBYET O 3HAYMMOW POITH
AMITIATY/IB! OCHMJUISIININ IUPKAJHBIX 9acoB Ul (pOpMHpPO-
BAHM reTepOTHYECKOro oTeeTa rudpuos k.
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AnureHeTnyeckne GpakTopbl U reTeposunc
B mocnenHux mccnenoBaHUAX IreTepo3nuca HEMaJIOBaXXKHOE
3HaYECHHUE MPUIAETCS SMUTEHETHIECKUM d(phexTam, KoTopbie
PETYIUPYIOT TPaHCKPUNIIHIO, TU((HEPEeHINPOBKY KIETOK
1 HEMEHJICJIEBCKOE HaclIe/IoBaHUE. Y pacTeHUH HaclelyeMble
SMHUICHETHYECKNE U3MEHEHUS B OOJIBbIICH CTETIEHN CBSA3aHbI
¢ merunupoBannem JIHK, xoropoe wamie Bcero oOHapyxu-
BACTCS B MOBTOPSIOLINXCS MTOCIEAOBATEIBHOCTAX, TPAHCIIO-
30HaX, TPOMOTOPHBIX U MEKI'€HHBIX 00JIaCTSIX, ICEBOTeHAX
W BHYTPHUI'CHHBIX PETHOHAX U MOXKET OXBATHIBATH /10 1/3 Bcex
KOHCTUTYTHBHO JKCIIPECCUPYIOLIUXCS T€HOB, COIEPKALINX
muaykiaeotuasl CG (Zhang et al., 2006). MHorue ncciieoBa-
HUSI [TOITBEPIMITH, YTO SIUTEHETHYECKHE 3(D(PEKTHI, BKITIOUast
MetuaupoBanue ruro3uHa (MC) IHK, moryT O6bITh mpryacT-
HBI K rTposiBiieHnto rereposuca (He et al., 2013). Dnurenernka
crocoOHa OOBSICHUTH OIMH M3 Hanboyiee MHTEPECHBIX BO-
[IPOCOB, CBSI3aHHBIN C MPOSIBICHUEM 3HAYMMOIO IeTepPOTH-
yeckoro a¢dexra B F; OT reHETHYECKH CXOAHBIX POAUTENEH.
DKCHeprMEHTaIbHbIC JaHHBIC TOKA3bIBAIOT, YTO POIAMTEIN
C BBICOKHM CXOZICTBOM '€HOMOB MOT'YT UMETh 3HAYHTEIIbHbIE
PasIUMs B SIIMTEHOME, YTO MOXKET OBITH CYIIIECTBEHHBIM IS
(hopMupOBaHUS TETEPOTHYECKUX (DEHOTHIIOB.

HccnenoBanus riOpuI0B KyKypy3bl BBISIBUIIN PA3IHUMs B
m1abI0HaX METIIMPOBAHHNS B CPABHEHUH C HCXOJHBIMU PO~
TenbcKuMu JTHUAME (Zhao et al., 2007). Ananoruuto, y puca
ypoBeHb TU(QEepeHINaNIbHOT0 METHIMPOBAHUS HHOPEIOB
KOPPEIHUPOBAJl ¢ TPAHCKPHUITLIMOHHBIMU H3MEHEHUAMH B F,
(He et al., 2010). H. Shen ¢ xomuteramu (2012), ocymiecTBuB
nojHoreHomunoe mC-npodunuposanue nuuuii Ler-0, C24
A. thaliana v UX peUUTIPOKHBIX THOPUIOB, OOHAPYKUJIH, YTO
yposenb JIHK-metunuposanus B F| nospimen. [pu u3yuenun
stux ke muHuil LK. Greaves ¢ xomneramu (2012) BoissBunm
23 % paznuuuii, B KOTOPHIX HauOOJbIIAsT BapHALUSI COOT-
BercTBoBaia CNN-T0CIIE10BaTEIBHOCTSIM BHYTPUT€HHBIX U
(himankupyromux oodnacrei, a ypoeenb CNN-MeTHINPOBAHUS
OKazaJcs 3HAYMMO HHMXKE, YEM B CPEIHEM y POIUTENIEH.

B Hammx uccieoBaHusAX cTaTyca METHIMPOBAHUS B JIBYX
rpyIIax reTepo3uCHbIX IMOPUIOB Mepla CIagKoro, Mmoiy-
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YEHHBIX B HE3aBHCUMBIX JIMAJUICIBHBIX CXEMaxX CKpelrBa-
HUSI, OBIJIO 0OHAPYKEHO CHIKEHNE YHCIIa METHIIMPOBAHHBIX
JokycoB B F, kak B auddepeHnnanbHo METHIMPOBAHHBIX
obacTsix, TaKk U B JJOKYCaX CO CXOIHBIM AIHUI€HETHYECKUM
crarycoMm (Llantypenxo u p., 2015). Obmiee unciio HeMeTH-
JMPOBAHHBIX JTIOKYCOB B F| 661710 acconuuposano (r = 0,65) ¢
THIIOTETUYECKUM T€TEPO3UCOM I10 TPU3HAKY «Macca II0/I0B
C pacTeHUs», TOI/a KaK BIMSIHUE METIIINPOBAHHBIX JIOKYCOB
0Ka3aJI0Ch HEJJOCTOBEPHBIM. [IpH 3TOM ypOBEeHB JIeTepMHIHA-
1 (72) TUIIOTETHYECKOTO TETEPO3KCA IMUTEHETUYECKUM CTa-
Tycom dMet (memMeTuIMpoBaHNe) B TIEPBOI TPYIIIIE TOCTHTAI
82 %. UntepeceH TOT (hakT, YTO OAMH M3 JIyHUIINX THOPH/IOB
XapaKTepH30BaJICsS OTCYTCTBUEM METHMJIIMPOBAHHS BO BCEX
MIPOAHAIN3UPOBAHHBIX JIOKYCaX OTHOCUTEIBHO POJAUTENEH U
TP 5TOM TIOKa3aJl HanbosIee BHICOKUI IeTepO3NCHBIN (P (EKT.
Bo Bropoii rpymnme ruOpuaoB Takke HauOoJblIee 3HAYCHUE
(r=0,91) mverno camxenme dpdexTa METUINPOBAHUS IO PSTY
JIOKYCOB M HECKOJIbKO MeHbIIii BKiaz (» = 0,86) mpuBHOCHIO
MeTHInpoBaHue de novo. CyliecTBOBaHHE TECHBIX CBSI3Ei
MEKIy TeTEPO3HCOM M YHCIOM METWINPOBAHHBIX/HEMETHU-
JMPOBAHHBIX JIOKYCOB CBHJETEJIBCTBYET O TOM, YTO THOPH-
J3anus 00yCIOBIMBAET BOSHUKHOBEHUE SITUTCHETHYECKUX
MonupuKanuii THOPUIHOTO TeHOMa, KOTOPHIE CBSI3aHBI C
metmmposanueM JIHK, mbo custrem ero adexra — neme-
TUIMpoBaHueM. Takue MoauduKauy BIUSIOT Ha (YHKINO-
HaJIbHOE COCTOSTHHE PAa3JIMYHBIX TCHOB, BHI3bIBAS KaCKaIHBIE
peaKknuy B TEHHBIX CETSIX, KOTOPHIE, B CBOIO OYepe/lb, MOTYT
MPHUBOJIUTH K ONTHMAJIBHOMY NPOTEKaHUIO METaboIr3Ma
1 CTIOCOOCTBOBATH (HOPMHUPOBAHUIO TETEPOTUIECKOTO OTBETA
Ha ypOBHE I'MOPUIHOTO TeHOMA.

VY rubpuoB prca 3HAUYUTEIBHOE YUCIIO JIOKYCOB METHIIH-
posano HeagmuTuBHO (He et al., 2010). ITpu 3TOM perumpok-
HbIE THOPHIBI Pa3JINYaIOTCs YACIOM TaKHX JIOKYCOB, XOTS B
cpeaHeM okoJo 75 % 13 HUX UMEIOT MOBBIIICHHBIN yPOBEHb
MeTunupoBanus. [Ipeobnaganne JIOKyCOB ¢ TOBBIIIEHHBIM
ypoBHeM MC Tarke oOHapy:KeHO y rHOpunoB A. thaliana,
a HeaanuTHBHEIE dP(DEKTH B F, COOTBETCTBYIOT JIOKyCaM,
muddepeHnInanbHO METHIINPOBAHHBIM MEXKIY POTUTEIIMHU
(Groszmann et al., 2011b). B o6oux ciydasx, u'y puca u'y
apabuporncuca, Takoe JOKyC-CIenu(pUIeckoe yBelIudeHHe
YPOBHSI METHJINPOBAHUSA B OTHOIICHWH CpEeAHEH 000mMx
ponuteneit (mid parental value, MPV) cBunerenscTtByeT o
trans-xpoMoCOMHOM 3¢ QeKTe, MpU KOTOPOM IPUCYTCTBUE
THNEPMETIIINPOBAHHOTO aJJIEIs BBI3BIBAET METHIIMPOBAHNE
romosiora. Xorsi y 00enx KyJabTyp HaOIIofaeTcss TeHICHIIUS
K yBennueHno mC (METHILNTO3MHA) B HEAAUTHBHBIX JIO-
Kycax, BBISIBIISIETCS] 3HAUMUMAs JI0JISI JIOKYCOB CO CHIKCHHBIM
YPOBHEM METHWJIMPOBAHUS, YTO TaKKe MOXXHO MHTEPIIPETH-
poBaTh Kak trans-xpomocomHsbIi addekr (Groszmann et al.,
2011b). B meimom Taxwme trans-3h(heKThI MOKHO pacCMaTpPUBaTh
B KOHTEKCTE ITapaMyTalnii, KOraa JOMUHAHTHBIA ITapaMyTa-
TeHHBIN ajJieNib, SKBUBAJCHTHBINA «IydlIeMy» POIHUTEINIO,
UHIYIHUPYET U3MEHEHHUS B HKCIPECCHOHHOM COCTOSIHUH
rapamyTadebHOTO aJJIEIs, T. €. SKBHBAJIEHTHOTO «CIIa00MY»
POIUTEIIIO.

OnureHeTHdecKast Peryyasays TPAaHCKPUIIINH B TEHOME
ocymecTBiIsIeTcs Ipy rmomorny kiacca maieix PHK, Bxitio-
yaromux uHTepepupytommne PHK (siRNA), mukpoPHK
(miRNA) u trans-nefictyromue siRNA (ta-siRNA) (Chap-
man, Carrington, 2007; Chen, 2009). buorene3 ocHOBHOA
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rpynibl 24-uykieotuHbIX siRNA y pacTeHuii 3aBUCHT OT

RNA mommmepasst IV (Pol IV), RNA-3aBucumoit RNA-momm-

mepasbl 2 (RDR2) n sunonykneasst DICER-LIKE 3 (DCL3).

Otu PHK B3aumonerictBytror c ARGONAUT4 (AGO4), uro

npuBoauT K MeTrupoBannio (RADM — RNA directed DNA

methylation) B I0OKyce-MHIIEHH U caiiiieHCHHTY TeHOB (Law,

Jacobsen, 2010; Haag, Pikaard, 2011). BonpacTBo SIRNA

npoucxogaT or TEs u noBTOpsAOIKXCs 2JIEMEHTOB U, Clie-

JIOBaTEJIbHO, TUBEPTUPYIOT MEXITy BUIAMH M OTACIHHBIMHU

nuHusmu. JlefictButenbHo, ¢ SiIRNA cBsi3aHbI pa3inyus

MEXKy aJUIOTEeTPAIIONAaMHu, THOpuaaMu F; ¥ UCXOOHBIMU

ponutensckumu nuHUAMHU (He et al., 2010; Groszmann et

al., 2011a; Barber et al., 2012; Shen et al., 2012), kotopsie
00yCITOBIIEHBI M3MEHEHISIMH IIa0I0HOB dKcnpeccnu (Ng et
al., 2012). Kak nmokazaHo Ha peKOMOMHAHTHBIX M30TCHHBIX
munusix (RIL), Hekotopsie si- 1 miRNA BoBje4eHbl B IIpO-
1ecchl, 00yCIOBIHUBAIONIHE (POPMUPOBAHUE TPAHCTPECCHUB-

HBIX (QenotunoB (Shivaprasad et al., 2012). OTu naHHBIC

MOJTBEPKAAIOT MX NMOTEHIMAIBHYIO POJIb B peau3aluu

TETEPOTUYECKOTO OTBETa B F .

M. Groszmann ¢ komuteramu (2011a) mokasaim, 94To u3Me-
HEHUS! B OKCIIPECCHU I'E€HOB THOPH/IOB CBSI3aHbI C JIOKYC-CIIe-
U(PUIECKAM METIIHPOBAaHUEM, 00ycIIoBIeHHBIM ta-siPHK.
B nanHom cnydae npu obwvenuHenuu ramet B F, siPHK
OJTHOTO POJAMTEJIS HAXOAAT HOBbIE MHUIIEHH B T€HOME HJIH
TPaHCKPUIITOME POTHBOIOIOKHOTO POANTEIs. BbI3bIBacMBbIe
STHMH B3aMMOJICHCTBHSIMH M3MEHEHUS BIUSIOT Ha YPOBHHU
skcnpeccu B F, (Ong-Abdullah et al., 2015). CnenosarensHo,
epi-ajuresibHas BapuadeIbHOCTh MOXKET BIIMATH HA Pa3BUTHE
OopranusMa, ero (yHKIIMOHAJIbHBIC CBOWCTBA, a Takxke 00y-
CIIOBJIMBATh TeTEPO3UC B F,.

Kak moka3anm MHOTOYHCIIEHHbBIE UCCIEIOBAHUS, JTOKYCHI
C U3MCHEHHBIMH ypoBHAMHU SiRNA wacTo cBsi3aHBI ¢ KOH-
CTUTYTHBHO 3KcHpeccupyromumucs resamu (Groszmann
et al., 2011a). DTO TOBOPHUT O TOM, YTO U3MCHEHUE AKTHB-
HOCTH HEMHOTHX T'€HOB, TOJIBEPTIIMXCS AIUTCHETHICCKUM
M3MEHEHHSM, MOXKET MPUBECTH K KAacKaJHbIM dddekram B
TEeHHOW CeTH M CIIOCOOCTBOBATH reTepo3ncy. [leficTBUTENFHO
JM 3TH U3MEHEHUS! 00YyCIIOBIMBAIOT I'€TEPO3UC, 3aBUCHT OT
KOHKPETHBIX epi-ajjiesiel, MPUCYTCTBYIOMINX y POIUTENIEH.
Cormmacao M. Groszmann ¢ xoyuteramu (2011a), nsmMmeHeHue
epi-ayuteneit y ruOpumIoB BCIESICTBHE U3MEHEHHS yPOBHEH
siRNA, TCM (trans-chromosomal methylation), uaun TCdM
(trans-chromosomal demethylation) MmokeT COOTBETCTBOBATH
KJIACCHYECKUM T€HETHYECKUM MOJEISIM JOMUHHUPOBAHUS U
CBEPX/IOMUHUPOBAHMSI, YTO yKa3bIBa€T HA HEOOXOIUMOCTh
paccMOTpeHNs ACHCTBHS epi-aiuieel B OTHOIICHUH MEXaHH3-
MOB rHOpHIHON critbl. OCHOBBIBAsICH HA COOCTBEHHBIX 1 OITy0-
JIMKOBAaHHBIX JKCIIEPUMEHTANIBHBIX JaHHBIX, M. Groszmann
¢ xommteramu (2011a) 3axmro9miTy, 9TO TPAHCKPHUIIIMOHHAS
AKTUBHOCTH Ka)KIOTO aJlIelisi ONOCPEe0BaHa COCTOSTHUEM
XpOMaruHa, ONpPEeIIIeMOro MUTeHEeTHYeCKUMU MoaAn(pU-
KallisIMHA, B TOM YHCJIE CBSI3aHHBIMH C aeiicTBueM SiRNA.
ABTOpBI BBIZICTMIIA HECKOIBKO BO3MOXKHBIX B3aUMOICHCTBUI
B TMOPU/IHOM SITUT€HOME, OTJIMYAIOLIMXCSl OT 0XKHAAEMOro
CPEIHETr0 POAUTEIbCKUX JTUHUHN (pHcC. 4).

1. OrcyrerBue siRNA, acconuupoBaHHOMN € TUTIEPMETHITHPO-
BaHHBIM P -anienem, IpUBOAUT K aJAUTUBHOMY d(DPeKTy,
YTO BBIPAXKAETCS B YPOBHE TPAHCKPUIIINH, COOTBETCTBY-
IOLIEMY CpeTHEMY 00OMX POIUTEICH.
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Fig. 4. Model of inheritance of locus-specific siRNA and DNA methylation levels in the F; hybrid
(Groszmann et al., 2011).

2. siRNA accounmupoBaHa ¢ METHIIMPOBAHHBIM P, -ajienem. YHacneq0BaHHbIE OT
P, siRNA nieiicTByroT Ha 00a ajjens Ha ypoBHE, JJOCTaTOUHOM JUISl MOJUIEpIKa-
HUs METUIMPOBaHUs P, -ajens, HO HEZO0CTaTOYHOM JUIs IIPEOJ0JICHHS I0POra,
ONpeJIeNIIEMOro aKTHBHEIM cocTosHueM P -annens. TakuM 06pa3zom, poguTeb-
CKHe ayieny B F| COXpaHsIOT HCXOMHBIN STIMTEHETHYECKHUI CTaTyC, YTO TaKKe
IMPpUBOAUT K aIJIUTUBHOMY HACJICAOBAHUIO.

3. lomyuennsie TubpugoM ot P, siRNA acconnupoBaHbl ¢ 000MMH aJLIENAMH.
WX aKTHBHOCTH MPEBHIIACT IIOPOTOBBI YPOBCHB, MO3BOJSCT MOIICPKHBATH
MeTunupoBaHue P -annens, a Takxke 0CyLIECTBIATE de novo MeTunupoBanue P,
aJIIeNisl, 9YTO MPUBOANT K caiiieHcHHry. B pesynsrare TCM TpaHCKpUTITHOHHBII
YPOBEHb THOpH/Ia OKa3bIBACTCS HIKE CPETHETO POANTEIICH.

4. Hacnenyemas ot P, siRNA acconuupyercss B F, ¢ o6oumu annensmu. Taxas
KO-aCCOITMAIINS MTPUBOIUT K CHIDKCHHUIO YPOBHS aKTHBHOCTH SIRNA B KaXkmom
aJIeIie HIKe mopora, HeoOXOIMMOTO JUTSI TIOACPKAHUS METIITUPOBAHUS U, KaK
CIIe/ICTBHE, — K IEMETHIMPOBaHUIO 000X ajuteneid. Habnrogaemoe HeainTHBHOE
HaciegoBaaue o0ycnosiaeHo TCAM, koTopoe MPUBOANT K MOBBIIICHUIO YPOBHS
TPAHCKPHIIIIUU B CPABHCHUU C POAUTEIISIMHU.

VY rubpunoB puca u apabujorcuca BbISIBISIETCS 3HaYMMas JI0JIS JIOKYCOB

C peAyIMpOBaHHBIM YPOBHEM METHIIMpOBaHMA. JIOKaTM30BaHHOE HEalIUTHBHOE

CHIDKCHHE METHIIMPOBAHUS HAOIIONACTCS Y PEKOMOWHAHTHBIX H30TCHHBIX JIMHHH
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A. thaliana. 910 TOATBEPXKIALT, YTO
TCdM o6ycnoBiIeHO B3anMOACHCTBHEM
POIUTENBCKUX epi-aieneil u He 3a-
BHCHUT OT Pa3iM4yUil B HyKJICOTHUIHBIX
nocaenoBateabHOCTIX (Reinders et
al., 2009). IIpennomoxXuTenbHO, I
MIPOSIBJICHHS TeTepo3uca HanOosbliee
3aadenne nmeetr TCdM, kotopoe obe-
CIIEYMBAET TTOBBIIICHUE TPAHCKPHII-
LIMOHHOTO YPOBHS U, KaK CJIEJICTBHE,
MOXKET NMPHUBOANTH K 00JIE€ BBICOKOMY
BBIPQKCHHUIO 3aBHCHMBIX MPHU3HAKOB.
CHIDKEHHE reTepo3uca B MOCIIeTyOINX
TIOKOJIEHHSIX TaK)Ke MOKHO OOBSICHUTH
C TOYKH 3peHust anmreHeTuky. C ogHon
CTOPOHBI, 3TO MPOUCXOAUT B PE3yib-
TaTe pa3pymIeHUs TeTepOTHUECKHUX
arperaiui anuuesneu, ¢ Ipyroii, B mo-
CIIEAYIOMIMX MOKOJICHUSIX epi-aJlies,
OKa3bIBASICh B N3MEHEHHOM TE€HETH-
YECKOM OKPYXKCHUH, MOTYT MEHSTHCS
MOCPEJICTBOM TEX K€ MEXaHHU3MOB,
KOTOpPBIE OTBETCTBEHHBI 32 N3MEHEHHE
snurenoma F.

K omHOMY M3 BO3MOXKHBIX MEXaHHU3-
MOB PETYJISIIIMHA TE€TEPO3nca OTHOCAT
TeHOMHBIH MMIPUHTHHT (aHTJI. pa-
rent-of-origin a¢dekr), npu KoTopom
nuddepeHnraIbaas YKCIPECCHs TCHOB
3aBUCHT OT NPHHAIICKHOCTH ayienen
K MaTepUHCKOMY MJIM OTIIOBCKOMY THILY
(Garnier et al., 2008; Bauer, Fischer,
2011). Ucmonp3oBanue PHK-Seq u
kIHK-AFLP mo3Boauma0 BBHISIBUTH
0O0IpIIOE YUCIIO KAaHAWJATOB HA POIb
UMIIPUHTHPOBAHHBIX T€HOB KakK II0
Mmarepurckomy (iIMEGs), tak u mo ot-
nosckomy (iPEGs) tTunam y omHOZONB-
HBIX KyIbTYp Zea mays, Oryza sativa
(Luo et al., 2011; Waterset al., 2011) u
A. thaliana (Wolff et al., 2011). ¥ pac-
TeHNH OOJBIIMHCTBO NMPUMEPOB HM-
MIPUHTUHTA HAOIFOAAEeTCs B TKAHU DHI0-
cnepma (Jullien, Berger, 2009; Springer,
Gutierrez-Marcos, 2009). B HekoTopbIx
CIlydasix 00HapyKMBaeTCsl TTapaJUIeIIi3M
COOBITHI ISl Pa3HBIX KyNbTyp, NMPHU
KOTOPOM BBISIBIISICTCS. UMITPUHTHHT Op-
TOJIOTOB, KaK TOKa3aHo Juisl KyKypy3bl,
puca u apabumorcuca (Waters et al.,
2011). BaxxHsIM M, BO3MOXKHO, OCHOB-
HBIM KOMIIOHEHTOM PEryJiupOoBaHUs
HMIIpUHTUHTa Takxke sisercs JHK-
METHWJIMpPOBaHHUE, 00yCIOBINBAOIIEE
peopranuzanuio xpomatuHa. B psane
HCCIEN0BAHNI, BBIMOJHEHHBIX Ha
Pa3NUYHBIX KYyJIbTYpax, HAaOII0AaI0Ch
MPAaKTUYECKU MOJHOE JIEMETUIINPOBa-
HUE MAaTEPUHCKOTO T€HOMa B TKaHSIX
supnocnepMma (Lauria et al., 2004; Ze-
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mach et al., 2010; Hsieh et al., 2011). MHorue u3 Takux
o0macTel COOTBETCTBYIOT MOOMIBHBIM dneMeHnTaM (Gehring
et al., 2009; Zemach et al., 2010). [IpenmonoxuTensHO, ae-
METHWJINPOBAHUE B YHIOCIIEPME HEOOXOIUMO ISl YCHUIICHUSI
a¢dexTa caitieHCHHTa MOOMITBHBIX HJIEMEHTOB B TIPIIISKAIIeH
smOpuoHanbHO# TKanu (Springer, 2009; Mosher, Melnyk,
2010). B nononuenue k JIHK-meTnnnpoBanuio CyImecTByOT
JIOKAa3aTeNIbCTBA Y9ACTUS B PETYISAIMN UMIIPUHTHHTA TPYIITHI
Polycomb-nporennos, momuunmpyromux ructons (Kohler,
Weinhofer-Molisch, 2010; Raissiget al., 2011).

B Hacrosimee BpeMst HEeT €IMHOTO MHEHHMS O IPUYMHAX BO3-
HUKHOBEHUS UMIIPUHTHHTA. C TOUKHU 3pEHUST MOJICKYIISIPHOM
Ouonoruu, 5ToT PEeHOMEH MOXKET OBbITh CBsI3aH C OOJIBIION
rpymmoi pol IV-3aBucumoii siRNAs (p4 siRNAs), Tak kak 3TH
nunreppepupyromme PHK nepenatores ot marepeit (Mosher
et al., 2009). B uccnenoBanusx A. thaliana 6bU10 TIOKa3aHO,
YTO JKcTpeccrus MaTepuHCKUX p4 siRNAs HeraTMBHO KOp-
penupyer ¢ skcnpeccueit rpynnsl AGL (AGAMOUS-LIKE)
I€HOB, KOJIMPYIOIINX TPaHCKPUILIUOHHBIH (akTtop MADS-
box, KOTOpBIH 3KCIpeccupyeTcst B SHAOCIEPME U BIUSAET
Ha pa3mep cemsH (Lu et al., 2012). Perunpoxubie ruOpuabt
BbIsIBIIIN parent-of-origin addexr B ypoBHe skcnpeccuu
reHoB AGL 1, COOTBETCTBEHHO, B pa3mepe ceMstH. Kak mpea-
TIOJIATal0T aBTOPBI, PA3JINUMUs MEXK/Ty poAUTeIsiIMU B SIRNA 1
cTaryce MEeTUIIMPOBAHMS IIPU 00bEAMHEHUH HX TeHETHYECKOTO
MaTepuana B F, IpUBOAAT K BOSHUKHOBEHUIO y THOPUIOB
MeTmpoBaHus de novo depe3 RADM. Dnmrenerndeckne
Moaudukauu, Bkiaodas RADM u rucToHOBbIE METKH Ha
POANTETBCKUX AJUIETSIX, MOTYT OOECIIEUNBATh «IaMSTHY,
KOTOpasi MPUBOIUT K parent-of-origin a¢pexram B sKcmpec-
CHUM U MOXKET BJIUTH Ha ()OPMHUPOBAHHE I'€TEPOTHUECKOTO
(heHOTHMA, KaK HAOIIONATOCH Y PEIUIPOKHBIX THOPHIOB
A. thaliana. B uccnenoBanusx P. Ryder ¢ komzeramu (2014),
OPHEHTHUPOBAHHBIX HA M3y4YeHHUE P PeKTa MOIUIIIONIN3ALUH
1 THOpUAN3annH, OblJIa TOATBEPIKIeHA pOJh parent-of-origin
a¢dekra B MposiBIeHNH TeTeposuca rudbpunamu A. thaliana.
HexkoTopble MOYIISIIMY BBISIBIISUTHCH ITPU CKPEIIMBAHUU (POpPM
C OJMHAKOBBIM YPOBHEM IUIOMIHOCTH, TOTZA KaK APYTrHe
COOTHOCHIIUCH TOJIBKO ¢ MEXKIIJIOUTHBIMH CKPEIINBAHUSIMH.

3aknioyeHune

COBOKYITHOCTb HMCCJIE/IOBAHUH, BBITIOJHEHHBIX HA Pa3HBIX
BUJIaX pacTeHHH Py U3yueHuH (peHOMEHa reTepo3uca, CBHIe-
TEIBCTBYET O CIIOKHOM NEPAPXUHU CBA3EH U B3aUMOAEHCTBUN
MEXXJy MHOTOYNCIICHHBIMH KOMITOHEHTaMH T€HETHYECKHUX
ceTel, JIeUCTBHE KOTOPBIX MPHUBOIUT K KackaaHbIM 3 dex-
TaM, 3aTParuBalOINM SIUICHOM, TPAHCKPHIITOM, IIPOTEOM
1 MeTa0oJI0M, a, CJICIOBATEIbHO, M IPPEKTUBHOCTD PAOOTHI
BCEX CHCTEM, 00YCIIOBIIHMBas (POPMHUPOBAHUE TETEPOTUUCCKOTO
oreera B F.

OueBHTHO, YTO TeTEPO3NC JOJDKEH paccMaTprBaThCS Kak
pe3yJIbTaT CIOKHBIX B3aUMOJCHCTBUM, KOTOPbIE IIPUBOIAT
K KOMIUIEKCY U3MEHEHHI Ha ypOBHE I'€HHBIX, JIIUTCHETHYe-
CKHX, OMOXMMHYECKUX U PETYISTOPHBIX ceTel. Takoi moxxon
CBA3BIBACT TCHETUYCCKYIO COCTABJIAIOIYIO C 6I/IOXI/IMI/I'-IGCKI/I-
MH MEXaHHU3MaMH M CIIy’KHT OCHOBOW MHTETPAlUy JaHHBIX
MOJTHOTEHOMHBIX HMCCIICAOBAaHUN, TPAHCKPHUIITOMHUKH, SITH-
IFCHOMUKHU, TPOTCOMUKHU U MeTa00JIOMHUKHU JJI1 TIOCTPOCHUA
BCEOOBEMITIONINX FEHETHYECKOM 1 MaTeMaTHI€eCKOM MOJIEIIEH,
OITMCBIBAIOIINX MEXaHU3MBI (POPMUPOBAHMS TETEPOTHUECKOTO
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OTBCTAa B Fl U ITO3BOJIAIOIIUX BBIABIIATH KJIIFOUCBBIC (baKTop])l
JUIST TPUKIIAAHOTO UCTIOJIB30BaHU B CEIICKIIUH.
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