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PaccMOTpeHBI MONEKYIIPHO-TeHETHYECKIE MEXaHN3MBI PEOPTaHU3AIlNN TeHOMa PAacTeHHH B Ipolecce
aonoiuuIonu3anmy. [ loqgepkayTa ocobast poib paHHUX TeHETHIECKUX N3MEHCHHH, H3y4eHHE KOTOPBIX
MIPOBOAMIIOCH C MCIIOJIb30BAaHUEM YHUKAJIHHOM MOIENN CHHTETHYECKHX aJUTOMONUILIONI0B. OG00IIEeHBI
JTAaHHBIE O PA3THYHBIX TCHOMHBIX U3MEHEHHUIX Ha PAaHHHUX CTaJNAX aJIOMOIUIIONAN3ANH, BKIFOUAIOIINX
AKTUBALIMIO MOOMIIBHBIX HJIEMEHTOB, XPOMOCOMHBIE IEPECTPONKH, SMTUTEHETUIECKIE 1 TPAHCKPUIITOMHBIE
n3MeHeHus u Jap. OTMEUeHO BaKHOE 3HAYCHUE ITUX W3MEHEHHH B (OPMHPOBAHMU YCTOIUYMBOI OpraHu-
3aIMU AJUTOTIONUILIONIHOTO TeHOMa, 00eCIIeunBAIOIIeH IBOITIONMOHHBIA YCIIeX M PacIpOCTPAHECHHOCTh

AJUTIOTIOIMINIONI0B CPEIN BBICHINX paCTeHI/If/’I.

KaroueBnle ciioBa: AJUIOIIOJIMITIJION TN A, OTAAJICHHAs r1/16p1/1z11/13au1/1${, BBICIIMEC PACTCHUA, MOOUJIBHEIH BI1e-

MCHT, NOJINMEpa3Has LCIHasd pCaKkuus.

CuHHTEeTHYECKHE AJUTONOIUILION Bl PACTCHUN
SIBIISIIOTCS] YHUKAJTBHON MOJICIIBIO JIJISl U3YUYCHHS
paHHUX CTaIWil aJIOMOJUILIONIU3AINH, TO-
CKOJIbKY CPaBHEHHE C MaTepHalloM POAMTENeH
JIaCT BO3MOXXHOCTh JUCKPUMHHUPOBATH [CHOM-
HBbIC U3MEHCHUS TIO/1 JICHCTBUEM allIONOTHUIIION-
UM OT TIOJUMOP(QU3MOB BHYTPH POJUTEITHCKUX
Bu10B. C HCIOIH30BaHUEM JIAHHOW MOJIENTN ObLIN
MOJTY4EHBI J0KA3aTEIbCTBA PAHHUX TCHETHUECKUX
M3MEHECHHUH y TaKMX OOBEKTOB, KaK MIIECHULA,
paric, XJI0noK, BUAOB Arabidopsis, u npu 3TOM
XapakTep U MacmTab U3MEHEHUH, a TaKkKe Bpe-
Msl MX TMOSIBJICHHS OTIMYAIUCh B 3aBHCHMOCTHU
ot o0bekTa. [eHeTHUEeCKnEe U3MEHEHUsI B XOJIe
AJUTONIOJUTIUIONIU3AIMN YKIIaJbIBAIOTCSI B KOH-
LETIHI0 «T€HOMHOTO II0Ka», BIEPBBIE MPEAJIO-
xeHHyr b. Mak-Kimmarok (McClintock, 1984).
Ona ke BpICKa3aja HJek 00 y4acTHH MOOUITHHBIX
TeHEeTUYEeCKHUX 3JieMeHTOB (MD) B oTBeTe Ha
CTpeccoBbIe (PaKTOPHI, B YACTHOCTH, OTJIAJICHHYIO
TUOPHUIN3ALHNIO.

I'EHETUYECKHWE U3MEHEHMWS,
CBA3AHHBIE C MOBWJIBHBIMU
SJIEMEHTAMMU

MexBraoBasi THOpUAN3ALIS SBISICTCS CTPECCO-
BBIM (DaKTOPOM, KOTOPBIA MOXKET TPOBOLIUPOBATH
TPaHCKpUNIIHIO U TpaHcrmo3unuo MD (Comai
et al., 2000; Kashkush ef al., 2003; Parisod et
al., 2010). Hakomnenuto uHcepuuii MO B xoje
AJUTOTIOJIUTUIOUAM3AIIME MOTYT CITIOCOOCTBOBATH
CJIETYIOIINE MPOIECCHI: 1) HATUYHE «3aMacCHbBIX)»
KOTHIl TCHOB BBI3BIBACT CHUKCHHUE ABICHUS OT-
0opa MPOTHB MHCEPIIHIA, BBI3BIBAIOIINX HETATHB-
ve1i 2 dert (Matzke M.A., Matzke A.J., 1998);
2) 3(bpexT «OyTHIIIOTHOTO TOPIIBIIIIKAY, CBI3AHHBII
C peoyKIHeHl pa3Mepa MOy BHOBb 0o0Opa-
30BaHHOTO aJUIOMOJUILIONa, ONaronpHusTCTBYET
cllyyaifHOH (puKcanyuy HeUTPaIbHBIX MU YMEPEH-
HO HeraTuBHBIX UHceprwii (Parisod ef al., 2010);
3) rubpuau3anys MeX 1y OTJaICHHBIMI T€HOMaMHU
MPOBOIUPYET «T€HOMHBIN IIOK», AKTUBUPYIOIINANA
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MD ¥ TeM caMbIM CIIOCOOCTBYOIIUI HHCEPIIMOH-
Homy myTarenesy (McClintock, 1984).

B psine ciyuaeB ObLIH MOJTyYEHBI OKAa3aTeIh-
CTBAa yBEJIWYEHUS TPAHCTIO3UIIMOHHOW aKTHBHO-
¢t (TIponudepanun) yKe B MePBHIX MMOKOJICHUIX
noJuIIonIHbIX pacteHuit (Madlung et al., 2005;
Parisod et al., 2009; Petit et al., 2010; Sarilar et al.,
2013). Dot mpouecc 3arpariusai TIIaBHBIM 00pa-
30M MOJIOZBIE U aKTUBHBIE cemeiicTBa MO ¢ He-
oompmoit konmiiHOCTRIO (Petit ef al., 2010; Sarilar
et al., 2013). B nenom xe mponudeparus MO y
AJUTOTIOJIMILIIONI0B HOCUT CTPOTO N30UPATEIIbHBIH
XapakTep U He MPUBOJIUT K 00ITIIEMY B3PBIBY TPaHC-
no3urmonHoi akruBHoctr (Kashkush et al., 2003;
Beaulieu ef al., 2009; Parisod et al., 2009).

Bornee gacto y aymomnonumion1oB HabIroaaIach
SJIUMUHAIUSA Clenn(PUIECKUX TPAHCIIO30H-ac-
coruupoBanubix [TLP-pparmentor (TA-dpar-
MEHTBI) TOTO WJIM JIPYTOTO POJMUTEISI, YTO MOXKET
OBITH CBSI3aHO C JIEJICIHECH COOTBETCTBYOIIMX
Y4aCTKOB 'eHOMA WJIU C IePECTPONKAMH, 3aTparu-
BalOIIMMH caiiTel mHCepmn MO (Beaulieu et al.,
2009; Parisod et al., 2009; Petit et al., 2010). Kax
MIPABUJIO, AT JICICIIMU 3aTPArkBaOT JIUOO OTI[OB-
CKHUH, TNOO MaTEPUHCKUN TE€HOM, HHTCHCUBHOCTh
WX MOXET CHJIbHO BapbHpPOBaTh B 3aBUCUMOCTH
oT MD u ero XxpoMOCOMHOH Jokanu3anuu. Tax,
HaTpuMep, y CHHTeTH4YecKoro Nicotiana tabacum
(2n = 48) mabmomanace >muMuHAAS TA-dpar-
MEHTOB OTIIOBCKOTO TerHoMma (Petit er al., 2010),
TOrNa Kak y ajuiorerpamiousa Spartina anglica
(2n=124) snumuHKpOBau GparMeHThl MaTePUH-
ckoro nipoucxoxaenus (Parisod et al., 2009). ¥
CHUHTETHYECKOTO aJioTeTparuionia Brassica napus
(2n=38) HeagnuTuBHEIH MpodmiTb TA-hparMeHTOB
XapakrepeH AJis TpaHcno3ona MITE, 10Kamu30BaH-
HOTO B MHTEPCTUIIUAJBHBIX pailoHaX XPOMOCOM,
TOTJ]a KaK MEPULIECHTPOMEPHBIA PETPOTPAHCIIO30H
Athila xapakrepusyeTcsi IPEUMYIIECTBEHHO aJTU-
tuBHBIM TA-tipodunem (Sarilar et al., 2013).

Co BpemeHeM mporiecchl quddepeHInaIbHON
nponudepanuy ¥ dMUMUHAIEE MD MOTyT IpH-
BOJIUTh K 3HAYUTEIHLHOU PEOPraHU3alluU FeHOMA.
Hamnpumep, y ajsiononurionioB XJIom4yaTHUKA
(Gossypium) pasnble cemelictBa MO pacupo-
CTPaHWJIUCHh U3 OJHOTO T€HOMa B JIPYTOW IIOCIIE
ayurontonarionan3auu (Zhao et al., 1998), a 'y
aJUTOTIONUIIIONA0B Nicotiana, 0Opa30BaBIITUXCS
OKoJIO | MIIH JIeT Ha3aj, MPOU30IIeN CYIEeCTBEH-
HBII 00Men MO mexay cyorenomamu (Lim et al.,

2007). OnHako CymIeCTBYIOT U APYTUE IPUMEPHL.
Y npupoaHoro ayuoTeTpamionsa B. napus (reHoM
AACC) ne BoisiBiIeHO pacnpoctpanenne CACTA-
TpaHcmo3oHa Bot 1, cnenuduyaroro ais C-reHoma,
Ha XpoMocoMbI A-reHoma (Alix et al., 2008). Ana-
JU3 PA3INYHBIX ceMeHCTB MD (TpaHCIIO30HOB U
PETPORIEMEHTOB) Y MATKOM MIIEHHUIIBI 1. aestivum
(2n = 42) TaxKe HE BBIBHI UX OOMEHA MEXKAY
cyoreHomamu (Sergeeva et al., 2010; Salina et al.,
2011, Ulep6ans u ap., 2012). B 10 *e Bpems B
cyorenomax 7. aestivum IPOUCXOIUIHN OOIITUPHEIE
JIeNeIH B Pe3yJIbTaTe HePaBHOTO MIIH HE3aKOHHO-
r'0 KPOCCHUHTOBEPA MEX/TY MTOCIEI0BATENLHOCTIMH
MD, uro yKka3bIBaeT Ha BaKHYIO pOJIb MOCIEIHNUX
B XPOMOCOMHBIX PEOPTaHU3aLUAX O/ BIUSHUEM
amronomutuionauu (Chantret et al., 2005; Bento
et al., 2008). Monens He3aKOHHOH peKOMOWHAITIT
C yJacTHeM TocienoBarenbHocTet MO paccmar-
puBaeTcst it 00bsicHeHHs (pakTa JAeIeun JIOKyca
Hardness B pa3nuuHbIX cyOreHOMax MOJTUILION/I-
ueix mmeHun] (Chantret et al., 2005).

BoszHukaet Bonpoc: KakiuM 00pa3oM ajionoH-
TUIOMAHBIN TEHOM KOHTPOJHMPYET Mponrdepanto
MD5? OCHOBHYIO pOJIb B aKTUBAIMHK/Cynipeccud MDD
WUTPAIOT SMUT€HETUYECKUE MTPOLECCHI, CBA3aHHbIC
¢ metunuposanueM JJHK u moandukaumeit ruc-
ToHOBBIX OenkoB (Ng, Gurdon, 2008). [TokazaHo,
yto nemeruauposanue JJHK obecnieunBaer TpaHc-
KpuMIuio OeTKoB, YYacCTBYIONINX B Tpolieccax
BBIpe3aHus (KOMUPOBAaHMS) M BCTpamBaHus MD
(Tsukahara et al., 2009). Koutposupyroiiee Biusi-
HUE FeHOMa, TPUBOJISIIIEE K 3aMOJIKaHUIO (caiiyieH-
cuHry) MO, ocymiecTisiercs 6i1aronaps y4acTHIO
manoit uatepdepupytomerr PHK (MuPHK) (Ha et
al., 2009). IIpenmoxxeHa MOIEIb 0303aBUCHMOTO
rusiausg MuPHK Ha mpomudeparmro M3 B xone
AJUTOTIONUITIONIM3alun. B pesynbrare rubpumsa-
uuu konuaectBo MarepuHckoit MuPHK B F, surore
HEJ0CTaTOYHO AJIS TTOJIHOTO KOHTPOJI MHCEPLH
MD kak MaTeprHCKOTO, TaK M OTIIOBCKOTO ITPOMC-
xoxnenus. Peryknnsa muPHK B F| mpuBomuT K ax-
TUBAIMN MOOWITBHBIX JIEMEHTOB U, KaK CIIE/ICTBHE,
WHAYKIWW TeHEeTHYeCKOW HeCTabUIbHOCTH, KOTO-
past MOXeT 00yCIIaBIMBaTh HU3KYIO (pepTHIBHOCTD
ayutononumionga. Co BpeMeHeM CTaOUIbHOCTD Ie-
HOMa BOCCTaHABJIMBAETCs O1aroapst yBETHYCHHIO
skcripeccun MUPHK, yuacTBytoneil B caitieHcHHTe
MD (Ha et al., 2009).

CrnenyeT OTMETUTH, YTO HE BCErna TPAHCIIO-
3UIIMOHHAS aKTUBHOCTH KOPPEIUPYET C YPOBHEM
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Tpa"ckpunuu MO. Tak, y CHHTeTHUECKHX aJlIo-
nonuruton o nieHuib (Kashkush ef al., 2002) u
y MeXBHI0BOro rudpuaa apadbunoncuca (Madlung
et al., 2005) ObI10 0OHAPYKEHO YCHIIEHUE TPaHC-
Kpuniwu MO, KoTopoe, OTHAKO, He IPUBOIMIO K
YBEJIUYCHHUIO YUCIIA TPAHCIIO3UIMNA. DIUTeHETH-
YeCcKHe M3MEHEHHSI, CBSI3aHHbBIE C YCHIICHHEM (OC-
nabJieHneM) TpaHCKpUNIK MD, MOTYT OKa3bIBaTh
BIIASTHUE HA SKCIIPECCHIO COCEHUX T€HOB, IPUBOAS
K (pyHKIIMOHATIHHOM peopraHu3aIiy TeHHBIX CeTeH
u denorunmueckoi m3meHunBoctH (Kashkush et
al., 2003; Slotkin, Martienssen, 2007).

W nakoHer, mpuHUMasi BO BHUMaHNE BBICOKYIO
MYyTareHHOCTh MD, MOXHO paccMaTpHUBaTh MX
POJIb B Ka4€CTBE MOJM(PHKATOPOB, HAITPABIISOIINX
CTPYKTYPHYIO JIHBEPTEHITUI0 T€HOB-TOMEOJIOTOB
B CTOPOHY Cy0- MM HEOo(DYHKIIHMOHATHU3AIIUHT
(cm. nanee) (Walsh, 2003). KocBeHHbIM CBUjIC-
TEJILCTBOM 3TOH PONU CITy’KaT Cielbl WHCEPIUH
MD B peryinsTOpHBIX U KOOUPYIOUIMX paiioHax y
OOJIBIIMHCTBA U3BECTHBIX T€HOB pacTeHUi. bouin
MIPEIIOKEHBI Pa3INIHbIC MEXaHU3MBbI yaacTust MO
B CTPYKTYPHO-(pyHKITHOHAIEHOW TUBEPTEHIIH T'e-
HOB (Bennetzen, 2005), omHako ocTaeTcs HEICHOM
CTETIeHb PeaTn3alui ATUX MEXaHU3MOB Y TeX WIIN
WHBIX aJIJIONOIUATUIONIOB.

Takum oOpasom, ObicTpble U3MeHeHHsI MD
Ha paHHUX CTAJHAX AJUTOTIOJNHUTIIOUU3AINA
COTJIACYIOTCS C KOHIIeTIHEH TeHOMHOTO IIOKa H
NPEAIONAraoT X pojib B KaY€CTBE MHIYKTOPOB
TCHETHYECKOM M3MEHUMBOCTH Ha Pa3HbIX YPOBHSX
opranmzanuu reHoma (McClintock, 1984; Comai
etal.,2003). UHayKIMs TeHETHYECKON HECTAOMIIb-
HOCTH MOXXET MMETh HETaTHBHBIE TOCIIEICTBUS
JUTSL OpTaHU3Ma, TIOATOMY B TIPOIIECCE IBOIIOIUU
MPOMCXOJIUT MOCTENICHHOE BOCCTAHOBJICHUE KOHT-
POJMPYIOIIETo BIUSHUS TeHOMa Ha MPOor(epaiuo
MD, 4TO BBIpa)XKaeTcs B MX KOJIMYECTBEHHBIX,
CTPYKTYPHBIX U MUTCHETUISCKUX NU3MEHEHHUSIX.

XPOMOCOMHBIE MTEPECTPOMKH

C HUCTOJIb30BAaHUEM METOJIOB XPOMOCOMHOTO
okpamuBanus (GISH, FISH), reneruueckoro
KapTUPOBaHUSI U MOJIEKYJIIPHOIO aHAJM3a T0JTY-
YEHBI JIOKA3aTeIbCTBA FTCHOMHBIX MEPECTPOCK KaK
BHYTPH, TaK U MEXKTy OTJCILHBIMHU CyOr€eHOMaMu y
ayumonouiuion 1o (Leitch, Bennett, 1997; Wendel,
2000; Chen et al., 2004; Bento et al., 2008).
IIpenmonaraercsi, 4TO XPOMOCOMHBIC M3MEHEHUS

CIOCOOCTBYIOT CTaHOBJICHHIO BHOBH 00pa30OBaH-
HBIX QJIOTIOJIUILUIONIOB B KAa4€CTBE OTICIBHBIX
BunoB (Hegarty, Hiscock, 2005). Hapsny ¢ atum
yKazaHHBIC H3MEHEHUS CTIOCOOCTBYIOT afanTaluu
K Pe3KO MEHSIONIMMCS YCJIOBUSM BHEUTHEH cpe-
JIbl, TIOCKOJIBKY TOJILKO TAKUE M3MEHEHHSI MOTYT
o0ecrneynBarh «IKCTPEeMaIbHOE» (PEHOTUITHIECKOEe
pasnooOpasue (Hegarty, Hiscock, 2005).

Ha mMonensx CHHTETHYECKHX MOJIMILIOU]IOB
OBLTO TTOKA3aHO, YTO XPOMOCOMHBIE PEOPTaHU3aIIN
BO3HHKAIOT cpasy mociie 00beInHEeHUSI TEHOMOB
WM B TEUCHUE HECKOJILKUX OKOJICHHH TOCIe THO-
punu3zaruu (Song et al., 1995; Feldman et al., 1997,
Lukens et al., 2006). Menee oxapakTepu30BaHbI
0osiee TIO3IHUE PEOPTaHU3AINH, PUBOIAIINE K
M3MEHEHUIO YHCIIa XPOMOCOM U PEAYKIIUH pa3mepa
reaoma (Leitch, Bennett, 2004; Lysak et al., 2006).
Bornbias yacTh XpOMOCOMHBIX H3MEHEHUH ITPOUC-
XOJUT B X07Ie Meli03a 1 OTI0CpeIoBaHa MEXaHU3MOM
romoJornyHol pekomOuHarmu (Gaeta, Pires, 2010).
Jenenuw, TyTuMKaIyiy ¥ TPAHCIIOKAIIMY BO3HUKAIOT
MIPH BOCCTAHOBJICHUH JIBYIICTIOYEYHBIX Pa3pHIBOB
(JALIP) Ha omgmott autu JIHK (BHYTpEXpOMOCOMHAs
PEKOMOMHAIINS ), TIO BCEMY TeHOMY (3KTOITUYECKast
pexoMOuHaIHsI) TUO0 MEXKIY TOMEOJIOTUIHBIMH
XpOMOCOMaMH (TOMEOJIOTHuHast peKOMOHHaNus ). Y
QJUIOTIONUIION]IOB, B OTIIMYHE OT TUIIIOHTHBIX Pac-
TEHWIA, TPOUCXOIUT U3MEHEHHE CIICHApHs Mel03a,
CBSI3aHHOE C JT00aBIEHHEM TOMEOJIOTHYHBIX XPO-
MOCOM Jipyroro renoMa. OrpaHn4YeHHe CriapUBaHHsI
TOJIBKO TOMOJIOTHYHBIMH XpPOMOCOMaMH JIOCTHUTa-
eTcst Gnaronapsi FTeHeTHYECKOMY KOHTPOJIIO CO CTO-
POHBI JIOKYCOB, KOHTPOJIHPYIOIIUX KOHBIOTAIHIO
xpomocom (Griffiths et al., 2006). Tem He MeHee
y OONBIIMHCTBA AJIOMOJIUILIONIOB HAOMIOMaeTCs
CMEILIaHHbIA TUI MeW03a, a UMEHHO: HEKOTOPhIE
XPOMOCOMBI 00pa3yloT OMBAaJCHTHI, TOTJa Kak
JPyTUE CKIIOHHBI 00pa30BbIBATH MYJIBTUBAJICHTHI —
«cermenTHas ajuononummonaus (Stebbins, 1971).
MynbTHBANIEHTHI, COCTOSIINE U3 TOMEO- U TOMO-
JIOTUYHBIX XPOMOCOM, MOTYT JaBaTh Pa3IdIHBIE
KOH(HUTypaIuy B Xojie MeTadasbl: epeKpeicHHbIC
CTPYKTYpPBI, KOJIbI]A ¥ CIEIUICHHBIE XPOMOCOMBI.
['omeoiornyHbIE acCOLMALMY HAPSITY € TTApaIorHy-
HBIMU PUBOJIAT K Pa3IMYHBIM ITIEPECTPOHKAM XPO-
MOCOM, aHEYTUTOUINH 1 yCIOKHEHHBIM BapHaHTaM
HacrenoBaHus mpu3HakoB (Gaeta, Pires, 2010). Tak,
HarpuMep, B TeHOME aJuloTeTparuionia B. napus
MHOTHE TCHETHUECKUE JIOKYChl UMEIOT O KOIHIA,
TOrJa KaK MPEeIKOBbIE TUIIIOUAHBIC BHIBI CONIEP-
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JKaT 10 TPH MapaIOTHYHBIX JIOKYCa, BOSHUKIINX B
pe3ynbrare APeBHUX JYIUTUKAIHA. BOIbIIMHCTBO
OMBaJICHTOB, HAOITFOIAEMBIX Y AJUIOTATLIONIOB ATO-
TO BUJIa B XOJIe Meii03a, 00pa3yroTcss MEKIY XPOMO-
coMaMH-ToMeojIoraMu, Torna kak 30 % BO3HHKAIOT
BHYTPHU OJIHOTO M3 CyOT€HOMOB, MO-BHIMMOMY, B
pe3yasTare 00beAMHEHHS XPOMOCOM, COZICPIKAIINX
OyrumnupoBanHbie paiionsl (Nicolas ef al., 2009).
OpHaKo JaHHBIE 110 TEHETHUYSCKUM H3MEHEHUSM,
BO3HHKAOIIINM B PE3yIbTaTe MapajormyHbIX acco-
[HAALUN XpOMOCOM, TTOKa BECbMa OTpaHUYeHHBI. B
TO 7K€ BPEMsI UMEETCsl MHOTO JIAHHBIX, KaCAOIINXCS
TeHETUYECKUX N3MEHEHHI B PE3yNbTaTe TOMEoIIo-
rUYHbIX pekomOuHanmii (Gaeta, Pires, 2010). Tax,
Yy CHHTETUYECKHX MOJHILIONAOB B. napus aHanus3
PECTPUKIIMOHHOTO ToIMMOphu3Ma GHparMeHTOB
JHK BbIsIBUII Kak AeNeluy, TaKk U AYTUIMKAIUU
romMeoJiornuHbIX JoKycoB (Parkin ef al., 1995; Pires
etal.,2004; Gaeta et al.,2007). Y HenaBHO chopMu-
POBaHHBIX AJUIOTIONUILIONIOB Tragopogon n3MeHe-
HUS TCHETUYECKUX MapKePOB OBLIN B PSJIE CIIy4acB
00yCIIOBIIEHBI TOMEOJIOTHYHON peKOMOWHANHEH
(Tate et al., 2009). Y anmomomurionioB Nicotiana
u Arabidopsis paznudHble U3MEHEHUS (IEIICINH,
amMIUTH(QUKaINY, TPAHCIIOKALIUH) B JIOKYCaX I'€HOB,
xkoxupyroumx pudocomansuyto PHK (renst pPHK,
w p/IHK), Morimu BO3HUKHYTH B pe3ysbTare ro-
MEOJIOTUIHON PEKOMOWHAIINH, KOHBEPCUH 1 HEPaB-
HoTro Kpoccurarosepa (Pontes et al., 2004; Kovarik
et al., 2008). IIpeamonaraercs, 9TO BaXXHYIO POJIb
B peopranmzanuu pJIHK y ammorerpanmouna
A. suecica Urpanu TpaHCIO30H-OMOCPEIOBaHHBIC
pa3pbIBbl U pekoMOuHaIu xpomocoM (Pontes et
al., 2004). Crnemyer OTMETUTh, YTO PSi/I CHHTETH-
YECKHUX TMOJHUIUIONIO0B, HAPUMEp, XIJIOMYaTHHKA
(Rong et al., 2004), apabunorncuca (Comai et al.,
2000) mposIBIISIIN MEHOTHUECKYH CTAaOMIBHOCTD
U, KaK CIIC/ICTBHE, UMENI HU3KYIO YacTOTy aHey-
TUIOUJMA U XPOMOCOMHBIX peopranmu3anuii. Tem
HE MEHee Y HUX ObLT 00HapyXEeH BHICOKHI YPOBEHb
(heHOTUTTIECKOH BapnaOeTLHOCTH, TIO-BUANMOMY,
CBSI3aHHBIH C JPYTMMH MEXaHU3MaMU FEHETUUECKON
nzmenunBoct (Comai ef al., 2000).

CTPYKTYPHASA IUBEPTEHLIUA
I'OMEOJIOI'MYHbIX XPOMOCOM

IIpu paccMOTpeHnN BIUSHHS TTOBEACHUS XPO-
MOCOM B XO/i¢ Meio03a Ha (ePTHIBHOCTH aJio-
NOJMIJIONAA MpeanoiaraeTcs, 4To (pepTUIIbHbIC

AJUTOTIOJIUILIIONIBI JIUOO yKe 001aatoT ompese-
JICHHBIM YPOBHEM KOHTPOJIS HaJ CliapuBaHHEM
XpOMOCOM, JINOO MPHOOPETAIOT ITOT KOHTPOJIb B
xoJie 3BooLMH. B 37011 cBsI31 OobII0E 3HAUCHHE
HUMEET CTPYKTYPHasl AUBEPIEeHLHsI XPOMOCOM-TO-
MEOJIOTOB, KOTOpasi 00ecrednBaeT IpenMyIecT-
BEHHOE CIlapuBaHHE TOMOJIOTHYHBIX XPOMOCOM B
xone meiio3a (Levy, Feldman, 2002). CBoii Bkiaz
B CTPYKTYPHYIO JMBEPICHLIUIO TOMEOJIOTOB MOTYT
BHOCHUTbH OJHOCTOPOHHSS JIMMHUHALIUS U peopra-
HU3aLMs OBTOPSIIOLIMXCS [TOCIE0BATEIbHOCTEH
JIHK (Ozkan, Feldman, 2009).

AHanm3 pa3TuaHbIX MEXBHUIOBBIX X MEXPOJIO0-
BBIX THOpUAOB Aegilops *x Triticum mokasai, 4To
snumuHanusa JJHK npoucxonut yxe Ha paHHHUX
craguax (GopMupoBaHUs angononuuonna B F,
U/WUAM B NIEPBOM IOKOJIEHHMM IOCIE XPOMOCOM-
HOTO YJIBOCHHMSI, TIPH ATOM JAaHHBIA MpOIEcC SB-
JsieTcsl CTa0MIBHO BOCIPOM3BOAMMBIM M MOJKET
3axBarbiBaTh 10 15 % renomuoii JJHK (Ozkan
et al., 2001; Shaked et al., 2001). DnuMuHAIIS
3aTparusaja IJIaBHBIM 00pa3oM TOJBKO OAMH U3
CyOreHOMOB y TETPAIUIOWIOB M JBa CyOreHOMa
y TeKCaryIonI0B U, KaK CIEICTBUE, IPUBOANIA K
YBEJIMYEHUIO CTPYKTYPHOH JUBEPTEHIIMN MEXK-
oy XpoMocoMamu-romeonoramu. CrocoOHOCTh
snuMuHupoBath yacth JHK monoxurensno
KOppenupoBana ¢ (GepTUIbHOCTBIO THOPUAOB U
OTPULATENIBHO KOPpeIupoBaja ¢ 4acToToil o0pa-
3oBanus MynsTUBaeHTOB (Levy, Feldman, 2004).
Hapsiny ¢ usmenenuem oodiero conepxkanus JJHK
y QJIJIONONUTUIONI0B HAOMIOJAINCH KOINYEeCTBEH-
HBIC U3MCHEHHS B OTJCIbHBIX (HPAKLUAX TOBTOPSI-
IOLIMXCS TocieoBarenbHocTel. Tak, 3HaUnTe b-
Has PeIyKIINs TIOBTOPSIIONICHCS cyOTeToMepHOi
nocineoBareabHOCTH Spelt]l Obuta 0OHapykeHa B
MEPBOM MTOKOJICHUH HCKYCCTBEHHBIX aM(DUIIIIONIOB
Triticum—Aegilops, py 5TOM BBISIBICHHbBIE H3Me-
HEHMS HE 3aBUCENIM HU OT YPOBHS IUIOWIHOCTH,
HU OT HalpaBlieHUs ckpermBanus (Salina et al.,
2004). C ucnonp30BaHAEM TEX e aM(pHUTIIIOUIOB
JpyTHUe aBTOPHI ITOKa3au, 9to npumepHo 70-90 %
FeHOM-CIEeU(PUUHOTO TaHJEMHOTO MOBTOpa
pGcelR-1a mogBepriauce SNUMHHALIMY YKE B Sy—S5
noxojieHusx (Han ef al., 2005).

Hpyrum ¢u3ndecKuM U3MEHEHHEM, KOTOpOe
MOXET BIMSTH Ha CTPYKTYPy XpPOMAaTHHA M, KaK
CJIEZICTBHE, Ha CIIAPHBAHUE XPOMOCOM, SIBISAETCS
n3MeHeHune creneHn merunuposanus JHK. V
CHHTETHUUYECKHX aJUIONOIUIUIONA0B MIISHHUIIBI YKa-
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3aHHbIE U3MEHEHNs 3aTpoHyNH 13 % reHeTuuecknx
nokycoB (Shaked et al., 2001). MnTepecHo, uto
Yy CHHTETHYECKOIO ajuloTeTparionaa 4. suecica
ObUIN CIydau, KOTJja METHIMPOBAaHHUE 3aTparuBa-
JIO TOJIBKO OAMH U3 JIBYX POIUTEIBCKUX I'€HOMOB
(Madlung et al., 2002), 4yT0o yKa3bIBaeT Ha AIIHIE-
HETUYECKYIO CYNPECCHIO OTHOTO M3 TEHOMOB (CM.
B CIICYIOILEM pasJielie).

B HacTosmuii MOMEHT HE SICHBI MEXaHHM3MBI,
JeKalue B OCHOBE BCEX BBILICYKa3aHHBIX H3-
MeHeHuit reHomuoi JIHK y amnononumionnos,
TEM HE MEHee MOKa3aHO, YTO OHHW MPHUBOJSAT K
cTaOMIIM3alK TEHOTUIA U TOBBIIICHNAIO YPOBHS
(bepTUIABHOCTH, YTO SBISETCS HEOOXOAMMBIM yC-
JIOBHEM JUIsl CTAHOBJICHHS aJIJIONOJIHUIUIONIOB B
KaueCcTBE HOBBIX BHIOB.

SIIMT'EHETUYECKHUE
U TPAHCKPUIITOMHBIE U3MEHEHUSA

K snureHeTHyeckuM H3MEHEHHSIM, KaK U3BECT-
HO, OTHOCST Takue IeHeTHYeCKHEe M3MEHEHUs,
KOTOpBIE MOTYT CTaOWJIBHO MOAJECP)KUBATHCS HA
NPOTSIKEHUH MHOTHX JICJICHHH COMAaTH4eCKHX
KJIETOK, HO TPH 3TOM HE CBSI3aHBI C U3MECHEHHEM
nepsuuHoii cTpykTypsl JJHK (Ng, Gurdon, 2008).
B pamkax naHHOro 00630pa OynyT paccMOTPEHBI
TPaHCKPUIIIMOHHBIC MEXaHU3MBI, CBSI3aHHBIC C
MetuupoBanueM JIHK u mogmdukanusmu ruc-
TOHOBBIX OEJIKOB.

OnHuUM U3 HanboJIee U3BECTHBIX dIIUIEHETHYE-
CKUX (DeHOMEHOB, HAOTIOAAEMBIX Y AJUTOTIOJIUILIO-
UJIOB, SIBJISIETCS «SJIPBIIIKOBOE JIOMHHUPOBAHHEY,
WM SIIATEHETHYECKOE TOJaBICHHE IKCIIPECCUU
renoB pPHK B ognom m3 cybrenomon (Preuss,
Pikaard, 2007). SnpslikoBoe JOMHHUPOBAHHE
BO3HUKAET HE3aBUCUMO OT HaMpaBIICHUS CKpe-
HIMBAHMS, YTO YKa3bIBa€T Ha OTCYTCTBHE POJIU
raMeTHOro MMIIPUHTUHTrA. Hampasienune nomu-
HUPOBAHUS HE SBISIETCS CIy4allHBIM UIS KaXKJ0H
KOHKPETHOW KOMOWHAIMW T€HOMOB, B TO €
BpeMst 3D (GeKT JOMUHUPOBAHUS SIBISIETCS] TKAHE-
3aBUCHMBIM U OTIPENICIISICTCSI CTalueH Pa3BUTHUS U
muddepenmposku kierok (Chen, Pikaard, 1997).
Yyactue SNUreHeTHYeCKUX MEXaHU3MOB B IAHHOM
(eHomeHe moaTBepKAacTCs (HaKTOM IePETpeccun
pPHK reHoB y THOpHIOB ¢ MTOMOIIEI0 00PabOTKH
UHTHOUTOpAMH (PEPMEHTOB, MOIUDUITPYIOIIIX
JHK u ructonossie 6enku (Chen, Pikaard, 1997,
Chen et al., 1998; Lawrence et al., 2004). ITonxo-

Il 0OpaTHOM TEHETUKHU MO3BOJIWIA HJICHTH(H-
LUPOBaTh (PaKTOpbl MOAM(UKALIMKM XpOMaTuHa H
PACKpBITh MEXAaHU3M SIPBIIIKOBON CYIPECCHH,
BaxHyt0 posib B kKotopoM urpaer MuPHK (Chen,
Pikaard, 1997; Preuss et al., 2008). Ilocnemuss,
Kak OBLIO MOKA3aHO BBIIIE, yYaCTBYeT TAaKKe B
CallJICHCUHTE TPaHCIIO30HOB U MOBTOPSIOLIUXCS
nocnegosarenbHocTel JIHK rerepoxpomaruna
(Lippman, Martienssen, 2004). Crnenyet oTme-
TUTb, YTO B HEKOTOPBIX CIIy4asx, KaK, HalIpuUMep,
Yy CHHTETHYECKHUX aJJIONOJUILIONIOB IIIECHUIIbI,
ObLIa BBISBIICHA CBSI3b MEK/Ty TTO/IaBIICHIEM TPaHC-
kpunimu p/IHK nokycoB n ux aenerueii B nepBbIx
MOKOJIeHUsIX mocie ckpeuuBanusi (Shcherban et
al., 2008; Ulepbansb u ap., 2008).

[Ipu cpaBHUTENBHOM aHaJU3€ SKCIPECCUU
I€HOB Y CHHTETUYECKUX aJUIONOIUILIONA0B U CO-
OTBETCTBYIOIINX POAMUTENCH ObUTH 0OHAPYKEHBI
JIBA OCHOBHBIX THIIA U3MEHEHHUI I'€HETHYECKON
9KCIIPECCHUU: OTHOCTOPOHHSS dKcmpeccusi (Kak B
ciydae nomuHupoBanus renoB pPHK) u veamau-
THUBHAs HKCIIpeccusi (Korga CyMMapHbIH ypOBEHb
y rubpuza He paBeH CpelHEeMYy 3HAYE€HHUIO YPOB-
Hel akcripeccnn 'y poaureneit) (Qi et al., 2012).
VY CHHTETHYECKOTO ajIoreKCcaruiona MIIEeHUIIbI
OHOCTOPOHHUI THI SKCIPECCHH OBbLT OTMEUEH Y
3 % reHoB-TOMEOJIOTOB, TOI/Ia KaK HeaJTUTHBHBIN
Tun xapakrepet st 16 % renos (Pumphrey et al.,
2009). Y cHHTETHYECKOTO aJUTOTEeTPAIIOn 1a XJI0II-
yatHuka (AD-renom) 30 % roMeoorHuHBIX TEHOB
MIPOSIBJISUTA OHOCTOPOHHUI MaTTePH 3KCIIPECCUU
(A- unu D-renom crieniupuvHbIN) Ha pa3HBIX CTa-
JMSIX Pa3BUTHS MHIUBHUYAIbHBIX KJICTOK BOJIOKHA
(Hovav et al., 2008). BoibImast 9acTh 3THX T'CHOB
nposiBisIa D-TeHoM cieupUIHBIN TaTTepH dKC-
MIPECCHH, YTO TAKIKE XapaKTEPHO ISl IPUPOTHOTO
ajorerparuionia. OJTHOCTOPOHHSS 3KCIpeccus
TOMEOJIOTOB TaKKe OOHApYKeHa Y aJIIONONUILIO-
UJ0B apabuI0ICUCa, CaXapHOro TPOCTHHUKA, Y
rubdpuna Cucumis % hytivus (Comai et al., 2000;
Mudge et al., 2009; Zhuang, Chen, 2009). Bo
MHOTHX CIIy4asx ObIJIO TIOKAa3aHO, YTO JOMUHUPO-
BaHUE HKCIPECCHUU OHOTO U3 POJIUTENIeH MMeeT
TKaHecHenn(UIHbIA XapakTep, T. €. 3aBUCHT OT
Oprasa, CTaiuil pa3BUTHsL, & TAKXKE OT BO3ACHCTBUS
onoTtndeckoro/ abuormueckoro crpecca (Adams
et al., 2004; Chaudhary et al., 2009; Buggs et al.,
2010; Dong, Adams, 2011).

bru10 MokazaHo, 4TO B OCHOBE TPAHCKPHUIITOM-
HBIX U3MEHEHHH Y aJITOTIOIMILION/IOB JIeXKaT dIIUTe-
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HETUYECKHE MEXaHU3MBI, CBSI3aHHBIC C METHIHPO-
Banuem JIHK (Shaked et al., 2001; Madlung et al.,
2002). Tak, 06paboTKa pacTeHUH S-a3aIUTHIMHOM
(waTHONTOP JJHK-MeTrnTpancdepass) npuBoamia
K ITOSIBJICHHTO OOJTBITIOTO CITEKTPa (DEHOTHITMUECKIX
OTKJIOHEHUH Y CHHTETHUECKOTO aJlIOTETPaIIon 1a
Arabidopsis suecica 0 CPaBHECHHIO C POJIUTEIIb-
ckumu Buaamu (Madlung et al., 2002). DTo yka-
3bIBAET HA Ba)KHOE 3HAYCHME AITHICHETHYECKUX
MEXaHW3MOB B MOJJICP)KAHWU OallaHCa TeHOB U
UX TIPOIYKTOB B XOJ€E PA3BUTHS IOJIUILIOMIHOTO
pacrenusi. OHAKO HE BCET/Ia SIIMTCHETHYECKHE U3~
MEHEHUsI 00y CIIOBINBAIOT H3MEHEHHSI SKCIIPECCHU
TCHOB. Y XJIOMYAaTHUKA HE BBISIBICHBI U3MECHEHHS
criexktpoB Metmiupoanus JIHK, koropsie ObI
OOBSICHSIIN 0COOEHHOCTH KCIIPECCHH TOMEOTIOTHY-
HBIX TEHOB B COCTaBE IPUPOAHBIX U CHHTETHYECKIX
ajmoronuiuionioB atoro Buaa (Liu ef al., 2001).
OTO paznuuue MeXy apaOHI0IICHCOM U XJIOMIaT-
HHUKOM yKa3bIBaeT Ha OTCYTCTBUE YHHUBEPCAIHHOTO
MEeXaHU3Ma, KOHTPOJIMPYIOIIETO SKCIPECCHIO TCHOB
y aJUTONOJIUTIIIONIOB; TIO-BHIMMOMY, JUTSl KasKI0TO
BHJIa XapaKTEPHO CHenn(pHUIECKOe COYETaHUE Te-
HETUYECKOTO M IUTEHETUYECKOTO PETYIISITOPHBIX
mexanusmoB (Chaudhary et al., 2009).

CTPYKTYPHO-®YHKIIMOHAJbHAS
JTUBEPTEHLIASA
TOMEOJIOTTYHBIX TEHOB

Tpu OCHOBHBIX MYTH ONPEACIISIOT SBOJIFOLIUIO
TOMEOJIOTHYHBIX T€HOB C MOMEHTa BO3HUKHOBE-
Hus ayutononumionna (Adams, Wendel, 2005;
Chaudhary et al., 2009). [1epBbIit myTh — cyO(yHK-
UOHAITU3AIINS, VITH pa3/ieieHIe epBOHAYATbHON
(GYHKIHMHA MEXKIY AYIUIMIAPOBAHHBIMH T'€HAMH,
MIPY ATOM OHHU (DYHKITHOHATIBHO KOMITJIEMEHTUPYIOT
npyr apyra. JlaHHbIA (eHOMEH XapaKTepeH IS
paHHUX CTa i (POPMUPOBAHUS ATUTOTIONTUTLION IOB
Y IIPUBOJIUT K COXPAHCHUIO 3HAYUTEILHOTO YHCITa
TeHOB B AyTumirpoBaHHoM coctossauu (Chaudhary
et al., 2009). Ipouecc cyOdyHKIIMOHATU3ALUH
npeo0aaeT HaJl MPOIIECCOM MTMMHUHAIIUN TOMEO-
JIOTUYHBIX T€HOB, KOTOPBIA SIBISETCS JIOBOJIBHO
penkum (Grover et al., 2007). B xone nanpHemei
HBOJTIOIUU AJUTOMONUIUIONIa OJUH M3 JYTLIN-
UPOBAHHBIX TEHOB MOXKET MPUOOPECTH HOBYIO
GbyHKIMIO B pe3ysibraTe Heo(YHKIIMOHATU3AIHH.
HauGonee panHue mposiBiacHUS HEOPyHKIIMOHA-
JU3AIUH B X0JIe (JOPMHUPOBAHUS aJUIOTIOHUILIONIA

ObUTM 0OHAPYKEHBI Y CHHTETUYESCKOTO XJIOMYaTHH-
ka (Chaudhary et al., 2009). B atoii pabote yxe B
F, noxonenuu 6bUI0 3a()MKCHPOBAHO IOSIBIECHUE
MPUHIIATIHAIBHO HOBBIX MTATTEPHOB IKCIIPECCHH Y
15 reHoB. B 3BONIIOIIMOHHOM MEPCIIEKTUBE MIPOLIECC
Heo(DyHKIIMOHATU3AIMU TaK )K€, KaK B Clydae
MEPBOTO MMYTH, TMPUBOJUT K COXPAHECHUIO 000UX
KOIUY TEHOB, HO TIPU 3TOM HAKOIUICHUE MYTaIlHii
MIPUBOJAUT K WX TOCTEIICHHOW JIMBEPTeHIINU JIPYT
OTHOCHUTENBHO Jipyra. Mcxoms M3 3TOro ciemyer
Mpearosararb, 9To Hanboiee paHHUMH SBISTFOTCS
coObITHS CyO(YHKIIMOHAIN3AIMHA TEHOB U C BO3-
PacTOM aJIJIONIOUIUION 12 BO3PACcTaET BEPOSITHOCTh
ux Heoyukuuonanusanuu (Adams, Wendel,
2005). YacTHbIM cityyaeM HEOPYHKITHOHATU3AI[HH
SIBIISIETCS «yXOJT OT aAaNITHBHOTO KOH(ITUKTAY, FITH
pasneneHue AByX pasHBIX (PYHKIHI MCXOIHOTO
reHa MKy €r0 KOIUSMH, XOTsI HEKOTOPBIC ABTOPBI
paccMaTpUBarOT 3TOT MEXaHHM3M KakK OTJEIbHBIN
(Hittinger, Carroll, 2007; Des Marais, Rausher,
2008). 1 HakoHel, TPETHIl Iy Th IBOIFOIIUN TOMEO-
JIOTHYHBIX TEHOB — 3TO MICEBA0PYHKITMOHAITN3AITUS
(korma omWH W3 TEHOB TepseT KaKyro-Tnoo (QyHK-
LIMIO, PeBpalnasch B ricesaoreH ) (Adams, Wendel,
2005; Chaudhary et al., 2009).

CKOpOCTh CTPYKTYPHO-(YHKIIHOHAIBHOMN JH-
BEpPreHIIMU I'€HOB-TOMEOJIOTOB B XOJI€ aJJIONOJUILIO-
WM3aIY 3HAYUTEIHHO BAPHUPYET B 3aBUCHIMOCTH
OT BUa. Y HENaBHO C(hOpPMHUPOBAHHOTO AJIOMO-
nurounna Tragopogon cyOoQyHKIMOHATU3AIMS
LIETIOTO psijia TEHOB Ipou3onia B Teuenue 80 net
(Buggs et al.,2010). Y mexxBumoBoro rudpuia apa-
ounorncuca 5—6 % reHoB MPOSIBIISUIN Hea TN THBHBIN
nartepH skcnpeccuu (Wang et al., 2006). U3mene-
HUS TATTEPHOB AKCTIPECCUH B TPUPOTHOM aJLIo-
TETPaIUION e XJIOMIaTHIKA, BO3HUKIIEM 1—2 MITH
JIET Ha3all, Mpou3ouuIl y 25 % roMeolornuHbIX
reHoB (Adams et al., 2003). B cocraBe ajnorek-
CaIIOUIHON numeHunsl 7. aestivum IOJIOBUHA
TOMEOJIOTHYHBIX T€HOB TOJBEPINACh CTPYKTYp-
HO-()YHKIITMOHATHFHBIM M3MEHEHUSIM B TEUCHHE
10 MUTH JI€T DBOJTIOIIHH, & TIPOIIECC TICEBIO(PYHKITHO-
HaJTU3alliy 3aBEpIInics B TeueHue 45—-50 MuH et
(Pont et al., 2011). Puc (Oryza sativa) kak nipu-
Mep MaJICONOIHUILION A TTOKa3al U3MEHEHHSI IKC-
npeccun 88—96 % reHoB B TeueHne 50—70 MiH
net (Throude et al., 2009). Takum obpazom, ai-
JIONIOJIMIJIOMIM3AIMs YK€ Ha PAHHUX CTaIUAX
WHYIUPYET OBICTPHIC U3MEHEHUS 3KCIIPECCHH Y
OOJIBIIIOTO YMCIIa TEHOB, YTO MPUBOJIUT K PEMO-
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JEJIUPOBAaHUIO T€HHBIX CETeH U CO3[4aeT OCHOBY
IUISL CTPYKTYpPHO-(QYHKIIMOHATIBHON AWBEPreHIINH
TeHOB, O0ECreunBaloIeli HIMPOKYIO aJaNTalHIo
HOJMIUIONIHBIX PACTCHUH.

3AK/IIOYEHUE

Hcnonb30BaHe YHUKAILHONW MOJETH CHHTE-
THYECKUX AJUIOMOIHUITIIONIOB MO3BOJIHUIIO YCTAHO-
BUTb, UTO YK€ Ha PAHHUX CTATUSIX (POPMUPOBAHUS
AJUTOTIOTUIUION 12 TIPOUCXOIST: XPOMOCOMHbBIE
peopranu3zaiuu (Song et al., 1995; Feldman et al.,
1997; Wendel, 2000; Chen et al., 2004; Bento et
al., 2008), n3MeHeHus narTepHa METUINPOBAHHUS
JHK (Shaked et al., 2001; Madlung et al., 2002;
Beaulieu et al., 2009), aktuBaus MOOHIBLHBIX
reHerndeckux aemMeHToB (Comai et al., 2000;
Kashkush et al., 2003; Parisod et al., 2010) u
nu3MeHeHus Tpanckpunroma (Adams et al., 2004;
Wang et al., 2006; Pumphrey et al., 2009; Gaeta
et al., 2010). Bce i u3MeHeHUsT 00CCIICUHBAIOT
CTaOWITM3AIMIO TEHOTHIIA AJUTOMOIHUITIION 1a, BOC-
CTaHOBJICHHE €r0 (PEPTHIHLHOCTH M pacIIMpEHHE
aJlalTalMOHHOI0 MOTEHIIMAla, YTO MO3BOJISCT
OCBauMBaTh HOBBIC YKOJOTMYCCKHE HUIIU U 00yC-
JIOBJIMBAET JBOJIIOIMOHHBIN yCIIeX MOJUIIONIA B
KOHKYPCHIIUH C JUTUIONTHBIMU BUIAMH.

Pabora BemonHeHa ipu (PUHAHCOBOM TOIIEPIK-
ke porpammsl [pesnamyma PAH «MonekymspHas
U KJIeTouHas ouonorus» (mpoekt 6.14).

JIMTEPATYPA

lep6ans A.b., Anonnna .T., Canmuna E.A. Brian Ty3-gypsy
perporpancno3ona Lila B cneunpudnocts D-renoma
MSTKOW TIeHunsl Triticum aestivum L. // Monexymsp.
ouonorus. 2012. T. 46. C. 584-593.

lep6ans A.B., Cepreesa E.M., banaesa E./I., Canuna E.A.
Amnanus n3menenuii 5S p/IHK y cunreTnueckux aniomno-
nutution1oB Triticum % Aegilops // Monexyssip. GHOTOTHS.
2008. T. 42(4). C. 604-611.

Adams K.L., Cronn R., Percifield R., Wendel J.F. Genes
duplicated by polyploidy show unequal contributions to
the transcriptome and organ-specific reciprocal silencing /
Proc. Natl Acad. Sci. USA. 2003. V. 100. P. 4649-4654.

Adams K.L., Percifield R., Wendel J.F. Organ-specific silenc-
ing of duplicated genes in a newly synthesized cotton
allotetraploid // Genetics. 2004. V. 168. P. 2217-2226.

Adams K.L., Wendel J.F. Polyploidy and genome evolution in
plants // Curr. Opin. Plant Biol. 2005. V. 8. P. 135-141.

Alix K., Joets J., Ryder C.D. et al. The CACTA transposon Bot1
played a major role in Brassica genome divergence and gene
proliferation // Plant J. 2008. V. 56. P. 1030-1044.

BeaulieuJ., Jean M., Belzile F. The allotetraploid Arabidopsis
thaliana — Arabidopsis lyrata subsp. petraea as an alterna-
tive model system for the study of polyploidy in plants //
Mol. Genet. Genomics. 2009. V. 281. P. 421-435.

Bennetzen J.L. Transposable elements, gene creation and
genome rearrangement in flowering plants // Curr. Opin.
Genet. Develop. 2005. V. 15. P. 621-627.

Bento M., Pereira H.S., Rocheta M. et al. Polyploidization as a
retraction force in plant genome evolution: sequence rear-
rangements in Triticale // PLoS ONE. 2008. V. 3. e1402.

Buggs R.J., Elliott N.M., Zhang L. et al. Tissue-specific si-
lencing of homoeologs in natural populations of the recent
allopolyploid Tragopogon mirus // New Phytol. 2010.
V. 186. P. 175-183.

Chantret N., Salse J., Sabot F. ef al. Molecular basis of evolu-
tionary events that shaped the Hardness locus in diploid
and polyploid wheat species (7riticum and Aegilops) //
Plant Cell. 2005. V. 17. P. 1033-1045.

Chaudhary B., Flagel L., Stupar R.M. et al. Reciprocal si-
lencing, transcriptional bias and functional divergence of
homeologs in polyploid cotton (Gossypium) // Genetics.
2009. V. 182. P. 503-517.

Chen Z.J., Comai L., Pikaard C.S. Gene dosage and stochastic
effects determine the severity and direction of uniparental
rRNA gene silencing (nucleolar dominance) in Arabidopsis
allopolyploids // Proc. Natl Acad. Sci. USA. 1998. V. 95.
P. 14891-14896.

Chen Z.J., Pikaard C.S. Transcriptional analysis of nucleolar
dominance in polyploid plants: biased expression/silencing
of progenitor rRNA genes is developmentally regulated
in Brassica // Proc. Natl Acad. Sci. USA. 1997. V. 94.
P. 3442-3447.

Chen Z., Wang J., Tian L. et al. The development of an
Arabidopsis model system for genome-wide analysis
of polyploidy effects // Biol. J. Linn. Soc. 2004. V. 82.
P. 689-700.

Comai L., Madlung A., Josefsson C., Tyagu A. Do the differ-
ent parental ‘heteronomes’ cause genomic shock in newly
formed allopolyploids? // Phil. Trans. Roy. Soc. London.
2003. Ser. B. Biological Sciences. V. 358. P. 1149-1155.

Comai L., Tyagi A.P., Winter K. ef al. Phenotypic instability
and rapid gene silencing in newly formed Arabidopsis al-
lotetraploids // Plant Cell. 2000. V. 12. P. 1551-1568.

Des Marais D.L., Rausher M.D. Escape from adaptive conflict
after duplication in an anthocyanin pathway gene // Nature.
2008. V. 454. P. 762-765.

Dong S.W., Adams K.L. Differential contributions to the
transcriptome of duplicated genes in response to abiotic
stresses in natural and synthetic polyploids // New Phytol.
2011. V. 190. P. 1045-1057.

Feldman M., Liu B., Segal G. et al. Rapid elimination of
low-copy DNA sequences in polyploid wheat: a possible
mechanism for differentiation of homoeologous chromo-
somes // Genetics. 1997. V. 147. P. 1381-1387.

Gaeta R., Pires J. Homoeologous recombination in allopoly-
ploids: the polyploid ratchet // New Phytol. 2010. V. 186.
P. 18-28.

Gaeta R.T., Pires J.C., Iniguez-Luy F. et al. Genomic changes
in resynthesized Brassica napus and their effect on gene
expression and phenotype // Plant Cell. 2007. V. 19.
P. 3403-3417.



284

A.B. Ulepbannb

Griffiths S., Sharp R., Foote T.N. et al. Molecular character-
ization of Phl as a major chromosome pairing locus in
polyploid wheat // Nature. 2006. V. 439. P. 749-752.

Grover C.E., Kim H., Wing R.A. ef al. Microcolinearity and
genome evolution in the AdhA region of diploid and
polyploid cotton (Gossypium) // Plant J. 2007. V. 50.
P. 995-1006.

Ha M., Lu J,, Tian L. ef al. Small RNAs serve as a genetic
buffer against genomic shock in Arabidopsis interspecific
hybrids and allopolyploids // Proc. Natl Acad. Sci. USA.
2009. V. 106. P. 17835-17840.

Han F., Fedak G., Guo W., Liu B. Rapid and repeatable elimina-
tion of a parental genome-specific DNA repeat (pGc1R-1a)
in newly synthesized wheat allopolyploids // Genetics. 2005.
V. 170. P. 1239-1245.

Hegarty M., Hiscock S. Hybrid speciation in plants: new in-
sights from molecular studies / New Phytol. 2005. V. 165.
P. 411-423.

Hittinger C.T., Carroll S.B. Gene duplication and the adaptive
evolution of a classic genetic switch // Nature. 2007. V. 449.
P. 677-681.

Hovav R., Udall J.A., Chaudhary B. et al. Partitioned expres-
sion of duplicated genes during development and evolution
of'a single cell in a polyploid plant // Proc. Natl Acad. Sci.
USA. 2008. V. 105. P. 6191-6195.

Kashkush K., Feldman M., Levy A.A. Gene loss, silencing and
activation in a newly synthesized wheat allotetraploid //
Genetics. 2002. V. 160. P. 1651-1659.

Kashkush K., Feldman M., Levy A.A. Transcriptional activa-
tion of retrotransposons alters the expression of adjacent
genes in wheat // Nat. Genet. 2003. V. 33. P. 102-106.

Kovarik A., Dadejova M., Lim Y.K. et al. Evolution of IDNA
in Nicotiana allopolyploids: a potential link between rDNA
homogenization and epigenetics / Ann. Botany. 2008.
V. 101. P. 815-823.

Lawrence R.J., Earley K., Pontes O. ef al. A concerted DNA
methylation/histone methylation switch regulates rRNA
gene dosage control and nucleolar dominance // Mol. Cell.
2004. V. 13. P. 599-609.

Leitch I., Bennett M. Polyploidy in angiosperms // Trends
Plant Sci. 1997. V. 2. P. 470-476.

Leitch 1.J., Bennett M.D. Genome downsizing in polyploid
plants // Biol. J. Linn. Soc. 2004. V. 82. P. 651-663.
Levy A.A., Feldman M. The impact of polyploidy on
grass genome evolution // Plant Physiol. 2002. V. 130.

P. 1587-1593.

Levy A.A., Feldman M. Genetic and epigenetic reprogram-
ming of the wheat genome upon allopolyploidization //
Biol. J. Linn. Soc. 2004. V. 82. P. 607-613.

Lim K.Y., Kovarik A., Matyasek R. et al. Sequence of events
leading to near-complete genome turnover in allopolyploid
Nicotiana within five million years // New Phytol. 2007.
V. 175. P. 756-763.

Lippman Z., Martienssen R. The role of RNA interference
in heterochromatic silencing // Nature. 2004. V. 431.
P. 364-370.

Liu F., Cui X., Horner H. ef al. Mitochondrial aldehyde dehy-
drogenase activity is requires for male fertility in maize //
Plant Cell. 2001. V. 13. P. 1063-1078.

Lukens L.N., Pires J.C., Leon E. et al. Patterns of sequence
loss and cytosine methylation within a population of

newly resynthesized Brassica napus allopolyploids // Plant
Physiol. 2006. V. 140. P. 336-348.

Lysak M.A., Berr A., Pecinka A. et al. Mechanisms of chromo-
some number reduction in Arabidopsis thaliana and related
Brassicaceae species // Proc. Natl Acad. Sci. USA. 2006.
V. 103. P. 5224-5229.

Madlung A., Masuelli R.W., Watson B. et al. Remodeling
of DNA methylation and phenotypic and transcriptional
changes in synthetic Arabidopsis allotetraploids // Plant
Physiol. 2002. V. 129. P. 733-746.

Madlung A., Tyagi A.P., Watson B. ef al. Genomic changes in
synthetic Arabidopsis polyploids // Plant J. 2005. V. 41.
P. 221-230.

Matzke M.A., Matzke A.J. Polyploidy and transposons //
Trends Ecol. Evol. 1998. V. 13. P. 241.

McClintock B. The significance of responses of the genome to
challenge // Science. 1984. V. 226. P. 792-801.

Mudge S.R., Osabe K., Casu R.E. ef al. Efficient silencing of
reporter transgenes coupled to known functional promot-
ers in sugarcane, a highly polyploid crop species // Planta.
2009. V. 229. P. 549-558.

NgR.K., Gurdon J.B. Epigenetic inheritance of cell differentia-
tion status // Cell Cycle. 2008. V. 7. P. 1173-1177.

Nicolas S.D., Leflon M., Monod H. et al. Genetic regulation
of meiotic cross-overs between related genomes in Bras-
sica napus haploids and hybrids // Plant Cell. 2009. V. 21.
P. 373-385.

Ozkan H., Feldman M. Rapid cytological diploidization in
newly formed allopolyploids of the wheat (4egilops-Triti-
cum) group // Genome. 2009. V. 52(11). P. 926-934.

Ozkan H., Levy A.A., Feldman M. Allopolyploidy-induced
rapid genome evolution in the wheat (4degilops—Triticum)
group // Plant Cell. 2001. V. 13. P. 1735-1747.

Parisod C., Alix K., Just J. e al. Impact of transposable ele-
ments on the organization and function of allopolyploid
genomes // New Phytol. 2010. V. 186. P. 37-45.

Parisod C., Salmon A., Zerjal T. ef al. Rapid structural and
epigenetic reorganization near transposable elements in
hybrid and allopolyploid genomes in Spartina // New
Phytol. 2009. V. 184. P. 1003-1015.

Parkin I.A., Sharpe A.G., Keith D.J., Lydiate D.J. Identification
of the A and C genomes of amphidiploid Brassica napus
(oilseed rape) // Genome. 1995. V. 38. P. 1122—-1131.

Petit M., Guidat C., Daniel J. ef al. Mobilization of retrotrans-
posons in synthetic allotetraploid tobacco // New Phytol.
2010. V. 186. P. 135-147.

Pires J.C., Zhao J., Schranz M.E. et al. Flowering time di-
vergence and genomic rearrangements in resynthesized
Brassica polyploids (Brassicaceae) // Biol. J. Linn. Soc.
2004. V. 82. P. 675-688.

Pont C., Murat F., Confolent C. et al. RNA-seq in grain unveils
fate of neo- and paleopolyploidization events in bread
wheat (7riticum aestivum L.) // Genome Biol. 2011. V. 12.
P.R119.

Pontes O., Neves N., Silva M. et al. Chromosomal locus
rearrangements are a rapid response to formation of the
allotetraploid Arabidopsis suecica genome // Proc. Natl
Acad. Sci. USA. 2004. V. 101. P. 18240-18245.

Preuss S., Costa-Nunes P., Tucker S. et al. Multi-megabase
silencing in nucleolar dominance results from siRNA-di-
rected de novo DNA methylation recognized by specific



Peopranusanys reHoMa pacTeHUI IPU AAAOTTOAUTTAOMAU3ZALIUY 285

methylcytosine binding proteins // Mol. Cell. 2008. V. 32.
P. 673-684.

Preuss S., Pikaard C.S. rRNA gene silencing and nucleolar
dominance: insights into a chromosome-scale epigenetic
on/off switch / Biochim. Biophys. Acta. 2007. V. 1769.
P. 383-392.

Pumphrey M., Bai J., Laudencia-Chingcuanco D. ef a/. Non-
additive expression of homoeologous genes is established
upon polyploidization in hexaploid wheat // Genetics.
2009. V. 181. P. 1147-1157.

Qi B., Huang W., Zhu B. et al. Global transgenerational gene
expression dynamics in two newly synthesized allohexa-
ploid wheat (Triticum aestivum) lines / BMC Biol. 2012.
V. 10.P. 3.

Rong J., Abbey C., Bowers J.E. et al. A 3347-locus genetic
recombination map of sequence-tagged sites reveals
features of genome organization, transmission and evo-
lution of cotton (Gossypium) // Genetics. 2004. V. 166.
P. 389-417.

Salina E.A., Numerova A.M., Ozkan H., Feldman M. Alterations
in subtelomeric tandem repeats during early stages of allo-
polyploidy in wheat // Genome. 2004. V. 47. P. 860-867.

Salina E.A., Sergeeva E.M., Adonina 1.G. et al. The Ty3-
gypsy group LTR retrotransposon Fatima: the impact on
B-genome specificity of polyploid wheats / BMC Plant
Biol. 2011. V. 11. P. 99.

Sarilar V., Palacios P.M., Rousselet A. et al. Allopolyploidy
has a moderate impact on restructuring at three contrast-
ing transposable element insertion sites in resynthesized
Brassica napus allotetraploids // New Phytol. 2013. doi:
10.1111/nph.12156.

Sergeeva E.M., Salina E.A., Adonina I.G., Chalhoub B.
Evolutionary analysis of the CACTA DNA-transposon
Caspar across wheat species using sequence comparison
and in situ hybridization // Mol. Genet. Genomics. 2010.
V. 284.P. 11-23.

Shaked H., Kashkush K., Ozkan H. et al. Sequence elimination
and cytosine methylation are rapid and reproducible
responses of the genome to wide hybridization and

allopolyploidy in wheat // Plant Cell. 2001. V. 13.
P. 1749-1759.

Shcherban A.B., Badaeva E.D., Amosova A.V. et al. Genetic
and epigenetic changes of TDNA in a synthetic allotetraploid
Aegilops sharonensis x Ae. umbellulata // Genome.
2008. V. 51. P. 261-271.

Slotkin R.K., Martienssen R. Transposable elements and the
epigenetic regulation of the genome // Nature Rev. Genet.
2007. V. 8. P. 272-285.

Song K.M., LuP.,, Tang K.L., Osborn T.C. Rapid genome change
in synthetic polyploids of Brassica and its implications for
polyploid evolution // Proc. Natl Acad. Sci. USA. 1995.
V. 92.P. 7719-7723.

Stebbins G.L. Chromosomal evolution in higher plants.
London, UK: Edward Arnold, 1971.

Tate J.A., Symonds V.V., Doust A.N. et al. Synthetic polyploids
of Tragopogon miscellus and T. mirus (Asteraceae): 60
years after Ownbey’s discovery // Amer. J. Bot. 2009. V. 96.
P. 979-988.

Throude M., Bolot S., Bosio M. et al. Structure and expression
analysis of rice paleo duplications // Nucl. Acids Res. 2009.
V. 37. P. 1248-1259.

Tsukahara S., Kobayashi A., Kawabe A. et al. Bursts of
retrotransposition reproduced in Arabidopsis // Nature.
2009. V. 461. P. 423-426.

Walsh B. Population-genetic models of the fates of duplicate
genes // Genetica. 2003. V. 118. P. 279-294.

Wang J., Tian L., Lee H.S. et al. Genome wide nonadditive
gene regulation in Arabidopsis allotetraploids // Genetics.
2006. V. 172. P. 507-517.

Wendel J.F. Genome evolution in polyploids // Plant Mol. Biol.
2000. V. 42. P. 225-249.

Zhao X.P., SiY., Hanson R.E. ez al. Dispersed repetitive DNA
has spread to new genomes since polyploid formation in
cotton // Genome Res. 1998. V. 8. P. 479-492.

Zhuang Y., Chen J.F. Changes of gene expression in early gen-
erations of the synthetic allotetraploid Cucumis % hytivus
Chen et Kirkbride // Genet. Res. Crop Evol. 2009. V. 56.
P. 1071-1076.

THE REORGANIZATION OF PLANT GENOMES DURING
ALLOPOLYPLOIDISATION

A.B. Shcherban

Institute of Cytology and Genetics SB RAS, Novosibirsk, Russia, e-mail: atos@bionet.nsc.ru

Summary

Molecular mechanisms governing plant genome reorganization in the course of allopolyploidization are
reviewed. The special role of early genetic changes, which were studied by using a unique model of synthetic
allopolyploids, is emphasized. The data on various genomic changes at early stages of allopolyploidization,
including activation of mobile elements, chromosomal rearrangements, epigenetic and transcriptomic changes,
etc., are summarized. We note that these changes provide evolutionary success of allopolyploids and their
prevalence among higher plants due to formation of stable organization of the allopolyploid genome.
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