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0030p MOCBSIIIIEH XapaKTePUCTUKE OCHOBHBIX KJIACCOB MOBTOPSIIONIMXCS rocienoBarensHocTeit JTHK,
BKITIOYas Kogupyromue (reasl pPHK) n Hekoaupyromme mociaenoBareIbHOCTH (TaHASMHbBIE U TUCTIEPTHPO-
BaHHBIE TOBTOPBI). OOCYX1aeTcst 0co0ast poib ITHX KOMIIOHEHTOB B ()OPMUPOBAHUH CTPYKTYPHO-(DYHKITH-
OHAJILHOM OpraHU3al[i FTeHOMA BBICIIUX PACTEHUH, a TaK)Ke B 00€CIICYCHUH TIOBBIIICHHOM 110 CPAaBHEHHIO
C TEHOMOM JKMBOTHBIX T'€HETHUECKOW M3MEHUYMBOCTH Ha YPOBHE KaK OT/EJbHBIX MOCIIEI0BATEIHLHOCTEH,

TaK U réHoma.

KuroueBble cioBa: Bbicuine pacteHus, nopropstouuecs nocineaosarensnocty JJHK, renst pPHK, Tan-

ﬂeMHBIﬁ IMOBTOD, MOOUJILHBIN IIEMEHT.

JHK sinepHoro reHoma pacTeHU CONEPIKUT
VHUKAJIBHBIC WM HU3KOKOIIMIHBIE KOAUPYIOIIUE
nociaenoBarenbHoctu AHK, nemocpenctsenHo
CBSI3aHHBIE C HUMU PETYISTOPHBIE IIEMEHTHI,
a TaK)Xe pa3INYHBIE KJIACCHI TOBTOPSIOMMUXCA
nocienosarenproctert (I1I1) JHK (Schmidt,
Heslop-Harrison, 1998). Yacts I1I1 JIHK moxer
UMETh KOIAUPYIOIIYIO (PYHKIUIO Kak, HaIpuMmep,
rensl pudbocomanbroit PHK (pPHK). [pyras wacts
ATHX TOCIE0BaTeNILHOCTEH HE HEeCeT (PYHKIIUIO
KOIMPOBaHUS OEITKOB, HEOOXOMUMBIX TSI (hyHK-
[IUOHUPOBAHUS U BOCIIPOM3BOJCTBA OPTraHU3MA.
OpHaKO OHM MOTYT KOJMPOBATh OCJIKH, Ba)KHBIC
JUIsL UX COOCTBEHHOTO Pa3MHOXCHUS B TEHOME
(MOOMIIbHBIE TEHETHYECKHE DIIEMEHTBHI ).

[IIT JHK sBIISIIOTCS OCHOBHBIM KOMIIOHEHTOM
reHoma pacteHui. [1o pa3HbIM TaHHBIM, Y 3JIaKOB
K HIM MOXXET OTHOCHUTHCS 110 90-95 % simepHoit
JHK (Flavell et al., 1974; Paux et al., 2006).
IIIT mpencraBisitoT o000 BBICOKOT€TEPOTCHHYIO
TpyIIy, TPEICTABICHHYIO ThICSYaMU WA JIaXKe
JIECATKAMH THICSY CEMEUCTB, OTIIMYAIOIINXCS T10
JUTHHE MOTHBA, YPOBHIO KOTTMIHOCTH W OpraHU3a-
uuu B renome (Flavell, 1986; Kubis et al., 1998;
Heslop-Harrison, 2000). [Tpuuuns!l moaaepxanus
ctonb 3HauuTensHoro konuuectna 111 JIHK, a Tak-

K€ BBICOKOTO pa3HOOOPa3usl UX COCTaBa J0 KOHIIA
He u3ydeHsbl. [Ipeamonaraior, 4To OHH UTPAIOT
BRXHYIO POJIb B CTAOWIM3AIUK H MOICPIKAHUN
CTPYKTYPBI XPOMOCOM, YUACTBYIOT B «y3HABAHUI
Y IPAaBUIIEHOM PACXOXKJICHUU XPOMOCOM BO BpEeMsI
MuTO3a U Mero3a (Vershinin ef al., 1995; Kubis et
al., 1998). Jlokychl HEKOTOPBIX CEMEUCTB caTel-
nuTHeIX JIHK BBICTYMalOT Kak TOYKH PEKOMOMHA-
uu xpomocoM B Mmeriose (Vershinin et al., 1995;
Linares et al., 1998). Temomepo-accormupoBaHHbIE
MOBTOPBI BBITOJTHSIOT (DYHKITUIO 3aIIUTHI TEIIOMED
Y yYaCTBYIOT B PETyJISILIUM TCHOB, JIOKAIN30BAHHBIX
B CyOTeNIOMepHBIX paiioHax (Sykorova et al., 2003).
[Tokazano, 4TO0 BHI00Opa30BaHUE Y PaCTEHHI
4acTO CBSI3aHO C OBICTPHIMU W3MEHEHUSIMH (hpak-
rmu IIT JIHK (Flavell, 1982; Dvorak et al., 1998;
Cuadrado, Jouve, 2002).

I'EHbI pPHK

Hapsiny ¢ nepBuuHOHN nepeTsbKkol B 00sacTu
[IEHTPOMEPHI Y MeTa]a3HOH XPOMOCOMEBI CyIIIECT-
BYET BTOPHYHAS ITEPETSHKKA B pallOHE OpraHn3aIlii
sapseimika (NOR — nucleolar organizer region).
DTOT paiflOH COOTBETCTBYET CalTaM JIOKAIU3AI[UU
reHoB, kopupyromux pPHK, kotopas cuntsiBaeTcs
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B BHJIC CIMHOTO TPAHCKPHIITA C KOAPPHUIUESHTOM
cequmenTanuu 458S. Jlannas PHK 3arem moasep-
raercs mpoueccuHry ¢ oopasoBanuem 18S, 5,8S u
268 cyowsenunnt pPHK. TangemHo oprannzoBan-
Hble noBTOpsitonuecs enununbl pJIHK, Hapsay
¢ nmuctponoM 18S-5,85-26S pPHK, coxepxar
MEXIECHHBIN cleicepHblil palioOH, B KOTOPOM
JIOKAQJIN3YIOTCS CalT MHUIUALMKM TPAHCKPUIIIUU
nns PHK-nonumepassl 1, caliTel mHULMAUUU U
tepMmuHauuu Tpanckpunuuu pPHK u apyrue pery-
nsTopHbIe aeMeHTsI (puc. 1.) (Gerlach, Bedbrook,
1979; Reeder, 1984; Vincentz, Flavell, 1989). He-
TPaHCKPHOMPYEMBIH Crieiicep CONEPIKUT TaKKe P
TIOBTOPSIFOILMXCS HYKJIEOTH/THBIX [TOCIIEI0BATENIbHO-
CTeH, Tak Ha3pIBaeMbIX cyornoBTopoB A, B, Cu D,
HPOTSHKEHHOCTh M YHCIIO KOTOPBIX BapbUPYIOT Y
Pa3HBIX BUJIOB PACTEHHUIL; IIPU 3TOM BHYTPH OTHEIIb-
HBIX KJIACTEPOB JJTNHA TTOBTOPSIONIEICS € TMHHIIBI,
Kak [paBuIio, onuHakoBas (Appels, Dvorak, 1982a,
b). V 3nakoB (Triticeae) nMeeTCss HECKOIBKO JIHC-
kpeTHbIX JokycoB pJAHK, pacnonoxeHHbIX Ha
KOPOTKHMX IUIedax XpoMocoM 1, 5 u 6, Kaxablil
13 KOTOPBIX COMEPKHUT ~ 1200 MOBTOPSIOMINXCS
SIVHHIIL JUTHHOHN ~ 9 THIC. Tap HYKJICOTHUAOB (T.II.H.)
(Flavell, O’Dell, 1976; Gerlach, Bedbrook, 1979).
Y apabunoncuca nokycel pJIlHK pacnonoxxenst na
JIBYX XpOMOCOMAaX C YicIIoM Komuii ~360 equHui/
JIOKYyC, 4TO B CyMME COCTaBJISIET OKOJIO 5 % Bcero
renoma (Copenhaver, Pikaard, 1996).

I'ennl, xonupytomme 5S cyoseaunuity pPHK,
JIoKaiu3oBaHbl otenbHo oT 45S pPHK renos, HO
MMEIOT TOT 7K€ MMPUHIIMIT OpraHu3aluy. Y 371aKOB JI0-
kychl 5S pPHK pacnionoxens! Ha xpomocoMmax 1 u 5
Y COZIEPIKAT 0 HECKOJIBKHX THICSY €IMHUL, KaXKIast
U3 KOTOPBIX COCTOUT U3 KOHCEPBaTUBHOW KOAUPY-
foreld yactu jymHor 120 map HykineoTua0B (11.H.)
Y BaprabeIbHOTO HETPAHCKPUOUPYEMOTO crieiicepa
(puc. 1) (Appels et al., 1980). B renome Triti-
ceae MPUCYTCTBYIOT JBa nojcemMeiicra: SSDna-1
u 5SDna2 ¢ mnuHoil cnelicepoB 200-349 u 350—
380 m.H. coorBercTBeHHO (Gerlach, Dyer, 1980).
Paznuus B pasmepe enunann 5SS p/IHK o6yciosie-
HBI HHCEPLMSIMHU/ JIETICUSIMH B CPETHEH MOIMMOopd-
HOH 4acTu crelicepa, Toraa Kak 5'- u 3'-¢nankupy-
IOIINE PaliOHBI TEHOB SIBJISIIOTCSI KOHCEPBATUBHBIMU
u cozepskar caiT cszbiBanusa PHK-nomrmepasst [T
Y CaliT TepMHUHAITIH COOTBETCTBEHHO (Appels et al.,
1992). ¥V HekoTopbIX BUIOB Brachypodium Oviin
OOHapy>KeHbI 0YEHb KOPOTKHE CHelcephl ATHHON
30 11.H., TO3TOMY MOYKHO ITpeAroararb, 4To y pac-

MosTopstowasca eguHuua 45S paHK

B-noBTopbl A-NOBTOPbI
P P v
- 268 HIIL 1] 188 HsssH 26s
MexreHHbIVi cnencep leH
4-5 T.N.H. 5 T.n.H.

MosTopsitowascsa eguHmya 5S pAHK

|

e

™~ pnankupytoLve yacTn

!

1
nonumopdHas yacte | 5'- -_

_

leH MexreHHbIl cnencep leH

120 n.H. 200-400 n.H. 120 n.H.

Puc. 1. Opranuzaiyst pub0oCcoMatbHbIX TEHOB, KOJUPY-
rouux 45S u 5S pPHK.

TEHUH YacThb CIEUCEPHBIX MOCIEIOBATEIBHOCTEN
JuTIIeHa Kakoi-moo ¢yuknnu (Cox et al., 1992).

Kak 45S pPHK, tak u 5S pPHK nokycs! gacto
MOABEPTAIOTCS PEOPTaHU3aLUH B XOJI€ DBOJIOIHH.
Taxk, y aByx 3kotunoB A.thaliana (Landsberg u
Columbia) noxycer 5S pPHK pacnionosxens! Ha pa3-
HBIX XpoMocomax (Murata ef al., 1997). V 3nakos
kak pasMep jokycoB pPHK, Tak u ux pacnosoxe-
HUE HAa XPOMOCOMAaxX CHJIBHO OTIIMYAIOTCS JIaXkKe
Mexay OnuskopozactBeHHbiMU Busiamu (Castilho,
Heslop-Harrison, 1995).

TAHAEMHO OPTAHU30OBAHHBIE
HOCJIEJOBATEJIBHOCTH JHK

ITepBbIe mpeacTaBIeHUs O TAHAEMHO OpraHU-
3oBaHHbBIX [1I1 OBUTM TOYyYESHBI TIPU U3YyYCHHU
carennutHoi JIHK. CrHauana sTuM TepMHHOM
0003HaYaJH Ty 9aCTh TeHOMa, KOTOPAast OT/EISIach
MpU TPAAUEHTHOM YIBTPaIeHTPU(yTHPOBAHUH
(Kit, 1961) u, cnenoBarenbHO, 1O TNIOTHOCTH U CO-
nepxannio AT/GC nap g0imKHa Oblila OTJIMYATHCS
ot ocHoBHOM Maccel JIHK. B Hacrosiiiee Bpemst mof
STUM TEPMHHOM MOJPA3yMEBACTCS XapaKTEPHBII
KOMITOHEHT JyKapHOTHYECKOTO TeHOMa, COCTOs-
Ui U3 TaHAEMHO OPTaHW30BAHHBIX MTOBTOPOB.
Carennuraas JIHK me xommpyer 6enku u joxa-
JI30BaHa B KOHCTUTYTHBHOM TETEPOXPOMATHHE
xpomocoM (cM. 0030p: XemiiebeHno u ap., 2003).
Caremnurtnas JIHK cocTout u3 psiioB UASHTUYHBIX
MTOBTOPSIIOIIUXCS €UHUIl (MOHOMEPOB), YUCIIO
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KOTOPBIX MOXET BapbHPOBATh OT HECKOJIBKUX COT
no Oonee MuUIHOHA. B 3aBHCcHMOCTH OT pa3Mepa
MOBTOPSIIONIUXCS €IUHUI] PA3IHYaAl0T MUKPO- H
MuHucareanutHy JJHK. Mukpocarennutel
(SSR — simple sequence repeats) UMEIOT JIUHY
MoHoMepa He Oonee 10 1.H., TOr/ja KaKk y MUHUCA-
TEJUTUTOB OHA KoJieOnercs B mpeenax 10—100 m.H.
(Sharma, Raina, 2005). OcranbHbie TTIOBTOPHI C
InHOM MoHoMepa Bbile 100 m.H. OTHOCSATCA K
care;umtHOM JIHK. B reHoMaXx MImeHUITHI ¥ TIMEHS
mukpocareumtHas JIHK cocrasnser 1,2 % u 3,8 %
COOTBETCTBEHHO W B OCHOBHOM IIpEJICTaBIICHA
KOPOTKUMH BBICOKOTIOBTOPSIFOIIIUMUCS MTOCIIE]0-
BarenbHOCTAMHU (GAA), (GAG),, (Mitra, Bhatia,
1986). bbun BbIAEIECHBI U 0XapaKTEPU30BAHbBI
JTUHYKJICOTHIHbIE MUKPOCATEILTUTHBIC TTOCIIeIOBa-
TEeTBLHOCTH Ae. tauschii, toHopa reHoMa D MsTkoi
mmenuIsl (Pestsova et al., 2000a). Mukpocaren-
JIUTHBIC TIOBTOPBI MMEIOT, IIaBHBIM 00pa3oM, WH-
TEPCTUIMATBHOE PACIIOIOKESHUE Ha XPOMOCOMAaxX U
HIMPOKO UCIIONB3YIOTCS B KAUYECTBE MAPKEPOB IS
MOCTPOCHUS MOJICKYISIPHO-TEHETHYECKUX KapT,
B YaCTHOCTH MsATKoW mmmeHunsl (Pestsova et al.,
2000a; Paillard et al., 2003; Somers et al., 2004).
st munucarenmutHoM u careruutHoi JIHK xa-
pakTepHo OoJiee JIOKaTU30BaHHOE paclpeieeHue
Ha KOHI[aX XPOMOCOM HJIU B IEHTPOMEPHBIX Pario-
Hax. Tak, HampuMep, MPOTSHKEHHbIE TaH/IEMHBIC
MTOBTOPSAIOIINECS €TUHUIIBI BXOAAT B COCTaB Te-
JIOMEPHOTO TeTepOXPOMaTHHA PXku Secale cereale,
3anumas 8—12 % renoma (Bedbrook et al., 1980).
Brutm getanbHO UCCIeIOBaHbBI YEThIPE CEMEHCTBA
TEJIOMEPHBIX TOBTOPOB P3KH, UMEIOIIUX CIIOKHYIO
HEePapXUIEeCKyI0 CTPYKTYpy. OCHOBHBIM SIBISIETCS
cemetictBo 120 m.H. (pSc119.2), mepBoHaYATEHO
KIJIOHUPOBAaHHOE U3 Secale cereale v BIOCIENCTBIH
oOHapykeHHOEe y MHOTUX BHJO0B TpHuObI Triticeae
u cecTpuHcKod TpuObl Avenae (Bedbrook et al.,
1980; Mclntyre et al., 1990; Vershinin et al., 1995;
Salina et al., 1998). IloBTopsromuecs eTuHUITBI
OCTAIIbHBIX CEMEHCTB COAEpIKaT MPOCTHIE CyOITo-
BTOPHI JUTHHOHN 120 I.H. B COYETaHUU C APYTHMH
nocnenoBarenbHocTsiMu (Bedbrook et al., 1980).

W3 Aegilops speltoides ObUIO BBIZICICHO BH-
JocrnenuuIHOe TEIOMEPHOE CEMEHCTBO TOBTOPOB
Speltl, cocraBmusromee oxono 2 % saepuoit JJHK
nmauHoro Buna (Salina ef al., 1998). YkazaHHBIE TI0-
BTOPBI JUTMHOMN 178 T1.H. BXOZIAT B COCTaB TEJIOMEp-
HBIX paiflOHOB XpOMOCOM Hapsiiy ¢ Oojee oOmmM
JUIsL 311aKOB cemericTBoM Spelt52, mpu aTom Speltl

MOBTOPBI PacIioNioXkKeHbI AucTanbHo (Salina ef al.,
2006). CemeiictBo Spelt52 comepKUT MOHOMEPHI
nByX TUnoB: Spelt52.1 u Spelt52.2, koTopbie nme-
IOT OJIMHAKOBYIO KOHCEPBATUBHYIO YaCTh JUTHHOM
283 1.H. ¥ HETOMOJIOTUYHBIE YYACTKH JITTUHOM 92 1
106 m.H. cooTBeTcTBEeHHO (Salina et al., 2004).

IToMuMO yKe yKka3aHHbBIX CEMENCTB TaHAEMHBIX
MTOBTOPOB, y MpeJicTaBuTenel Tpuos Triticeae ObLT
HaliIeH psiJl APYTUX CEMENCTB, MMEIOIMX TeJIOMep-
HYIO (LIEHTPOMEPHYIO) JIOKATH3AIHIO:

a) Afa (pAsl)-ceMelicTBO MMOBTOPOB JITMHOU
340 1.H., KOTOpBIE JIOKATM30BAHBI B TEJIOMEPHBIX
U MHTEPCTUIHATBHBIX XPOMOCOMHBIX paiioHax
Ae. tauschii, T. aestivum, Bunos Hordeum, Elymus
trachycaulus (Rayburn, Gill, 1986; Nagaki et al.,
1995, 1998). K aT0i1 %€ rpynie MOXHO OTHECTH
CEMENCTBO TaHJEMHO OPTaHW30BAHHBIX MOCIIENO-
BarenbHOCTeH pAesKB52, pacrionokeHHBIX B TeJ0-
MEpHBIX paifoHax XpOMOCOM y HEKOTOPBIX BHJIOB
Triticeae, oTHOCsIIMXCS K S-reHOMY (4e. speltoides,
Ae. sharonensis n Ae. longissima) (Anamthawat-
Josson, Heslop-Harrison, 1993; Zhang et al., 2002;
Salina et al., 2004);

0) cemeiicTBo Tail, cocTosimiee U3 TaHIEMHBIX
MOBTOPOB JTMHOM 570 11.H., 0OHApY>KESHHBIX B Te-
JIOMEPHBIX paiioHax OoNbIIMHCTBA BHIOB Triticeae,
3a MCKIIOYeHUueM BUAOB Triticum u Aegilops, y
KOTOPBIX BBISBIIEHO [IEHTPOMEPHOE PACIIONOKEHHE
ykazaaHbIx ToBTOpoB (Kishii, Tsujimoto, 2002);

B) cnenu(UUHBIN IS [IEHTPOMEP TaHJIEeM-
ub1il moBTOp CentC KyKypy3bl Zea mays AJIAHON
156 1. (Ananiev et al., 1998);

r) HvRT-tenomepusie noBTopsl Hordeum
vulgare ¢ nmuHON MoHOMepa 118 1.H., nMerome
CIOXHYIO Hepapxudeckyto opraausanuto (Kilian,
Kleinhofs, 1992).

TaneMHBIE TOBTOPBI MOTYT PaCPOCTPAHSATHCS
M0 TEHOMY IMOCPEICTBOM HEPAaBHOTO KPOCCHHIO-
BEpa MEX/y MapaMH CECTPUHCKUX XPOMATH WIH
romonornyabix xpomocom (Charlesworth et al.,
1994), a Takke ¢ TOMOIIBIO PETUTUKAIINA dKCTPa-
xpomocomHoi JIHK no momenn «xarsmierocs
kosneca» (Navratilova et al., 2008).

JUCIHIEPTUPOBAHHBIE
MHOCJIEJOBATEJIBHOCTH JHK

N3BecTHO, YTO OCHOBHAs Macca AUCIEPTH-
posannbix III1 JIHK Bo3Hukia B pesynbrare ak-
TUBHOCTH MOOWMIIBHBIX 3JIEMEHTOB. MOOMIIbHbIE
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sneMeHTsl (MD) reHoma moapas3ieisiioT Ha JBa
KJ1acca: JIEMEHTHI Kiacca | (peTpoTpaHcio30Hst),
KOTOpBIE TIEPEMEIIAIOTCS C TIOMOIIBI0 MEXaHH3Ma
«KOTIMPOBAHUSI—BCTPAUBAHUS» C UCTIOIb30BAaHUEM
PHK-niocpemaunkos; u amemenTsI kiacca I (JAHK-
TPAHCIIO30HBI), KOTOPBIC HCIOIB3YIOT MEXaHU3M
«BBIPE3aHUSI—BCTPAUBAHUS, C 00Pa30BAHUEM JTHOO
OJIHO-, 10O JByXIlenoyedHbIX pa3pbiBoB JJHK
(Wicker et al., 2007) (puc. 2).

Kunacce I, perporpaHcno3oHbl

CornacHo oOUIENPUHATON KiIacCcU(PUKALINH,
M0 HAJIWYHIO—OTCYTCTBUIO JJMHHBIX KOHLEBBIX
nosropoB (LTR) perporpaHcio3ons! aensTcs Ha
LTR-conepxxamue (LTR perporpaHCIio30HBI) 1
HecoJiepKaliue peTpoTpaHcno3onsl. [locnennue
B CBOIO OY€pelb ACNATCS Ha JJIMHHBIE JUCIIEPTH-
poBanHble (LINE) 1 KOpOTKHE TUCTIEpIHPOBAaHHbBIE
(SINE) anemenTsl (puc. 2). Kpome 3THX OCHOBHBIX
TPYII, BBIACISIOT AOTOJHUTEIbHBIE TPYIIIIHL:
DIRS- n Penelope-iono0OHbBIE AIIEMEHTHI, a TAKKE
HeaBTOHOMHbIe BapuaHThl LTR-perporpancno-
30HO0B: TRIM- (Terminal-Repeat Retrotranspo-
sons In Miniature) u LARD-3nements (Large
Retrotransposon Derivatives) (cm. 0030p Cepreesa,
Canuna, 2011).

Briaensitor 1Ba OCHOBHBIX cyliepceMeicTBa
LTR-perporpancno3onoB: Gypsy u Copia, pas3-
JUYAIOIINXCS TOPSIAKOM PACIIOJIOKEHUSI TEHOB

Knacc 1. PeTpoTpaHCcno3oHbl
LTR-cogepxaline peTpoTpaHCno30Hb!

Copia-nogo6Hele

q

Gypsy-nofobHble

q

LTR-Hecogepxalume peTpoTpaHCno30Hb!

LINE > >
5
> -+

SINE
5' 3

Knacc 2. QHK-TpaHCno30HbI

TIR
aBTOHOMHbIE 3N1EMEHTDI >

5
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HEaBTOHOMHbIE SNIEMEHTLI

5

> I ol o |
5

> D (o] | Puras
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00paTHON TpPaHCKPUIITAa3bl U MHTErPa3bl IpyT
OTHOCHUTEIBHO IPYra, HO UMEIOLINX OANHAKOBBIN
MexanusM Tpancnosunuu (Wicker et al., 2007).
V¥ pacrenuii LTR-peTpoTpaHCnO30HbI SIBISIOTCS
npeoOmanaromeii rpynmoi MO, OHU COCTaBIISAIOT
ot 15 % renoma y Arabidopsis thaliana v 1o 90 %
y HEKOTOpBIX mpezacraButenei Liliaceae (Flavell
et al., 1992; Voytas et al., 1992; Bennetzen, 1996;
SanMiguel et al., 1996; Suoniemi et al., 1998;
Kumar, Bennetzen, 1999; Vicient et al., 2001;
Vitte, Panaud, 2005; Sabot, Schulman, 2006; Vitte,
Bennetzen, 2006). JlnrHa 5TUX 2IeMEHTOB Bapbu-
pyeT OT HECKOJBbKUX T.ILH. 10 25 T.I.H., a pa3Mep
LTR — OT HECKOJIBKUX COTEH IL.H. JO HECKOIbKUX
T.0.H. LTR orpanuyensl "HBEPTUPOBAHHBIMU JIH-
nykineotunamMu TG/CA u conmepkaT IpoMOTOp C
9HXAHCEPOM, a TAKXKE CAIT OIUAAECHIINPOBAHUS.
[Ipu unterpauuu LTR perporpancmozons obpa-
3YIOT OyTUTMKanuio caiita-mutienu (TSD) qpunoi
4-6 n.H. Buytpennss obnacts LTR perporpanc-
[IO30HOB COJECPKHUT 2 OTKPBIThIC PAMKU CUMTBI-
Banus (ORF): GAG nns crpykrypHOTO Oenka
BHpyconmonooueIXx yactuil 1 POL, xomupyromnryro
acniaparuHoByto npoteuHasy (PR), oOparnyio
tpanckpunrasy (RT), PHKa3y H (RH) u unterpasy
(INT) (puc. 2). LTR peTpoTpaHCIO30HBI TaKKe
coziepyKar ClielMalbHble CUTHAMbI AJIS1 YIIAKOBKH,
JMMEpH3alH, 00paTHOM TPAHCKPHITILMY U HHTErpa-
nun. Pactenus ¢ 601pIIMMI T€HOMAaMH, TAKUE KaK
KyKypy3a, IIIeHNIa, SYMEHb, MOTYT COJAEpPKaTh

pLrRES

I pol 1
pol 1 3

3

3

TIR

TIR

Puc. 2. OcHOBHBIE TPYIIIBI MOOMIIBHBIX dMeMeHToB (10: Wicker et al., 2007).
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Teicsiun cemeiicTB LTR-perporpancno3oHoB.
OpHako B Ka)KZIOM T€HOME OCHOBHYIO MacCy JTUC-
neprupoBanHbix noBTopoB JIHK cocrasisitoT, kak
HPaBUJIO, HECKOJIBKO MIIM AK€ OJHO CEMEHCTBO
PETPOTPAHCTIO30HOB, HanIpuMep BARE ] y samenst
(Vicient et al., 1999), Opie y xykypy3sl (SanMiguel
et al., 1998).

B HacTosmuit MOMEHT HET TOUHBIX JaHHBIX O
conepxanuu LINE 31eMeHTOB B TCHOMaX PacTCHUM
U3-3a CIIOKHOCTH UX WACHTU(HUKALUH, OAHAKO, T10-
BUAMMOMY, OHM COCTABJISIIOT TOPa3l0 MEHBLIYIO
yacTh reHoma B cpaBHeHuu ¢ LTR perporpancmo-
3onamu (CepreeBa, Canuna, 2011). ABTOHOMHEIE
LINE >neMeHTbl KOJUPYIOT 110 MEHBIIEH Mepe
RT u sunonykieasy (EN) B oHOI paMKe CUUTHI-
Banus (POL), HeoOXoauMble 7Sl TPaHCIIO3UITHH
(Ostertag, Kazazian, 2005) (puc. 2). Y HEKOTOPBIX
npencraBureneit LINE BoisBnena GAG-momooHast
OREF c 5'-xonma ot POL, ofHako ee GyHKIM erie
He sicHa. XoTs1 LINE u o0pazytot TSD B pesynsrare
TPAaHCHO3ULUH, PEIYLUPOBAHHBIC 5'-KOHIIBI Jieria-
I0T UX CJIOKHBIMHU A7l onpeneneHus. Pexykums,
BO3MOJKHO, SIBJIIETCS PE3YJIbTATOM IIPEKAECBpE-
MEHHOH TepMHHAIK OOpPaTHOW TPaHCKPUIIIIHH
(Petrov, Hartl, 1998). Ha 3'-konue LINE moryT
coiepkarh MOJU(A)-XBOCT, TAaHIEMHBIH MTOBTOP
unu A-Ooratbiii paiioH. Takum oOpasom, LINE
3JIEMEHTBI OoJiee pa3sHOOOPA3HBI [0 CBOEH CTPYK-
Type, ueM LTR perporpancmosonsl. K Hanbomee
U3BECTHBIM PacTUTENIbHBIM LINE 31eMeHTam
OTHOCSITCSI TIPEACTABUTENN cymnepceMeiicTs L1 u
RTE (Zupunski et al., 2001).

SINE snemenTsl (hopMaIbHO OTHECEHBI K KJ1ac-
cy 1, XOTs UMEIOT Apyroe NPOUCXOXKICHHE. DTO
HEaBTOHOMHBIE JIEMEHTBI, HO OHHU HE SBJIIOTCS
JIeJIEIIMOHHBIMU TTPOU3BOJHBIMH JAPYTUX PETPO-
TPaHCIO30HOB. B oTimuune ot perpomnporeccupo-
BaHHBIX IICEBJOI€HOB, OHU COAEPKAaT BHYTPEH-
HUll ipoMoTop. SINE 311eMeHThl NepeMenaoTcs
MACCUBHO, IOJ JEHCTBUEM OEJIKOBBIX (PAKTOPOB,
komupyemeix LINE snementamu (RT) (Kajikawa,
Okada, 2002; Kramerov, Vassetzky, 2005). Jlnuna
SINE »nementos cocrasiieT 80—500 n.H. Onu 06-
pasytor TSD (5-15 m.1.). «['onoBay unu nepeaHsist
yactb SINE conepxut npomorop g PHK nonu-
Mepasbl 11 u onpenensier cynepcemeiictso SINE
3JIEMEHTA B 3aBUCUMOCTH OT €TI0 IIPOUCXOKICHHUS:
TPHK, 7SL PHK 1 5S PHK. Buytpennue paitonbt
SINE »nemenToB (50200 11.H.) ciequduyHbI ISt
ceMeiicTBa U UMEIOT pa3IuyHOe IPOUCXOXKIEHHE,

WHOTJIA MOTYT OBITH pE3yNbTaToM JUMEpH3alin
niu tpumepusanuu SINE snemeHToB. VcTOUHHK
3’-paiioHa OOBIYHO HEsICEH (MHOTIIA — 3TO YKOPO-
yeHHbIN LINE snemenT). OH MoxkeT ObITh AT-00ra-
TBIM, COAEPXKATh 3—5 I1.H. TAaHJEMHbIE II0BTOPHI WIIH
nonu(T)-xBocT, curaan TepmuHanuu (Kramerov,
Vassetzky, 2005).

Kuaace I1, THK Tpancno3oHsl

JHK TpaHCIO30HBI, KaK ¥ PETPOTPAHCIIO30-
HbI, OOHApy’KEHBI TIOYTH Yy BCeX dyKapuoT. OHH
O0OBIYHO TPEICTABICHBI B HEOOIBIIOM KOJIHYE-
CTBE, TEM HE MEHEee HEKOTOpbIe, KaK, Halpumep,
Pogo-Fotl (Daboussi, Capy, 2003) y rpu6oB uiu
CACTA y mmenwntst (Wicker et al., 2003), pactipo-
cTparmInchk 6onee yememntHo. Kimace 11 comepxut
JIBa TIOJIKJIACCA: TICPBBIA OOBEANHSET IEMEHTBI,
KOTOpBIE MEpeMeIIaloTcs ¢ MOMOIIBIO0 KilaccHye-
CKOTO MEXaHM3Ma «BBIPE3aHUSA—BCTPAUBAHUSD) C
oOpa3oBaHueM JByxierodeuHoro paspsiea JJHK,
a BTOPOMW IOJKIIACC MCIIONb3YeT AJsl IepeMele-
HUS MEXaHU3M «Katsmerocs koibiay (Cepreesa,
Canuna, 2011).

[onkmnace 1 conepKuT Kiaccuyeckue MoOMIb-
HBIE€ 3JIEMEHTBI, XapaKTepHU3YIOLIUeCcs HaIUNIUeM
KOHIIEBBIX MHBEepTHPOBaHHBIX MOBTOPOB (TIR)
BapuabenbHOW AnuHEI (puc. 2). Tpancmo3nnus
OCYILECTBIIAETCS C IOMOIIBIO OEJIKa TPAHCII03a3hl,
KOTOPBII y3HAeT KOHIIEBbIE WHBEPTHPOBAHHBIC
MOBTOPHI U pa3pe3aeT o0e Lenu Ha 000MX KOHIIAX
anemenTa. TIR-conepxamue JJHK Tpancno3onsl
npejcTaBieHsl HagcemelictBamu hAT, Te-Mariner,
Mutator (MULU), P, PIF-Harbinger n CACTA
(Wicker et al., 2007). HauGomnee moapoOHO H3y-
yeHsl 1AT-cemeiicta: Ac-Ds-3meMeHTsl KyKypy-
361 U Tam3 neBUHOTO 3¢Ba (Rubin et al., 2001).
CynepcemeiictBo PIF-Harbinger npeAnoYTUTENb-
HO BcTpauBaercs psaoM ¢ TAA-motuBoM. OTH
MOOWITBHBIE AIIeMeHTHI coaepxar nse ORF: oqHa
xonupyet JIHK-cBs3pIBaromuii 0enok, apyras —
Tpancno3asy (Jurka, Kapitonov, 2001).

CACTA »neMeHTHl UMEIOT XapaKTEePHYIO
CTPYKTYPHYIO 4epTy: Ha BHEIIHUX KoHUax TIR
npucyTCTByeT KoHcepBaTuBHbIA MOTHB CACTA.
Haubomnee xoporro nzyuenusM spisietcss CACTA-
TpaHCTIO30H ceMeicTBa Spm (Suppressor-Mutator)
kykypy3bl (Frey et al., 1990). Unensl cynepce-
MmeiictBa CACTA xonupytoT TpaHcnosazy u ORF
C HEU3BECTHOH (DyHKUMEH. Y pacTeHUH KOpOTKHE
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TIR orpaHu4eHbl BEICOKOKOHCEPBATUBHBIMU
CACTA (unorza CACTG) motuBaMu U (raHKH-
poBanbl 3 m.H. TSD (ta6mn.). TIR o6buHO ¢uian-
KHPYIOT CIOKHBIE MAaCCHUBBI CYyOTepMUHAIBHBIX
noBTopoB (Wicker et al., 2003).

K noaxiaccy 1 mpuHaIe)KUT MHOTOUHCIICHHAS
Y TeTEePOreHHas IPyIINa HEABTOHOMHBIX DJIEMEHTOB
MITE (Miniature Inverted-Repeat Transposable
Element) (Cepreesa, Canuna, 2011). Otu aime-
MEHTHI UMEIOT pa3Mep OT HECKOJIBKHX JECSATKOB
JI0 HeckoJIbKuX coTeH 1.H.. Paamep TIR Becbma
BapuabeNieH U COCTABIISICT OT HECKOIBKUX JECAT-
KOB 10 HECKOJILKUX COT€H I.H. MITE 31eMeHThI
obpasytor TSD mmmnoit 9-11 m.H. OCHOBBIBasiCh
Ha HyKJIeoTuIHOU nociuegoBarenbHocTu TIR,
MITE pa3nensioT Ha iBa OOJIBININX HAJICEMENCTBA!
Stowaway-niono0ubie U Tourist-omOOHEBIE dJIe-
MEHTbI. B reHOMax pacTeHui 3TH 371EMEHTHI YaCTO
pacnosnoxeHsl psigoM ¢ renamu (Bureau, Wessler,
1992, 1994).

IMonkmacc 2 cogepKUT MOOUIIbHBIC JIEMEHTHI,
MIPOIIECC TPAHCTIO3UIINU KOTOPHIX BIIEUET 3a COOOM
peruTuKanmio 0e3 TBYHUTEBBIX Pa3pbIBOB, YEM pPe3-
KO OTJINYaeTcs OT moakiacca 1. DT MOOMIIbHBIE
9JIEMEHTHI TIEPEMEIIAIOTCS MYTEM PEITUKAIUH,
MPUBOJAIIECH K MEPEHOCY TOJBKO OJHOM LIeTu.
C moxknaccoM 1 MX CBS3BIBAET TOJNBKO MPU3HAK
orcytctBusi PHK-nmocpenHuKoB, HO HE Hajauuue
obmux mpenkoB (Wicker et al., 2007). ITomkmacc
2 B TGHOMax pacTCHUH MPEACTaBICH dJIEMEHTA-
MU cynepcemeiicTBa Helitron, KOTOpbIe XOPOIIO
omucaHkl B TeHoMe KyKypy3bl (Kapitonov, Jurka,
2001). KoHiel aTux 31emenToB He conepkar TIR,
Ho nMmeroT TC nimm CTRR motuss (tne R — mypun).
ABTOHOMHBIC dJIeMEeHTHI Helitron KOOUpPYIOT TH-
PO3WHOBYIO peKOMOUMHA3Y Y 2-TUTIA C TeINKA3HBIM
JIOMEHOM M CITOCOOHOCTBIO K MHUIMAIIMU PETUIU-
karuu. Tak:xe OHM MOT'YT KOIUPOBATh OCJIKH, CBSI-
3piBatomue opHouenoyeunyro JAHK, wmu npyrue
oenxu (Kapitonov, Jurka, 2001). JlroGombiTHO,
qTO MHOTHE Helitron-3neMeHThl HeCyT CITy9aifiHO
3axBauCHHbIC (PPArMEHTHI TEHOB XO35IMHA. XOTS OTH
MOOHJIBHBIC 3JIEMEHThI ObLIIH OMIMCAHBI B OCHOBHOM
JUTSL PACTCHH, OHH TAK)KE HAMICHBI Y dKUBOTHBIX
u rpubos (Poulter, Goodwin, 2005).

Hekotopsie rpynnsl JJHK-Tpancno3onoB oc-
TarOTCSl HEKIACCU(UIUPOBAHHBIMH, MOCKOIBKY
JUIS HUX W3BECTHBI TIOCIIE0BATEILHOCTH TOJBKO
HEABTOHOMHBIX BapHaHTOB. Takyro rpymmy Ma-
nousy4eHHbIXx MO npeacraenstot Foldback-(FB)

9JIEMEHTBI, CXOIHBIE C OJJHOMMEHHBIM DJIEMEH-
toM Drosophila melanogaster. DT 371eMEHTHI
MPEACTABICHBI B IIUPOKOM PSAY OPraHU3MOB,
B TOM 4YHCIIe M pacTeHuil: y puca Oryza sativa,
Arabidopsis thaliana, pxu Secale cereale, macne-
HOBBIX Solanaceae (Feschotte, Pritham, 2007).

N3MEHYNUBOCTD PABMEPA
AJEPHOI'O TEHOMA
V BBICIIAX PACTEHUI

Pasmep sanepHOro reHoMa y BBICHIHX (TTOKPBITO-
CEeMEHHBIX) pacCTCHHUI BapbUPYET B IIUPOKUX ITpe-
Jeniax, XOTs JAJ1sl KayKJI0TO BHJa OH OOBIYHO UMEET
OoJiee WM MEHEE MOCTOSIHHOE 3HaueHue. Pazmep
reHoma, n3Mepsiembiii B konmuaectse JJHK (B MiH
nap HyKJI€OTHOB, M.II.H.) Ha TaIUIOUJHbII T€HOM
(1C), Bappupyer OT 63 M.IL.H. y IIJIOTOSIHOTO pac-
tenust Genlisea aurea (2n =52) no 149 000 m.1.H.
y BuAa mini Paris japonica (2n=40), T. €. pa3nuuus
MmoryT gocturarh 2 300 pa3 (Bennett, Leitch, 2011).
Pacrenus ¢ manenpkuM reHomoM (< 200 M.ILH.)
BKJIFOYAIOT OJTHO CEMEICTBO OHONONIBHBIX U 13 ce-
MEHCTB JBYI0JIbHBIX. PaCTEHUs C OrpOMHBIM F€HO-
MOM YacTO BCTPEYAIOTCS CPETU BHIOB OJJHONIOIb-
HBIX, 0COOCHHO OTHOCAIIMXCS K opsiaky Liliales,
TOTJa KaK TOJIBKO 9 CeMENCTB ABYIOJIbHBIX UMEIOT
BBl ¢ TeHOMOM Ooiree 15 000 m.m.H. (Leitch et
al.,2007; Bennett, Leitch, 2011). Cpexgawmii pazmep
reHOMa MTOKPBITOCEMEHHBIX PACTEHUI COCTABIISIET
5 800 m..H. (y ogHO#OIBHBIX — 10 200 M.IL.H.; ¥
IBynoIbHBIX — 2 800 M.11.H.) (puc. 3).

Cpennss [uinHa resa (3a HCKIF0YeHUEM HHTPO-
HOB) Yy dyKapHoT paBHa 1 346 1.H. (¢ HEOOIBINOH
BapuaIeit Mexay Takconamm) (Xu et al., 2006),
TOrJa KaK YMCJIO TEHOB y JTUILIOWIHBIX BBICIINX
pactenuii — okosio 30 000 (Ming et al., 2008),
yT1o cocTaBisier B cymme 40 m.m.H.. Eciu crona
100aBUTH CTPYKTYPHBIC PaiiOHbI XpOMOCOM (LIEHT-
pomepsl u Tenomepsl), p AHK, perynstopabie mo-
CIIEJOBATENBHOCTU U UHTPOHBI, TO IIOJTyYUM OLICHKY
~ 60 M.I.H., COTIOCTaBUMYIO0 C MHHUMAaJIbHBIM
pasmMepoM reHoma. BolbIIMHCTBO N3BECTHBIX pac-
TUTEIBHBIX BUIOB UMEIOT pa3Mep reHOMa, 3Ha4H-
TEJIbHO MPEBBILIAIONINI MUHUMAJILHOE 3HAYCHUE.
VYBenuueHue pasmepa SIEpHOr0 FeHOMa MOXKET
JOCTUTaThCs 3a CUET MYJIBTUILTUKALUY JTM00 YacTH
reHoMa, JTUOO0 TeHoMa B 1ENOM (TIONUIIIONIN3a-
uust). [lonuruiongust MpoOUCXoauiia MHOTOKPaTHO
B XOJI€ 9BOJIIOLMH PACTUTEIBHBIX BUIOB M ObLia
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Tabauna
Krnaccudukarus MOOUIBHBIX JJIEMEHTOB U MX PACIPOCTPAHEHHOCTh
y pasHbIX TpyIn opranusmos (mo: Wicker et al., 2007)
Knaccndukarus Crpyxrypa TSD Pacmpocrpa-
Iopsanox | CynepceMeicTBO HCHHOCTB
Kiacc 1 — peTpoTpaHCco30HbI
LTR Copia —>{ GAG AP INT RT RH}— 46 | PILMO
Gypsy —»[ GAG AP RT RH INT}—» 46 | PILMO
Bel-Pao —>»{ GAG AP RT RH INT|—» 4-6 M
Retrovirus — GAG AP RT RH INT ENV|—» 4-6 M
ERV —>» GAG AP RT RH INT ENV}—» 4-6 M
DIRS DIRS >—{GAG AP RT RH YR} 0 PILM, O
Ngaro —» GAG AP RT RH YR }—>»>»—» 0 M, T
VIPER —>{ GAG AP RT RH YR }—>»>»—» 0 (0)
PLE Penelope <«—>—] RT EN |—» Bap. PILM, O
LINE R2 — RT EN | Bap. M
RTE —{ APE RT | Bap. M
Jockey —| ORFI | APE RT Bap. M
L1 —{ ORF1_H APE RT Bap. PT,M, O
| —{ ORF1 _H APE RT RH | Bap. P, I, M
SINE tRNA I Bap. PI,M
7SL B Bap. PI,M
58 I Bap. M, O
Kiace 2 — JHK-Tpancnozonst. [ogknace 1
TIR Tc1-Mariner TA PILM, O
hAT 8 P,T,M, O
Mutator 9-11 P,ILM, O
Merlin 8-9 M, O
Transib 5 M, T
P s | nM
PiggyBac TTA M, O
PIF-Harbinder > Tase’ | ORF2 }—< 3 P,T,M, O
CACTA >—<o—<¢ Tase F ORF2 p—eo—< 2-3 PT,M
Crypton | Crypton 0 T
Kunacc 2 — JIHK-tpancnosonsr. [Togkmacc 2
Helitron | Helitron —  RPA |/~ Y2HEL |= 0 P,I,M
Maverick | Maverick > CINT H ATP }//AH CYP H POLB | 6 LM, 0
IIpumeuvanus. —» — LTR, 1nuHHBINA KOHIEBOH TIOBTOP; |:| — KOJMpYIoIIast 0011acTh; —— — HEKOAUPYIOMIasi 001acTh;

>— ——=< — TIR, KoHIIeBbIE HHBEPTUPOBAHHBIC TOBTOPHI; MMl — TUAarHOCTUYECKHE OCOOCHHOCTH B HEKOIUPYIOIIEH 00acTH;
—//~ — paiioH, conepkarnuii onHy wiu 6osee gononHuTesbHBIX OFR.
AP — acmaparuHoBas nporeasa; ENV — 6enox o6onmoukn; POL B — JIHK-nmommmepasa B; Tase — tpancmosasa (" — ¢ DDE-
MotuBoM); APE — amypunoBas suponykieaza; GAG — xancuansiit 6enok; RH — PHKasza H; ATP — ymakoBounas ATdas3a;
HEL — renuxkasza; RPA — peruikaruBHbIH 0e10K A (TOJbKO y pacTenuii); YR — tuposunosas pekom6unasza; C-INT — C-unrerpasa;
CYP — mucrennoBas npoteasa; PFR — oTkpbiTast pamka canteiBaHus ¢ Hem3BecTHOH (yHKImei; RT — oOpaTHas TpaHCKpHIITa3a;
Y2 — YR ¢ YY-moruBom; EN — sunonykieasa; P — pacrenust; I' — rpudsr; M — Metazoa; O — ocTaibHble OpraHU3MBL.
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Puc. 3. Pazmep renoMa y MOKpBITOCEMEHHBIX PaCTCHUH.

a—10 10 000 m.1.H.; 6 — ot 15 000 10 150 000 Mm.1.H. [To ocu X — pasmep reroma (1C B M.IL.H.); 10 ocu Y — vactora. [laHHbIe
B3sTHI U3: http://data.kew.org/cvalues/cvalOrigReference.html (mmo: Bennett, Leitch, 2011).

YCTaHOBJIEHA B HEJIaBHEM HBOJIOIMOHHOM TIPO-
IIJIOM Y IPAMEPHO TTOJIOBUHBI H3yYEHHBIX BUIOB
pacrtenwmii (Schranz et al., 2012). Bropo# ncrou-
HUK BapHUalliu pa3Mepa FreHoMa — aMILTH(UKAIHS
nocinenoBarenbHocTelr reHomuon JIHK. TTomumo
amMIuTMUKaIAA, B TEHOME MOTYT IPOHCXOTUTB Jie-
TSN KaK TeHOB (0COOEHHO AYTUTHUITNPOBAHHEIX ),
TaK ¥ TIOBTOPSIOIINXCSI HEKOJMPYIOIIUX TTOCIIEI0-
BaTEJILHOCTEH, UTO MOXKET OTPaKaThes Ha pa3Mepe
renoma. Hanpumep, renom Arabidopsis thaliana
Ha npuMepHo 50 % MeHblIe reHoMa ONMM3KOpOa-
CTBEHHOTO BUAa A. [yrata, XOoTs 3TH BHUIBI pa3o-
IIUTHCH OT OOIIIETO PeIKa CPABHUTEIHHO HETAaBHO —
oxoito 10 mutn et Hazan (Hu et al., 2011). B atom
cllydae pa3Jyue B pa3Mepe reHoMa 00yCIIOBICHO
MHO)KECTBEHHBIMH JICTIELUSMH B HEKOIUPYIOIIUX
MEKT'€HHBIX paifloHaX, HACKIIIICHHBIX MOOUJILHBIMH
srieMeHTaMu. MeXBU0Bast THOPHAU3AITHS IOBOJTh-
HO 9acTo conpoBokmaercs aenenusvu JJHK (Ma,
Gustafson, 2008). M3yuas 3BOJIIOIUIO pa3Mepa
reHoma B cemelicTBe Brassicaceae, yueHbie 0OHa-

pyxunu 16-kpatHbie pa3nuuus cpeau 185 BumoB
(Lysak et al., 2009). [TonoBuHA 3THX BHIOB UMETH
YMEHBIICHHBI pa3Mep TeéHOMa MO0 CPaBHEHHIO
C 0O0IIMM MPEIKOM, HECMOTPSA Ha JUHAMUYHBIE
MIPOIIECCHI, HAIIPABJIEHHbBIE HAa YBEJIMYEHUE pa3Mepa
reHoMa (TPaHCMO3MIMKA MOOUJIBHBIX 3JIEMEHTOB
u nonuuionan3anus). Jlo cux mop He yCTaHOB-
JICHbI O0LIME 3aKOHOMEPHOCTH U CENICKLHOHHbIE
MEXaHU3MBI, KOTOpPbIE JIEKaT B OCHOBE BapHaIlH
pa3Mmepa reHoma B Ty WIH APYTYIO CTOPOHY B XOJIe
9BOJIIOLIUYU PACTUTEIBHBIX BUJIOB.

BonpmmHCTBO MEXKBHUIOBBIX pasinuuii B pas-
Mepe reHoma cBsizanbl ¢ conepxkanuem 1IIT JTHK,
KOTOPOE€ IIOABEPIKEHO OBICTPBIM HU3MEHEHUSIM.
Y KyKypy3bl CYIECTBYIOT OONBINHNE Pa3TUUMSL
M0 pa3Mepy TePMUHAIBHOIO TeTepoXpoMaTHHa
XpOMOCOM, COCTOSIIETO U3 TaHAEMHBIX IOBTOPOB
(Laurie, Bennett, 1985). bonpmias Bapuamus 1o
COZIEP’KaHMIO TeTEPOXPOMATHHA, OTPAKAIOIIASICS
Ha pa3Mepe reHoMa, HaOJIoNaeTcs TakKe y PxKU
Secale cereale (2n = 14), mpuuem momumMoppu3m
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3aTparMBaeT Jjake FOMOJIOTHYHBIE XPOMOCOMBI
(Alkhimova et al., 2004). IIpu HEeKOTOPBIX yCIIO-
BUSIX MOBTOpsitoIuecs nocnenoBarensHoct JHK
TEPMHUHAIBHBIX PAHOHOB XPOMOCOM TEPSIOTCS
B XOZl€ MHMTO3a. bblna nmokaszaHa orpaHUYeHHas
BaprabeNbHOCTh pa3Mepa reHOMa Y JAUTIIIOUIHBIX
Y TETPAIIOUIHBIX BUJIOB MILICHUIIBI, 00YCIIOBIICH-
Hasi aKTUBHOCTBIO peTposnemenToB (Ozkan et al.,
2010). Y npHa 0OHApy>KEHbI U3MEHEHHUS YHCIIA KO-
nuii renoB pPHK B pe3ynbrare pa3inyHbIx cTpec-
coBeix BozzaeicTBuit (Cullis, 2005). Y xyKypy3bl
KOJINYECTBEHHbIE M3MEHEHUS 3aTParuBaioT BCE
KOHILIEBbIE pailoHBI XPOMOCOM, B KOTOPBIX MTPOUC-
XOISIT UHTEHCHBHBIE peOpraHu3auuy (MHCEPLUH,
OYTUIMKALUKY U JEJICIMK) OTAENbHBIX CETMEHTOB
pasmepom Oonee 1 T.m.H. (Belo et al., 2010). Ta-
KO MoauMop(du3M, 1o BUAUMOMY, UMEET BasKHOE
3HAYEHUE JUIS TTOMYIISAINI BUIOB PACTEHUH, TS NX
aJlanTalny, yCTOMYMBOCTH K CTPECCy U reTepo3uca
(Biemont, 2008; Belo et al., 2010).

3AK/IIOYEHUE

CtpyKTypHOE pa3sHOOOpa3ue MOBTOPSIOLINXCS
AJIEMEHTOB PACTUTENIBHOIO T€HOMA OTPAXKAET €ro
YCKOPEHHYIO 3BOJIOLHIO, B XO/1€ KOTOPOU IIPOUCXO-
JIAIU MHOTOKPATHBIE payH bl OJUIUIOUIN3ALUH,
a TaKXe IPOLECChl MacCOBOW peopraHu3aluu
reromHoi JIHK, BkiTrouaronye aMrinpuKamio u
3aMelIeHe MOOMIIBHBIX 3JIEMEHTOB, PEKOMOWHA-
LU0 TAHJIEMHBIX [IOBTOPOB TEIOMEPHOT'O T€TEPO-
XpoMaruHa, ObICTphIE KOJMYECTBEHHbBIE N3MEHEHUS
renoB pPHK u ap. U XoTs ananTuBHas 3HaUUMOCTh
OOJBITMHCTBA MEXaHU3MOB T'€HETHUECKON peopra-
Huzanuw, cBsizanabixX ¢ [T JIHK, octaeTcs HeBbI-
SICHCHHOM, TEM HE MEHEE P/l JaHHBIX YKa3bIBACT
Ha CEJEKIIMOHHOE MPEUMYIIECTBO T'€HOTHUIIOB,
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Ne VI.53.1.5.) npu nopnepxke rpanra POOU
(Ne 14-04-00297).

JIMTEPATYPA

CepreeBa E.M., Canuna E.A. MoOwibHBIC 3JIEMEHTHl U
9BOJIIONMS TeHOMA pacTeHuil / BaBUioB. )KypH. T€HET. 1
cenexkiuu. 2011. T. 15. Ne 2. C. 382-397.

Xemneben6 B., bepunze T.I, baxman JI., Koapuxk ., Top-

pec P. Caresmutaeie IHK // Yen. 6uon. xumuu. 2003.
T. 43. C. 267-306.

Alkhimova O.G., Mazurok N.A., Potapova T.A., Zakian S.M.
et al. Diverse patterns of the tandem repeats organiza-
tion in rye chromosomes // Chromosoma. 2004. V. 113.
P. 42-52.

Anamthawat-Josson K., Heslop-Harrison J.S. Isolation and cha-
racterization of genome-specific DNA sequences in Triticeae
species // Mol. Gen. Genet. 1993. V. 240. P. 151-158.

Ananiev E.V., Phillips R.L., Rines H.W. Chromosome-specific
molecular organization of maize (Zea mays L.) centro-
meric regions // Proc. Natl Acad. Sci. USA. 1998. V. 95.
P. 13073-13078.

AppelsR., Baum B.R., Clarke B.C. The 5S DNA units of bread
wheat (Triticum aestivum L.) // Plant Syst. Evol. 1992.
V. 183. P. 183-194.

Appels R., Dvorak J. Relative rates of divergence of spacer
and gene sequences within the rDNA region of species in
the Triticeae: Implications for the maintenance of homo-
geneity of a repeated gene family // Theor. Appl. Genet.
1982a. V. 63. P. 361-365.

Appels R., Dvorak J. The wheat ribosomal DNA spacer region:
Its structure and variation in populations and among spe-
cies // Theor. Appl. Genet. 1982b. V. 63. P. 337-348.

Appels R., Gerlach W.L., Dennis E.S. et al. Molecular and
chromosomal organization of DNA sequences coding for
the ribosomal RNAs in cereals // Chromosoma. 1980.
V. 78. P. 293-311.

Bedbrook J.H., Jones J., O’Del M. A molecular distribution of
telomeric heterochromatin in Secale species // Cell. 1980.
V. 19. P. 545-560.

Belo A., Beatty M., Hondred D., Fengler K. ez al. Allelic
genome structural variations in maize detected by array
comparative genome hybridization // Theor. Appl. Genet.
2010. V. 120. P. 355-367.

Bennett M., Leitch [.J. Nuclear DNA amounts in angiosperms:
targets, trends and tomorrow // Ann. Bot. 2011. V. 107.
P. 467-590.

Bennetzen J.L. The contribution of retroelements to plant
genome organization, function and evolution // Trends
Microbiol. 1996. V. 4. P. 347-353.

Biemont C. Genome size evolution: within-species variation
in genome size // Heredity. 2008. V. 101. P. 297-298.
Bureau T.E., Wessler S.R. Tourist: a large family of inverted-
repeat elements frequently associated with maize genes //

Plant Cell. 1992. V. 4. P. 1283-1294.

Bureau T.E., Wessler S.R. Stowaway: a new family of inverted-
repeat elements associated with genes of both monocoty-
ledonous and dicotyledonous plants // Plant Cell. 1994.
V. 6. P.907-916.

Castilho A., Heslop-Harrison J.S. Physical mapping of 5S and
18S-25S rDNA and repetitive DNA sequences in Aegilops
umbellulata // Genome. 1995. V. 38. P. 91-96.

Charlesworth B., Sniegowski P., Stephan W. The evolutionary
dynamics of repetitive DNA in eukaryotes // Nature. 1994.
V. 371. P. 215-220.

Copenhaver G.P., Pikaard C.S. RFLP and physical mapping
with an rDNA-specific endonuclease reveals that nucleo-
lus organizer regions of Arabidopsis thaliana adjoin the
telomeres on chromosomes 2 and 4 // Plant J. 1996. V. 9.
P. 259-272.



[MosTopsromumecs nocaepoateabHocTn AHK B reHomax pactenuit

627

Cox A.V., Bennett M.D., Dyer T.A. Specific 5S ribosomal
RNA primers for plant species identification in admixtures
/I Theor. Appl. Genet. 1992. V. 83. P. 684.

Cuadrado A., Jouve N. Evolutionary trends of different repeti-
tive DNA sequences during speciation in the genus Secale
//'J. Hered. 2002. V. 93. P. 339-345.

Cullis C.A. Mechanisms and control of rapid genomic changes
in flax // Ann. Bot. 2005. V. 95. P. 201-206.

Daboussi M., Capy P. Transposable elements in filamentous
fungi // Annu. Rev. Microbiol. 2003. V. 57. P. 275-299.

Dvorédk J., Luo M.C., Yang Z.L. Restriction fragment length
polymorphism and divergence in the genomic regions of
high and low recombination in self-fertilizing and cross-
fertilizing Aegilops species // Genetics. 1998. V. 148.
P. 423-434.

Feschotte C., Pritham E.J. DNA transposons and the evolu-
tion of eukaryotic genomes // Annu. Rev. Genet. 2007.
V. 41. P. 331-368.

Flavell R.B. Amplification, deletion and rearrangement: Major
sources of variation during species divergence // Genome
Evolution / Eds G.A. Dover, R.B. Flavell. London: Acad.
Press, 1982.

Flavell R.B. Repetitive DNA and chromosome evolu-
tion in plants // Philos. T. R. Soc. Lon. B. 1986. V. 312.
P. 227-242.

Flavell R.B., Bennett M.D., Smith J.B., Smith D.B. Ge-
nome size and the proportion of repeated nucleotide
sequence DNA in plants // Biochem. Genet. 1974. V. 12.
P. 257-269.

Flavell R.B., O’Dell M. Ribosomal RNA genes on homolo-
gous chromosomes of groups 5 and 6 in hexaploid wheat
// Heredity. 1976. V. 37. P. 372-385.

Flavell A.J., Dunbar E., Anderson R. et al. Ty1-copia group ret-
rotransposons are ubiquitous and heterogeneous in higher
plants // Nucl. Acids Res. 1992. V. 20. P. 3639-3644.

Frey M., Reinecke J., Grant S. et al. Excision of the En/Spm
transposable element of Zea mays requires two element-
encoded proteins / EMBO J. 1990. V. 9. P. 4037-4044.

Gerlach W.L., Bedbrook J.R. Cloning and characterization of
ribosomal RNA genes from wheat and barley // Nucl. Acid
Res. 1979. V. 7. P. 1869-1885.

Gerlach W.L., Dyer T.A. Sequence organization of the repea-
ting units in the nucleus of wheat which contain 5S rRNA
genes // Nucl. Acids Res. 1980. V. 8. P. 4851-4865.

Heslop-Harrison J.S. Comparative genome organization in
plants: from sequence and markers to chromatin and chro-
mosomes // Plant Cell. 2000. V. 12. P. 617-636.

Hu T.T., Pattyn P., Bakker E.G., Cao J. et al. The Arabidopsis
lyrata genome sequence and the basis of rapid genome size
change // Nat. Genet. 2011. V. 43. P. 476-481.

Jurka J., Kapitonov V.V. PIFs meet Tourists and Harbingers:
a superfamily reunion // Proc. Natl Acad. Sci. USA. 2001.
V. 98. P. 12315-12316.

Kajikawa M., Okada N. LINEs mobilize SINEs in the eel
through a shared 3’ sequence // Cell. 2002. V. 111.
P. 433-444.

Kapitonov V., Jurka J. Rolling-circle transposons in eu-
karyotes // Proc. Natl Acad. Sci. USA. 2001. V. 98.
P. 8714-8719.

Kilian A., Kleinhofs A. Cloning and mapping of telomere-as-
sociated sequences from Hordeum vulgare L. // Mol. Gen.

Genet. 1992. V. 235. P. 153-156.

Kishii M., Tsujimoto H. Genus-specific localization of the
Tail family of tandem-repetitive sequences in either the
centromeric or subtelomeric regions in Triticeae species
(Poaceae) and its evolution in wheat // Genome. 2002.
V. 45. P. 946-955.

Kit S. Equilibrium sedimentation in density gradients of DNA
preparations from animal tissues // J. Mol. Biol. 1961.
V.3.P. 711-716.

Kramerov D., Vassetzky N. Short retroposons in eukaryotic
genomes // Int. Rev. Cytol. 2005. V. 247. P. 165-221.
Kubis S.E., Schmidt, T., Heslop-Harrison J.S. Repetitive DNA
elements as a major component of plant genomes // Ann.

Bot. 1998. V. 82. P. P. 45-55.

Kumar A., Bennetzen J. Plant retrotransposons / Annu. Rev.
Genet. 1999. V. 33. P. 479-532.

Laurie D.A., Bennett M.D. Nuclear DNA content in the genera
Zea and Sorghum. Intergeneric, interspecific and intraspe-
cific variation // Heredity. 1985. V. 55. P. 307-313.

Leitch I.J., Beaulieu J.M., Cheung K., Hanson L. et al. Punctu-
ated genome size evolution in Liliaceae // J. Evol. Biol.
2007. V. 20. P. 2296-2308.

Linares C., Ferrer E., Fominaya A. Discrimination of the
closely related A and D genomes of the hexaploid oat
Avena sativa L. // Proc. Natl Acad. Sci. USA. 1998.
V. 95. P. 12450-12455.

Lysak M.A., Koch M.A., Beaulieu J.M., Meister A., Leitch I.J.
The dynamic ups and downs of genome size evolution in
Brassicaceae // Mol. Biol. Evol. 2009. V. 26. P. 85-98.

Ma X.F., Gustafson J.P. Allopolyploidization-accommodated
genomic sequence changes in Triticale // Ann. Bot. 2008.
V. 101. P. 825-832.

Mclntyre C.L., Pereira S., Moran L.B., Appels R. New Secale
cereale (rye) DNA derivatives for the detection of rye
chromosome segments in wheat // Genome. 1990. V. 33.
P. 635-640.

Ming R., Hou S., Feng Y. et al. The draft genome of the
transgenic tropical fruit tree papaya (Carica papaya L.)
// Nature. 2008. V. 452. P. 991-996.

Mitra R., Bhatia C.R. Repeated DNA sequences and polyploidy
in cereal crops / DNA Systematics. V. II. Plants / Ed.
S.K. Dutta. Boca Raton, Florida: CRC Press, 1986.
P.21-43.

Murata M., Heslop-Harrison J.S., Motoyoshi F. Physical
mapping of the 5S ribosomal RNA genes in Arabidopsis
thaliana by multi-color fluorescence in situ hybridization
with cosmid clones // Plant J. 1997. V. 12. P. 31-37.

Nagaki K., Tsujimoto H., Isono K., Sasakuma T. Molecular
characterization of a tandem repeat, Afa family, and its
distribution among Triticeae // Genome. 1995. V. 38.
P. 479-486.

Nagaki K., Tsujimoto H., Sasakuma T.H. Genome spe-
cific repetitive sequence, pEt2, of Elimus trachycaulus
in part of Afa family of Triticeae / Genome. 1998. V. 41.
P. 134-136.

Navratilova A., Koblizkova A., Macas J. Survey of extrachro-
mosomal circular DNA derived from plant satellite repeats
// BMC Plant Biol. 2008. V. 8. P. 90.

Ozkan H., Tuna M., Kilian B., Mori N., Ohta S. Genome size
variation in diploid and tetraploid wild wheats / AoB
Plants. 2010. doi: 10.1093/aobpla/plq015.



628

A.B. Ulepbannb

Paillard S., Schnurbusch T., Winzeler M., Messmer M. et
al. An integrative genetic linkage map of winter wheat
(Triticum aestivum L.) // Theor. Appl. Genet. 2003. V. 107.
P. 1235-1242.

Paux E., Roger D., Badaeva E., Gay G. et al. Characterizing
the composition and evolution of homoeologous genomes
in hexaploid wheat through BAC-end sequencing on chro-
mosome 3B // Plant J. 2006. V. 48. P. 463-474.

Pestsova E., Ganal M.W., Ruder M.S. Isolation and mapping of
microsatellite markers specific for the D genome of bread
wheat // Genome. 2000a. V. 43. P. 689-697.

Poulter R., Goodwin T. DIRS I and the other tyrosine recom-
binase retrotransposons // Cytogenet. Genome Res. 2005.
V. 110. P. 575-588.

Rayburn A.L., Gill B.S. Isolation of a D-genome specific
repeated DNA sequence from Aegilops squarosa // Plant
Mol. Biol. 1986. V. 4. P. 102—109.

Reeder R.H. Enhancers and ribosomal gene spacers // Cell.
1984. V. 38. P. 349-351.

Rubin E., Lithwick G., Levy A.A. Structure and evolution
of the hAT transposon superfamily // Genetics. 2001.
V. 158. P. 949-957.

Sabot F., Schulman A.H. Parasitism and the retrotransposon
life cycle in plants: a hitchhiker’s guide to the genome //
Heredity. 2006. V. 97. P. 381-388.

Salina E.A., Adonina I.G., Vatolina T.Yu., Kurata N.A. Com-
parative analysis of the composition and organization of
two subtelomeric repeat families in Aegilops speltoides
Tausch. and related species // Genetica. 2004. V. 122.
P. 227-237.

Salina E.A., Lim Y.K., Badaeva E.D. et al. Philogenetic recon-
struction of Aegilops section Sitopsis and the evolution of
tandem repeats in the diploids and derived wheat poliploids
// Genome. 2006. V. 49. P. 1023-1035.

Salina E.A., Pestsova E.G., Adonina I.G., Vershinin A.V. Iden-
tification of a new family of tandem repeats in Triticeae
genomes // Euphytica. 1998. V. 100. P. 231-237.

SanMiguel P., Gaut B.S., Tikhonov A., Nakajima Y., Bennetzen
J.L. The paleontology of intergene retrotransposons in
maize // Nature Genet. 1998. V. 20. P. 43-45.

SanMiguel P., Tikhonov A., Jin Y.K. et al. Nested retrotrans-
posons in the intergenic regions of the maize genome //
Science. 1996. V. 274. P. 765-768.

Schmidt T., Heslop-Harrison J.S. Genomes, genes and junk: the
large-scale organization of plant chromosomes // Trends
Plant Sci. 1998. V. 3. P. 195-199.

Schranz M.E., Mohammadin S., Edger P.P. Ancient whole
genome duplications, novelty and diversification: the
WGD Radiation Lag-Time Model // Curr. Opin. Plant
Biol. 2012. V. 15. P. 147-153.

Sharma S., Raina S.N. Organization and evolution of highly
repeated satellite DNA sequences in plant chromosomes //
Cytogenet. Genome Res. 2005. V. 109. P. 15-26.

Somers D.J., Isaac P., Edwards K. et al. A high-density wheat
microsatellite consensus map for bread wheat (7riti-
cum aestivum L.) // Theor. Appl. Genet. 2004. V. 109.
P. 1105-1114.

Suoniemi A., Tanskanen J., Schulman A.H. Gypsy-like retro-
transposons are widespread in the plant kingdom // Plant
J. 1998. V. 13. P. 699-705.

Sykorova E., Lim K.Y., Kunicka Z., Chase M.W. et al.
Telomere variability in the monocotyledonous plant
order Asparagales // Proc. Biol. Sci. 2003. V. 270.
P. 1893-1904.

Vershinin A.V., Schwarzacher T., Heslop-Harrison J.S. The
large-scale genomic organization of repetitive DNA
families at the telomeres of rye chromosomes // Plant Cell.
1995. V. 7. P. 1823-1833.

Vicient C.M., Kalendar R., Anamthawat-Jonsson K., Schul-
man A.H. Structure, functionality, and evolution of the
BARE 1 retrotransposon of barley // Genetica. 1999.
V. 107. P. 53-63.

Vicient C.M., Kalendar R., Schulman A.H. Envelope-class
retrovirus-like elements are widespread, transcribed and
spliced, and insertionally polymorphic in plants // Genome
Res. 2001. V. 11. P. 2041-2049.

Vincentz M., Flavell R. Mapping of ribosomal RNA transcripts
in wheat // Plant Cell. 1989. V. 1. P. 579-589.

Vitte C., Bennetzen J.L. Analysis of retrotransposon struc-
tural diversity uncovers properties and propensities in
angiosperm genome evolution // Proc. Natl Acad. Sci.
USA. 2006. V. 103. P. 17638-17643.

Vitte C., Panaud O. LTR retrotransposons and flowering plant
genome size: emergence of the increase/decrease model //
Cytogenet. Genome Res. 2005. V. 110. P. 91-107.

Voytas D.F., Cummings M.P., Konieczny A.K. et al. Copia-like
retrotransposons are ubiquitous among plant // Proc. Natl
Acad. Sci. USA. 1992. V. 89. P. 7124-7128.

Wicker T., Guyot R., Yahiaoui N., Keller B. CACTA trans-
posons in Triticeae. A diverse family of high-copy repeti-
tive elements // Plant Physiol. 2003. V. 132. P. 52-63.

Wicker T., Sabot F., Hua-Van A., Bennetzen J.L. ef al. A unified
classification system for eukaryotic transposable elements
// Nat. Rev. Genet. 2007. V. 8. P. 973-982.

Xu L., Chen H., Hu X., Zhang R. ef al. Average gene length
is highly conserved in prokaryotes and eukaryotes and
diverges only between the two kingdoms // Mol. Biol.
Evol. 2006. V. 23. P. 1107-1108.

Zhang P., Friebe B., Gill B.S. Variation in the distribution of
a genome-specific DNA sequences on chromosomes re-
veals evolutionary relations in the Triticum and Aegilops
complex // Plant Syst. Evol. 2002. V. 235. P. 169-179.

Zupunski V., Gubensek F., Kordis D. Evolutionary dynam-
ics and evolutionary history in the RTE clade of non-
LTR retrotransposons // Mol. Biol. Evol. 2001. V. 18.
P. 1849-1863.



IosTopsomnecs nocaeposareabHoctt AHK B renomax pacrennit 629

REPETITIVE DNA SEQUENCES IN THE GENOMES OF PLANTS
A.B. Shcherban

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

Summary

The main classes of repetitive DNA sequences, including coding (rRNA genes) and non-coding sequences
(tandem and dispersed repeats) are characterized. Emphasis is placed on their special role in the formation
of the structural and functional organization of the genomes of higher plants and in the support of their
higher genetic variation, as compared to animal genomes, at the levels of individual sequences and of the
whole genome.
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