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LTR-PETPOTPAHCIIO30HbI PACTEHUM
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Ty1/copia n Ty3/gypsy LTR-peTpoTpaHCIIO30HBI 3aHNMAIOT 3HAYUTEIBHYIO YacTh TEHOMOB PACTCHUH U
UTPAIOT BAXKHYIO POJIb B X OpraHU3aluy, (QYHKIIMOHNPOBAHUH 1 HBOJIIOIMH. bornbIas 4acTs nHpOopManum
o LTR-perporpaHcio3oHax pacTeHHH OrpaHMIMBACTCS BUIAMH, UMEIOIINMHU CEIbCKOX035IICTBEHHYO 3Ha-
YUMOCTb, U MOJICIIEHBIMHU 00BEKTaMU, TAKUMH, Kak Arabidopsis thaliana. Hanbonee n3y4eHHBIMU SBIIOTCS
LTR-peTpoTpaHCIIO30HBI HOKPHITOCEMEHHBIX pacTeHUH. B HacTosIee BpeMst B reHOMaX MOKPHITOCEMEHHBIX
pacTteHuit oOHapykeHbI 1 oncansl cienyonme LTR-perporpancniosonst: Sire, Oryco, Retrofit, Tork (cy-
nepcemeiictBo Tyl/copia); CRM, Galadriel, Reina, Del, REM, Athila n Tat (cynepcemeiictBo 7y3/gypsy).
B renomax ronocemeHnHsIX pactenuit onucanbl LTR-peTpoTpaHcio3oHbl, 611M3KHe K pETPOTPAHCIIO30HAM
npyrux rpymmn pacreauit (CRM, Galadriel, Reina, Del), a Taxoke cnieri)UuHbIE 17151 TOJIOCEMEHHBIX JJIEMEHTHI
(Ty3/gypsy: PpRTI, IFG7, PtGypsyX1, PGGYPSYXI; Tyl/copia: TPE1, Tpa, PtCopiaX1, PGCOPIAXI,
Tgb). Nadopmarus o pacupocTpaHeHHH U pasHooOpasuu LTR-peTpoTpaHCio30HOB HECEMEHHBIX PACTCHUH
(MXO0B, AIIOPOTHHUKOB U JIp.) ropa3no Oosee orpaHnieHa. B reHoMax MarmopoTHUKOB OIUCAHBI 1V3/gypsy
JIEMEHTHI, Onm3Kue K cemeiicTBy CRM, a Takxke sneMeHThl cemeiicts Galahad n Modred, cienuduansie
JUIsl HECEMEHHBIX pacTeHnH. B renomax rutayHoB oOHapyxeHsb! 7y3/gypsy-3neMenTsl 1cnl (0OHapyKeHHbIE
paHee TOJNBKO B reHoMax rpuboB), Galahad v Modred, a B reHOMax MXOB-3J1eMeHTHI cemelcTB Galahad n
Tenl. Tyl/copia->neMeHTHl OOHAPYKEHBI B TeHOMaxX HEKOTOPHIX HECEMEHHBIX PACTEHHMH, HO HE OIHMCAHBI
JIeTaIbHO, ¥ HA JAHHBIH MOMEHT HE YCTaHOBJICHO MX OTHOIICHHWE K TOM MM MHOW (DMIIOTeHETHYECKOH
rpymre LTR-perporpancmo3onos. Jlanuble 0 pazHooOpa3un LTR-peTpoTpaHCIIO30HOB B TeHOMAX 3€IEHBIX
1 XapOBBIX BOAOPOCIEH MPAKTHUECKH OTCYTCTBYIOT. Vickimouenne cocrasisier REM (Ty3/gypsy) aeMeHT,
OINMCaHHBII B reHOMe 3eseHoi Bonopociu Chlamydomonas reinhardtii, u Osser (Ty1/copia), onucanHbIH
B TeHOME KOJIOHHAJIbHOM 3eJIeH0H Bogopociu Volvox carteri.

KuroueBnble ciioBa: pacteHus, LTR-peTpoTpaHCcCio30HbI, TOPHU30HTAIBHBIN TEPEHOC, IBOJIOIHSI.
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BBenenue

PeTpoTpaHCcio30HBI — MOOWIIBHBIE DIIEMEHTHI
(MD), cocraBustoNIEe 3HAYUTENBHYIO (DpaKInio
MOBTOpEeHHBIX nocinenoBarenbHocteit JJHK syka-
PUOTHYECKHX OpraHu3MoB. DT MD nepemernia-
I0TCSI TI0 MEXaHU3MY «copy-and-paste» («KOomupo-
BaHHE» U «BCTPOWKa) TPAHCTIO3UIIHH, UCTIONB3YS
PHK-nocpenHuk, KOTOpbIil IepeBOIUTCS B IKCTPa-
xpomocomHyto JIHK ¢ momormsto oOparHoit TpaHc-
KPHIITa3bl, KOAUPYEMOH CaMUMHU DIIEMEHTaMH,
U 3ateM BcTpauBatoTcs B reHoM (Boeke, Corces,
1989). PerpoTpancnio30HbI OTHOCATCS K Kiaccy 1
MD, oHn oOHapyKEHBI IPAKTUYECKH Y BCEX dyKa-
PUOTHYECKHX OPTaHU3MOB, MPUHAIICKAIUX K
pa3IMYHBIM TAKCOHOMUYECKUM TPYIIaM, TaKuM,
KaK TIpoCTeHIne, Tpuobl, )KUBOTHBIE U PACTCHUS

(Kumar, Bennetzen, 1999). Perporpancmno3onsl
UPOKO pacmpocTpaneHsl y pacrenuit (Flavell
et al., 1992a; Voytas et al., 1992; Hirochika H.,
Hirochika R., 1993; Matsuoka, Tsunewaki, 1996,
1999) u moryT coctaBmsaTh 10 S0 % Bcel TeHOMHO
JHK (Pearce et al., 1996; SanMiguel et al., 1996).
PennukaTuBHBIN CIOCOO NEpeMEIIEHHS TO3BOJISET
OBICTPO HAKAIUTUBATH OOJIBLIOE KOJTMYECTBO KOUI
3JIEMEHTa, TAaKUM 00pa30M, YBEIUUYHMBAs pazMep
reHoma pacrenus (Pearce ef al., 1996; SanMiguel
et al., 1996; Kumar, Bennetzen, 1999). VYeenu-
YeHHe TeHOMa KyKypy3bl Ha 75 % 3a mocienHue
5 MJIH JIET SIBJISICTCSI PE3yIbTaTOM NepeMEeLIeHuUs U
pacnpocTpaneHus aneMeHnToB Il cemelicTBa peTpo-
Tpancno3oHoB (SanMiguel et al., 1998). MyTtamun,
CO3/aBaeMble HHCEPIINEH pETPOTPAHCIIO30HA, OKa-
3BIBAIOTCS] CTAOMIBHBIME B OTJIHYHE OT MYTaIUi,
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BbI3bIBaeMbIX JIHK-TpaHcro3oHamMu, TOCKONBKY
nocieHUe TPU NEePEeMEIEHIH BBIPE3a0T CBOIO
MCXOJIHYIO KOIIMIO U3 TEHOMA U YK€ 3aTE€M BCTpau-
BAIOTCS B APYroil cailT, B TO BpeMs Kak KOIHs
PETPOTPAHCIIO30HA, BCTPOMUBILNCH, YK€ HUKYAA
He ucuesnet (Georgiev, 1984; Geyer ef al., 1986;
Peifer, Bender, 1988).

PeTtporpaHcno3oHbl pa3aesstoTes Ha 5 TpyI,
OTIMYAIOLINXCS MEXaHU3MOM HEpEeMEIICHUS U
CTpyKTypHO# opranuzanueii: 1) LTR-perporpan-
CII030HBI, UMEIOIINE Ha KOHLAX JAJIMHHBIE IPSIMBbIE
noropsl (long terminal repeat—LTR) (pre. 1); 2) non-
LTR-peTpoTpaHCIIO30Hbl, HE HECYLUE JUIMHHBIX
KOHIEBBIX MOBTOPOB. BTOpylo rpynmy Takxke
Ha3biBaloT LINE-3nementamu (Long Interspersed
Nuclear Elements — iyinHHbIE TUCTIEPrHPOBaHHbIE
simepHbIe dneMeHTHI); 3) DIRS-like anemenTsI, co-
JIeprKallye TeH TAPO3UH PEKOMOMHA3EI BMECTO T'eHa
unrerpassl (INT) u ipsiMble pazeneHHbIe TOBTOPHI
(split direct repeats — SDR) nnu uHBEpTHpOBaHHBIE
nosTopsl (inverted repeats). CoracHo kinaccudu-
kauuu ICTV, DIRS-1ogo0HbIE 2JI€MEHTHI SBIIS-
torcs rpymmoit LTR-perporpancmo3onos (puc. 2)
(Havecker et al., 2004); 4) Penelope-like anemeHTbI
(PLEs), xonupyrome o0paTHyI0 TPaHCKPHIITa3y
(RT), 6onee 6nU3KyIO K TEIOMEpase, 4eM K o0pat-
HOH TpaHckpunTaze LTR-peTrpoTpancno3onos, u
SHJIOHYKJIEa3y, Oojyee ONM3KYIO0 K 3HIOHYKIIEa3e
UHTPOHOB Tpymisl Il n 6akTepranpbHOMY OEIKy
UvrC; 5) SINE-anements (Short Interspersed
Nuclear Elements) — KopoTKue TUCTIEPTUPOBAHHBIC
snepHbie aeMeHTsl (Wicker et al., 2007).

CTpyKTypHasi OpraHu3anus
LTR-perpoTpaHcno30HoB

ITonnopa3smepuslii aBToHOMHBIA LTR-perpo-
TPAHCIO30H UMeeT pazmep oT 4 10 10 TIc. map Hyk-
JIEOTHUIIOB U COJIEPKUT B CBOEH CTPYKTYpE JUTMHHBIE
KOHIIEBBIE ITOBTOPHI B IPSIMOW OpUEHTALNH, AJTUHA
KOTOPBIX BapbupyeT oT 100 m.0. 710 5 THIC. II.0.
(puc. 1). JlnuHHBIE KOHIIEBBIE TOBTOPHI HE KOJH-
PYIOT O€ITKH, HO cofiepKar IPOMOTOPHI M TEPMHUHA-
TOPBIL, PEryaupyroLIne TpaHcKpuruio renos LTR-
PETPOTPAHCIIO30HOB. Te0 /IeMeHTa BKIIOYAET B
ce0s 0CIIe0BaTeIbHOCTH IBYX T€HOB — gag U pol
(Wicker et al., 2007). I'en gag xomupyeT OEIOK,
CXOJ/IHBIN ¢ OEJTKOM HYKJICOKaIICH/]a PETPOBUPYCOB;
T'eH pol KonupyeT OeNoK, KOTOPBIA UMEET poTeas-
Hyto (protease — PR), oOparHoTpaHCKpUNITa3HYIO

(reverse transcriptase — RT) u puboHyKIIea3HyIO
(Ribonuclease H — RH) akTuBHOCTH, KOTOpBIC
HEOOXOIMMBI JUIS PETLTUKAIINN/TIEPEMEIIECHUS PeT-
POTpPAHCTIO30HA, M HHTETPAa3HYI0 aKTHBHOCTH (inte-
grase — INT), mO3BOJIAIONIYIO0 PETPOTPAHCTIO30HY
BCTpaWBaThCsA B HOBBIA calT-mumieHs (Kumar,
Bennetzen, 1999; Wicker et al., 2007). Ipyras oco-
O6enHocTh LTR-peTpoTpaHCO30HOB — 3TO HATMYHE
KOPOTKHX TIOCIIEIOBATEIbHOCTEH, N3BECTHBIX KaK
npaiimMep-cBa3piBatomuii cat (Primer Binding
Site — PBS) u monmumypuHOBEIi TpakT (Polypurine
Tract — PPT). PBS pacnionaraercs cpasy 3a 5'LTR
M HeoOXoauM Jyis cuHTe3a nepoi renu kJIHK.
[TomuMo mocienoBaTeabHOCTEN, KOIUPYIOLUIUX
JIBa OCHOBHBIX nonumporeuna, LTR-perporpanc-
MTO30HBI TAKXKE MOTYT COZIEPIKATh JIOMOTHUTEIIHHEIC
KOJTUPYIOIIHE TocieaoBaTenbHocT. Hamprumep,
HEKOTOPBIE PETPOTPAHCIIO30HBI PACTECHHUIA COAEP-
AT OTKPBITHIC PAMKH CYMTHIBAHHSI, KOTUPYIOLIHE
Oenku, monoOHble Oenky obonouku Env (Env-like
ORF) perpoBupycoB. Poib Takux O6eJIKOB ocTaeTcst
roka HeBbIsicHeHHOH (Laten, 1999; Wright, Voytas,
2002; Laten et al., 2003; Havecker et al., 2005).
ITockonbky LTR-peTpoTpaHCio30HbI OTIMYAIOTCA
OT PETPOBHUPYCOB TOJIBKO OTCYTCTBHEM KOAMPY-
IOIUX TOCIEA0BaTEIbHOCTEH Oenka 000JI0YKH
BUPYCHOM YacTuIlbl — reHa env (envelope — 00010u-
Ka) pETPOBUPYCOB, AOJITOE BPEMsI CYUTAIOCh, YTO
LTR-petrpoTpaHCIIO30HbI BO3HUKIN B pe3yjbTare
«JIOMECTUKAIIUN» PETPOBUPYCOB M SIBIAIOTCSA HE
4eM HMHBIM, KaK PETPOBUPYCAMH, NOTEPSBIIMMHU
reH Oesika obonouku (Xiong, Eickbush, 1990).
Onnako ¢uiorenernuyeckuid ananu3 LTR-perpo-
TPaHCIIO30HOB M PETPOBHUPYCOB BEISIBIII 00paTHOE.
BepositHee Bcero, peTpoBupychl BO3HUKIM U3 LTR-
PETPOTPAHCIIO30HOB B pe3ysbTaTe MPUOOPETEHUS
JIOTIOJTHUTENLHOTO T'eHa env, NPOIYKT TPaHCISAIUH
KOTOPOTO MO3BOJIUI MPOTOPETPOBUPYCY chop-
MHPOBaTh BUPYCHYIO YacCTHUILYy, KOTOpas crayia
oOmanars nH(M)EKINOHHOHN cCIOCOOHOCTRIO (Xiong,
Eickbush, 1990).

| LTR gag
PBS R , PPT

Puc. 1. Crpyxrypnas opranusamus LTR-perporpanc-
no3oHoB (Llorens et al., 2011).
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Kaacenpuxauusa LTR-perporpancno3onos

Cpenu LTR-peTpoTpaHCcrio30HOB, KaK IpaBUiIo,
BBIJICIISIIOT [1Ba cynepcemeiictsa: 1y1/copia (unn
Pseudoviridae) u 733/gypsy (min Metaviridae)
(Havecker et al., 2004). HexoTopsle aBTOPHI BBI-
JIessoT TpeThbe cynepeemeiictBo LTR-perporpanc-
1o30HOB — BEL-Pao (Xiong et al., 1993; Wicker
etal.,2007). DaeMeHThI TaHHOTO CyTiepceMencTBa
0051a1al0T CTPYKTYPOH, CXOTHOH CO CTPYKTypOn
1y3/gypsy nwin Ty 1/copia-3neMeHTOB, OTHAKO OHU
(hopMUPYIOT OTAETHHBIN KIIACTEp MpH (UIIOTEHE-
TUYECKOM aHaJIM3e Ha OCHOBE JIOMEHOB OOpaTHOM
tpanckpunTasbl (Cook et al., 2000). OcHoBHOE pa3-
JMYHUE B CTPYKTYpE IIEMEHTOB rpymil 13/3/gypsy u
Ty 1/copia 3axr09aeTcst B HOPSIKE PaCTIONOKEHHS
JOMEHOB 00paTHOW TPAaHCKPUNITA3bl M HHTEIPA3bI
B cocraBe reHa pol (puc. 1). B knmaccudukarmm,
npennoxennorr T. Wicker ¢ coaBT., B cocras
kiacca LTR-peTpoTpaHcio30HOB BKIIFOUEHBI TaK-
ke rpymibl Retrovirus u ERV, npencrasistoniue
c000H PeTPOBUPYCHI M SHAOTEHHBIE PETPOBUPYCHI
cootBercTBeHHO (Wicker et al., 2007).

CynepcemeiictBo Ty1/copia

Ty 1/copia npencrassiet coOOH cynepceMeicTBo
perpoBupycoB u LTR-peTpoTpaHcno30HOB, LIMPOKO
NPEACTaBICHHBIX B T€HOMaxX pacTeHui, rpudos,
’KMBOTHBIX, BOJOPOCIIEH U HEKOTOPBIX MPOCTEUIITHX.
PacnipocTtpaneHne aneMEHTOB cyliepceMencTBa
Ty 1/copia 03BOTSIET IPEITOIOKUTb, YTO UX MPEJI-
KOBBIE AJIEMEHTHI ObLIM MPEACTABICHBI B TEHOMaX
3YKapHOTUYECKHX OPTaHU3MOB €Il 0 Pa3AeIeHUs
pactenuii n yaukoros (Llorens ef al., 2009). Cpe-
II1 TIpeficTaBUTENel cymnepcemeiictBa Tvl/copia
OTMcaHsbl Sire-37IeMEHTHI U3 TeHOMOB PaCTEeHHH, CO-
nepxamiue nonoiaauTensHyo ORF, konupyromntyro
TeH env, Onarozapsi 4eMy UM ObLI IPHCBOCH CTaTyC
NOTeHIMAIbHBIX perpoBupycos (Havecker et al.,
2005). Ty1/copia LTR-peTpoTpaHCO30HBl UMEIOT
LTRs pmunoit 100—1300 1.0., orpaHu4MBaroIye
LEHTPAJIBHBIA paliOH C OHOH OTKPBITOH PAMKOM
CUMTHIBaHMUS, B KOTOPOH 3aKOJPOBAHbI T€HBI gag 1
pol (B ciydae peTpoBUPYCOB ellie U reH env). JlomeH
INT pacnonoxen mMexay NpOTEa3HbIM JOMEHOM
U ToMeHoM obparHolt Tpanckpuntassl (Eickbush,
Jamburuthugoda, 2008) (puc. 1).

Knaccudukamus cynepcemetictBa Tyl/copia
Ha MaHHBII MOMEHT He 3aBepuieHa. CoriacHo

Knaccupukanuu MexayHapoaHOTO KOMHTETa 1O
TakcoHoMHHU BUpycoB (International Committee on
the Taxonomy of Viruses (ICTV)), cynepcemeii-
ctBO 713 1/copia nomyunio HazBaHue Pseudoviridae
W TIozpaszesaeTcss Ha Tpu Tpynnsl: Pseudovirus,
Hemivirus u Sirevirus (Havecker et al., 2004)
(puc. 2). Onnako naHHas KiaccuUKaIus He sSBIIs-
eTcs MIHUPOKO MCIIOIb3YEeMOH U HE YAOBIETBOPSIET
COBPEMEHHBIM JIaHHBIM O Pa3HOO0Opa3HH JIEMEH-
TOB cynepcemeiicra 7y 1/copia.

Jlopenc ¢ coast. (Llorens et al., 2009) mpen-
JIOXKUJIM CBOIO KIIACCU(UKAIINIO PETPOIIIEMEHTOB
Ty1/copia (puc. 3). o pe3ynbraram QuiIOreHeTH-
YeCKUX UCCIIEA0BaHUI MOCIEA0BATEIbHOCTEN T'eHa
pol, cynepcemeiictBo Ty 1/copia noppasnensercs
Ha JIBE€ OCHOBHBIE Tpynmbl: 1) B rpymimy 1 BXoasT
petpoBupycH pona Pseudovirus (oOHapyKeHHBIC
B TEHOMax rpubOB), PETPOTPAHCIIO30HKI TPYII-

Pseudovirus

w

Pseudovirus

Semotivirus

Knaccudukaums
. Pseudoviridae

|:| Metaviridae
. Unclassified DIRS group

Puc. 2. Kinaccudukarus LTR-peTpoTpaHCcmo30HOB
cormacuo ICTV (Havecker ef al., 2004).
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Puc. 3. ®unoreneruueckoe aepeBo Ty1/copia LTR-peTpoTpaHCIO30HOB, TOCTPOCHHOE HA OCHOBE MOCIICI0BATEIb-

Hocreit rena pol (Llorens et al., 2009).

bl GalEA, oOHapyeHHbIE B TEHOMaX MOPCKHUX
OmarepalibHBIX JKHUBOTHBIX, U YETBIPEX TPYIII
CoDi-like aneMeHTOB, 0OHAPY)KEHHBIX B TEHOMaxX
JINAaTOMOBBIX BOJOPOCIICH; 2) B TPYIITY 2 BXOIAT
ocraswuecs auHun LTR-perpoTpaHcno3oHOB U
MOTEHLMaJIbHbIE peTpoBUpYCHl BKmtouas Copia-
like hemiviruses u Copia-like sireviruses, u3 re-
HOMOB PacTeHUH, TpUOOB 1 )KUBOTHBIX.

IIpencraBurenu rpynnsl | He oOHApYKEHBI B
TeHOMax pacTeHHM BOOOIIE, a M3 TPYIIIEI 2 B Te-
HOMAaX pacTEeHUH MPUCYTCTBYIOT JIEMEHTHI TOJIHKO
4 cemetictB Ty1/copia-371€MEHTOB.

1. Sireviruses. Sireviruses IpeNCTaBISIOT COOOH
rpymnity LTR-peTpoTpaHCco30HOB U peTpOBHPYCOB
13 TEHOMOB PAaCcTEHHH, COIepIKaNIyIo 1Be (rore-
HETHYECKH POJICTBEHHBIC TUHUA «Sirey U «Oryco»
(Llorens et al., 2009). OCHOBHOE OTJINYHE JaHHBIX
JUHUHN B TOM, YTO 3JIEMEHTHI INHUU Sire CoepKatT
JIOTIOJTHUTEIIbHYE) OTKPBITYHO paMKy CUHUTHIBAHUS
TeHa env ¥ CYMTAIOTCS TOTEHIIMAIBLHBIMU PETPO-
BHUpYCaMH, a 3JIEMEHTHI JIUHUU Oryco SBISIOTCA
knaccuueckuMu LTR-perporpancno3oHamu
(Llorens et al., 2011).

1.1. Sire. Sire-3neMeHTbI IPEIICTABIISIOT COOOH
JOCTAaTOYHO OOJNBIINE PETPOTPAHCIIO30HBI INH-

HoH 9,3-9,8 ThIC. I1.0. C KOHIIEBBIMH HUHBEPTUPO-
BaHHBIMM MoOBTOpamu pazmepom 500-1200 m.o.
Teno smeMeHTa CONEPKUT TPU OTKPHITHIE PAMKH
CUUTBHIBaHUS T'CHOB: gag, pol n env-like (env-like
ORF pacnonoxena ¢ C-konua qomeHa RNase H)
(Llorens et al., 2011) (puc. 4). Haubonee xapak-
TEPHBIM TIPEJICTABUTENIEM 3TOW JIMHUU SIBISETCS
snemeHT SIRE-1, nepBOoHa4YaJIbHO OMHCAHHBIN
B reHoMe cou Glycine max (Laten et al., 1998;
Laten, 1999). SIRE [-like 371eMEHTBI IIIUPOKO MPE/I-
CTaBJICHBI B TEHOMaX PaCTEHHH KaK OJJHOIOJIbHBIX
(puc, KyKypy3a, COpro), Tak 1 AByJAOJIbHBIX (apadu-
JIOTICHUC, JTOTOC, 0000BEIe, nTpycoBkie) (Havecker
et al., 2005).

1.2. Oryco. LTR-peTpoTpaHCIIO30HBI JIMHIU
Oryco OvlTu 00HAPYKEHBI B TEHOMAaX HEKOTO-
PBIX BUJIOB pacteHuit: Vitis vinifera, Arabidopsis
thaliana, Popolus tricocarpa w Oryza sativa

Pol

W]
PR INT

PBS

| env

RT
PPT

Puc. 4. Ctpyxrypnas opranuzanus 71 /copia LTR-pet-
potpancnio3onoB Sire (Llorens et al., 2011).
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(Llorens et al.,2011). DTO OTHOCHTELHO KOPOTKHE
3JIEMEHTEI JNIMHOU 4,2—4,9 TEIC. 11.0. C KOHIICBBEIMHA
noBropamu pazmepoM 160-440 n.o. Konupytromas
00JIaCTh COZIEPIKUT TEHBI gag U pol B KIIACCHYECKOM
st Ty 1/copia-peTpoTpaHCIIO30HOB TOPSAKE (TEH
env OTCyTCTBYyeT) (puc. 5).

2. Retrofit. dneMeHThl Retrofit uMeroT pasmep
4,7-4,9 ThIC. 1.0., KOHILIEBBIC MOBTOPHI JIUHON
0,12-0,3 TpIC. 0.0. U TOMEHHYIO OpPraHU3aLUI0
TeHOB gag " pol, tunmanyto s Ty 1/copia-pert-
porpancmio3oHoB (Piegu et al., 2006; Llorens et
al., 2011) (puc. 5).

3. Tork. K cemeiictBy Tork npunaanexar LTR-
PETPOTPAHCIIO30HBI M3 TEHOMOB Pa3IUYHBIX BUIOB
pactenuit: Zea mays, Solanum lycopersicum,
Vitis vinifera, Nicotiana tabacum w Vigna radiata
(Grandbastien et al., 1989; SanMiguel et al., 1996;
Marillonnet, Wessler, 1998; Llorens et al., 2009).
Pa3meps! v IJIMHHBIX KOHIIEBBIX ITOBTOPOB, U KO-
JUPYIOLIETo palioHa BecbMa BapualOesbHbl Cpeau
IpelCcTaBUTeNIed Pa3IMYHBIX 3JIE€MEHTOB ITOTO
cemericta: 0,12—1,2 TrIc. 1.0. 11 4,1-6,7 THIC. 11.0.
COOTBETCTBEHHO (pHC. 5).

4. Osser. Osser — nepBblil nonHbIA Ty1/
copia-like peTpOTpaHCIIO30H, ONMHMCAHHBIA B
T€HOME KOJOHUAJIBHOW 3€JIEHOM BOAOPOCIHU
Volvox carteri (Lindauer et al., 1993). Pa3-
Mep anieMeHTa cocrasiser 4,875 m.o., AJiMHA
LTRs — 197 n.0., 2IeMEHT UMEET IOMEHHYIO
OpTaHU3aIMI0 TEHOB gag U pol, TUTIMYHYIO
st Ty l/copia-peTporpaHcio3oHOB. [lanHOE
cemeiicTBo rpynmsl 2 7y 1/copia-peTpoTpaHc-
II030HOB COJIEPKUT €IUHCTBEHHBIN JIEMEHT,
JUISL KOTOPOTO HE OTMMCaHbl (PHIIOTCeHETHUECKU
OJIM3KHe AMEeMEHTHI (pHuc. 5).

CynepcemeiictBo Ty3/gypsy

OnemeHTsl rpynnsl 1¥3/gypsy UMEIOT CXOA-
CTBO ¢ Bupycamu cemeiictBa Retroviridae (Kumar,
Bennetzen, 1999; Bennetzen, 2000). I'maBHBIM
otnuuneM perpoupycoB or LTR-peTporpan-
CIIO30HOB Tpymibl 7y3/gypsy sBIseTcs TO, YTO
PeTPOBUPYCHl UMEIOT JTOMOJHUTENBHYIO OTKPBI-
Tyto pamky cuntbiBanus (ORF) ans kogupoBaHus
6emnxoB 06oouky (ENV), He0OX0IMMBIX 151 TIepe-
Jladqd peTPOBUPYCa OT KICTKH K KieTke. 1)3/gypsy
LTR-peTpoTpaHCIo30HB UMEIOT UIMHY OT 4 10
~ 15 TBIC. 11.0., IITMHHBIC KOHIIEBBIE TOBTOPHI LTR,
OTKPBITYIO paMKy CUMTHIBaHHUS, B KOTOPOH 3aKO/IH-

PR INT RT RH

P

Puc. 5. CrpykrypHas opraumusauust 7vI/copia LTR
peTpoOTpaHCcIo30HOB ceMmelcTB Oryco, Retrofit, Tork n
Osser (Llorens et al., 2011).

POBaHBI TE€HBI gag U pol (B cllydae peTpOBHPYCOB
ellle U TeH env), ¥ HEKOTOPbIC JTOMOTHUTEILHBIC
TeHbI (B cirydae Tat SIEMEHTOB U Pa3IMIHbIX XPO-
moBupycoB). Jlomen INT pacnonoxen ¢ C-xonma
rena pol (nocine nomena RNase H) (puc. 1).

ComnnacHo knaccuukanuu MexayHapoIHOTO
KOMHTETa 110 TaKCOHOMHHU BUpycoB (International
Committee on the Taxonomy of Viruses (ICTV)),
cynepceMetictBo 7y3/gypsy HazBaHo Metaviridae
W TIoNpa3JenisieTcss Ha TpH Tpymnmbl: Metaviruses,
Errantiviruses u Semotiviruses (puc. 2) (Havecker
etal.,2004). duoreHeTUYSCKUH aHAIN3 METABH-
PYCOB MTO3BOJIHII BRIICTUTH B cocTaBe Metaviridae
11 cemeiict: Chromovirus, CsRnl, Mdg3, Cigr2,
Cmrl, Osvaldo, Athila, Mag, Gypsy, Mdgl n Cer
(Gorinsek et al., 2004) (puc. 6).

OnHako, coracHO pe3yibTaraM IOCIEIHETO
(PMIIOTEHEeTUYECKOTO aHaIu3a, MPOBEICHHOTO Ha
OCHOBe IocneaoBareiabHoCcTell 1oMeHoB PR, RT,
RH u INT, 7y3/gypsy LTR-perpoaneMeHTs pas-
nemstroTcest Ha nBe rpymmsl (Llorens et al., 2009)
(puc. 7): 1) B mepByto TpymITy MOMAIal0T BCE XPO-

Pseudoviridae /

Retroviridae .,

Puc. 6. Knaccudukanus anementos rpymmst Metaviridae
(Gorinsek et al., 2004).
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MozaoMeH-INT-conepxkammne LTR-perporpancmo-
30HBI (aJILTEPHATUBHOE HA3BAHUE XPOMOBUPYCHI).
Orta rpymnma BKIOYaeT B ceOs J[Ba JIOCTOBEPHBIX
KJlacrepa, Ha3BaHHbIE «Plantsy (cemeiictBa: CRM,
Galadriel, Reina, Del, REM n G-Rhodo) n «Fungi/
Vertebrates» (cemeiictsa: TF1-2, Pyggy, MGLR3,
Maggy, MarYl, Pyret, V-clade) n 3 cemelicTBa
(T3, Skipper, Tse3), He BXOASIIUE B COCTAB KJIac-
TepoB «Plantsy» u «Fungi/Vertebrates». [lozanee B
reHoOMaX BBICIIUX HECEMEHHBIX PAacTeHWH OBbLIH
oOHapyx)eHbl xpoMonoMmeH-INT-cogepkamme
LTR-peTpoTpancno3onsl cemeiictB Modred n
Galahad (Novikova et al., 2010). CemeiicTBo Xpo-
mogomeH-INT-conepxamue LTR-peTporpanc-
1030HKI Tcnl ObLIO TIO3HEE OMHMCAHO B TEHOMAX
MXOB, I1ayHOB 1 rpudoB (Novikova et al., 2010);
2) BO BTOpPYIO TPYNITy BXOIAT HE COACpIKaIIne
xpoMojioMeHOB LTR-peTpoTpaHCcio30HbI pacTeHUM
U KUBOTHBIX: Athila/Tat (Athila-like, Tat-like),
CsRN1, 412/mdgl, Errantiviruses (17.6, Gypsy),
Osvaldo, Gmrl, Cer2-3, Cerl, Mag, Torl, Tor2,
Tor4, Cigr-1, Micropia/Mdg3.

BonpmmacTBO cemeiicts 13/3/2ypsy LTR-petpo-
TPAHCIIO30HOB CIICIU(PHUIHBI JIJISI ONPE/ICIICHHBIX
TaKCOHOMUYECKUX TPYIIIT )KUBBIX Opranu3MoB. Ha-

o
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npumep, MpeJICTaBUTeN ceMeiicTBa Athila onvca-
HBI UCKJTFOUUTEITHHO Jij1sl pacternid (Wright, Voytas,
2002). EnuncTBeHHas GuioreHeTHYeCKas rpyIma,
pacripezienieHre KOTOpOii OXBAaThIBACT MPAKTHUECKU
BCE DYKapPHOTHUECKHE OPTaHU3MBI, — 3TO XPOMO-
nomeH-INT-conepxatne LTR-perporpancio3oHbl
(Chromovirus) (Gorinsek et al., 2004).

1. Xpomogomen-INT-conepaxamme LTR-pet-
POTPAHCNO30HbI. ANbTEPHATHBHBIC Ha3BaHUS:
Kimacc B (Wright, Voytas, 1998) unu 733-rpynma
(Malik, Eickbush, 1999). IIpencraButenu naHHO
rpymmsl copepxkar xpomonomeH (CHR) va C-xonre
JIOMEHa WHTerpasbl. 7y3 TpyIma sBIsSETCS OIHOM
U3 JIpeBHEHIINX U Hanboliee PacpoCTPaHEHHBIX
TPYIIN DJIEMEHTOB cyrnepcemericTBa 1y3/gypsy.
DNeMeHTHI 3TOW TPYNIbl, pacIpOCTPaHEHHBIC
B r€HOMAaxX pacTeHUH W 3eJIEHbIX BOJIOPOCIEH,
oObeMHeHbI B Kiactepe «Plants» u noapasnuens-
torcst Ha 6 cemeiicts (Llorens ef al., 2009).

1.1. CRM. Dnementsl cemeiictBa CRM sBmsi-
I0TCSI HEHTPOMEP-CIIeUUPUIHBIMU PETPOTPAH-
CII0O30HAMU PAaCTEHHH, MMOCIEI0BATEIHLHOCTD
XpOMOJIOMEHA KOTOPBIX CYIIECTBEHHO OTIHYACTCS
oT 0011Iero KoHCceHcyca xpomoomeHoB (Gorinsek
et al., 2004). CRM-31eMEeHTBI UMECIOT CIIEAY-
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Puc. 7. ®unoreneruueckoe nepero 1v3/gypsy LTR-peTpoTpaHCIIO30HOB, MOCTPOCHHOE HA OCHOBE IMOCIIEIOBA-

tenbHOCTEH TeHa pol (Llorens et al., 2009).
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IOIYI0 CTPYKTYpY: LIEHTPaJIbHASI YaCTh JTUHOM
6—7 ThIC. 11.0., pIIaHKUPOBAHHAS JUTMHHBIMU KOHIIE-
BbIMU noBTOpamu JiuHou 850—1100 m.o., cogep-
JKUT CalT cBs3bIBaHMs mpaiiMepa (Primer Bindind
Site (PBS)), nBe OTKpBITBIE paMKH CUYHTHIBAHHS
KaHOHHUYECKHX T€HOB gag U pol 1 NOJIUITY PUHOBBIH
tpakt (Polypurine Tract (PPT)) BOmu3u 3'LTR

(puc. 8).

5 Pol 3
PR RT RH INT

PBS PPT

Puc. 8. CrpykrypHas opranmsamus 7y3/gypsy LTR-
perporpancno3oHoB cemeiictBa CRM (Llorens et al.,
2011).

1.2. Galadriel. DnemenTs cemeiictBa Galadriel
MMEIOT CIIEIYIONIYI0 CTPYKTYpPY: HEHTpaibHas
4acTh JIIMHON 5,2—6 ThIC. 11.0., pITaHKUPOBAaHHAS
KOHIIEBBIMU TOoBTOpamu mnuaoi 600-800 m.o.,
conepxaitas cailt PBS, nBe oTKpbIThIE pamMKu
CUUTBIBAHUS TEHOB gag W pol W TOTUIYPUHOBBIH
tpakT (PPT) BOmm3u 3'LTR (Gorinsek et al., 2004)

(puc. 9).

5 Pol 3
PR RT RH INT CHR

PBS PPT

Puc. 9. Crpykrypnas opranmsanus 7y3/gypsy LTR-
perporpancno3oHoB cemeiicTB Galadriel, Del (Tekay)
u Reina (Llorens et al., 2011).

1.3. Reina. DneMeHThI cemelcTBa Reina nMeroT
nnuny 4,7-5 Teic. 1m.0., conepxkar LTR nnunoi
300—400 1m.0., TICHTPATBHEIN PaioH COMEPIKUT ABE
OTKPBITBIC PAMKU CUHUTBHIBAHUS T'CHOB gag u pol,
caiit PBS u PPT BOmu3u 3'LTR (Llorens et al.,
2011) (puc. 9).

1.4. Del (Tekay). CemeiictBo Del (Tekay)
MIPEJICTABISIET COOON TPYNIY 2JIEMEHTOB pa3Me-
pom 6,2—10,2 TBIC. I1.0. C KOHIIEBBIMU ITOBTOPaMHU

nnuHou 1,1-4,4 ThIC. m.0., COIEPKAIUX JBE
OTKPBITHIC PAMKHU CUMTBHIBAHUSI TCHOB gag W pol,
caiit PBS u PPT BOnu3u 3'LTR (Llorens et al.,
2011) (puc. 9).

1.5. REM. D10 ceMeiCcTBO MPEICTABICHO OMHUM
anemeHToM REM ] 13 reHOMa 3eJIeHON BOAOPOCIH
Chlamydomonas reinhardtii (Perez-Alegre et al.,
2005). Onement REM 1 nniHOi# 5,8 ThIC. I1.0. IMEET
creyrontyto ctpykrypy: LTRs ammHoi 276286 11.0.,
PBS, u PPT BOmm3u 3'LTR, nenTpansHas 4acTh co-
JEPKUT TPUA OTKPHITHIE pAMKH CUUTHIBAHHS — IBE,
KOJIMPYIOLIUE TUITMYHBIC TCHBI gag U pol B IPSIMOM
HaIpaBJICHUU, U TPEThsl, KOJUPYIOIAsl YaCTh UH-
Terpasbl ¥ XpOMOJIOMEHA B 00paTHOM HAIPaBJICHUU
(Llorens et al., 2009) (puc. 10).

4_
5 ._’| |_| Gag H Pol

3
| INT-CH PR RT RH

PBS PPT

Puc. 10. CrpykrypHast opranuzanust REM1 Tv3/gypsy
LTR-perporpancmosona (Llorens ef al., 2011).

2. LTR-peTpoTpaHCcNO30HbI, HE COdep:Ka-
1He XPOMOIOMeHbI. TOJIBKO peTpOTPaHCIIO30HbBI
Athila/Tat w3 rpynnsl 2 oOHapy»eHbI B TeHOMAax
pacTeHui.

Athila/Tat. laHHBIA KJIacTep pasfeisieTcsl Ha
nBa cemeiicta Athila u Tat (Wright, Voytas, 1998,
2002). DnemenTsl cemeiictBa Athila copepkar B
CBOCH CTPYKType TeH 000JIOUKH env U paccMarpu-
BalOTCA B Ka4€CTBE MOTEHIMAIIBHBIX PETPOBUPYCOB,
B TO BpPEMsI KaK JIEMEHTbI ceMelcTBa Jat SBIISIOTCS
cobctBenno LTR-perporpancmozonamu.

Tat-like LTR-peTpoTpaHCIIO30HBI UMEIOT T'H-
raaTckue pasmepsl — 10-21 Tbic. m.o. LlenTpans-
Has yacTb dnemMenTa guankupoBaa LTR mimnoi
0,5—1 TBIC. I.0. ¥ comepkuT caT PBS, rens gag
U pol, HeKOIUPYIOMHKN y4acTOK BapraOeIbHOTO
pasmepa u tpakt PPT Bomusm 3'LTR (puc. 11).
HexoTopple aeMeHThI coiepkaT aHTHCMBICTIOBbIE

Tandem repeat

]
PBS PR RT RH INT

Puc. 11. Crpykrypnas opranuzauus 7y3/gypsy LTR-perporpancnozonos cemeiictB Athila n Tat-like.
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paMKH CUMTHIBAHUS B HETPAHCIUPYEMOM paiio-
HE, KOTOPbIC Ha JAHHBI MOMEHT Maji0 W3yYCHBI
(Havecker et al., 2004).

CynepcemeiictBo Bel/Pao

[TepBBIMHU ONTMCAHHBIMU DIIEMEHTAMU CyTepce-
MeiicTBa Bel/Pao OblIn TaKUE dJIEMEHTHI, Kak Pao
(Bombyx mori), Bel (Drosophila), Tas (Ascaris
lumbricoides) u pazmmunsie Cer-like-aeMeHTHI U3
redoma Caenorhabditis elegans (Aeby et al., 1986;
Xiong et al., 1993; Bowen, McDonald, 1999).
DJeMEeHTHI cyriepceMericTBa Bel/Pao aHaioruaHo
aneMeHTaM 1y3/gypsy colepkaT KOTUPYIOUIYIO
obnactsk ¢ renamu gag-pol (GAG-PR-RT-RH-INT)
U TEHOM env (B cilydae peTpoBHpYcoB). Pazmepsl
AJIEMEHTOB 3TOTO CYNEPCEMENCTBA BAPbUPYIOT OT
4 te1C. 10 10 THIC. 11.0.

CynepcemeiictBo Bel/Pao nonpasiensercs Ha
cemetictBa: Bel, Tas, Pao, Sinbad v Suzu (puc. 12)
(Copeland et al., 2005). B renomax pacreHuit
MpencTaBUTeNn cynepcemeiictBa Bel/Pao He
0OHaPYKEHBI.

Takum 00pa3om, B HACTOSIIIIEE BPEeMsI B TEHOMax
pacTeHuil 0OHapyKEHBI U OMUCAHBI CIIETYOIIHE
LTR-perporpancnosonsl: Sire, Oryco, Retrofit,
Tork u Osser (cynepcemeiictBa 1y 1/copia); CRM,

Puc. 12. ®unorenernyeckoe nepeso Bel/Pao LTR-per-
POTPAHCIIO30HOB, IIOCTPOESHHOE Ha OCHOBE MOCIIEA0BaA-
tenpHOCTEH TeHa pol (Llorens et al., 2009).

Galadriel, Reina, Del, REM, Galahard, Modred,
Tenl, Athila w Tat (cynepcemeiicta Ty3/gypsy).

ABTOHOMHbIE U HEABTOHOMHbIE
PETPOTPAHCIO30HBI

Hmns snementoB kiacca 2 (JJHK tpancmo3so-
HOB) aBTOHOMHOCTh 3aBHCHUT OT CIOCOOHOCTH
OT/ICIBHBIX DIIEMEHTOB 3KCITPECCUPOBATh (DEPMEHT
TPAHCII03a3y U TEM CaMbIM OCYIIECTBIISTH COO-
cTBeHHOE TiepemerieHne (Kumar, Bennetzen, 1999).
HeaBTOHOMHBIC 3JIEMEHTBI SBJISIOTCS [TOTOMKAMH
ABTOHOMHBIX, HAKONIUBIIUX Psit MyTauuid. Hanpu-
Mep, aBTOHOMHBIH AIEMEHT A¢ KyKYpy3bl, IIOTEPSIB
ORF TpaHcrno3asbl, MpeBpaiaeTcss B HEABTOHOM-
HbI 31eMeHT Ds. OJHaKo, HOCKOJBKY 3JIEMEHTbI
kimacca 1 (peTpoTpaHCIO30HEI) MEPEMEIIalOTCs
[0 PETUINKATHBHOMY MEXaHU3MY, BOTIPOC 00 aB-
TOHOMHOCTH JJIEMEHTa HOCHT OO0Jiee CIIOKHBIH
xapakrep. Eciiu uHuBM1ya bHbIC HEABTOHOMHEBIC
AJIEMEHTHI Kilacca | CIOCOOHBI PEIUTUIIMPOBATh-
Csl HECMOTpSI Ha IMOTEPI0 aBTOHOMHOCTH, TO OHHU
(hopMHUPYIOT TPYIITEI OJTM3KUX HEAaBTOHOMHBIX dJIe-
MeHToB (Sabot, Schulman, 2006). Takum obpazom,
MOHSATHE «aBTOHOMHbBIN/HEABTOHOMHBII B Cllydyae
PETPOTPAHCIIO30HOB MPUMEHSIETCS] HA YPOBHE TPYIII
u cemeiictB. CeMmeiicTBa peTpOTPAHCIO30HOB,
cofiep Kallie MHIUBUIYalIbHBIE PETPOIIEMEHTHI,
CIIOCOOHBIE K KOJAMPOBAHUIO HEOOXOAWMBIX IS
TPAHCIIO3UIIUK OEJIKOB, CUMTAIOTCS aBTOHOMHBIMHU
(Sabot, Schulman, 2006). HuBu1yaibHbIC KOITHU
MOTYT OBITh B Pa3HO# CTENCHU TPAHCKPUIIIMOHHO
VIV TPAHCIIIUOHHO KOMIIETEHTHBIMH (TPaHCIISIHS
MPUBOIUT K (HOPMUPOBAHHIO (DYHKIIMOHAIBHBIX
OenkoB) Wi akTHBHBIMU (Sabot, Schulman, 2006).
AKTHBHBIE 3JIEMEHTBI MOT'YT y4aCTBOBAaTh B HEKOTO-
PBIX CTAJIMSIX KU3HEHHOTO IMKJIA HEAKTUBHBIX WITH
HEKOMITETEHTHBIX 3JICMEHTOB TOTO K€ CEMEWCTBa
(cis) m npyrux cemeiictB wim rpymi (trans), 1o-
TIOJHSISI TAKMM 00pa30M WX KH3HEHHBIA ITUKI. B
JTAHHOM CITy9Yae HEaKTHBHBIE AJIEMEHTHI BHICTYTIAIOT
B POJIM MMAapPa3UTOB aKTHBHBIX 3JIEMEHTOB, CHHYKAsI
HX CIIOCOOHOCTh K PaCHpOCTPaHEHHIO. AHAIOr Y-
HOE SIBJICHHE HAOIOAeTCsl B CIIyyac HETaTHBHOM
vHTep(EepeHIINA BUPYCOB U WX TApa3UTU3Ma 110
OTHOIIEHUIO K JIPYTUM BUPYJICHTHBIM BHpyCaM
(Hu et al., 1997). YcnenrHo pactpoCTpaHIOIIHHACS
TPAHCIIALUOHHO HEKOMITETCHTHBIN JIEMEHT MOXKET
c(hopMHpPOBaTh HOBOE TOACEMEHCTBO U B KOHEY-
HOM HTOT'€ CEMEHCTBO HEABTOHOMHBIX 3JIEMEHTOB.
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HenaBHuie ucciienoBaHusl MO3BOJIN OOHAPYKUTD
OOoJIBIIIHE CTPYKTYPHO OJTHOPOHBIC TPYIIIBI PETPO-
TPaHCIIO30HOB, He cozieprxkanux nomeHoB Gag, Pol
v Env. DT TpynIiel He SBISAIOTCS aBTOHOMHBIMH,
HO OTAEJIHHBIE AIEMEHTHI MOTYT OBITh TPAHCKPHTI-
LMOHHO akTUBHbIMHU (Sabot, Schulman, 2006).
[TpuMepbl HEaBTOHOMHBIX TPYIIT PETPOTPAHCIIO30-
HOB: LARD, TRIM v Morgane. DneMeHTHI TPyTIIbI
LARD copeprkaT AJIMHHBIC KOHLIEBBIE TIOBTOPBI U
IEHTPAIbHYI0 KOHCEPBAaTUBHYIO OOJIACTh, HE KO-
nmupytortyto oenku (Kalendar et al., 2004). TRIMs
SIBIISTEOTCST OTHOCUTEIILHO KOPOTKUMH DIIEMEHTAMU,
conepxar koporkue LTRS U HeHTpalibHYO 4acTsb,
COJICPIKAIIYIO0 TOJBKO CUTHAJIBI OOpaTHOM TpaHC-
kpuniuu (Witte et al., 2001). Morgane-3nemeHTb
3aHUMAIOT MMPOMEKYTOYHOE TIOJIOKEHUE MEXKTY
ABTOHOMHBIMHU U TTOTHOCTHIO HEABTOHOMHBIMH H
cozeprkar HeyHkmoHabHbIe yyactku ORF rena
pol (Mhiri et al., 1997; Melayah et al., 2001; Sabot
et al., 2006). {ns rpyrm LARD, TRIM u Morgane
Ha JIaHHBII MOMEHT He OOHAPYKEHBI /¥ ans-aKTUBU-
pyeMBbIe AIIEMEHTHI.

KusHeHHBbI TUKI
LTR-perpoTrpaHCcIO30HOB pacTeHuii

B xuznennsiit uukn LTR-perporpancmno3oHos
BXOJAT: TPAHCKPUIILHUS, TpaHCIsALus, oOpaTHas

Hosas konua anemeHTa
6?

ININTN N

TPAHCKPHUIILUSA U UHTErpaIisi HOBOM KOMHHU B Te-
HOM. /{7151 oCylIeCTBIEHUS IEPEUNCICHHBIX ATAIOB
TpeOyIoTCs OEIIKH, 3aKOAMPOBAHHBIE B [TOCIIEI0BA-
TEJBHOCTSX PETPOTPAHCIIO30HOB (puc. 13).

Tpanckpunuusa. Ha nepBom sTane ¢ momo-
mpro kiterouHoi PHK nonmmmepasel I mponcxonut
TpaHcKpuIus, kotopas HaunHaeTrcs ¢ S'LTR (5'R
paiiona (amxe TATA box)) u 3akaHUMBaeTCs B
3'R paifone BHyTpHu 3'LTR (Kumar, Bennetzen,
1999). B pesynbrare TpaHCKpUNIHH 00pazyeTcs
oummuctponnas MPHK, komupyromas, mo kpaitaeit
mepe, a8e ORF: Gag u Pol. MPHK perpotpanc-
MO30HOB, KaK MPaBUJIO, HE COAEPKUT UHTPOHOB,
uckiroueHue cocrannger Ogre snemMenT (Neumann
et al.,2003). Dxcrpeccust peTpOTPAHCIIO30HOB TAK
e, KaK ¥ JI00BIX APYI'MX '€HOB C MPOMOTOpPaMH
polll, 3aBHCHT OT (haKTOPOB, BIHUSIONINX HA CHHTE3
MPHK knerku-xo3suHa. Ilociie TpaHCKpUNuuu
MPHK nepenocutcs B iuromniazMy Tak e, Kak 1
npyrue MPHK xo3siickoil kieTku.

B uenom yposens skcnpeccuu LTR-peTpo-
TPAHCIIO30HOB JJaKE B CITy4ae MHIYKIIUU CTPECCOM
3HAYUTENBHO HIKE, YeM TPAHCKPHUIIIHSA «KJIACCHU-
yeckux» reHoB (Wessler et al., 1995; Jaaskelainen
etal., 1999). D10, BeposiTHEE BCETO, CBSI3aHO C TEM,
yt0 LTR-peTpoTpancno3oHbl 001a1at0T C1a0bIMK
[IPOMOTOpaMHU, U C AEHCTBUEM KJIETOYHBIX MeXa-
HU3MOB MHakTuBanuu. [Ipu BcTpoiike mo Tumy

LinTonnasma

WHTterpauus

TpaHcnaums

dopmuposaHme [BMNY
O6patHast
TpaHcKpunums

Puc. 13. XKusnennsiii nukin LTR-perporpancno3onos (Grandbastien, 2008).

BITY — Bupyconono6nas gactuma; GAG — 6enoxk, ¢popmupyrommit BITH; RT — obparnast Tpanckpunrasa; PR — mporeasa;

IN — unrerpasa.
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IPOMOTOPHO# JOBYIIKH («promoter-trap-like»)
PeTPOTPAHCIIO30HBI MOTYT IKCIPECCUPOBATHCS
NOJI «KJIACCUYECKUMMU» MPOMOTOPAMHU KIIETKH.
HexkoTopble KOHKPETHBIE 3JIEMEHTHI MOTYT UMETh
aJbTePHATUBHBIE BapUAHThHl IKCIPECCUU, Ha-
MpuUMep, OMoCpeoBaHHON mpomoTopomM pollll
B ciyuae anemeHta Cassandra TRIM (Sabot,
Schulman, 2006).

Tpancasiuus. B ciyyae aBTOHOMHBIX 3JI€MEH-
ToB npoucxoaut Tpancisanusa PHK B nutomnnasme ¢
obpazoBanueM OenkoB Gag u Pol. Tpancnsmmon-
HBIH CIIBUT MEXY JIByMsl paMKaMH CUUTBIBAHUS
MOKET MPOHUCXOJNTH Pa3HbIMU criocodbamu. Cait
pubocoM B ciyyae TeHa gag MOXET ObITh YHU-
BEPCAIbHBIM, a CAUT A7 TeHa pol — BHYTPEHHHUM,
MmeHee dhdextuBHEIM (Meignin ef al., 2003). Oto
OPUBOAMUT K IPeoOIagaHuI0 IPOAYKTOB TPAHC-
nsamun GAG vag POL. B cimyuae perpoBHpycoB
IaHHBIA AucOaaHC, SIBISIOLIUNACS CIIEACTBUEM
CABHUIa paMKH CUMTBHIBAaHMS, COOTBETCTBYET CTe-
XHOMETPHHU, HEOOXOAUMOM 11 COOPKH BUPYCHBIX
yactun (Briggs ef al., 2004). Kpome Toro, Hamu-
yle BHYTPEHHEIO caiiTa TPAaHCIIALUMN IO3BOJISET
WHIMBHTyaJIbHBIM 3JIEMEHTAM CO CTOI-KOJOHAMH
B pailioHe TeHa gag OCYIIECTBISATh HOPMalb-
HYIO TpaHCISINUIO reHa pol. B apyrom Bapuante
nocnenosarensHocTh MPHK mexny gag u pol
MOXET COAEP)KaTb HEOOJIBLION MOBTOPSIOLIMICS
MoTHB (Hampumep, AAAAA), KOTOPBIHA BEI3BIBACT
«IIPOCKAIb3BIBAHNE» PUOOCOMBI,  TIPOUZBOIAUT
TPAHCISILUIO TI0 BTOPOH paMke cunThiBanus (Jin,
Bennetzen, 1989; Gao et al., 2003; Kovalchuk et
al.,2005). OToT MEXxaHU3M OYEHb YacTO BCTPEUACT-
cs1'y BupycoB pactenwnii (Giedroc ef al., 2000). [lns
casura pudoocomsl o MPHK MoTyT Takke HCITOINb-
30BaThCs pejIKKe criennuIecKrue TPaHCIIOPTHBIC
PHK (Hull, Covey, 1995). B ciiydae HEKOTOPBIX
PeTPOTPaHCIIO30HOB PACTEHUI MOXKET TPAHCIUPO-
BaThCsl HOJIUIIPOTEHH, BKItoyatouii Gag u Pol, 6e3
C/ABHI'a paMKHM cunTbIBaHus. Hanpumep, B cioydae
anemenTa BARE-1 TpaHCISIIUSA TPOUCXOIUT TI0
OJTHOM paMKe CYATHIBAHUS U IOJIUIIPOTEHH B 1ajIh-
HelIeM paciienisieTcst Ha yHKIIMOHATBHBIE €/TH-
HULBL. [locTTpaHCIIMOHHBIN MpoLlecCHHT OenKa
Pol (a Taxke pacueruienue nonunporentHa Ha GAG
u POL) B cmyuae anementa BARE-1 mponcxoauT
SHIOMPOTECONUTHUSCKH 3a cueT AP momena 6emka
Pol (Jaaskelainen et al., 1999).

@®opMHPOBaHUE HYKJICOKANICHAA, YIIAKOBKA
u quMmepusanus. PerpoBupycHsiii 6enok Gag

UMeeT TP QYHKIIMOHAJIBHBIC 00JIaCTH (BO MHOTUX
HCCJIEZIOBAHHBIX cllydasx nosnumnporenH Gag pac-
LICTUISIETCS Ha OT/IENbHbIC HOJIMIICITHUABI): KallCHI-
HBIN JOMEH (II0JMMepU3aLys), HyKJICOKATICUAHBINA
JIOMEH (B3aMMOZEHCTBUE C HyKJIEMHOBBIMU KHUCIIO-
TaMH) U MaTpUKC JOMEH (CBSI3bIBAaHUE C OEITKaMu
obomnouku) (Adamson, Jones, 2004). benok Gag
LTR-perpoTpaHCcIIO30HOB CONEPKUT KAIICUAHBIN U
HYKJICOKATICUHBIM JTOMEHBI U 00J1aCTh, CXOIHYIO
C MaTpHKC-IOMEHOM peTpoBupycoB (Jaaskelainen
et al., 1999). ®opMupoBaHUEe BUPYCOMOTOOHBIX
gacturl (BITY) HeoOXoaqumMo I OCYIIECTBICHUS
oOparHoii TpaHckpuriiuy, cuenuduyeckort PHK.
BITY dopmupyroTcs B pe3ynbrare HoIMMepH3ain
Oenka Gag ¢ MOMOILBIO KalICUAHOTO JOMEHA. Ya-
rxoBka PHK (Bximtouenne PHK B BITY) mpouncxomut
cenexktuBHO s PHK, coorBercTByromeit Gag,
kotopeiii popmupyer BITY (Sabot, Schulman,
2006). B ciyuae peTpoBHPYCOB CEIEKTUBHOCTH
ompenensieTcs crenupruIecKoi mociIe0BaTelb-
Hocteto PSI (packaging signal — curnan yna-
KOBKHW), BTopu4Has crpykrypa PHK y3naercs
CTPYKTypaMH HyKJIEOKancuaHOTo aomeHa Gag
(Evans et al., 2004). ITocnenoBarensHocTs PSI,
Kak MpaBuIIo, pacnojiokeHa cpasy ke nocie PBS
nepen crapt-kogonoM (AUG) rena gag. B ciyqae
HIV-u SIV-like perpoBupycos B PSI congepsxutcs
MOCJIeI0BATEIbHOCTb, OTBEYAIOIIAs 38 (POPMUPO-
BaHME IETIN, KOTOpas U 00eCIeYrnBaeT BbICOKUH
ypoBeHsb crieruduanoctu. s LTR-perporpanc-
MM030HOB PAacCMOJI0KEHUE MOCIeI0BaTEIbHOCTH
PSI na nanubIil MOMEHT He ycTaHOBIEHO. OTHAKO
BBICOKAsI KOHCEPBATUBHOCTD MOCIIEI0BATEIILHO-CTH
LTR-perporpancno3onos Bomu3u PBS mo3somnsieT
MIPEATIONOKNUTH CXOTHbBII MEXaHU3M YIIAKOBKH VIS
LTR-perporpancno3oHoB u perposupycos. PHK
HeaBTOHOMHBIX LTR-perporpancno3oHos, conep-
xamue PSI nmocnenosarensHOCTH, OTUHAKOBBIE C
PSI nocnenoBaTenbHOCTSIMU aKTUBHBIX 3JIE€MEH-
TOB, MOXET OBITh yIakoBaHa B pa3nuuHbie BITY.
OddexTuBHOE pacpocTpaHeHNe HEaBTOHOMHBIX
3JIEMEHTOB B Takux rpynnax, kak TRIM n LARD,
MOKa3bIBAET, YTO, BO3MOXKHO, TAKUM 00pa3oM He-
ABTOHOMHBIE 3JIEMEHTHI MOTYT U30€XKaTh MOCIIe/-
CTBHH OTCYTCTBHUSI COOCTBEHHBIX ()YHKIHOHAIb-
HBIX OenkoB (Sabot, Schulman, 2006).

PHK peTpoBHpyCcOB HaxoIUTCs B TUMEPU3O0-
BaHHOM coctostHrH B coctaBe BITY (Brunel et al.,
2002). ®opMupOBaHNE TUMEPOB MPOUCXOAMT 3a
cueT crienupuIecKux nocienoBarenbHocteit DIS
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(DIS — dimerization initiation signal — curnan
WHUIMALAN JUMEPHU3aIiK), KOTOPbIE Y4acTBYIOT
B pacIliO3HABaHWU M B3aMMOJCHCTBUH ABYX MO-
nexyn PHK maxe B orcyrcTBue 6enkoB (Darlix et
al., 1990; Roy et al., 1990; Marquet et al., 1991).
DopMUpPOBAHNE CUMMETPUYHON CUTHAJbHOU
netiu Bomu3u PSI n mpuBOANT K HEKOBAJIEHTHOMY
CUMMETPUYHOMY MEXMOJIEKYIISIPHOMY B3auMO/IeH-
CTBHUIO, IMOJIYYHUBIIEMY Y PETPOBUPYCOB Ha3BaHHE
«kissing-loop complex», KoTopoe B manbpHEHIIEM
crabmmsupyercs (Paillart e al., 2004). Ha maH-
HbIi MOMEHT B ciydae LTR-peTpoTpaHcno3oHOB
JuMepbI ObLTH TTOKA3aHbI TOJIBKO JTst 7 /-37ieMenTa
npoxokeit Saccharomyces cereviseae (Feng et al.,
2000). OgHako CyIIEeCTBYIOT KOCBEHHBIC MOJI-
TBEPKJIeHUS (DOPMUPOBAHUS TUMEPOB U B CITydae
npyrux LTR-perporpancmo3onos (Sabot ef al.,
2005a; Vicient et al., 2005). Ilponecc aumepusa-
IIUH, KaK U MPOLECC YMaKOBKH, TAKXKe SBIsEeTCA
cnenuduueckum. Takum 00pa3oM, HEaBTOHOM-
HBIE 3JIEMEHTHI JOJDKHBI HECTH OJIMHAKOBBIE C
aBTOHOMHBEIMU 3nemeHTamu DIS (s Gpopmu-
poBaHMs CIEMUPUICSCKUX TETEPOANMEPOB) WU
UMETh KOHKYPEHTOCTIOCOOHYIO 3(P(hEeKTUBHOCTH
YHaKOBKH, TIO3BOJIIONIYIO UM NPEUMYIIIECTBEHHO
YIaKOBBIBAaTLCS B BUIE€ roMoauMepoB. Kpome Toro,
onu MoryT numepusoBarbes ¢ PHK, cogepsxamumu
npyrue DIS curnans! (Hecrienmpuiaeckue rerepo-
nuMepsl) (Sabot, Schulman, 2006).

OoparHast Tpanckpunuus. bonpinas Jacte
naHHbIX 0 cuHTe3e kJIHK Obuta monydena u3 pa-
60t ¢ 7y1 u Tv3 LTR-peTposneMeHTaMu APOKKEH
U PETPOBUPYCOB, HO TPEIIOIATraeTcs, 4TOo 3TOT
MexaHn3M — oot 111t Bcex LTR-perporpancrio-
30H0B (Levin, 1995; Friant et al., 1998; Wilhelm
et al., 1999; Cristofari et al., 2002). Kpome Toro,
HEKOTOpbIE€ JaHHBbIE MOTYT OBITh TaK WM MHAYe
SKCTPAIOIUPOBAHBI UCXO/S U3 CXOJCTBA OpPTraHU-
3aiuu LTR-peTpoTpaHCcrio30HOB U pEeTPOBUPYCOB
(Levin, 1995).

OOprgH0 B oxHy BIIY ymakoBBIBatoTCS IBE
PHK wmoutekyisl, a takxe TPHK, koropas ciyxut
MIEPBUYHOM 3aTpaBKoil 1yt cuHTe3a (—) nenu kK THK
B mporiecce oopaTtHoi TpaHckpuniuu. CalT cBs-
3piBaHus TPHK (wamme Bcero 3Tto MeTHOHMHOBAs
TPHK) Haxogutcs Ha 5'-xonme PHK-marpuisr,
MO3TOMY B pe3yJbTare 00paTHOW TPaHCKPHUTIIIHH
obpazyercst oTHOCUTENBHO KOpoTKast kJJHK, koTo-
past IMeeT y4yacTOK I'OMOJIOTHH Kak ¢ 5'-, TaKk U ¢
3'LTR, a takxe HeceT TPHK Ha 5'- konie (Sabot,

Schulman, 2006). Cpa3y e nociie cunresza (—)
uenu k/IHK nmpoucxoaut ynanenune yuactka PHK-
matpuilbl B koMmiuiekce PHK—«JIHK ¢ nomoibto
pudoHykieassl H. BHOBb cuHTE3UpOBaHHAs KOPOT-
kast k/IHK mepenocurcs u omxuraercs va 3'LTR
1 [IpoJoJpKaeTces nocrpoenue nepsoi nenu kJ[HK
(v (—) nens IHK). Ha cnienytorem sramne npouc-
xonut ynanenne PHK-Marpuisl, 3a nckmouenmnem
y4JacTKa TaK Ha3bIBaeMOMH MOJIUITYpUHOBOM ITOCIIe-
nosarensHOoCTH (PPT), KOTOpast BRITOMHSAET POIH
npaiimepa B ripoliecce cuHte3a Bropoit nenu kJJHK
(mmu (+) nenm AHK), T. e. sBnseTcs BTOpUYHOU
3arpaBkoii. [locne cunresa Bropoii nenu kJJHK
BTOpPHYHAs 3aTpaBKa yAaJseTcs, a TaKkKe Mpouc-
XOIMUT ynaneHue nepBuuHoi 3arpaBku (TPHK),
KOTOpas 10 3TOTO 3Tana HaxoAujIach Ha 5'-KoHIe
riepBoit e kJ[HK (Sabot, Schulman, 2006).

B npomnecce cunresa (+) nenu JAHK Tak xe,
Kak u B ciayyae cunresa (—) uenu JIHK, nHeobxo-
JTUM TIEpEHOC BHOBb CUHTE3MPOBAHHOM LENHU JUIs
MPOJOJKEHHUS CUHTE3a. BHOBb CHHTE3HPOBaHHBIN
kopoTtkuii yaacTok (+) erm JIHK cocrout u3 LTR
1 mpuiexamel mociaenosareasbHocT PBS, T. e.
Ha 3'-KOHIIE UMEETCS Y4acTOK, TOMOJIOTHIHBII
3'-xoHny (—) nenu JAHK. IlpucyrcrBue romoso-
TUYHBIX YYaCTKOB ITO3BOJIIET OCYILIECTBUTH Tepe-
Hoc (+) nenu kJIHK u 3aBepmnth cuHTe3 006enx
neneil. Bce onmcanHble npouecchl TPOUCXOAST
B BUPYCONOJOOHBIX YaCTHLAX B IIUTOILIA3ME.
CrenyomuM 3TanoM HEO0OXOJUMO MEPEeHECTH
BHOBb cHHTe3UpoBaHHbIH LTR-peTporpancno3on
B S,IpO ¥ BHEPUTH B TEHOM KJIETKH X03s1Ha (Sabot,
Schulman, 2006).

[Ipouecc 00paTHOM TPAHCKPHUIILIUY HE SIBISCTCS
criermupuyecknm Kk ompenenennnor PHK-mart-
pure (Sabot, Schulman, 2006). Takum oOpasom,
3JIEeMEHTaM HEaBTOHOMHBIX I'pyMI He Tpedyercs
HaIW4YHe KaKUX-JIM00 crenu(uyecKkux xapakre-
PHUCTHUK JUI TOTO, YTOOBI Y4acTBOBATh B 00PaTHOM
TpaHckpunuuu, kpome PPT u PBS caiitos. [lan-
HBIH 3Tall HE SBIAETCS JTUMHUTUPYIOLIUM 3TaroM
s)ku3HeHHoro 1ukia LTR-perpoTpaHcno3oHOB.
XOTs CyIIeCTBYIOT HEKOTOpble Bapuanuu B PBS
MOTHBE U €Tr0 aHaJIM3 MOYKET I0Ka3aTh, KaKue
cemerictBa LTR-peTpoTpaHCIio30HOB CIOCOOHBI
y4acTBOBaTh B 00OpaTHOH TpaHckpunmuu (Sabot,
Schulman, 2006).

Peaxiust 06paTHOM TPAHCKPUTIIIN TPOUCXOTUT
¢ omoKoi (2,5 x 10> ormOOK/HyKI€OTH,I/IIUKIT)
B 100 u 1000 pa3 BbIlIe, 4eM pu padoTe KIETOU-
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Hoit J/IHK nmomumepassl (Sabot, Schulman, 2006).
®depMmeHT 00paTHas TPaHCKpUIITa3a UMeeT OoJjiee
BBICOKUW YPOBEHB OIIMOOK 10 HECKOJIBKUM IPH-
yuHaM: 1) RT MoxeT mpomomkars HapaluBaHue
MOCIIEIOBATEILHOCTH J1aXke 0e3 BKIIFOYCHHS HYK-
neotuna; 2) RT Menee 4yBcTBUTENbHA K BCTPOIKE
HEMpaBWIBHBIX HYKJIeOTH0B; 3) RT He obnanaet
3’1 5' 9K30HYKIJI€a3HOM aKTUBHOCTIMU; 4) ITpoIiece
00paTHOI TPAHCKPUIIIIHHA COIPOBOXKIACTCS CABH-
TOM 3aTpaBOK IO OTHOIICHHUIO K Marpuiie (Preston,
1996; Boutabout et al., 2001).

OnuH U3 caMbIX CJIOXKHBIX MOMEHTOB B 00pat-
HOW TPaHCKPUIIIUU — 3TO MEPEKIIOUECHUE MEXTY
Marpuriamu. OOBIYHO NEPEKITIOUECHUE IIPOUCKOTUT
Mexay asymsa PHK-tpanckpuntamu, ynakoBaH-
HBIMHA BMECTE, HO OHO TaK)K€ MOXET IPOU30NTH
Mexy Byms HecBsizanHbiMU PHK, ynmakoBaHHBI-
MU B OJIMH U TOT jx¢ Hykieokarcuz (Mikkelsen,
Pedersen, 2000). DTo npuBOAUT K 00pPa30BaAHUIO XU-
MEPHBIX MIPOYKTOB, TAKUX, KaK 3JIEMEHTHI Veju L
(Sabot et al., 2005b) u BARE-2 (Vicient et al.,
2005). larHas ommOKa TaKkke MOXKET MPUBECTH K
00pa30BaHMUIO «KOMIUIEKCHBIX)» 3JIEMEHTOB, HAIIPH-
Mep: LTR — BHyTpeHHsAsI IOCIEN0BATENbHOCTh —
LTR — BHyTpeHHsIs nocnenoBaresibHOCT, — LTR,
¢nankupoBanabix TSD. IlonoOHBIE «CIOKHBIE»
ANIEMEHTBI YaCTO BCTPEYAIOTCS B TEHOMAX TIpeJICTa-
Buteneit Triticeae (Sabot et al., 2005a; Vicient et
al., 2005). Kak mpaBmito, OHA BKITFOYAOT J1Ba OJTOKa
AJIEMEHTOB, HO MOTYT COCTOSITh M3 TPEX HITH OoJiee
6noxoB. ITocnenosarensHocTi LTR «CrmoxkHBIX»
9NIEMEHTOB OYEHb OXO0KH MEKTY COOO0H, paBHO KakK
Y BHYTPEHHHUE CTPYKTYPHhI, YTO CBUJCTEIHCTBYET
00 ux 00IIIeM MTPONCXOKICHUH.

BerpanBanue HoBoii konuu LTR-perpo-
TpaHCcMo30Ha B reHoM. lIpomecc BKItoueHHs
HoBol konuu LTR-perporpaHcno3oHa B reHOM
OCYILECTBIISICTCS ITPY IOMOIIH (pepMeHTa HHTerpa-
3bl, KOTOpas y3HAET U CBA3bIBACT KOHIIBI DIIEMEHTA
(LTRs). MuTerpasa geinaet acCHMMETPUYHBIH IBYX-
LIETIOYEYHbIN Pa3pbIB B CAUTE-MUIIIEHU TEHOMHOU
JHK, xoTopbIii, Kak MpaBuiIo, UMEET JIuHy 2—16
nap ocHoBaHui. [Ipupona caiita-muienu (pacrio-
JIOXKEHUE caliTa B TeTEPOXPOMATUHOBOM 00IacTH,
HaJlM4ue BCTPOMBIIMXCS B HErO paHee APYrux
PETPOTPAHCIIO30HOB) BIIUSAET HA BEPOSITHOCTH WH-
TeTpaIiK PETPOIIEMEHTOB B JaHHBIN caiiT (Sabot
et al., 2004). O6pa3oBaBIIKECS IBYXIICITOUCTHBIC
Pa3pbIBBI BOCCTAHABIMBAIOTCS CUCTEMOM pernapa-
[IUU KJIETKH XO3sIMHA ¢ (POPMUPOBAHHEM JTyTIITHKA-

MU B MECTE BCTPoiiku HoBoro 3nemenTa (TSD).
[Iponecc BcTpoiiku He TpeOyeT NOMOTHUTENbHON
3K30reHHOU AT® unu Ipyrux >HEPreTUdecKux
WHTEPMEANATOB.

HeaBToHOMHBIE PETPOTPAHCIIO30HBI UMEIOT
HECKOJIbKO BO3MOXKHOCTEH JJIsi WHTETPHUPOBAHUS
B TEHOM 32 CUeT aBTOHOMHBIX 37eMeHTOB. OHHU
MOTYT coziepkaTh cnenuduyeckue caiitel B LTRs,
COBIAJIAIOLIHE C CAliTaMH ABTOHOMHBIX 3JIEMEHTOB
1 Pacro3HaBacMble MHTErPa3ol, WM OHU MOTYT
cofepxarb Hecneuu(uueckue MOTHBBI, Pacio-
3HABacMbIC Pa3IMIHBIMU WHTETpa3zamu (Sabot,
Schulman, 2006). TpeTuii BapHaHT Npenonaraet
0co00e AaBJIeHUE CO CTOPOHBI KIIETKHU XO35IMHA Ha
ABTOHOMHBIE 3JIEMEHTHI B 110JIb3y HEABTOHOMHBIX,
Orarozapsi KOTOPOMY HEaBTOHOMHBIM 3JIEMEHTaM
TpeOyeTcst TOJIBKO OllepeInTh AaBTOHOMHBIE Ha 3Ta-
nax yrnakoBKH U 00paTHOH TpaHckpuriuu (Sabot,
Schulman, 2006). MuTerpanus MoxeT ObITh HECTIe-
HUPHUECKOH, U TPeOyeTCsl TOJIBKO A0CTaTOuHas ee
3¢ GEKTUBHOCTH, YTOOBI IPOTHBOCTOATH Pa3pyIiie-
HHUIO CYIIECTBYIOIIMX I'€HOMHBIX KOIHUI 3J1€MEH-
toB. Hexotopsie pacturensubie JJHK, coneprkarime
BUPYCHI, 0COOCHHO TPy geminivirus, badnavirus
u caulimovirus, MOTYT HHTETPUPOBATHCS B TEHOM,
He Kkoaupys nipu 3toMm uaTerpasy (Hull ez al., 2000).
WHTerpanust HEaBTOHOMHBIX 3JIEMEHTOB I'PYIIIBI
LARD, BeposiTHEe Bcero, OOBSICHSIETCS TPEThei
MozeIblo. X BCTpOMKM Kak MPaBUIIO HETUITUYHBI,
OTCYTCTBYIOT ompeaeneHnbie TSDs nunu momHas
MocJeIoBaTeIbHOCTh LARD-31eMeHTa, U OHH,
M0-BUIUMOMY, ABIISIIOTCSI PE3YJIBTAaTOM HECIIEH-
¢uueckoii uarerpauuu. [Ipu uarerpammu TRIM- u
Morgane-31eMeHTOB, HAIIPOTUB, co3aaroTcst TSDs,
KOTOpBIE SBJISIOTCS KaHOHWYeckuMM miisi LTR-
perporpancniozonos (Witte et al., 2001; Sabot et
al., 2005b, 2006).

Peryasinusi TpaHCKPUNILIMOHHOM
U TPAHCNO3HLUOHHOI AKTUBHOCTH
LTR-peTpoTpaHcno3oHoB

Hanuuaue B renHoMax pacTeHuid OOJIBIIOTO KO-
YecTBa MOCJIEA0BATENLHOCTEH, PEICTABISIOIINX
co6oit HapymeHHble LTR-peTpoTpaHCcIio3oHbl,
SIBJISICTCSI PE3yJIbTaTOM JIEHCTBHUS MEXaHU3MOB
WHAKTUBAIIMA MOOWIIFHBIX DIIEMEHTOB Ha Pa3HBIX
ypoBusx: 1) merunupoBanne [JHK (Emberton et
al., 2005); 2) npeoOpa3zoBaHKHe PaiioHOB BCTPOH-
ki B rerepoxpomarud (Lippman et al., 2004);
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3) oOpa3oBaHKE TaK Ha3bIBAEMBIX SO/0-3JIEMEHTOB
3a cYeT HepaBHOMEPHOH PEKOMOWHAIIMU BHYTPH
anemeHnToB (Devos et al., 2002; Ma et al., 2004);
4) HaKoTUIEHNE HEOOJBINNX JENEeIil 3a CUeT He-
touHo# pexomOmHammu (Devos et al., 2002; Ma
et al.,2004).

N3BecTHO, YTO 3a CYET MOCIEAHUX ABYX Me-
XaHHU3MOB M3 TeHoma puca (Oryza sativa) ObLI1O
yaaneno > 190 teic. n.o. JIHK perporpancno3zoHos
3a nocieaane 4 MitH sietT. CymiecTByeT mpenono-
JKEHHEe 0 ToM, uTo cojepxkanue LTR-perporpanc-
MO30HOB B T'€HOMAaxX PAacTEHUH OIpenensiercs
JIEICTBHEM MEXaHU3Ma PEryJISLUH aMILTH(OUKALUH
PETPOTPAHCIIO30HA U CO3IaHEeM HEOOIbIINX JejIe-
LU B MOCIIe1oBaTeNbHOCTH 2neMenTa (Bennetzen
et al., 2005).

C nmpyroii CTOPOHBI, HATHYHE OOIBIIIOTO KOJH-
YEeCTBa HAPYIICHHBIX KOMUHI 1 HEOOJBIIIOTO KOJIU-
yecTBa akTUBHBIX LTR-perporpancno3oHoB B re-
HOME SIBIISIETCS] MHAUKATOPOM TOTO, YTO HEKOTOPHIM
3IIeMEHTaM yJaeTcs n30€KaTh MOAABIISIOIIETO BO3-
JIEHCTBHSI CO CTOPOHBI KIETKU-X03siHA. K Takum
«MeXaHM3MaM» MOXKHO OTHEeCTH 3 dekT crienndu-
YECKOW XpOMOCOMHOM JTIOKallM3alMy 3JIEMEHTOB,
MIO3BOJISFOLIECH UM M30eKaTh caiieHcuHra. [pyras
BO3MOKHOCTh M30€KaTh MHAKTUBAIIUN — BBICOKAs
BapuadebHOCTh MOCIEN0BATENLHOCTEH MOOUIIb-
HBIX JIEMEHTOB. B cirydae mociemoBaTelbHOCTeH
Tntl-perpoTpaHciio3oHa Tabaka OBLTO TIOKa3aHO,
YTO IPOMOTOPHBIN PaiioH, SBJISIOIINIICS OCHOBHOMN
MUIIEHBIO JUII MHAKTUBAIMH ITyTEM METHUIHPO-
BaHus, HanOomnee BapuadeneH (Vernhettes et al.,
1998). OnHako mepeyrcIeHHBIX MEXaHU3MOB HE
JIOCTATOYHO IS TOTO, 9YTOOBI OOBSICHUTH HATHYUE
OTPOMHOTO KOJIMYECTBA KOTTHH PETPOTPAHCIIO30HOB
B F€HOMaXx pacTeHUM.

Hecmotps na nnakrtupanuio LTR-perporpan-
CII030HOB B T€HOMAax pacTeHHi, 3TOT IMpollecc
HAMHOTO MEJJICHHEE, YeM Mpoaudepanus per-
porpancmno3onoB (Vitte, Panaud, 2005). Tpanc-
KPUMIIMOHHAS W TPAHCIO3UIIMOHHAST aKTHBHOCTH
3HAUUTEIBHO BAPbUPYIOT CPE/IN PA3THYHBIX TPYIIIT
LTR-peTpoTpaHCco30HOB.

TpaHCKPUIIIMOHHO AKTHBHBIE
LTR-perpoTpaHcno30Hbl pacTeHui
U UX aKTUBaLMs 10/ BJIMsSHHEM cTpecca

Ctpecc, CBSI3aHHBIN C MEUCTBUEM BHEIIHHX
YCIIOBUM, MOKET aKTUBUPOBATh TPAHCIO3ULIUIO

MOOWJIBHBIX TeHETHUECKUX A1eMeHTOB (Bacuiibera
u ap., 2007; Yepecus u ap., 2008).
TpaHCKPHUIIIIMOHHO aKTHBHBIE PETPOTPAHCIIO-
30HBI HANOOJIEE YaCTO BCTPEUYAIOTCS B CEMENCTBAX
¢ HeOOJBIIIMM YUCIIOM KOTIHH B TEHOME. DIIEMEHT
Tos17 npencraBieH B TEHOME puca B 4ucie OT 1
JI0 5 KONUI U aKTUBUPYETCSI B KYJIBTYpE KIIETOK
(Hirochika et al., 1996). Cuuraetcs, 4T0 OOIBIINH-
ctB0 LTR-perpoTpancno30HOB pacTeHUld TpaHc-
KPHITIIMOHHO WHaKTUBHpOBaHkl (Kumar, Bennetzen,
1999) wmu TpaHCKPHUTIITHOHHO HEAaKTHBHEI B COMa-
TUYECKUX TKaHSIX, HO aKTHBHPYIOTCS Ha OTpese-
JIGHHBIX JTamax pa3Butus pactenuii (Pouteau et
al., 1991) nnu B ycnoBusx crpecca (Grandbastien,
1998; Takeda et al., 1998). Dnementsl Ttol u
Tntl npencraBieHsl B TeHOME Tabaka B 4HCIe
30 m 100 xommii coorBercTBeHHO (Grandbastien
et al., 1989; Hirochika H., Hirochika R., 1993).
Okcnpeccus snementoB Tntl (Tntl1C)wn Ttol(Ty1/
copia) Tabaka 3HaYUTEIBHO YCHIIUBACTCS O] BO3-
JeiCTBUEM a0MOTHYECKOTO CTpecca, HalpuMmep ca-
JIUIAIIOBON KUCIIOTHI, XJIOPHOW ME/TH, TOpe3a U T. II.
(Mhiri et al., 1997; Beguiristain et al., 2001).
AHaJOTHYHOE YBEIMYEHUE dKcrpeccuu Intl- u
Ttol-3neMeHTOB HaOMIOAeTCsl MPU BO3AEHCTBUU
OMOTHYECKUX CTPECCOPHBIX (PaKTOPOB, HAMPHU-
Mep TpH BBEJICHUU BUPYCHBIX, OaKTEpPHAIBHBIX
nim TpUOKOBBIX maToreHoB (Pouteau ef al., 1994).
AKTHUBUPOBATH PETPOTPAHCIIOZHUIINIO TAKKE MOTYT
W YCJIOBHS OKpYXalouieil cpenbl (X0JIoH, Terio
u T. 1.). Tak, pe3koe U3MEHEHHEe MUKpOKJINMaTa
MPUBOJUT K M3MEHEHHUIO YUCIia KOMUH 3J1eMeHTa
BARE-1 B renoMe nukoro sumens (Kalendar et
al., 2000). lanHble 00 aKTUBAIMH TPAHCKPHUTIIIH
u Tpancno3unuu LTR-perpoTpaHcno3oHoB pac-
TEHUH CBUICTENBCTBYIOT O HAIMYHUH B CTPYKType
PETPOTPAHCIIO30HOB ONPEEIIEHHBIX PErynsTop-
HBIX 3JIEMEHTOB, KOHTPOJIHUPYIOIIUX IKCIPECCHIO
AJIEMEHTOB B KJIETKE XO35MHA. TpPaHCKPUIIUS
LTR-peTpoTpaHCO30HOB KOHTPOIUPYETCS pery-
JIATOPHBIMH CiS-3JIEMEHTaMH, PACTIOJIOKEHHBIMH B
5'LTR v B HETpaHCIUPYEMBIX paiionax. Perymsmms
TpaHckpunuuu Tntl- u Ttol-31€MEHTOB XOPOIIO
W3y4YeHa U, KaK TOKa3bIBAIOT PE3yNbTaThl UCCIIe-
JIOBaHMM, CTpOro KoHTpoaupyercs. [Ipomorop
TntlA conepXUT ABE pa3jIUYHbIC PErYISITOPHbIC
MTOCJIEOBATETHLHOCTH (KOPOTKYIO MATHHAPOMHYTO
rocienoBaresibHOCTh Bl U 11ocienoBaTesbHOCTb,
MPEACTABISAIONYI0 cOO0H TaHAEMHBIH MOBTOP
31 n.o., — BII) B 5'LTR, oka3piBarolye akTHBHOE
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BJIMSIHUE Ha TPAHCKPHUIILHUIO JIeMEeHTa U o0na-
JAIOLINE CXOJCTBOM C IMOCIEA0BATEIbHOCTIMHU
MIPOMOTOPOB PACTUTEIBHBIX T€HOB, Y4aCTBYFOIIUX
B pa3BUTHH OTBeTa Ha cTpecc (Vernhettes et al.,
1997). Onna u3 >THX mocnenoBarensHocTeit (BI)
crierupuyecKku B3aMMOACHCTBYET ¢ Oejkamu,
AKTHBHPYEMBIMH IPU OTBETE OpraHU3Ma XO35HHA
Ha ctpecc (Vernhettes ef al., 1997). B npomoTope
anemeHTa 1tol ompejerneHa pPeryisiTOpHas cis-
MTOCJICIOBATEIIFHOCTE JUIMHOM 13 11.0., BIUArOmIas
Ha dKcTpecuuto 1tol BO BpeMs OTBETa Ha CTpecc
(Takeda et al., 1999). UaTepecHO, 9TO TaHHBIN MO-
THUB CBSI3bIBACTCS C PA3TTMYHBIMH TPAHCKPHITIHOH-
HbIMU pakTopamu MY B, B ToM uncie ¢ pakropom
LBMI, cxomqnbim ¢ paktopom MY B-1, uamynupy-
eMBIM BUPYCHBIMH HHpeKIusamMu (Sugimoto et al.,
2000). Dxcpeccus qpyroro TPAaHCKPHUIITHOHHOTO
MYB ¢akropa NtMY B2 aktuBupyeT TpaHCKpHII-
o sneMeHToB Ttol u PAL y tabaka (Sugimoto
et al.,2000). Kpome Toro, CyIiecTByeT roOMOJIOTHSs
MEXKTY MOCIIEI0BATEIBHOCTHIO IIPOMOTOPOB 710l 1
reHa crpeccopHoro oreta criapku AoPR 1 (Takeda
etal., 1999). Bce npuBeneHHbIe JaHHBIC TIO3BOJIS-
0T MIPEIOIOKHTE, UTO 00a 31emMenTa, Tntl u Ttol,
AKTHBHUPYIOTCS B COCTOSTHUM CTpPECCca, MOCKOIbKY
UX MIPOMOTOPBI UMEIOT CXOJCTBO C IPOMOTOpPaMU
paCTHUTENBHBIX TEHOB, YYaCTBYIOIIUX B Pa3BUTHU
OTBETa Ha CTPECC, U CBSI3BIBAIOTCS C TEMH XKe ca-
MBIMH TPAHCKPHUITIIMOHHBIMHA (DaKTOpaMH, aKTHBH-
pyembiMu cTpeccoM. CyIecTByeT U KaKoe-TH00
CEJIEKTUBHOE MPEUMYIIECTBO ISl PETPOTPAHCIIO-
30HOB MJIM KJIETOK PaCTEHHH, CIOCOOHBIX K CTpecc-
WH/TyKIIMHY, HE BBISICHEHO. J[J1 peTpoTpaHCIio30HOB
CMOCOOHOCTh K CTpeCcC-aKTHBAIlUd MOXKET OBITH
MIPENMYIIECTBOM, TOT/Ia KaK PACTUTETLHON KIIETKE
NPUJIETCS TOJIABUTH AKTUBHOCTD PETPOTPAHCIIO30-
Ha M OTBETUTH Ha CTpecc.

Kpome Toro, HeKoTopble TPaHCKPHIITHI PETPO-
TPAHCIIO30HOB MOT'YT OBITH OOHAPYKEHBI TAKKE U B
HOPMAJTbHBIX, HECTPECCOBBIX YCIIOBUSX, OCOOCHHO B
AKTUBHBIX TKaH:X, TAKHX, KaK SMOpHOHATBHbIE, TKa-
HU KOHYUKOB KOPHS ¥ IToueK. /laHHOe siBjIeHHe OITH-
CaHO JUIS IIHPOKO PACIPOCTPAHEHHBIX 3JIEMEHTOB
u3 reHoma stamenst BARE-1 v Sukkula (Manninen,
Schulman, 1993; Kalendar et al., 2004).

Dxcnpeccusi TPAHCKPUIIIHOHHO aKTHBHBIX
PETPOTPAHCIIO30HOB PACTEHUI MOYKET yCHUITHBATH-
Csl TIOJI BIMSTHUEM PAa3IMUHBIX CcTpecc-paKkTopoB.
Onementsl cemeiictBa CIRE] (Ty1/copia) TpaHc-
KPHUIILIMOHHO aKTUBHBI B KJIETKaX KOPHS PacTeHHUs

(Citrus sinensis) 1 HCaKTUBHBI B KJICTKaX JIUCTHECB
(Rico-Cabanas, Martinez-Izquierdo, 2007). O6pa-
00TKa pacTeHus: OpOMUCTHIM jkacMoHaToM (MeJA-
Methyl jasmonate — TOpMOH pocTa U pPa3BUTHS
pacTeHuit) Wi HadTaIUH aleTHIOBON KUCIOTON
(NAA — Naphthalene acetic acid) yBeauuuBaer
ypoBenb Tpanckpuniun C/RE] B nucTesax. Bol-
COKHH YpOBEHb TpaHCKpUILIUY nieMeHTOB CIRE]
B KJIETKaX TKaHEH KOPHs, BEPOSITHO, CBS3aH C
BBICOKUM COAEp)KaHUEM (UTOTOPMOHOB (AyKCH-
HA) MU NOCTOSIHHBIM IOBPEXICHUEM KIIETOK,
CBSI3aHHBIM C POCTOM KOPHS, YTO HE XapaKTepHO
s TkaHe#t yncra (Rico-Cabanas, Martinez-
Izquierdo, 2007). I3meHeHHE SKCIIPECCUU B OTBET
Ha 00paboTky NAA, BepoaTHee BCEro, CBS3aHO €
TeM, uTo NAA NpUHUMAET ydyacTHE B mepejadye
CUTHAJIOB B KJIETKE BO BPEMsI OTBETa Ha CTpecc.
OnuHakoBOoe M3MEHEHHWE TPaHCKPUIITMOHHON
akTuBHOCTU CIRE [-31eMEHTOB Ha pa3uuHbIC BHE-
[IHWE BO3ACUCTBHS CBUACTEIBCTBYET O TOM, YTO
trans-paxkTopsl B MPOMOTOPHOM paiioHe NaHHBIX
3JIEMEHTOB OJJMHAKOBO PEarupyror Ha pasjinuHble
ctumyisl (Rico-Cabanas, Martinez-I1zquierdo,
2007). Dxcnpeccust FaRE1 Tyl/copia-peTpoTpaH-
CI030Ha M3 TeHoMa Fragaria spp. B TKaHSIX JICTa
TaKKe aKTUBUPYETCS MO/ IeHCTBUEM 9K30T€HHBIX
¢uroropmonoB (He et al., 2010). Ilpu nzyyenun
aKTUBALMK TPAHCIO3ULMH APYroro akTUBHOTO
Ty1/copia-petpotpancno3ona OARE-1 B reHOME
OBCa MOj JCHCTBHEM a0HOTHUYECKUX (DaKTOpOB
MaTTepH U3MEHEHHs DKCIIPECCUH OBLIT CXOZICH C aT-
tepHoM reHa PAL (phenylalanin ammonia lyase).
Kpome toro, OARE-1 akTuBUpPYETCsI B pe3yibTaTe
nHunupoBanus rpudbkom Puccinia coronata
(Kimura et al., 2001). ITokazano, 9T0 Ha dKCIIpeC-
cuto perporpancrno3ona Remel (Tyl/copia u3
redoma aeiHu Cucumis melo) OKa3bIBaeT BIUSHUC
TOJIBKO YABTpa(uoIeToBOE M3nydeHue. Fi3ameHeHust
SKCIPECCUU F'€HOB AOMAILIHEro Xo3siiicTBa Cucumis
melo nox BnusiHueM Y@ u3inydeHus He Habmona-
nock (Ramallo et al., 2008).

HapaBHe ¢ akTUBHBIMH PETPOTPAHCIIO30HAMHU
u3 cynepcemeiicrsa Ty l/copia B reHOMax pacre-
HUH OMHMCAaHbl U HEKOTOPBIE TPAHCKPHUIIIMOHHO
aKTHBHBIE 133/gypsy-peTposneMenThl. B renome
Lotus japonicus 0OHapy>X€HO CEMEWCTBO TpaHC-
KPUILMOHHO aKTHUBHBIX PETPOTPAHCIIO30HOB
LORE]I (Ty3/gypsy). AHanu3 9KCIPECCHU MOKa3al
akTuBHOCTh LORE! BO BCeX M3Y4EHHBIX TKaHIX
pactenust (Madsen et al., 2005). Onement RIREY u3
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reHoma puca (Oryza sativa L.) TpaHCKPUITITHOHHO
aKTUBEH B TKaHsx ucta u credns (Li et al., 2000).
TpaHCKPUIIIMOHHO aKTHBHBIE 3JIEeMEHTHI Beetlel
u Beetle2 13 TeHOMA TUKOW CBEKIIBI Beta vulgaris
coJiepaT MHTAKTHYIO KOAUPYIONIYI0 00JIacTh, HO
00J1aJ]af0T BHICOKOH CTEMEHBIO METHIMPOBAHUSI.
HetexTupyemast skcripeccust Beetle-21eMeHTOB,
MO-BUIUMOMY, SIBJISIETCS CIIEACTBUEM aKTHBHOCTHU
HECKOJIBKUX 3JIEMEHTOB C OTIIMYHBIM MATTEPHOM
METUIIHPOBAaHUS, U30€KABIMNX HHAKTHBAIUH
(Weber, Schmidt, 2009). B reHOMe HEKOTOPHIX
nuHu 3eneHoil Bomopocnu Chlamydomonas
reinhardtii TIOKa3aH BBICOKHI YPOBEHb JKCIIPEC-
CUM YHUKAIBbHOTO 73/3/gypsy-peTpoTpaHCIo30Ha
REM1 (Perez-Alegre et al., 2005). Tpanckpur-
unoHHO akTuBHBIE LTR-peTpoTpancno3onsl urpa-
0T BaKHYIO POJTb B 3BONIOIIMY T€HOB M TEHOMOB.

Kunaccupuxanus u cucTeMaTuKa pacTeHuii
M BOJAOpOCJIei

[Ipennonaratot, 4To B 1IeJIOM Ha 3eMJIie CyLIecT-
ByeT 6omee 350 Tric. BUnoB pactenuii. [1o cocros-
Huto Ha Hadaso 2010 . o JaHaBIM MeXXTyHapOomHO-
ro coro3a oxpanbl mpuposisl (IUCN) Ob1to onmcano
okosto 320 ThIc. BUJIOB PAaCTeHHMH, U3 HUX OKOJIO
280 ThIC. BUIOB 1IBETKOBBIX, 1000 BHI0OB rooceMeH-
HBIX, OKOJIO 16 TBIC. MOXOOOpPa3HBIX U OKOJIO 12 ThIC.
BHUJIOB BBICIIMX CIIOPOBBIX PacTeHUH (IU1ayHOBH-
HBIE, TAITOPOTHIKOOOPa3HbIe, XBOITIeBUAHbIC) (Mou-
geot et al., 2009). ®dunoreHeTHYECKOE IPEBO pacTe-
HUI 1 Bolopociel peicTaBiIeHo Ha puc. 14.

K mapctBy pacreHuii OTHOCSTCS J1Ba OT/ENA:
Chlorophyta (3enensie Bogopocin) u Streptophyta
(Bricine pactenusi). XapoBble BOAOPOCIH
(Charophyta), panee BbIIEISIBIINECS B CAMOCTOSI-
TENbHBIA OTZEJI, B HACTOsAIIEE BPeMs Ha OCHOBE
PE3YIBTATOB MOJICKYJISIPHO-TEHETHUECKUX,, ONOXH-
MHUYECKUX U YIBTPACTPYKTYPHBIX UCCICIOBAHHUN
BBEJICHBI B oT/en Streptophyta. 3eneHbie Bono-
pociu (Chlorophyta) siBnsitoTcst camoid 00IHMPHOI
rpynmnoi Bomopocineit. [lo mpuOIu3uTenbHBIM
rozcyeTam croma Bxoaut okoito 500 pogos u ot 13
TBIC. 10 20 TBHIC. BUIOB.

Pacrenust oOpa3yror rpymnmny Ha3eMHBIX WIH
BeICIIMX pacTteHud (Streptophyta). Ota rpynma
KIIIoYaeT B ce0sl coCyaucThie pacTeHHs: 1) BbIC-
mye cnopoBbie pacTeHus — llcunoTroBunHbIe
(Psilotophyta), [TamoporaukoBunuasie (Pterido-
phyta), [TnaynoBuansie (Lycopodiophyta), Ykos-
nukoBuanble (Ophioglossophyta), XBomeBuaHbIe
(Equisetophyta); 2) cemennsie pactenusi. Kpome
3TOTO0, K 3TOM TPYIIIEC OTHOCATCS M OTM3KHE POJIC-
TBEHHUKH COCYIUCTBIX PacTeHU — MOXOBUIIHbBIE
pactenus (Bryophyta), AHTOIIEpOTOBBIE MXU
(Anthocerotophyta) u I[leueHounuku (Marchan-
tiophyta) (Raven et al., 2005). I'pyrnna ceMeHHBIX
pacTeHuH ABISIETCS CaMOW MOJIOJOU U PacIIpocTpa-
HEHHOH Cpely BCEX PAaCTEHUH M BKIIOYAET B ceOsl
Cemennble nanopotauku (Pteridospermatophyta),
I'makrosuanbie (Ginkgophyta), 'HeToBumHBIC
(Gnetophyta), XBoiinsie (Pinophyta), CaroBau-
koBuaHble (Cycadophyta) u ITokpbITOCEeMEeHHBIC
(Magnoliophyta).

[BynonbHble
OpgHoponbHble

[onocemeHHble
[ManopoTHunkoBuAHbIE
[MnayHoBuaHble

Mxu

[NeyeHoYHnKN
XapoBble Bogopocnu
3erneHble BOOOPOCN
AckoMMLETBI
BasugnomuueTbl
XnUTpuanommnueTbl

PacTteHusa

1200 Mya

X
MpnbbI

MpVMUT. NOKPLITOCEM.

Ty3/gypsy

Ty1/copia

Athila, Tat, Reina, CRM, Galadriel, Tekay

|Sire, Oryco, Retrofit, Tork |

Reina, CRM, Galadriel, Tekay

Sire, Oryco, Tork |

Reina, CRM, Tekay, Galadriel, PpRT1,
IFG7, PtGypsyX1, PGGYPSYX1

[TPE1, Tpa, PtCopiax1, PGCOPIAX1, Tgb|

CRM, Modred, Galahad

[ Cemeticmea He onpedenenbi |

Modred, Galahad, Tcn1

| Cemelicmea He onpedesneHbl |

Galahad, Tent1

[REM

| [ Osser

Puc. 14. dunoreneTnyeckoe JpeBo pacTeHUI U BOAOPOCIEH, U pacnipesienienue ocHOBHbIX rpynn LTR-perporpanc-

IIO30HOB IO PACTUTEJIIBHBIM TaKCOHaM.
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B renomax pacTeHHil NpUCYTCTBYET OTPOMHOE
kosnnuecTBO cemenctB LTR-peTpoTpancno3oHOB.
Taxk, B reHoMe MaHHOKH (Manihot esculenta) 00-
HapykeHo 59 cemeiictB 1y //copia n 26 cemeiicTB
Ty3/gypsy-anementoB (Gbadegesin et al., 2008),
a B reHoMe cou — 353 cemeiicta Ty l/copia n 157
cemeiicte Ty3/gypsy-perporpancno3onoB (Du et
al., 2010), HO JIUITb HEKOTOPBIE U3 HUX HMECHOT
3HAYUTEIHHOE KOJIMYECTBO KO B reHoMax. M3-
BECTHO, 4T0 OoJtee 85 % LTR-perpoTpancio3oHOB
M3 TeHOMA KyKypy3bI COCTABIISIFOT TIPEACTaBUTEIH
5 ocHOBHBIX cemeiicTB (SanMiguel et al., 1996).
B renome mukoro puca Oryza australiensis 3a
MOCIICHNE 3 MITH JIeT HaKomuiock 6oiee 90 ThIC.
konuit LTR-peTpoTpaHcno30HOB, OTHOCSLIUXCS
BCET0 K TPEM CeMEeHCcTBaM, 4TO MPHUBEIO K YIBOE-
HUIO pa3Mmepa reHoma (Piegu et al., 2006). Tyl/
copia-3neMenTsl BARE-1 n3 TeHOMa SUMCHS U
Opie-1 n Huck2 w3 reHOMa KyKypy3bl IIpeCTaB-
nenbl 20—200 Teic. kormii (SanMiguel et al., 1996;
Vicient et al., 1999). Ty3/gypsy-anement Cinful-1
npencrasieH 20 ThIC. KOUNA B TEHOME KyKypy3bl
(Sanz-Alferez et al., 2003).

LTR-peTpoTpaHCcno30HbI
MOKPBITOCEMEHHBIX PACTeHUI

Perpotpancrio3ons rpymist 73/ /copia pactpo-
CTPaHEHbI B FeHOMAaX IpeICTaBUTENIEH IPaKTHIe-
CKH BCEX TPYII [[apCTBa PACTCHUI: OJJHOKJIETOY-
HBIX BOJIOPOCIIeH, MOX00OPa3HBIX, FOJIOCEMEHHBIX
U nokpeIToceMeHHbIX (Voytas et al., 1990). Ipen-
CTaBUTENIN cynepcemeiicTBa 1v3/gypsy MHUPOKO
NPEACTABIECHBl B TCHOMAX T'OJOCEMEHHBIX U IO-
KPBITOCEMEHHBIX PACTEHUH 1 HEKOTOPBIX 3€JICHBIX
Bojopociei (Sentry, Smyth, 1989; Suoniemi et
al., 1998; Thomson et al., 1998; Kossack, Kinlaw,
1999; Kumekawa et al., 1999). B ciy4ae BujoB
¢ OOJIBIIMMHU F€HOMaMHM, TAKHX, KaK KyKypy3a
(Z. mays), samens (Hordeum vulgare) n mmeHuIa
(Triticum aestivum), LTR-peTpoTpaHCTIO30HEI
cocraBisaoT 6onee 70-80 % oT uX reHOMOB
(SanMiguel et al., 1996; Vicient et al., 1999;
Wicker et al., 2001; Bruggmann et al., 2006). B
TreHOMaXxX BUAOB C OTHOCHTEJIEHO MaJICHBKUM pas3-
MepoM TeHoMa, Haripumep Arabidopsis thaliana,
Ha PETPOTPAHCIIO30HHBI MPUXOANUTCS Bcero 4—8 %
reaoma (Kumar, Bennetzen, 1999).

ITepBeie LTR-peTpoTpaHCIO30HBI pacTEHUN
ObLTM OOHAPY>KEHBI IPH U3yUYEHHUH MTOIUMOPHH3MOB

(Voytas, Ausubel, 1988). [Tocnenyromnue mombITKA
W3y4YeHHs WHTEPECYIOIINX TeHOB Yepe3 CO3AaHHe
MaJIbIX TEHOMHBIX OMOTMOTEK TaKKe MPHUBEIN K
cinydaiiHoMy onucaHuio LTR-peTpoTpaHcno30HOB
(Lee et al., 1990; Manninen, Schulman, 1993; Hu
et al., 1995; Li et al., 2000; van Leeuwen et al.,
2003). HexoTtopbie ceMeiicTBa ObIIIH OTKPBITHI TIPH
M3YUYCHHUH TOBTOPSIONIUXCS IOCISI0BATEIIHLHO-
CTel B TETEPOXPOMATHHOBBIX MU IIEHTPOMEPHBIX
paitonax (Pelissier et al., 1995; Nakajima et al.,
1996; Ananiev et al., 1998; Presting et al., 1998;
Linares et al., 1999, 2001; Francki, 2001; Kentner
et al., 2003). B nanpHelIeM akKTUBHOE Pa3BUTHE
ITPOEKTOB MO CEKBEHUPOBAHUIO TEHOMOB OTKPBLIO
JOCTYI K OOJIBIIIMM TEHOMHBIM ITOCIIEI0BATEILHO-
CTAM pacTeHHH U CITOCOOCTBOBAIIO OITMCAHUIO HO-
BBIX LTR-perporpancmo3onos. Tak ObLI0 B cirydae
BUJIOB PACTEHH, MPEACTABIISIONINX CEITLCKOX035TH-
CTBEHHBII MHTEpPEC, TAKUX, KaK staMeHb (Panstruga
et al., 1998; Wei et al., 1999; Shirasu et al., 2000;
Rostoks ef al., 2002), kyxypy3a (SanMiguel ef al.,
1996; Fu, Dooner, 2002), puc (Llaca ef al., 1998;
Tarchini et al., 2000), mreruma (Wicker et al., 2001;
SanMiguel et al., 2002) u Tomar (Mao et al., 2001).
Bonbmas yacte nHGOpMauK 0 pazHOOOpa3uH,
pacnpocTtpanenuu 1 3Bonrouun LTR-perporpanc-
[T030HOB OTPAaHUYHMBACTCS BHJIAMH, HMCIOIIHMMHU
CEITLCKOXO3SHCTBEHHYIO 3HAUMMOCTb, 1 MOJICTTHHBI-
MU 00bEKTaMH, TAKUMH, Kak Arabidopsis thaliana.
Ha manneiii MomeHT B reHoMax Ooiiee 20 BUIOB
MOKPBITOCEMEHHBIX PACTCHUN OIMUCAHBI THICSYH
ceMeiictB LTR-peTpoTpancnio30HOB, Hampumep,
TOJNBKO B TeHoMe cou (G. max) obHapyxeHo 510
cemerictB (Du et al., 2010) (puc. 14).

LTR-peTpoTpaHCcno30HbBI
roJI0CEMEHHbIX PACTEeHHU I

lonoceMeHHbIE MPENCTABISIOT COOON BaYKHBIN
KOMIIOHEHT PAaCTUTEJILHOTO MUPA U SBJISIFOTCS J10-
MHUHHPYIOIUM TUIIOM PACTUTEIBHOCTH BO MHOTHX
skocucremMax. CymecTBeHHBIN MPOrpecc TOCTHT-
HYT B TIOHHMaHHH CTPYKTYPbl M OpraHU3aluu
T€HOMOB TOJIOCEMEHHBIX, OTHAKO HAIIH 3HAHUS O
TOJIOCEMEHHBIX TOPa30 MEHee MOJIHbIC, YeM IS
MOKPBITOCEMEHHBIX PAaCTEHHH, IpUOOB U MHOTUX
IPYIII KUBOTHBIX. BOJIBIIMHCTBO rOI0CEMEHHBIX
MMEIOT OTHOCHUTEIHHO OOJNbIINE pa3Mepbl TeHO-
MoB, 6onee 20 000 MJIH 11.0. B ciTydae ceMelcTBa
Pinaceae (Murray, 1998) o cpaBHEHHIO C TEHOMOM
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Arabidopsis thaliana (130-140 muH. 11.0.) Win
5500 mutH 1.0, — ¢ reHOMOM stuMmeHst (H. vulgare).
[onunnonaust urpaetT HE3HAUYUTENIbHYIO POJIb
B DBOJIIOLUH TOJIOCEMEHHBIX, U YHUCIIO XPOMO-
COM, Kak IMpaBUjo0, cocraBisieTr 2n =18-24, HO
y HEKOTOphIX BUA0B — 14 xpomocom (Khoshoo,
1959, 1961). I'eorpaduueckoe pacnpocTpaHeHHE
TPYIIBl XBOHHBIX pacTeHUH HEpaBHOMEPHO: He-
KOTOpBIE ceMeicTBa, Takue, kKak Kumnapucossie
(Cupressaceae), peACTaBICHBI B DKOCHCTEMAaX
00oux ToNyIIapui, Ipyrue, Takue, kak Pinaceae
n Taxaceae, mpuCyTCTBYIOT TOIBKO B CeBepHOM,
a Araucariaceaec u Podocarpaceae — ToJIbKO B
OxHoM nonymapun. B rpynme romoceMeHHbIX
BBIICISIIOT clenytonye otaeisl: CaroBHUKOBUA-
ueie (Cycadophyta), ['HetoBunable (Gnetophyta),
I'maxroBugnsie (Ginkgophyta) n XBoiiHble, WU
Cocnosbie (Pinophyta) (Friesen ef al., 2001).
Tyl/copia- n Ty3/gypsy-peTpoTpaHCIIO30HbI
SBIISIIOTCSI B&)KHBIMA KOMIIOHEHTAMU T'€HOMOB
TOJIOCEMEHHBIX U MPEACTaBICHBI OOIBIINM KOJHU-
YECTBOM CEMEHCTB, MHOTHE U3 KOTOPBIX OJIM3KU
K peTpOTPaHCIO30HAM JIPYTHX TPYII PacTCHHH
(Kamm et al., 1996). [IpencraButenu otmena
XBOHHBIE JOMUHUPYIOT BO MHOI'MX HA3€MHBIX
9KOCUCTEMaX U MPEACTABISAIOT KOMMEPUYECKHIA NH-
Tepec, TOATOMY OOJIBIIMHCTBO 3HAHUI HAKOILIIEHO
o LTR-peTpoTpoTpaHCIO30HaX UMEHHO 3TOrO OT-
Jierna roJIOCEMEHHBIX. B reHoMax npesncraBurenei
pona Pinus (Pinus elliottii, Pinus palustris, Pinus
echinata, Pinus caribaea, Pinus oocarpa, Pinus
banksiana, Pinus massoniana, Pinus resinosa)
HIMPOKO pacnpocTpaneHo cemeiictso TPEI (Ty1/
copia). TPE 1-3n1eMeHTBI TAKXKe ITUPOKO MPEJICTaB-
JIeHBI B TeHOMax enieit (Picea strobus, Picea abies,
Picea glauca), no B reHOMax kumnapuca laxodium
distichum v runkro Ginkgo biloba npencrapieHs
HeOOoJIBLINM KomnyecTBOM Konuid. [IpeacraBurenu
JAHHOTO CEMEHCTBA COIEepkaT pa3invHble MyTa-
IIUU: CTOM-KOJIOHBI, CTBUTH PAMOK CUUTHIBAHHS H
SBIIIOTCS HeakTHBHBIME (Kamm ef al., 1996). Jlo
HEJIaBHETO BPEMEHU HE MHOTO OBUIO W3BECTHO O
Ty3/gypsy-peTpoTpaHcio30Hax U3 TeHOMOB TOJI0-
ceMeHHBIX. B renome Pinus radiata oOHapyxeH
€IMHCTBEHHBIN NONHBIN T 3/gypsy-snement [FG7,
a B reHoMme Pinus pinaster iepBblid IOTHBIA 133/
gypsy-anement PpRTI (Kossack, Kinlaw, 1999;
Rocheta et al., 2007). Dnement PpRTI nmeet
IauHy 5,966 1m.0. U CTPYKTYpY, TUIIUYHYIO IS
1y3/gypsy-peTpOTpaHCIIO30HOB.

CpaBHeHHE HYKJIEOTHIHBIX IMOCIEI0BaTENb-
HocTel anemeHToB /[F'G7 n PpRTI noka3ano BbI-
cokoe cxoAcTBO (88 %), a mocieaoBaTeIbHOCTH
WHTETpa3bl U 00paTHON TPAHCKPHIITA3hl ITOJHO-
cteio uaeHTnaHbl (Rocheta ef al., 2007). Omnraxo
nocinenoBarenbHocTH 5'LTR m 3'LTR anementa
PpRTI otnuyaioTcs, 4To SIBISETCS PE3yTbTaToOM
HAKOILJIEHHBIX MyTalMi. YUCIIO KONTUI JIEMEHTOB
IFG7 n PpRTI paznuuaetcs. [FG7 npencrasiieH
0OJBIIMM YHCIIOM KoM B renoMme P. radiata,
a PpRTI npucyTcTBYeT B reHOMe P pinaster B
equactBenHo# komum (Kossack, Kinlaw, 1999;
Rocheta et al., 2007). B renome Pinus taeda
pacrnpocTpaHeHbl CieqUpUIECcKre Il XBOWHBIX
LTR-perporpancnoszonsl: PHHFG7 (6nu3kuil K
IFG7), PtGypsyXI1 (Ty3/gypsy-snemenT, Onu3Kuit
kK PGGYPSYXI (Spcl)-perposneMeHTy U3 TeHOMA
emn P. glauca) n PtCopiaX1, snemMeHt, OnMu3Kui K
PGCOPIAXI (Spdl)-perposneMeHTy U3 reHoma
emu P. glauca (L’Homme et al., 2000; Rocheta et
al., 2007). CemeiictBo [FG7-31€MEHTOB Paclpo-
CTPaHEHO TOJBKO B TeHOMax popaa Pinus, Torna
kak PtCopiaX1 mpencTaBieHo W B TEHOMAax poja
Picea. BbICOKO€ CXOCTBO IOCIEN0BATEILHOCTEN
PGCOPIAXI w3 reHOMOB pPa3HBIX POOB MTO3BOJISIET
npeanonoxute Hanmuune PGCOPIAX] y obmiero
npeaka AByx ponoB. Tak kak rpynmsl Pinus u
Picea nuseprupoBanu okono 140 MiH net Hazaz,
T0 mauHbIe Ty1/copia-like 3MeMEHTHI TOCTATOTHO
npesuue (Millar, 1998). IIpenxoBas mocienoBa-
TeNBHOCTH 31eMeHTOB PtGypsyX1 u PGGYPSYX],
M0-BUIMMOMY, BCTPanBaJlaCh MHOYKECTBO pa3 B Ie-
HOMBI XBOMHBIX B IPOIIECCE UX IBOIFOLINH. TOIBKO
nBa LTR-perporpancrio3ona, cienuuaHbIX TS
xBOWHBIX (PtGypsyXI n PtCopiaXI), BO3MOX-
HO, OCTAJIUCh aKTUBHBIMU crycTs 140 MiH Jer.
[peacraButenu cemeiictBa [FG7 Ty3/gypsy-like
3IIEMEHTOB, O-BUMMOMY, OCTAIOTCSI AKTUBHBIMHU
B T€HOMax 000uX TOAPONOB Pinus, TUBEPrUPO-
BaBmmx npumepHo 110 miH et Hazaz (Kossack,
Kinlaw, 1999; Eckert, Hall, 2006).

Pacnpenenenue paznuunbix LTR-peTporpaHnc-
MTO30HOB CpeJiu MpeACTaBUTeNeH ToJI0CeMEHHBIX
LIMPOKO BapbHpyeT. Tak, pacnpoctpanenue Tpa43
(7y1/copia) orpaHUYEHO TOIBKO XBOHHBIMHU PacTe-
HUSMU poyia Picea, Tie OH MPeCTaBIeH OOIBITIM
KOJIIYEeCTBOM Kottiit. Tpal7 v Tpa35 mpuCyTCTBYIOT
B TeHOMax IpejcraBuTenet poaa Picea, HO npak-
THYECKH He 0OHapyKeHbI B TeHOMax Pinus (Stuart-
Rogers, Flavell, 2001). pyrue peTpoTpaHCIO30HBI
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pacnpocTpaHeHbl B TeHOMaX MHOTHX BOJIFOIIMOHHO
yaajeHHbIX rpynim. Tak, romonoru Ty1/copia-ane-
MeHTa Tpa?9 w3 Picea 0OHapyX eHBI B TEHOMaX
ponoB Abies n Ginkgo, a snement Tpa7 B TeHO-
Max Picea, Abies, Ginkgo, Pinus, Cedrus u Larix
(Stuart-Rogers, Flavell, 2001). ¥YpoBens cxoncTsa
nocnenoBarensHocTeld 7y 1/copia-31eMEHTOB U3
Pa3IMYHBIX BUOB TOJOCEMEHHBIX — CAMBIN BBICO-
KAW U3 paHee JeTEKTUPOBAHHBIX JIJISl Pa3IMYHbBIX
rpymm pactennii (Flavell et al., 1992a, b; Voytas
et al., 1992; Vanderwiel et al., 1993; Matsuoka,
Tsunewaki, 1997; Kumar, Bennetzen, 1999). B
Ccllydae pacTeHHI KpOCC-THOPHIM3AIHS PA3ITNIHBIX
peTposrIeMeHTOB 13 Onu3kuX poaoB mpu CaysepH-
OnoT-aHaNM3e — HE PEIKOCTh, HAIPUMED, MEXKIY
pEeTpOdIeMEHTaMHU TIOKPHITOCEMEHHBIX PacTeHUI
Triticeae n Poaceae, KOTOpbIe pa3IeIuCh OKOJIO
60 muH sietT Hazax (Matsuoka, Tsunewaki, 1997).
Ho B ciydae peTpoTa/ieMeHTOB IoJI0CEMEHHBIX
pedb UAET O MEPEKPECTHON THOPUAN3AMHY dJIEMEH-
TOB U3 Pa3HbIX MOPSIJIKOB, Pa3/IeiICHHBIX COTHIMHU
MUJUIMOHOB JIeT. Tak, anementsl Tpa28 u Tpal3 u3
TE€HOMOB XBOWHBIX WMEIOT BBICOKYIO TOMOJIOTHIO
C TMOCJIEI0BATEIHLHOCTSIMI PETPOIIEMECHTOB M3
reHomoB Ginkgo (Stuart-Rogers, Flavell, 2001).
CoBpeMEHHBIX NPEICTABUTENEH TaHHBIX TPYIII
pazgenser Kak MUHUMYM 260 MIIH JIeT 3BOJIOLUN
(Stewart, Rothwell, 1993).

Bricokoe cxomcTBo mocnenoBarensHoCcTe 1)1/
Copia-31eMEHTOB TOJIOCEMEHHBIX, BOBMOXKHO, SIB-
JSIETCSl PE3yNIBTaTOM FOPU30HTAIBHOTO IIEPeHOCA.
Ilo nanHoit Teopuu Tpa28 u npyrue 3JI€MEHTHI C
BBICOKOI rOMOJIOrHel ObLTN IepEHEeCEHbI TOPU30H-
TaJBHHO B OJIMH WK 00a poaa Ginkgo nnu Picea ro-
pas3zio mo3aHee, YeM MPOU30IIIa UX AUBEPTEHITHS,
HO, TEM HE MEHEEe, MIJUTHOHEKI JIeT Ha3a (Stuart-
Rogers, Flavell, 2001). B nanbsHetieM KoJIm4ecTBO
UX KOITUI YBEJIMYMIOCH, B MIOCJIEA0BATENILHOCTSIX
HAKOIWJIMCh MYTAallUl U K HACTOSIIEMY BPEMEHH
OHH TIPE/ICTABJICHBI B TEHOMaX OOJBIIIAM YUCIIOM
nedekTHRIX Korrii. OMHAKO CHTHAJ THOPHIN3AIINN
Ty 1/copia->neMeHTOB KOPPEIUPYET C SBOIFOINOH-
HBIM PacCTOSTHHEM MEKIY HUCCIIETyeMBbIMU TPYII-
namu (Stuart-Rogers, Flavell, 2001). Bcnencteue
Yero BO3MOXKHOCTh BIIUSIHHSI TOPU30HTAIBHOTO
nepeHoca Ha 3Boonuto 7y //copia->1eMeHTOB
TOJIOCEMEHHBIX HE MCKIIOYAeTCs MOIHOCTHIO, HO
BBICOKOE CXOJICTBO IMOCIIE/IOBATEIBHOCTEH MOXKET
OBITh OOBSICHEHO M BEPTUKAILHBIM HACTICAOBAHUEM
(Stuart-Rogers, Flavell, 2001).

BaxHbIM SIBISIETCSI BOIIPOC O TOM, MOYEMY
WMEHHO DJIEMEHTBI TOJIOCEMEHHBIX, a HE TMOKPbI-
TOCEMEHHBIX PACTCHUH MMEIOT CTOJIbh BBICOKOE
CXOZICTBO, XOTSI HUKAKOW 3HAYUTEITHLHON Pa3HUIIBI
MeXy N3MEHEHHSIMU B SIZICPHBIX T€HAX 3TUX TPYIII
He Habmomaetcs (Qiu et al., 1999). [IpuBnekatens-
HOW MOJICJTBIO, OOBSICHSIOIICH 3TO pa3Inyue, sIBJIs-
eTcsl MOJIeNb, B KOTOPOii OoJiee BBICOKAsl 4acTOTa
BCTPEYAEMOCTH OJIM3KUX TOMOJIOTOB PETPOTPAHC-
MTO30HOB OOBSCHSETCS HE KaK Pe3yNIbTaT Pa3HUIIBI
B HaKOTUIEHWH MYTaIlii, a KaK pe3yJabTaT hc4es-
HOBEHUS 2JIEMEHTOB M3 TeHOMOB (Stuart-Rogers,
Flavell, 2001). Mcue3HoBeHne/yTpaTa MOOMIILHBIX
3IIEMEHTOB MPOUCXOAUT TOpas3io Oosiee aKTHBHO Y
MTOKPBITOCEMEHHBIX, YeM T'OJIOCEMEHHBIX. borbioe
pasnu4dne B pa3Mepax TeHOMOB XapaKTepHO IS
MTOKPBITOCEMEHHBIX,, KPOME TOTO, TAKHE W3MEHEHHS
MOTYT ITPOU30UTH 32 HECKOJIBKO MUJIJTHOHOB JIET,
B TO BpeMsI KaK T€HOMBI TOJIOCEMEHHBIX SIBIISIFOTCS
Oonee crabunbHbIME (SanMiguel et al., 1998). Ha-
puMep, BHYTpH pofa Pinus, BO3pacT KOTOPOTo CO-
crasisieT oko10 200 MITH JI€T, BCE€ BUIBI JUTIION]I-
HBI, UMEIOT OINHAKOBOE KOJIMYECTBO XPOMOCOM H
Onuskuii pasmep renoma (Wakaniya et al., 1993).
B Oonbmmx reHOMax ¢ MOCTOSHHBIM pa3MepoM
MOYET COXPaHATHCS OOJIBIIOE KOTUUECTBO KO
Pa3IMYHBIX PETPOTPAHCIIO30HOB, HO HEOOIBIION
pasMep reHoMa HaKIaJIblBaeT OrpaHWYeHUE Ha
KOJIMYECTBO KOIMHUU PETPOTPAHCIIO30HOB, CO3/IAET
KOHKYPEHIIMIO MEX/Ty Pa3INuHBIMU X TPYIIIIaMH 1
MOKET MMPUBECTH K SITMMHUHAIINH PETPOTPAHCIIO30-
HOB ¢ HU3kuM unciom kot (Charlesworth et al.,
1994). Takum 00pa3oMm, ecii IPEIKU TOKPHITOCE-
MEHHBIX UMEITN HeOOIBIIION pa3Mep TeHOMa, TO U3
HUX MOTJIM OBITH STUMHHHUPOBAHBI MHOTHE BHIBI
MPEJIKOBBIX PETPOTPAHCIIO30HOB, KOTOPHIE TIPH
9TOM COXPaHWJIKCH B O0Jiee CTAaOMIIBHBIX TEHOMAX
ronoceMeHHbIX (Stuart-Rogers, Flavell, 2001).

B 1mienoM reHOMBI TOJIOCEMEHHBIX pPacTeHUU
OTIIMYAIOTCS OT TEHOMOB MTOKPBITOCEMEHHBIX OoJiee
JPEBHUM MTPOUCXOKICHIEM, a TAKXKE pacTpocTpa-
HEHUEM, Pa3HOOOpa3HEM U CTEIICHBIO IUBEPTeHITIH
LTR-perpoTpaHcio30HOB 1O CpaBHEHHIO ¢ Oojiee
MOJIOIBIMU 3JIEMEHTAMH TTOKPBITOCEMEHBIX.

LTR-perporpancno3oHbl
BBICIIUX HECEMEHHbIX PACTeHHIl

B paMmkax maHHOro pasaena paccMaTpHBa-
oTcss LTR-peTpoTpaHcno30HBl CleayHOMUX
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rpynIl cnopoBbIX pacTeHuii: IInayHoBUIHBIE
(Lycopodiophyta), Moxouanbie (Bryophyta),
XpomeBuaabie (Equisetophyta) u [lanoporHuko-
BunHble (Polypodiyphyta).

Ha nanHbIit MOMEHT CyIIIECTBYET BECbMa Orpa-
HUYCHHAs HHPOpPMALIKS 0 Pa3HOOOPA3UH U PacIipo-
CTpaHEHUH XPOMOJIOMEH-cofiepKaux 13/gypsy
LTR-peTpoTpaHCIIO30HOB HECEMEHHBIX PACTCHUN,
TaKHX, KaK MOX00Opa3HbIE, IJIayHbI U MTATIOPOTHUKH
(Kumekawa et al., 1999;. Suoniemi et al., 1998).

Cpenn mpencraBuTesieir MOXOBHIHBIX XPO-
MonomeH-coaepxkamnme Gypsy LTR-perporpanc-
MO30HBI MCCIIEIOBAHBI B TEHOME MOJIEIBHOTO
Buna Physcomitrella patens n HEKOTOPBIX JAPYTUX
BUJIOB MXOB. B reHomax Bryophyta BeisBieHbI 4
crnenuduyHbIe 1JI1 MXOB I'PYIIIBI XPOMOAOMEH-
comepxkamux Gypsy LTR-peTpoTpaHCTIO30HOB:
A, B, C, D (puc. 15) (Novikova et al., 2008). Bosb-
HIMHCTBO PETPOTPAHCIIO30HOB MXOB, B TOM YHCIIC
u PpatensLTRs1, PpatensLTRs2, PpatensLTRs3,
PpatensLTRs4 w3 renoma P. patens, npuHajjiexar
k rpymme A. ['pyrnmia B oOHapy»eHa ToIbko y Mxa
Plagiothecium laetum, a rpynma C mpencraBieHa
peTporpaHcnio3oHamMu u3 Funaria hygrometrica.
Hakowner, perporpancniozonsl u3 Tetraphis pellucida
u Vesicularia dubyana chopmupoBaiu OTIICIEHYIO
rpyrmy D (Galahad) (Novikova et al., 2010).

PerponneMeHTsl, BBISIBICHHBIC B TEHOMaX MXOB,
3BOJIIOLIMOHHO JaJIeKH OT XPOMOAOMEH-COIep-
xkamux Gypsy LTR-peTpoTpaHCIIO30HOB ApyTrux
rpynn pacreHuil. PpatensLTRs 1 1pyrue 31eMeHTbl
rpynmbl A Oosee Onu3ku K TpuOHBIM Ten I-peTpo-
TpaHCIIO30HaM, 4eM K rpynnam Galadriel, Reina,
CRM w Tekay (xpomonomeH copepkammx Gypsy
LTR-peTpoTpaHCIIO30HOB), OMUCAHHBIX IS pac-
tenunit (Novikova et al., 2010). BozamorkHO, TaHHBIH
(aKT SIBISIETCS CIE/ICTBIEM FOPH30HTAIILHOTO Miepe-
Hoca. ComacHo pyroi rumnoTese, BEpTUKAIIbHAS 9BO-
JIEOLIUS TIPUBEJIA K TAKOMY PaclpeesICHUIO PETpo-
TPaHCIIO30HOB BO MXaX, [IOCKOJIbKY IBOJIFOLIOHHAS
JIMHAMUKa MOOMJIBHBIX 3JIEMEHTOB MOYKET 3HAUUTEb-
HO pas3iyaThes Jaxe y OIU3KOPOJICTBEHHBIX TAKCO-
HOB. Kak pe3ysnbrar oueHb 4acTo QHI0reHEeTHICCKIE
CBSI3H, IOCTPOCHHBIC HA OCHOBE JJUBEPICHIINH MO-
OMJIbHBIX ANIEMEHTOB, HE COBHAAIOT C (prstoreHuen
BHUJIOB, B KOTOPBIX 3TH MOOWIJIbHBIE 3/IEMEHThI HAX0-
nsrest (Novikova et al., 2010). Bonee Toro, B reHOMe
P, patens ObIm IpoBeAEHBI NCCIIEIOBAHUS, KOTOPBIE
MOKa3aJil BO3MOYKHOCTb TOTO, YTO MHOTHE TaK Ha-
3bIBAEMBIE «COXPAHEHHBIE TEHBD) JOCTAINCH MXaM

OT HX OOIIIMX C CEMEHHBIMH PACTEHHUSIMH MPE/IKOB, B
TO BPeMsI KaK B IOCJIEAHUX OHH yCIIEIH ITOTEPSITHCSI
(Reski, Frank, 2005; Rensing et al., 2005; Stenoien,
2007). Beicoka BEpOSATHOCTh TOTO, YTO MXH TIPOCTO
COXPaHWJIN 3TH PETPOTPAHCIIO30HEI.

Pteridium aquilinum (OpysiK) SBISIETCS CAMBIM
pacrpocTpaHeHHBIM NAIOPOTHUKOM, B €70 TEHOME
obHapyxeHo 183 Tyl/copia-wn 195 Tyy3/gypsy-sne-
meHToB, uTo cocrasister 0,07 u 0,09 % renoma
COOTBETCTBEHHO, a 3TO OOJIbIIIe, YeM KOIHYECTBO
MOOWMJIFHBIX 2JIEMEHTOB BCEX OCTAJIbHBIX TPy
(Der et al., 2011). Onnako maHHBIC >JIEMEHTHI
MaJIo OIMCaHbI, YacTh U3 TV3/gypsy-2IeMEeHTOB,
KaK M3BECTHO, (DOPMHUPYIOT TPYIILY, SBISIOLLY-
1ocst cectpuHckol K rpymie C mxoB (Novikova et
al., 2010). B renome nanopotauka Pteris cretica
OBLTH MCCIenoBaHbl 1y 1/copia->IeMeHTHI U OBLIO
MOKa3aHOo, YTO UX KOJTMYECTBO 3HAYUTEIHLHO HIKE,
YeM B cllydae MOKPBITOCEMEHHBIX PACTeHUH, UTo,
BEPOSITHEE BCEro, CBS3aHO C MOJHUIIONAN3ALNEH
nocieaaux (Brandes ef al., 1997).

PacmipocTpaneHne XpoMoIOMeH-COAEePIKAITUX
Gypsy LTR-perporpancmno3onos rpymnmsl [lamo-
POTHHKOBH/IHBIE OBUTO OoJIee MoPOoOHO HcciIe0-
BaHO B I'€HOMax IMpeACTaBUTENCH TPeX KJIACCOB:
Psilotopsida, Polypodiopsida u Equisetopsida, a
[1nmayHOBHIHBIE — B TEHOMAX TPEJICTABUTEIEH IBYX
kiraccoB: Isoetopsida m Lycopodiopsida (Novi-
kova et al., 2010). PeTpoTpaHCTIO30HBI TaHHBIX
IpyII 00Ja1al0T BHY TPHBUIOBON TOMOT€HHOCTBIO
Y MEKBHJIOBOM TeTepOreHHOCTHIO. 11 OONbIINH-
CTBa CEMEHHBIX PACTCHUH C OOJBIINMHI T€HOMAMHU
M3BECTHA BBICOKAs BHYTPUBHJIOBas T'eTEPOTeH-
Hocth LTR-perporpancno3onoB. IlanopoTHuko-
BuaHbIEC U [ImayHOBHAHBIE UMEIOT HOCTATOYHO
OoJbIIie TEHOMBI U OOJBIIOE KOJIUYECTBO XPO-
MOcCoM, Haripumep, y Ophioglossum petiolatum ux
qucao gocturaer 1 Teic. Peaxum uckioueHneM
B 3TOM CMBICJIE SIBISIOTCS MPEACTABUTEIN poja
Selaginella, KOTOpbIe UMEIOT CaMbIii MaJCHBKHIA
T€HOM CpeaH BCEeX COCYAUCTHIX pacTeHui. C
JPYTOi CTOPOHBI, €CTh MHEHHE, YTO YHUKAJIbHbIC
XapaKTEePUCTUKU TEHOMOB MallOPOTHUKOB, 8 HIMEH-
HO pa3Mep U KOJIMYECTBO XPOMOCOM, MTOSIBUIIHCH B
CBSI3U C IUIUIOUAM3aNKed X npeakos. [lostomy
pasHHUIa B pa3HOOOpa3uy MOOMIIBHBIX DJIEMEHTOB
Y WX paclpe/ie]IeHHH B TeHOMAaxX MaropOTHUKOB 1
JPYIUX TPy pacTEHUH OXKUAAEMA.

Hecmotpst Ha HeOoMbIIIOE BHYTPHUBHIOBOE Pa3-
HooOpa3ue, PUIOreHeTHYECKUI aHaIi3 TOATBEP-
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Puc. 16. ®unorenerndeckoe aepeBo 7y3/gypsy-peTpoTpaHCIio30HOB U3 reHOMOB pacTenuii (Novikova ef al., 2010)
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JIAJT BBICOKYIO MEKBHUJIOBYIO TETEPOT€HHOCTh PET-
potpanco3oHoB (puc. 16). B reromax [lamoporHu-
KOBHUJTHBIX U [71ay HOBHTHBIX BBIICICHO 4 OOMbIIIHE
rpynibl. B miepByro rpyrmy BXOAAT JIEMEHTHI K3
reHoMa Selaginella moellendorffii, oTHOCATITHECS
K IpuOHBIM 3ieMeHTaM (Tpymma Tcnl-1omoOHbIX
AIIEMEHTOB), 00bEIMHEHHBIE C XPOMOBHPYCAMH M3
P, patens n HEKOTOPBIX Ipyrux MX0B. B 3Ty rpynmy
TAKKE BXOIAT SIIEMEHTBI, BBIICJICHHBIC 3 TCHOMOB
npyrux npencrasureneit Selaginella (Selaginella
kraussiana n Selaginella pulvinata) (Novikova et
al., 2010).

Bropas rpynna, Galahad, Bkiouaer B cebs
PpasnuyHbIe XPOMOBHPYCHI [ [anmopoTHUKOBUAHBIX, &
TaKke XPOMOBHUPYC U3 IU1ayHa Lycopodium alpinum
1 2JIEMEHTBI MXOB 13 Tpymibl D. Bo3amMoxHO, uTo 9Ta
TpyTITa SBISETCS CECTPUHCKOH ¢ Tpyrmoit Galadriel
XPOMOBHUPYCOB BBICHINX PACTCHHH M SIBISIETCS
OJIHOW M3 CTapeHINX IPYIII HIMPOKO PacIpoCTpa-
HEHHBIX XpoMOBHpYycoB pactenuii (Novikova et
al.,2010). ITockonbky anementsl u3 Galahad Ovinn
HalJIeHbI BO BCEX HECEMEHHBIX BBICIIIUX PACTCHHUSIX
BKJIIOYAsi MXH, TO IPUMEPHBIN BO3PACT 3TOM IPyIIIbI
cocragisieT 400—700 mutH J1eT (BpeMst ANBEPreHINH
MXOB OT cocyaucThix pactenuii) (Hedges, 2002).

Tpetss rpynna chopMrpoBaHa SIeMEHTaMHU U3
ITanoporuukoBunHbIX U [InaynoBuaueix. OTHO-
HICHUS MEXK/TY 3JIECMEHTAMHU BHYTPH FPYIIITbI OCTa-
I0TCSI, B OCHOBHOM, HESICHBIMH, 32 UCKITIOUCHHEM
HECKOJBKMX TMHUH. OJTHA 3 TUX JTMHUH — «@» TIPH-
CYTCTBYET B IJIayHax U3 cemeiicTBa Lycopodiacea:
Lycopodium clavatum, Lycopodium japonicum
u Diphasiastrum complanatum. Jlpyrue nuHuw,
BUJIMMO, TIPUCYTCTBYIOT B TEHOMAaX MarmoOpOTHH-
KOB JIONITOE BpPEMsI, TIOCKOJIbKY BKITFOUAIOT B ce0s
MPECTABUTEIICH Pa3TMIHBIX CEMEHCTB (JTUHUS
«by): Dennstaedtiaceae (P. aquilinum), Pteridaceae
(Adiantum pedatum), Aspleniaceae (Asplenium
viride), Woodsiaceae (Athyrium distentifolium n
Cystopteris fragilis), Dryopteridaceae (Dryopteris
crassirhizoma w Polystichum tripteron) v T1ayHOB
Isoetes histrix (Isoetaceae) m D. complanatum
(Lycopodiaceae). DneMeHTHl U3 TPeX BHIOB:
Phegopteris connectilis, Polypodium vulgare n
A. distentifolium, BeposiTHO, OTHAJICHHO POJICTBEH-
HBI C JIPYTUMH CTICU(DUIHBIMY JITS TATTOPOTHUKOB
peTpodneMeHTaMu (TUHUS «c»). W, HakoHeT,
HupSquGty3-1-anement u3 Huperzia squarrosa c
BBICOKOH JIOCTOBEPHOCTBIO HE BXOAUT HU B OJIHY U3
u3BectHbIX Tpynn (Novikova et al., 2010).

[Mocnenuss nHabnronaemas rpynna (Modred)
paszenieHa Ha TpH OT/eNbHbIe ToArpynmnsl. [lepsast
13 HUX C(OPMHUPOBAHA PETPOTPAHCIIO30HAMU U3
Ophioglossaceae (Botrychium multifidum), Asple-
niaceae (4. viride) u Dryopteridaceae (Dryopteris
expansa, Dryopteris carthusiana n Dryopteris
crassirhizoma). Bropast Obuia ipe/icTaBjIeHa peTpo-
anemenTamu u3 Lycopodium annotinum (Lycopo-
diaceae) u Woodsia polystichoides (Woodsiaceae).
[Nocnexnsist MorOMITeTHYHAS TOATpYyTIA, Mordred,
OKa3ajach caMoOi OOJIBIITON ¥ coaeprKayia peTpo-
TPAHCIIO30HBI TPEJICTABUTENCH TTATIOPOTHUKOB M3
cemetictB Ophioglossaceae (Ophioglossum vul-
gatum u B. multifidum), Pteridaceae (4. pedatum),
Woodsiaceae (Athyrium sinense, A. distentifolium,
A. monomachii, C. fragilis u W. polystichoides),
Onocleaceae (Onoclea sensibilis) n Dryopteridaceae
(Dryopteris filixmas n D. crassirhizoma); XBo-
meit Equisetum hiemale v Equisetum fluviatile
(Equisetaceae); miayna Lycopodium magellanicum
(Lycopodiaceae) (puc. 16).

B mureparype npucyrcrByetr nHpOpManus o
npyrux Ty3/gypsy-peTpoTpaHCIIO30HAX, OJHAKO
HE BBISICHEHBI UX (DUIIOTCHETHUECKUE OTHOIICHHS
¢ npyrumu rpymmnamu (Nozue et al., 1997).

Wndopmanus o pacnpocrpanenuu 1y 1/copia
ropaszio 0oiee orpaHU4YeHHA. DTH JIEMEHTHI 00-
HapyKeHBI B TeHOMax TutayHa Selaginella apoda,
TIANIOPOTHUKOB Vittaria appalachiana, P. cretica, HO
He ObUIN JeTaIbHO ONMCaHbI, U Ha TJAHHBIA MOMEHT
HE YCTAaHOBJIEHO MX OTHOILIEHHE K TOM WM MHOU
¢unorenernyeckoit rpynmne LTR-perporpancnozo-
HOB (Docking et al., 2006; Brandes et al., 1997).

Topu3oHTaNbHBII MEPEeHOC

lopuzoHTaNBHBIH IIEpeHoC — 3TO Mpolecc, Oa-
rofapst KOTOPOMY MOYKET OCYIIECTBIATHCS TIepeMe-
IICHUE TEHOB Y PEMPOAYKTHUBHO H30JHPOBAHHBIX
BUJIOB. BOJBITHMHCTBO MPUMEPOB TOPU3OHTATLHOTO
MEepPEeHOCa IeHOB YKApPHOT TaK WJIM MHAYe CBs3a-
HO C MO6I/IJIBHLIMI/I TCHCTUYCCKUMHU DJICMCHTAMU
(Kidwell, 1992; Robertson, MacLeod, 1993;
Hartl et al., 1997; Silva, Kidwell, 2004). Yarmie
BCETO FOPU3OHTANBHBIA MEPEHOC MPHUBJICKAIOT
B KayecTBE OOBSICHEHHUsS CYIECTBOBAHHS OYCHb
OJM3KUX TOCJICI0BATEIIBHOCTEH Y 3BOIFOLIMOHHO
nanexkux BunoB (Shields, Sharp, 1989; Kidwell,
1992; Powell, Gleason, 1996; Clark, Kidwell,
1997). CriocoOHOCTh MOOMIBHBIX JJIEMEHTOB
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nepeMenaTbcs U MEHATh CBOIO JIOKATU3AIUIO B
TEHOME JieJIaeT MOOUJIBHBIC AJIEMEHTHI OJHUMU
W3 OCHOBHBIX OOBEKTOB ISl U3YYCHUS SIBICHUS
TOPU30HTAIILHOTO ITepeHoca. [Ipuvepamu ropu3oH-
TaJBHOTO TIEpEHOCA MEXITY Pa3TUIHBIMH BHIAMHU
JKUBOTHBIX SIBJISIIOTCS MOOMJIbHBIC 3JIEMEHThI P
(Silva, Kidwell, 2000), mariner (Robertson, Lamp,
1995), copia (Jordan et al., 1999) u apyrue (Silva
et al., 2004).

Cpeny peTpoTpaHCIIO30HOB OMTUCAHO HECKOIh-
KO MTPUMEPOB TOPU30HTATBHOTO TTEPEHOCA MEXKTY
OJIM3KOPOJICTBEHHBIMY BHIaMU. MI3BeCTHBI cllydan
ropuzoHTanbHOTO neperoca LTR-perporpancno-
30HOB Ty 1/copia v Ty3/gypsy MexIy BUIAMH POAA
Drosophila (Anxolabehere et al., 1988; Kidwell,
1992; Hartl et al., 1997; Jordan et al., 1999; Silva,
Kidwell, 2004). Hexotopsie LTR-peTpoTpancmo-
30HBI CIIOCOOHBI (HOPMHUPOBATH BUPYCOMOIOOHBIC
YacTHUIlbI C H(PEKIIMOHHON akTHBHOCTHIO (Lecher
et al., 1997; Chalvet et al., 1999). Her Huuero
YIUBUTEIBHOTO B TOM, 4TO B TakoM Bujae LTR-
PETPOTPAHCIIO30HBI MOTYT MTEPEHOCUTHCS MEXKTY
ommskoponcTeenabiME Bumamu (Malik, Eickbush,
2001). HecmoTpst Ha TO 4TO CITy4an TOPH30OHTAIb-
HOro nepeHoca LTR-peTpoTpaHCco30HOB MEXy
BHJIaMH PACTEHHI ObUTM OOHAPYKEHBI, TOJHKO
HECKOJIBKO M3 HHX TOAPOOHO OIHMCAHBI.

Onue n3 Hanbojee MOAPOOHO OMHCAHHBIX
clydaeB ropu3oHTaibHoro nepenoca LTR-perpo-
TPAHCIIO30HOB — MEPEHOC DIIEMEHTOB CeMeHCTBa
RIRE] mexnay Bugamu poaa Oryza B TEUCHUE
KopoTkoro nepuona Bpemenu (Roulin et al.,
2008). B uccienoBaHusiX OBLIO BBISBICHO Kak
MUHUMYM 7 CIy4aeB TOPU30HTAIHHOTO TIepeHoca
9JE€MEHTOB JaHHOTO CEeMeiCTBa Ha OCHOBAHUH
BBICOKOTO CXOJICTBA IMOCIIEOBATEILHOCTEN M3
PEeTPOYKTUBHO U30JUPOBAHHBIX JUKUX BUJIOB
puca. MexaHU3M TOPU30HTAJIBLHOTO MEpeHOCa
RIRE] (1y3/gypsy)->1€MEHTOB HE M3BECTEH, HO
HambOoJee MPUBJICKATEIHLHON SIBIIIETCS THUIIOTE3a
MepeHoca PeTPOTPAHCIIO30HOB Yepe3 OOmMX ma-
toreHoB (Roulin et al., 2008). Rider (Ty1/copia) —
TPAHCKPUIIMOHHO aKTHUBHBIN 3JIEMEHT, M0-BU-
JIMMOMY, OBLT TIEPEHECEH TOPU30HTAIBHO B Te-
HOM TOMAaTa W3 TE€HOMOB IPEACTaBUTEIECH pojaa
Arabidopsis (Cheng et al., 2009). Dnement Rider
He ObUT 00HAPYIKEH B TEHOMAX APYTUX TIPEICTABU-
Tenen Lycopersicon, Takux, Kak KapTogenb, Tabak
u ko(e, 9YTO MOXKET OBITh HHTEPIPETUPOBAHO KaK
pe3ynbTar yrparel Rider B 3TUX BHJAX B paMKax

BEPTUKAIBHOTO HacleqoBaHusA. JJaHHBIA JIEMEHT
13 TEeHOMa TOMaTa IOKa3all BBICOKOE CXOZCTBO C
anementamu Rider-like 1 u Rider-like 2 apabu-
noricuca (Cheng et al., 2009).

Bo3mokHbIe MeXaHU3MbI TOPU30HTAJIBLHOIO
nepeHoca MOOHJILHBIX 371eMeHTOB. CyIlecTByeT
HECKOJIBKO T'HITOTE3, 00BICHSIOMINX TOPU30HTAIb-
HBIH TIepeHOC MOOMIBHBIX AneMenToB. Haunbomee
MPOCTO MOXXHO OOBSICHATH TOPU3OHTAIBHBIN
nepeHoc MeMeHToB rpymmnsl LTR-peTpoTpancno-
30HOB, TaK Kak HEKOTopwle U3 Hux (1y1/copia- n
Ty3/gypsy-37eMeHTbI) CIIOCOOHBI (OPMUPOBATH
BUpYyconono0HbIe yacTuibl (Syomin et al., 1993;
Lecher et al., 1997). Hekotopwie 7y3/gypsy-ane-
MEHTBI MOTYT IIEPEHOCUTHCS KaK MEKKIICTOYHBIC
BHPYCIONIOI0O0HBIE YACTHIIHI O€3 TTOMOIIIH JOTIO-
HUTEIBHOTO BEKTOpa M 00IaJaroT ONpeNeIeHHON
WH(PEKIIMOHHOCTBIO 32 CUET IKCIIPECCUU TeHA env
(moKazaHo Ha PUMEPax rOPU30HTAIBHOTO MEPEHO-
ca Mex Iy BujiaMu kuBoTHbIX ) (Alberola, de Frutos,
1996; Terzian et al., 2000; Vazquez-Manrique et
al., 2000; Heredia et al., 2004).

Hpyras rumnoresa 3akiirodyaercss B IpsiMoi Tie-
penade JJHK mexy nByms pacTeHUSAMU, HaX0/s-
UMUCS B OJIM3KOM KOHTakTe. HekoTopele ciydan
y4acTHs MapasUTHYECKUX PACTEHUH B TOPU30H-
tanbHoM nepenoce JJHK nmoareeprxnarot, uyto ro-
PHU3OHTANLHBIN IEPEHOC OT PACTEHUS K PACTEHUIO
HaIpsAMYI0 BO3MOXKEH: TOPU30HTAIBHBINA TIEPEHOC
MUTOXOHJIPUATBHOTO TeHa atpl MEXIy napasu-
THYECKUMU pacteHusmu rpynn Orobanchaceae
u Convolvulaceae u pacrenusmu pona Plantago
(Mower et al., 2004); ropu30HTaJIbHBIA HEPEHOC
SIIEPHBIX TEHOB MEXKIY MapasuTHUYECKUM BUIOM
pactenuii Striga hermonthica v BUIaMu ceMeicTBa
Poaceae (Yoshida et al., 2010). [lanHast rumnoresa
00BSICHSICT OOJBIIOE KOTMYECTBO (DAKTOB TOPU30H-
TaJIBbHOTO MEPEeHOCa MUTOXOHAPUAIBHBIX T'€HOB
MEXJly Ha3eMHBIMH pacTeHusiMu u Amborella
trichopoda (Bergthorsson et al., 2004). Takum
00pa3oM, MOXHO OOBSICHUTH TOPU30HTAIBHBIIN
nepeHoc 00X mocneaosarensHocTeit JJHK, B
TOM YHUCIIE U MOOMIIBHBIX DJIEMECHTOB.

CornacHo TpeThed TUIOTe3e, MEKBUIOBBIC
THOPUIBI MOTYT CITYXKHTh TIOCPEIHUKOM B Iiepeiade
reHeTHYecKor HH(popMarmy Mexay Bunamu (Silva,
Kidwell, 2000; de Almeida,Carareto, 2005).

OyHaKo 3TH THIOTE3bl HE MOTYT OOBSICHHUTH
OITMCaHHbIE paHee CITy4Yan TOPHU30HTAIBHOTO TIepe-
Hoca LTR-perporpancno3onoB cemeiictBa R/IRE
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Mexy Bugamu poaa Oryza (Roulin ef al., 2008).
Bricokast yactoTa TOpM3OHTANBHBIX EPEHOCOB
(B TOpU30HTANILHBIN IEPEHOC BOBJICYEHO 7 BUJIOB)
HNPOTUBOPEUUT TUIIOTE3E O IEPEAaUe HAPSIMYIO OT
pacTeHus K paCTeHNUIO, TAK KaK JaHHbIC BU/IbI UMe-
0T pa3Hblil apean oOuTanus. Takke HEBO3MOKHO
OOBSICHUTD JIaHHOE SIBJICHHE KaK Pe3yJbTaT CeMU
HE3aBUCHMBIX MEXBHIOBBIX ruOpuau3anuii. Emie
OJlHAa TUIIOTE3a NPEAINOoNaraeT y4acTue BEeKTOpa
B TOPU30HTAJILHOM IIEPEHOCE MEXIYy BUAaMHU. Y
JKMUBOTHBIX IIPEII0JIaraéMbIMU BEKTOPaMH, BOBJIC-
YEeHHBIMH B TOPU30HTAJIBHBINA MMEPEHOC, MOTYT
SBJISITBCSL OaKTEpHH, TPUOBI MIIH JIIOOBIE BHYTPH-
kierounbie napasutsl (Kondo et al., 2002; Shen et
al., 2003). Bupychbl MOTYT BBICTYNIaTh B Ka4eCTBE
BEKTOPOB T'OPU30HTAIBHOIO MEPEHOCA Y KHUBOT-
HeiX. Tak, ObUIO MOKa3aHo, 4TO SINE-3jeMeHT
MOXKET MEPEHOCUTHCS M3 TEHOMA PENTHITHH B TCHOM
BUpYyCa (POXVirus) U, BO3SMOXKHO, JJaJiee — B TCHOM
miexkonuratomux (Piskurek, Okada, 2007). B ciy-
Yyae TOPU30HTAIBLHOTO MEPeH0Cca MOOMIIBHBIX dJie-
MEHTOB PacTeHU Ha JAHHBII MOMEHT HE BbISIBIICHO
BEKTOPOB, HO IIPEAIIOIIAraeTCsl, YTO FOPU30HTANb-
HBIH TIEPEHOC MOXKET MPOUCXOUTH aHAIOTHYHO.
Bonee Toro, HeKOTOpbIe apa3UTHICCKHE HACEKO-
MBIE MOTYT OBITH MOTCHIMAJILHBIMA BEKTOPaMH,
HO JaHHasi TUIIOTE3a TPeOyeT SKCIIePUMEHTAIBHBIX
nonTepxaeHuii (Fortune ef al., 2008).

PaGora 6buta mommepkana l'ocymapcTBeH-
HBIM KOHTpakToM MUHHCTEpPCTBa 00pa3oBaHUA
u Hayku Poccuiickoit ®eneparu (Ne 111044 ot
31.05.2010).
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LTR RETROTRANSPOSONS IN PLANTS
I.D. Sormacheva, A.G. Blinov

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

Summary

Ty1/copia and Ty3/gypsy LTR retrotransposons are ubiquitous in plant genomes and may comprise over
50 % of their nuclear DNA content. LTR retrotransposons play a significant role in the structure,
evolution, and function of plant genomes. Current knowledge of the distribution and evolution of
this group of transposable elements has been obtained mostly from various model organisms, such as
Arabidopsis thaliana, and species of agronomic interest. The most thoroughly investigated groups of
LTR retrotransposons are those present in angiosperms. They include seven distinct families of 7)3/gypsy
retroelements: CRM, Galadriel, Reina, Del, REM, Athila and Tat. The superfamily 7v//copia in plants is
represented by four distinct families: Sire, Oryco, Retrofit, and Tork. Four widely distributed 7v3/gypsy
(CRM, Galadriel, Reina, Del) and some specific Tv3/gypsy (PpRT1, IFG7, PtGypsyX1, PGGYPSYXI) and
Tyl/copia (TPE1, Tpa, PtCopiaX1, PGCOPIAXI, Tgb) LTR retrotransposon families have been described
in gymnosperms. There is little information about the diversity and distribution of LTR retrotransposons
in non-seed plants: mosses, lycophytes, and ferns.

Non-seed plants contain retrotransposons evolutionarily distinct from 7y3/gypsy retroelements of other
plants. A specific group of chromodomain-containing 7y3/gypsy retroelements, Galahad, was described
from ferns, mosses, and lycophytes. Another group of non-seed plant-specific 7)3/gypsy retroelements,
Mordred, was found in ferns and lycophytes. Some chromodomain-containing gypsy retroelements from
ferns are more closely related to the CRM family of the seed plants. 7y3/gypsy elements from Tcnl family,
originally described for fungal genomes, are present in mosses and lycophytes. The diversity and evolution of
Ty 1/copia elements from non-seed plants is still poorly understood. Much less is known about the abundance,
diversity, and biological significance of LTR retrotransposons in the genomes of green algae (Chlorophyta)
and stonewort algae (Charophyta). Only two families of algal LTR retrotransposons are known. REM is a
single-element family, including REM1, a 7y3/gypsy LTR retrotransposon from the genome of the green
alga Chlamydomonas reinhardtii. Osser is the first complete 7y //copia-like retrotransposon described from
the colonial green alga Volvox carteri.

Key words: plants, LTR retrotransposons, horizontal transfer, evolution.
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