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CIIMCOK COKPAILIEHUN

BIIY — Bupyconono6Has yactuua

I'TI — ropu3OoHTaAIBHBIN IEPEHOC

JIHK — ne3okcupruOoHyKI€nHOBAs KUCIOTa

kJIHK — kommnemenTtapnas JJTHK

MPHK — maTpuunas (mnm nadopmanmonnas) PHK

MKTB — MexnyHapoaHblii KOMUTET 10 TAKCOHOMHUH BUPYCOB

M3 — MOOUIIBHBIN AJIEMEHT

HTO — nerpancnupyemas 0061acThb

OPC — oTkpbITasi paMKa CUATHIBAHUS

PHK — pubonykiienHoBas KucioTa

pPHK — pu6ocomnas PHK

TPHK — tpancnoptaas PHK

PR — acnaptunpHas nporteasa (Protease)

APE — nomen anyprHOBOW/anmupUMUANHOBON SHIOHYKJI€a3bl

CHD — xpomonomen (CHromo Domain)

EN — nomen sunonykieassl NON-LTR-petpoTpancnozonos (ENdonuclease)
Env — ren 6enka obonouku perpoBupycos (Envelope)

Gag — ctpykrypHnbiil 6enok LTR-perporpancno3ona

HMM — ckpbiTas MmapkoBckas mozeib (Hidden Markov Model)
INT — unTerpasa (Integrase)

IRES — BHyTpeHHwmit caiiT mocaaku pubocom (Internal Ribosomal Entry Site)
LTR — ayuunbiii koHieBoi norop (Long Terminal Repeat)

NLS — curnan suepuoit nokanusanuu (Nuclear Localization Signal)
PBS — caiiT cBsa3biBanms 3arpaBku/mpaiimepa (Primer Binding Site)
Pol — monmunporenn LTR-perporpancnosona (Polyprotein)

poll — mpomorop PHK-monumepassr Trma I

polll — mpomorop PHK-nmomumepasst Tumna 11

PPT — nonunypunossliii Tpakt (PolyPurine Tract)



RLE — noMeH pecTpuKIIMOHHO-TI0J00HOM dHI0HYKIea3sl (Restriction-like Endonuclease)
RNH — putonykireaza H (Ribonuclease H)

aRNH — «apxeiinas» RNH (Archaea-like RNH)

fmRNH — RNH rpu6os u merazoa (Fungi/Metazoa-like RNH)

gRNH — ucxomusriii tomear RNH Ty3/Gypsy LTR-perpoTpaHcio30HOB

RNP — pubonykneonporennoBas dactuiia (Ribonucleoprotein particle)

RT — obpaTHas Tpanckpumntasa (Reverse Transcriptase)

RU — 0a3a qaHHBIX TOBTOPEHHBIX HOcienoBaTenpHocTel Repbase Update.

SAR — dpunorenernueckas kinana Stramenopiles-Alveolata-Rhizaria

TPRT — MumeHp-uHUIIMUPOBaHHAsE 0OpaTHast Tpanckpuniwms (Target Primed Reverse
Transcription)

TSD — nymuukanus caiira BctpauBanus (Target Site Duplication)



BBEJIEHUE

AKTYaJIbHOCTH

MoOumnbpHbIE TeHeTHYECKHE 31eMEeHThl (MD) SBISIIOTCS BaXKHBIMU PETYNIATOpaMU
CTPYKTYPHI U (YHKIIMOHUPOBAHM TeHOMOB. CBOMM mepeMenieHneM MO MOTYT MEHSTh
KaK aKTUBHOCTb OT/EJbHBIX T€HOB, TaK U TNPUBOIAUTH K BO3HUKHOBEHHUIO KPYIHBIX
XPOMOCOMHBIX TepecTpoek. MD Takke SBJISIOTCS BaKHBIMHU areHTaMH TOPU30HTAILHOTO
nepeHoca  TEHEeTHYEeCKOro  Marepuaja  MEXAYy  pPasiuYHbIMH  TaKCOHAMH.
Perporpancno3onsl — mupokuii kimacc MD, mnepeMemialonmxcs M0 MeEXaHU3MY
«xonupoBaHus U BcTaBkw». lIpu takom nepememennn JIHK-xonus perporpancno3ona
cuHTesupyercsa no marpuiie ero MPHK B mporiecce oOpatHOi TpaHCKPUIIIIUK U 3aTEM
BCTPanWBaeTCs B HOBOE MECTO B T€HOME Xo3suHa. [103TOMYy, peTpoTpaHCIO30HBI MOTYT
COCTaBIIAITh 3HAYHUTENBHYIO JOJII0 OT pa3Mepa SYKapUOTUYECKUX T€HOMOB, YTO B
0COOCHHOCTH OKa3aJioch XapakTepHbIM s reHoMoB pactenuii (Vitte et al., 2005; Frost

et al., 2005; Gogvadze et al., 2009; Kim et al., 2012).

EnuncTBeHHON O00IIel uepToil pa3inuyHBIX TPyHI PETPOTPAHCIIO30HOB M UX
BUPYCHBIX TIOTOMKOB (pPETPOBHPYCOB TIO3BOHOYHBIX) SIBIISIETCA JOMEH OOpaTHON
TpaHCKpunTa3bl (reverse transcriptase — RT) — kmodeBoit ¢depMeHT 0O0paTHOMN
Tpanckpuniuu. HabGop ke ocTaidbHBIX (YHKIHMOHAIBHBIX JOMEHOB, BXOSIIUX B
MOJIMIIPOTEUH PETPOIIEMEHTA, MOXKET CYIIECTBEHHO BapbUpOBAaTh B 3aBUCUMOCTH OT
OpraHu3alliyd  KU3HEHHOTO LHWKJIAa MW  CTpaTerud BCTPaMBaHHUSA  KOHKPETHOI'O
petpotpancmnoszona (Xiong et al.,, 1990; Eickbush et al., 2002). Kaxmsiii u3 31HX
JIOTIOJIHUTENIBHBIX JOMEHOB PETPOTPAHCIIO30HOB MOXKET UMETh 3BOIIOIMOHHYIO HCTOPHUIO
HE3aBUCHUMYIO OT UCTOpUHU LeHTpalbHOro RT-momena, Tak Kak Ha pa3iIMyHBIX ATamax
IBOJIIOIUH OTACIBHBIX TPYII PETPOIIEMEHTOB TOT WM MHON (PYHKIMOHAIBHBIA JOMEH
nprobpeTaercss B BUAE TOTOBOTO (YHKIIMOHAIBHOTO MOJYJIS 32 CUET FOPHU30HTAIBHOTO
nepenoca (Lerat et al., 1999; Malik et al., 1999b; Malik et al., 2000b; Malik et al., 2001,
Smyshlyaev et al., 2013). JlanHas OCOOCHHOCTH MOCIYXKHJIa OCHOBOM MOIYJIBHOTO
npe/cTaBIeHUsT 00 HSBOJIOLUU PETPOTPAHCIO30HOB. KOHKpeTHbIN «deHoTum», T. €.
KU3HECHHBIN IIUKI OTACIBHOTO PETPOTPAHCIIO30HA, OYAET ONPEENATHCS COBOKYITHOCTBIO

CoCTaBJISIOIIKX ero QyHKIIMOHAILHBIX qoMeHoB (Lerat et al., 1999).



CrnenctBueM MOIYJIBHOTO CTPOEHUS SIBISIETCSI BO3MOXXKHOCTH BO3HUKHOBEHUS
OBICTPOH CTPYKTYPHO-(YHKIIMOHAIBHONH KOHBEPTECHIIMHA MEXIY PETPOTPAHCIIO30HAMH, Y
KOTOPBIX HWMEETCS OJHMHAKOBBIM HA0Op (YHKIMOHAIBHBIX OCITKOBBIX JOMEHOM.
KouBepreHuus, B IIHPOKOM CMBICJIC, IOJApa3yMeBaeT NPUOOpPETECHUE CTPYKTYp CO
CXOIHOU (OpMOH MU (PYHKIHEH IBOJIFOIIMOHHO YAAJICHHBIMU T€HETHYCCKIUMU JTMHUSIMHU
KaK CJICJICTBUC MPHUCIIOCOOJICHUS K OJUHAKOBBIM ycioBusaM cymiectBoBanus (Doolittle,
1994; Stern, 2013; Stayton, 2015). Takumu yHaJeHHBIMH T€HETHYECKMMH JIHHUSIMH
SIBIITFOTCSI I CAMH PETPOTPAHCIIO30HBI, PACIIPOCTPAHEHHBIC B SBOIIOIMOHHO YIaJIEHHBIX
TaKCOHAX JKUBBIX OPIaHU3MOB U JMBEPTUPOBABIINE BMECTE C TEHOMAMH CBOMX X035€B. A
CTPYKTYpaMH CO CXOAHOW (opMoil WM (yHKUMEH SBISIOTCA TE€ camble OeloK-
KOAMPYIOIIUE MOJYJIH, KOTOpPbIe HE3aBHCHUMO IPHOOPETAIOT YAAJICHHBIC TI'PYIIITHI
PETPOTPAHCIIO30HOB. B cilydae TeHETHYECKH yIaJCHHBIX PETPOTPAHCIIO30HOB,
HE3aBUCHMO TPUOOPETIINX CXOAHBbIC (YHKIIMOHAIBHBIC JOMEHBI B aHAJIOTHYHOM
MOJIOKCHHUH, Peub OyJIeT HATH O CTPYKTYPHO-(YHKIIMOHAIBHON KOHBEPIEHIIUU MEKIY
HUMH K €IMHOMY «()EHOTHINY», a MMEHHO K CXOJHOW OpTraHW3allid HX KHU3HEHHOTO

[UKJIA.

B paborax mno wu3ydeHMIO pa3HOOOpasus, PaCHPOCTPAHEHHS U HBOJIOLUH
PETPOTPAHCIIO30HOB U3 PA3IMYHBIX TAKCOHOB OBLIO BBISIBJICHO, YTO OJHUM W3 HanOojee
4acTo MPHOOPETaeMbIX M TEPSIONIMXCS JTOMEHOB B HBOJIOIHMH PA3JIMYHBIX TPy
PETPORIIEMEHTOB sIBIIsieTCsl (DYHKIMOHAIBHBIN JoMeH pubonykieassl H (ribonuclease H,
RNH) (Malik et al., 2001; Kojima et al., 2005a; Malik, 2005; Smyshlyaev et al., 2012;
Smyshlyaev et al., 2013; Kojima et al., 2015). JIlea HemaBHUX HE3aBHCHMBIX
uccienoBanusi mnokasanu, yto lall non-LTR-perpoTpaHCnio30HBI 3€l€HBIX pacTeHUI
(Archaeoplastida, Viridiplantae) u3 rpynmesr L1, a Taxxe non-LTR-perpoTpaHcno30Hb! U3
T€HOMOB Mapa3sUTUYCCKUX MpocTeinmx — oomuieroB (kaaga SAR, Stramenopiles) — u3
rpynmbl Utopia nmpuoOpenu HeCTaHIapPTHBIN JUIS OCTAIBHBIX PETPOTPAHCIIO30HOB IOMCH
RNH, ¢unorenernuecku 6i1m3kuii k nocienosareiabHocTaM reHoB RNH apxeii, 6aktepuii
u pacrenuii (Archaea-like RNH, «Apxeitnas» RNH, aRNH) (Smyshlyaev et al., 2013;
Kojima et al., 2015).

OoMHUIIETHI YBOJIIOIIMOHHO 3HAYUTEIILHO yJaleHbl OT 3elieHbIX pacTeHuit (Beakes

et al., 2012). OmHako MHOrHE BHIbI OOMHIICTOB DKOJIOTMUECKH TECHO CBSI3aHBI C



3€JIEHBIMH PACTECHUSMU W TAPa3sUTHUPYIOT HA HUX, SIBIBICH TaKXKe XO3SHUCTBEHHO-
BaXHBIMH BPEIUTEISIMHU, KaKk HampuMmep, mpeactaButend poaa Phytophthora (Bebber et
al.,, 2015). Ocraercs HESICHBIM, NPUOOPENTH JIM PETPOTPAHCIIO30HBI PACTCHHUU |
oomurieToB gomeH aRNH He3aBucumo apyr ot apyra (HabmromaeTcs MpuMep
KOHBepreHTHOM »Bomtonnu) unu xe aRNH-gomen Obul mpuOOpEeTeH JNHIND OTHAMKIBI
NPEIKOBBIM PETPOTPAHCIIO30HOM, KOTOPBIM YK€ 3aTeM ObLT TOPU30HTAIBHO MEPEHECEH
U3 TeHOMa pacTeHusi B OOMHIET (WM HAo0OpOT) 3a CYET TECHOM CBSI3M MapasuTa u
XO035/MHA HAa paHHUX dTamax WX Kodpojonuu. [Ipm m000M W3 IBYX MEpPEUYHCIICHHBIX
ABOJIIOIIMOHHBIX CIIEHAPUEB MHTEPECEH BOMpPOC O GpyHKIHOHaIbHOU poau aRNH-gomena
JUIS HECYIIMX €ro peTpPOTPAaHCIO30HOB. TakKe HEHW3BECTHO, OTPAaHUYMBACTCS JIN
pazHooOpa3ue perpoTpancno3oHoB ¢ aRNH yxe ommcanHbiMu mpeactaBuTensMu L1 u
Utopia pacTeHuii U OOMUIIETOB, HWJIM K€ HMEET MeCTO Ooyiee OONIMPHBIA TpeHI B
ABOJIIOIIMUA PETPOTPAHCIIO30HOB, KOTOPHIN OMpeaenseTcs 0COOCHHON (PYHKIIMOHATBHOM

poibro jomeHa aRNH.
Iean u 3a7a4u MccJIeTI0BAHNS

lenpto  maHHOW  pabOTBHl  SBISETCS  BBIABICHHWE  IYTH  DBOJIIOIUHU
PETPOTPAHCIIO30HOB C «apXEHHBIM» JOMEHOM pHOOHYKJIea3bl H U3 reHoMOB pacTeHHUi H
OOMHMIIETOB C ompeaeneHneM (YHKIIMOHAIBHOW 3HAYMMOCTU TPHOOPETEHUs JTaHHOTO

JIOMEHA JIJIS )KM3HEHHOTO IIUKJIa 3TUX PETPOTPAHCIIO30HOB.
3amaun:

1. HWccnenoBanue pazHooOpazuss W PpacHpoOCTpPaHEHHs PETPOTPAHCIIO30HOB €
«apXelHbIM» IOMEHOM puOOHYyKIIea3bl H B reHOMax pacTeHU M OOMMIIETOB.

2. PekoHcTpyKIMs dunoreHuu OCHOBHBIX HBOJIFOLIMOHHBIX rpymn
PETPOTPAHCIIO30HOB C «apXeHHBIM» JOMEHOM pubOoHykiea3sl H u ycraHnoBieHue
XapakTepa uX JUBEPreHIINH/ KOHBEPTCHIIUH.

3. CpaBHUTEIBHBIM aHAIU3 CTPYKTYPHBIX XapaKTEPUCTUK HANJCHHBIX AJIIEMEHTOB U

MOUCK UCTOYHUKOB JJAHHOTO CTPYKTYPHOTO pazHOOOpa3usi.
Hay4ynasi HoBM3Ha padoThI

B nanHoii paGote ObLT BHEpBbIE MpOBeIEeH OHOMH(OPMALMOHHBIN TOUCK U

JETAIbHBIM ~ aHAIW3  PETPOTPAHCIIO30HOB,  COAEPXKAIIUMX  JIOMEH  «apXeuHON»
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puboHykineassl H B 65 reHomax 3eneHbIX pacTeHuid W 25 reHomoB oomuieTos. Ilo
UTOTaM TPOBEACHHOT'O CKPUHHMHTA JaHHBIA JOMEeH Obl1 BrepBbie omucaH y LTR-
pPETPOTPAHCIIO30HOB pacTeHuid u3 rpymmbl 1y3/Gypsy kimacrepa Tat, a Taxke y IBYX
paHee Heu3BeCTHBIX KiacTepoB TY3/Gypsy LTR-peTpoTpaHCIIO30HOB OOMHIIETOB H

kiacrepa L1 non-LTR-peTpoTpaHcrio30HOB OOMHIIETOB.

Pe3ynpTaThl CpaBHUTENBHOIO CTPYKTYPHOTO M (PHIOI€HETUYECKOIO aHaJIU30B
TOBOPAT O KOHBEPI€HTHOM (HE3aBUCUMOM) MPHUOOPETEHHH JOMEHA «apXerHOoi»
pubOoHYyKiIea3bl H BBISBICHHBIMU TpyNIaMi PETPOTPAHCIIO30HOB PACTEHUI U OOMHIIETOB.
[TosryyeHHBIE JaHHBIE OTBEPrarOT TUIOTE3y OJWHOYHOTO BO3HUKHOBEHHS JAHHOIO
JIOMEHa M TOpPU30HTAIBHOIO IIEPEHOCAa IPEAKOBOIO PETPOTPAHCIIO30HA MEXKAY

pacTCHUSAMHA 1 OOMHULICTAMMU.

JleTanbHOE M3y4YeHHUE MOCIIEOBATEIbHOCTEN TOMEHOB puOOHyKIea3sl H mokasano
CTPYKTYpHOE M (PYHKIIMOHAIbHOE KOHBEpreHTHoe cXxoAcTBO LTR-perpoTpancmo3oHOB
pacTeHHii M OOMHIIETOB C PETPOBHpPYCAaMHM IO3BOHOYHBIX KUBOTHBIX. B wuTore, mo
pe3ylbTaTtaM JIaHHOUM paboThl OBUIO pacHIMPEHO MPEICTaBIEHUE O POJIM KOHBEPIEHINH B
ABOJIIOLIMM PETPOTPAHCIIO30HOB, a TAKXKE MPEANOJIO0KEHbl OCHOBHBIE TEHICHIMH B

9BOJIIOIHMHU PETPOTPAHCIIO30HOB M3 PA3JIMYHBIX I'PYIIII.
TeopeaneCKaﬁ N MPaAKTHYECKasi SHAYMMOCTDb UCCJICI0OBaAHUS

PesynbpTaThl 3TOM pabOTHI PACHIUPSIIOT MPEICTABICHUE O POJIM KOHBEPTEHIIUU B
ABOJIIOIMH PETPOTPAHCIIO30HOB U CO3AIOT OCHOBY JJII NIPOBEJEHUSI MCCIICOBAHUI IO
BBISIBJICHUIO HOBBIX TPYIII PETPOIJIEMEHTOB C JIOMEHHBIMH CTPYKTYpaMH, aHAJIOTHIHBIMHU
TeM, KOTOpbIe ObLITH OOHApYKEeHBI B JaHHOU padoTe. C y4eTOM MOJYJIHHOCTH SBOIIOIUU
PETPOTPAHCIIO30HOB, BBISBJICHHE HE3aBUCHMO BO3HHUKIIHUX JIOMEHHBIX CTPYKTYP
MO3BOJISICT CYJIUTh O CXOJCTBE JKU3HCHHBIX IMKJIOB JaXe Yy (UIOTEHETUYCCKU

3HAYUTEIIBHO YAAJIICHHBIX TPYIIl PETPOIIEMEHTOB.

Pa3paboTaHHbIil ¥ yCHEnIiHO NPUMEHEHHbIH B JaHHOW paboTe aNropuTM MOMCKa
HOBBIX TPYII PETPOTPAHCIO30HOB C JIOMEHOM «apXxenHoil» pubonykieassl H moxer
ObITh B JNaJbHEUIIEM HCIIOJIB30BaH IS WACHTU(UKALMU TPYII PETPOTPAHCIO30HOB C

APYruMU UHTCPECYIOIMUMU JOMCHAMUA 1 HA HOBBIX TCHOMHBIX JaHHBIX.
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OcHoBHBIE MOJIO’KE€HHUSI, BLIHOCUMbIC HA 3AaIIIUTY

1. B renomax pactenuidi u oomuieroB npucyrctByioT LTR- u non-LTR-

PETPOTPAHCIIO30HBI, COJIEpKAIINE TOMEH «apXeitHoi» pubonykieassl H.

2. JlomeH «apxelHoi» pubonykieazsi H mnpuoOpeTeH peTpoTpaHCIO30HAMHU
pacTeHU ¥ OOMHIICTOB HE3aBUCUMO KaK pE3yJbTaT KOHBEPIreHUUH K €IUHOMY

CTPYKTYPHO-(YHKIMOHAJIIBHOMY MOJIEKYJISIPHOMY (DEHOTHUITY.

3. LTR-peTpoTpaHCIIO30Hbl pPAaCTEHUH U OOMHUIIETOB C JOMEHOM «apXeWHOI»
puboHnykiieazbl H KOHBEPreHTHO MOBTOPSIIOT OTHENbHBIE ATaIbl BOJIOLNHUOHHOTO IMYTH

PETPOBUPYCOB MTO3BOHOYHBIX )KUBOTHBIX.
Bkaax aBropa

Bce ocHOBHBIE HayuHBIE PE3YJIBTATHI ObUIN MOJYYEHBI aBTOPOM CAMOCTOSITENBHO.
Marepuansl nans  paboThl ObUT B3SITBI M3 OTKPBITBIX OECIUIATHBIX HCTOYHHKOB.
HeonybnrukoBaHHbIE TaHHBIE MO0 COOPKaM T'€HOMHBIX MOCIEI0BATEILHOCTEH MXOB OBLIH

nosrydeHs! ot K. 6. H. HoBukoBoit O. C. (YuuBepcuter On6anu, CIIA).
Anpodanus padoTsl

PesynbraThl maHHOW paboThl ObUIM TPENCTAaBIEHBI HA HAYYHBIX KOH(EpEeHIHUsIX
«EMBO | EMBL Symposium: The Mobile Genome: Genetic and Physiological Impacts
of Transposable Elements» (Heidelberg, 2015) u «LI wmexnynapomnas HaydHas
cTynenveckas koHpepenus» (HoBocubupck, 2013).
[To Teme nucceprauuu ObUTM ONMyOJMKOBaHBI JBE pabOThl B PELEH3UPYEMBbIX
3apyOeKHBIX JKypHAJIaX:
1. Ustyantsev, K., Novikova, O., Blinov, A., & Smyshlyaev, G. Convergent
evolution of ribonuclease H in LTR retrotransposons and retroviruses // Mol. Biol.
Evol. 2015. T. 32. Ne 5. C. 1197-1207.

2. Ustyantsev K., Blinov A., Smyshlyaev G. Convergence of retrotransposons in
oomycetes and plants // Mobile DNA 2017. T. 8. Ne. 1. C. 4.

Crpykrypa n 00bem padoThl

JuccepTanusi COCTOUT M3 BBEJEHUS, 0030pa JUTEpaTypbl, MaTEpUAIOB U METOIOB,
pe3ynbTaToB M OOCYXKJIEHUM, 3aKIIOYEHMs, BBHIBOJAOB M CHUCKa JuTeparypbl. Pabota

n3noeHa Ha 105 crpanunax, conepxut 20 pucyHKoB U 4 TaOIUIIBL.
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I''TABA 1. OB30P JIMTEPATYPbI

1.1 MoOuabHbIe TeHeTHYecKHne 3J1eMeHThI JyKapuoT
1.1.1 Onpeoenenue

B 1950 rogy cBoeli HOBAaTOpPCKOM pabOTON MO HM3YYEHUIO «KOHTPOJIUPYIOIINX
SIIEMEHTOB» Y KYKYPY3bl, BIHSIOIINX Ha aKTUBHOCTh COCEICTBYIOIIMX C HUMH T'€HOB,
bap6apa Mak-KnuHTOoK Hayana HOBBI BUTOK B MCTOPHH Pa3BUTHS TNPEICTaBICHUN O
cTpykrype u ¢pynkuuonupoBannu renomoB (McClintock, 1950). I'enom, kak crabuiIbHOE
U TIOCTOSTHHOE IIeJ0€, KOTOPOE HapyIIaeTcsi TOJBKO BCIEACTBHE CIIyYalHBIX MYTaIHi
noJ1 AeicTBreM (PaKTOPOB Cpefibl, OKa3ajcs aKTUBHO M3MEHUYMBOMW, TUIACTUYHON U JIaXkKe,
B KaKOH-TO CTEINEHW, Helpelckasyemoi cymHocteio (Shapiro, 1995). C oTkpbeiTHeM B
1960-pIX ToOJaxX HHCEPIMOHHBIX IOCICIOBATEIBHOCTEH M «IIOJBIIKHBIX» MPO(aroB y
oaxrepuii (Taylor, 1963; Fiandt et al., 1972; Hirsch et al., 1972) Obl10 OKOHYATEIBHO
IPU3HAHO, YTO CTPYKTYpa T€HOMOB MOKET MEHSATHCS 32 CUET BHYTPEHHHX MCTOYHHKOB
pPEKOMOMHAIIMKA — TEPEMEINAIOIINXCS TCHETHYECKUX JJIEMEHTOB, KOTOpBIC TeIeph

HA3bIBAIOT MOOMJILHBIMU T€HETUYECKUMU diieMeHTaMu (MD).

MD sBisieTcst m00as TEHETHYECKasl IOCIEI0BATEIbHOCTh, KOTOpas CIOCOOHA
o0ecrneunTh CBOE HE3aBHCHMOE IMEpeMelleHre OT Apyrux vacteid renoma (Frost et al.,
2005). ITo TakoMy HIMPOKOMY KPHTEpHI0O K MD OTHOCAT BHpYCHI ((aru), mia3Muisl,
(dakTOppl MEWOTHYECKOTO XPOMOCOMHOTO JipaiiBa U, COOCTBEHHO, TPAHCIIO30HbI
(koTopwie M OBLIH BIIEpBBIC onucaHbl B padoTe Mak-Kmuntok) (Hurst et al., 2001; Frost
et al., 2005). Eciu MD caMOCTOSATENBHO KOJAMPYET BCe HEOOXOAMMBIC (HAKTOPhI s
o0ecrieueHus] CBOCTO TEPEMEIICHHUS, TO €r0 Ha3bIBAIOT aBTOHOMHBIM M TIOSTOMY MOTYT
AKTUBHO MPeoOpa3oBbIBaTh CTPYKTYpYy reHoma. K umciay aBTOHOMHBIX MO oTHOCSTCS

BUpPYCHI U TpaHcmno3oHsl (Hurst et al., 2001; Koonin, 2016).
1.1.2 Bauanue moounbHuIX 271eEMEHMOE HA 2EHOM

3a CcmocoOHOCTh K HE3aBHCHMOMY IE€PEMENICHHI0 U  CaMOCTOSTENIbHOM
peruukaru MO B Havane 1980-bIX r010B OBLITM HAa3BAHBI «3TOMCTHUYECKUMI» M CYTy0O
«mapasUTHYCCKUMUY» TocienoBareabHocTssMu reHomoB (Doolittle et al., 1980; Orgel et
al., 1980). B pamkax mapaaurmel «3drouctuueckoin» JIHK, orpomHoe KommdecTBo, mo

Oonbllleld YacTH HEAaKTHBHBIX Komuid MD, oOHapyxkuBaeMoe B  HEKOTOPBIX
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AYKAPUOTHYECKUX T€HOMAX, XapaKTEPU3YETCS KaK F€HETHYECKHN «TPYy3» HIIH «MYCOpP»,
HAKOIUICHHBIH B OOph0Oe 3a BBDKMBaHHE XO3IMHA C TEHOMHBIMHU «IIapa3HTaMU».
«IrouCTUYHOCTEY MD Takke B 3HAYUTEIBLHOM Mepe MpOSBIAETCS B TOM, YTO B
MOJIaBIISAIONIEM OOJBIIMHCTBE CIIy4aeB HX IEepeMEIeHHe MPUBOJUT K HETATUBHBIM
nociaeACTBUsAM it renoma-xo3sunaa (Volff, 2006), a cam MD He BBIIOIHAET KaKOW-THOO
3HAUUMOW JJi CBOEro xo3sivHa (yHkuuu. BcTpanBanue MD B HachlllleHHbIE T€HAMH
YYaCTKA T€HOMAa MOXET HANpsSIMyK HapyLIUTh KOJIUPYIOLUIME WU PETyJISITOPHbIE
MOCJIE0BATEIIBHOCTH HAXOIAIINUXCA TaM T€HOB. MHOXECTBEHHbIE KONIMUA OJHOTO U TOTO
e MO, pacnonokeHHbIe Ha HETOMOJIOTUYHBIX y4acTKaxX OJHOW WIJIM Pa3HBIX XPOMOCOM,
y’K€ caMH 1o cebe, MaCCUBHO, BHICTYNAIOT UCTOYHUKAMM /Il HEPAaBHOTO KPOCCHHIOBEPA,
YTO MPUBOJUT K BO3HUKHOBEHHUIO KPYIHBIX T'€HOMHBIX XPOMOCOMHBIX IEPECTPOCK:
PELUIIPOKHBIX TPaHCIOKAlWW, Jejleunid, HWHBepcud u aymmmkanuil. Ilpuuém, ¢
yBeIMYeHUEM unciia MD B reHoMe pacTéT M BEPOSATHOCTh XPOMOCOMHBIX MyTalui
(Deininger et al., 1999; Louis et al., 2000; Kidwell et al., 2001; Hughes et al., 2001,
Morgante et al., 2005; Chen et al., 2006).

B KkauecTBe KPHUTHKH KOHIICHIIMH CYI'y0O «ITapa3UTHUYCCKHUX» U «MYCOPHBIX)»
AJIEMEHTOB, chopmynnpoBaHHOU emie B 1980-bIX rogax, CTaBUTCS TO, YTO OHA HE BIIOJHE
COIIacyeTcss ¢ HaKOIUICHHBIMH K HACTOSIIEMY MOMEHTY JaHHBIMH O Pa3HOOOpasuu U
pacrpocTpaneHur MO, NpUIIEANIME ¢ Ha4aJloM 0oJiee JIeTAIbHOIO aHAJIN3a TeHOMHBIX
NOCJIEZIOBATENIbHOCTEH. YiKe 10Ka3aHo, UTO HEKOTopble MO ObUIM MpSAMO aJanTUPOBAHbI
CBOMMH XO035I€BaMU JUIS BBINIOJIHEHUS KieTouHO-BaxkHbIX QyHknui (Kidwell et al., 2001;
Volff, 2006; Feschotte, 2008; Biémont, 2010). OcuoBubie ¢epmentsr V(D)J-
pPEKOMOUWHAIIMKA TSHOB WMMYHOTJIO0YIMHOB 1M03BOHOYHBIX (Ragl m Rag2) nampsmyro
NpOUCXOAT OT Oenka-Tpancmno3asbl JJHK-tpancmo3ona cymepcemeiictsa Transib (Zhou
et al., 2004; Kapitonov et al., 2005; Fugmann, 2010). Non-LTR-peTpoTpaHCTO30HbBI
HetA u TART y Drosophila 3amemaroT ¢yHKIHIO OTCYTCTBYIOIIEro (epMeHTa
TEIOMEPa3bl, IIEJICHANIPABICHHO BCTPAMBAsCh B paifloH TeaoMepHbix KoHIoB (Levis et al.,
1993). Bcé eme oOcyxmaeTcss BONPOC O MPOUCXOXKICHUHM TEIOMepa3bl U3 OOpaTHOM

TPaHCKPHUITAa3bl ApeBHero perpotpancno3ona (Eickbush, 1997; Gladyshev et al., 2011).

[Toka3zaHo, YTO TeHBI BHpPYCHOW oOosouku env (envelope — o6osouka)

HHAKTHBUPOBAHHBIX HAKOIINICHHBIMKU MYTallUsIMU PETPOBUPYCOB MJICKOIIHUTAIOIINX
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(PHIOTEHHBIE PETPOBUPYCHI) HTPAIOT BAKHYIO poiib B (hopmupoBanuu marentsl (McCoy
et al., 2000). Oanako, moxkanyi, HanboJjee BaxkHa posib MO B (hOpMUPOBAHUHN THOKHUX U
PACIIUPSIONIUXCA TEeHHBIX CETe B T€HOMaX 3a CYET KOAMPYEMBIX UMH PETYISATOPHBIX
(akTOpOB: MPOMOTOPOB, UHCYJISATOPOB, CATOB UMIIPUHTHUIrA, HOBBIX CAHTOB CIUIAliCHHIra
- 9TO TPUBOAMUT K BO3MOXKHOCTH (POPMHUPOBAHHSI CIOKHBIX PETYISATOPHBIX KOHTYPOB H
NOTCHIIMAIEHOMY YCIIO)KHEHUIO OpraHu3anuy u GyHKIuoHupoBanus opranusma (Muotri
et al., 2007; Feschotte, 2008; Lisch, 2012). Kpome TOro, KJIeTOYHbIC 3allIUTHBIE CHCTEMBI
(PHK-unTepedepenuusa u JJHK-meTminpoBanue), KoTopble, Kak CYUTAETCS, Pa3BUIINCH B
pe3ynbTate 00pbOBl ¢ OECKOHTPOJBHBIM pacHpocTpaHeHueM MD (odepenHOl mpumep
YCIIOKHEHHSI OPTaHM3allMd T€HOMa BCIEACTBHE MD), Temeph UTPalOT TaKKe BaXKHYIO
pOJIb B J10- U IOCT-TPAHCKPHUIILIMOHHON PETyJISAIHNU dKcnpeccuu apyrux reros (Slotkin et
al., 2007; Slotkin et al., 2009). Emie oxHO# Ba)XHO# 3BOIIOMUOHHON PoJibio MO siBIIsIeTCsI
UX YydyacTME€ B KauecTBE AareHTOB 3axBaTa M Topu3oHTaibHOro mnepenoca (I'TI)
TeHETUYECKOr0 MaTepuaa MeX/1y 3BOJIOIMOHHO yAaJeHHbIMU TakcoHamu. 3a cueT I'TI
MOJKET MPOUCXOANTH BCTPAaWBAHHE W TMPHUCIIOCOOICHHE YK€ TOTOBBIX HBOJIOIMOHHBIX
pemieHni ((pepMEHTATUBHBIX (QYHKUIMN) B HOBYIO TEHHYIO CE€Th, YTO I103BOJIET
3HAYUTEJIBHO YCKOPUTH TEMIIBI SBOJIIOLKHU TeHoMa-perunuenta (Schaack et al., 2010;

Sormacheva et al., 2012; Soucy et al., 2015).

Takum o00pa3oMm, KOHILIETIHS «3TOUCTHYEcKoi» U «mycopHoi» JIHK onmpaercs
JUIIb Ha OJMVO>KHECPOUYHBIN (MO OoJiblIEeH YacTH HETaTUBHBIN) 3P QPeKT oT nmepeMernieHus
MD st TeHOMa-X035ilMHA M HE YYUTBIBaeT posib MD B KadecTBe (aKTOPOB OBICTpOM
W3MEHYMBOCTH TE€HOMOB M YCIOXHEHHS HX CTPYKTYpbl, TO €CThb 3BOJIOLMOHHBIX

JparBEPOB.

1.2 PeTpoTpaHCno30HBI

Brnots go 27 urona 1970 roga cuutanoch, 4TO HEHTpAIbHASA JI0TMa MOJICKYJISIPHOM
ounonoruu, npemnoxkennas eme P. Kpuxom (Crick, 1970), sBasercs He3bIOIEMBIM
3aKOHOM O HANpaBJIeHWW TIOTOKA TMepefadyd TeHETHYecKol wuHpopManmuu B
ouonornueckux cucremax (Finnegan, 2012). OxnHako 1Be OnMyOJIMKOBaHHBIC Cpa3y JPYT
3a apyroMm B TOT jAcHb crathu B Nature (Baltimore, 1970; Temin et al., 1970),

onuceiBaromue OTKpeiTHE depmenta, nepeBoasmiero PHK B JIHK y oHkoreHHmx
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BUPYCOB, B OyKBaJbHOM CMBICJIE MEpeBEpHYIN «10rMy Kpukay». OTOT ¢epMeHT BCKOpe
CTaJl U3BECTEH I10]1 Ha3BaHWEM OOpaTHas TpaHCKpuIiTasa, a onkoreHusie PHK-Bupycel, y

KOTOPBIX OH ObLIT 0OHApYIKeH, ObLIN MepeMEeHOBaHbI B peTpoBupychl (Finnegan, 2012).

B To BpeMs cuMTanoch, YTO HAJIWYME OOPATHOW TPAHCKPHITA3bl — YHHKAJIbHAs
0COOEHHOCTh peTpoBUpycoB. OHAKO TIOCIEe Hadalia pealM3aldil IMPOEKTOB IO
NIOJTHOTEHOMHOMY CEKBCHHPOBAaHHIO OKa3alloCh, YTO KOJMYECTBO TEHOB OOpaTHOM
TPAaHCKPUITa3bl B HEKOTOPBIX TeHOMAaX J3YKApHOT MOYKET MPEBBINIATH YHCIO JIFOOBIX
JPYrUX OEJIOK-KOIUPYIOMUX TeHoB. [Ipu 3TOM 11o1st reHOMa, 00pa3oBaHHast B pe3y/IbTaTe
00paTHO# TPAHCKPHIIIINU, MOXKET SBJISITHCS CaMO# KpyIHOU ero kommnonenroi (Havecker
et al., 2004, Finnegan, 2012). PeTpoBupychl — BUPYCHI TO3BOHOYHBIX KUBOTHBIX, & TCHBI
00paTHOM TPaHCKPHIITa3bl HAXOMWJIM B IMpeaesiaXx BCEro HaAIApCTBa JYKApHOT. B
reromax japo3oduisl (Drosophila melanogaster), nematoasr (Caenorhabditis elegans),
npoxokeit  (Saccharomyces cerevisiae), mokpeiTocemenHoro pactenus (Arabidopsis
thaliana) u wmanspuitnoro mmazmonus (Plasmodium falciparum) (Kidwell, 2002).
BrocneactBun  ObIIO  BBIAICHEHO, 4YTO  OCHOBHBIMH  HCTOYHMKAMH  OOpaTHOMU

TPaHCKPHUIITA3bl OKA3aJIUCh OTHIOJAb HC BUPYCHI, 4 9HAOI'CHHBIC MD.

MoOwibHBIE 3JIEMEHTHI, KOTOpbIE MOJO0OHO PETPOBUPYCAM KOAUPYIOT OOpaTHYIO
TPAHCKPHUNTA3y U NEPEMEIIAIOTCSA Yepe3 MeXaHU3M OOpaTHOM TPaHCKPUIIIMH, Ha3bIBAIOT
peTpPOTpaHCIIO30HaMH. PeTpoTpaHCmo30HBI TakkKe YacTo Ha3piBaloT MO kmacca |,
otaenss ux ot Apyrux MO sykapuor — JIHK-tpancnozonoB (kiacc 1) (Wicker et al.,
2007). Pasnenenue Ha JBa Kjlacca OCHOBAaHO Ha NPHUHIUIHAIBHBIX Pa3lIUYUAX B
MexXaHu3Max nepememieHus W oku3HeHHoM — mukie  JIHK-tpancnosonoB m
pPETPOTPaHCIIO30HOB. JKM3HEHHBIM LMK pPETPOTPAHCIO30HA, KaK MU PETPOBUpYCA,
o0s3atenbHO onocpenoBan ydactueM ero PHK-xommm, mpeoOpasyemoit ¢ MOMOINIbIO
oOpaTtHOi TpaHckpuntassl B ero HoBytlo JIHK-komwmio. Ilonywennas JIHK-komusa yxe
3aTEM BCTPAMBAETCSA B HOBOE MECTO B T€HOME, IPU 3TOM MCXOJHAs MOCIJIEI0BATEIbHOCTh
JIHK perpoTpaHcnio3oHa ocTaeTcss Ha CBOEM IMpekHeM MmecTe. MHorna Takoi cmoco0
NEPEMEILEHUST PETPOTPAHCIIO30HOB (PETPOTPAHCIIO3ULINS) €Ill€ HA3bIBAIOT MEXaHU3MOM
«xomupoBanus u BcraBku» (Eickbush et al., 2008; Goodier, 2016). B sku3HeHHOM HHKIIE
JIHK-tpancnozonoB otcyrctByer craaus PHK-komum, m mepememaercs nubo cama

HCXOaHast HHK-HOCHCHOB&TGHBHOCTB 9JICMCHTA YCPEC3 «BBIPC3aHUC) W BCTpaMBAHUC HaA
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HOBOE MECTO B T€HOME, JIUOO K€ MCXOIHBIN JIEMEHT HAIPSIMYIO CIIY’)KHT MAaTpPHUIEH IJIs
cunre3a HoBoi JIHK-kommu mo mexanu3my «katsimierocs kojeca» (Kapitonov et al.,

2001).

BcenencTBre MexaHW3Ma IMEpEMENIEHHUs, KOJIMYECTBO KOMHH PETPOTPAHCIIO30HOB
IIOCTOSTHHO BO3PACTAET, YTO YACTO JeJaeT UX OCHOBHBIMHU BKJIaJIYMKAMH B TIOBTOPEHHYIO
noiro sykapuotndeckux reaomoB (SanMiguel, 1998; Kidwell, 2002; Vitte et al., 2005;
Jurka et al., 2007; Cordaux et al., 2009). Tak, Hampumep, B T€éHOMax pacTEHUI OIS
PETPOTPAHCIIO30HOB OT pa3Mepa reHOMa MOXET JI0CTUTaTh 85%, a B TEHOME 4eIOBeKa

~40%.

Cpean aBTOHOMHBIX PETPOTPAHCIO30HOB (KOAUPYIOLIUX COOCTBEHHYIO OOpaTHYIO
TPAHCKPUIITAa3y) BBIIEISIOT JBE OCHOBHBIE TPYIIIbI, OTIWYAIONIUECS IO CTPYKType
BXOJIALIMX B HUX AJIEMEHTOB, IPUHLUIINAILHON OpraHu3aluuen )KM3HEHHOr0 UKIIAa U 110
¢unorenun gomeHa oOpatHoM TpaHckpuntazbl (RT). DTo peTpoTpaHCHO30HBI €
JUIMHHBIMH ~ KOHIIeBbIMH moBTopamu  (Long Terminal Repeats - LTR, LTR-
PETPOTPAHCIIO30HBI) U PETPOTPAHCIIO30HBI 0€3 JJIMHHBIX KOHIIEBBIX TOBTOPOB (NON-LTR-

petpotpancno3onsl) (Wicker et al., 2007; Eickbush et al., 2008).

1.2.1 LTR-pempompancno3onsi

LTR-peTpoTpaHCio30Hbl — MEPBBIM KJIaCC PETPOINEMEHTOB, OOHAPYKEHHBIH Y
sykapuoT. Ilo cBoeil cTpykType OHM ObUIM MOX0XXH Ha PETPOBUPYCHI, HO, B OTJIMYHUE OT
MOCJIEIHUX, MNPUCYTCTBYIOIIMX  TOJBKO B  TE€HOMaX  MO3BOHOUYHbIX, LTR-
PETPOTPAHCIIO30HBI IIUPOKO pacmpocTpaHeHbl cpeau sykapuot (Eickbush et al., 2002).
CambiMu  TiepBBIMH  U3y4YeHHbIMU L TR-perporpancno3onamu cranmu Tyl-snemeHT
nposokeit S. cerevisiae (Boeke et al., 1985) u copia-anement D. melanogaster (Mount et
al., 1985). Iloxoxue 5IeMEHTHl BCKOpe OBUIM OOHApY)KEHBI BO MHOTHX TaKCOHAaX
9YKapHOT - OT CIM3eBUKOB 0 pactenuit (Xiong et al., 1990). YuureiBas upe3BbIuaiinoe
cxoacTBo LTR-peTpoTpaHCio30HOB U pEeTPOBUPYCOB, OBLIO Cpa3y MPEANOI0KEHO, YTO
OHM TaKxke mnepemenatorcsi udepe3 Mmonekyny PHK-mocpemnmka mist ¢popmupoBanus
ceoeit HoBoWM JIHK-xkommu. IIpsiMbIM  1OKa3aTenbCTBOM  3TOMY  MOCIY>KHJIA

9KCIICPUMCHTAJIbHAasT ACMOHCTPAUA NCUC3HOBCHUA NCKYCCTBCHHO BCTPOCHHOI'O MHTPOHA
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y HOBBIX Konuii Tyl-anementa aposxokeit (Boeke et al., 1985). SInepHblit criaiicocoMHBIH
UHTPOH OBLI TOMENIeH BHYTPh [Yyl-ajieMeHTa, KOTOpBIH 3aTeéM BCTPOWJIM OOpaTHO B
renoM npoxoxen. [locine BeisiBieHuss HOBBIX JIHK-komumid, BCTPOEHHBIX B TE€HOME,
0Ka3aJIoCh, YTO OONBIMMHCTBO M3 HUX IMOJHOCTHIO MOTEPSUIO WHTPOH, YTO TOBOPHUIIO O

CHUHTE3€ HOBOM KOIMU peTpoTpaHcno3oHa no ero PHK-marpure.
1.2.1.1 Cmpyxkmypa LTR-pempompancnosonos

Cxembl yCcTpOMCTB pasznuuHbIX mpexacraBurenell LTR-perporpaHcnio30HOB M HX
CpaBHEHHE C PETPOBUPYCAMH MTO3BOHOUYHBIX MPECTABICHBI HAa pucyHke 1 (moapobHOCTH
cM. panee mo Tekcry). Kak Obuto yka3zaHo Bbllle, oOmed KiacCUPUIMPYOLIEH
CTPYKTYpHOH 0c00eHHOCThI0 LTR-peTpoTpaHCIO30HOB SBISETCS HAIUYUE MPSMBIX
koHIeBbIX moBTOpoB (LTR-moBTOpoB) (Havecker et al., 2004). LTR(s1) dmankupytot
0eNoK-KOAUPYIOUIYIO YacTh 3JeMeHTa. B HUX copepxaTcsi peryiasiTOpHble IPOMOTOPHBIE
U TEPMHHHUPYIOIIHUE mocieaoBaTebHocTH Tpanckpumnmuu (Kumar et al., 1999). O6srano
kopotkue 5° u 3’ HerpaHciupyemble obnactu (HTO) LTR-perporpancmno3ona (He
BKitouass LTR-moBTOpHI) comepkar MOCIeNOBAaTEIbHOCTH, C KOTOPBIX MPOUCXOIUT
Hayajo MHUIMALMKU CHHTEe3a MUHYC- U mutoc-ened k/IHK. Dto mpalimep-cBa3bIBaromuii
caiitr (PBS — primer binding site) — mectro mocaaku TPHK-3aTpaBku u moaumnmyprHOBBIHA
TpakT (MMypUH-00TaThIII MOTHB, YCTOWYUBBIM K Jerpananuu oT pubonykieassl H, PPT —

polypurine tract) 8 5> HTO u 3” HTO, cootBetctBenno (Kumar et al., 1999).

benok-konupyromas 4actb aBTOHOMHOTO LTR-peTporpancno3ona npencraBieHa
JBYMsi TeHamMu — gag u pol, — koTopeie 0OBIYHO HAXOIATCS B COCTABE JIBYX OTKPBITHIX
pamok cuutbiBanus (OPC). Opnako Takke 4dacto BcTpeuaercs ciausinue napyx OPC B
onuy (Kumar et al., 1999; Havecker et al., 2004; Sabot et al., 2006). ITepsas OPC (gag)
KOAMPYET CTPYKTYpHbIH Oenok Gag, ydacTByromuid B GOPMUPOBAHUN HYKJICOKATICHIHON
KaricyJbl, TJie poXoauT oopaTHas TpaHckpunius L TR-perporpancno3ona. Bropas OPC
(pol) komupyer mnoaumnporenH Pol, Bkarowaromuii ciaemyromue OEIKOBBIC JTOMEHBI:
acraptwiibHyto mpoteasy (PR), o6patayto Tpanckpuntasy (RT), pubonykieasy H (RNH)
u wunrerpazy (INT). PR ocymecTtBiasier  moCT-TpaHCHSIMOHHBIA — IPOILECCHHT
noiunpoTtenHa Pol, pa3buBas ero Ha oTAenbHBIE (QYHKIIMOHATIBHBIE OCIKH: COOCTBEHHO
PR, nByxnomennsbiii pepmenT ¢ nomenamu RT u RNH, kotopsiii mpou3BoguT 00paTHyIO

Tpa"ckpunuuio, 1 INT, BcTpauBaroiyto noinyueHHyro konuto LTR-perporpancno3ona B
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HOBoe Mecto B TeHome. Takke B cocraB Pol otmemsHOro kmacrepa LTR-
PETPOTPAHCIIO30HOB (XPOMOBUPYCOB) BXOJUT JONOJHUTEIbHBIA JAOMEH - XPOMOJOMEH
(CHD), cnutsiii B equnbiii 6enok ¢ momenoMm INT (Malik et al., 1999b; Novikova, 2009).

CHD  HampaBnsier  BCTpaWBaHHE  pPETPOTPAHCIO30HA  MPEUMYIIECTBEHHO B

reTepOXpPOMATHHOBEIC palioHEI reHoMa (Gao et al., 2008).
gag  pol
—— > PR OIN. RGN T >
o, Ty1/Copia
(" env7)

K Bel/Pao
L_env? )
" OPC3 " OPC3.,

o ARG TR D> DIRS

ICR

Pucynok 1. PazHooOpa3sue cTpykTypHbiX BapuantoB LTR-perporpancno3onor (Eickbush
et al., 2008; Steinbauerova et al., 2011). PR — mpoteasa, RT — oO6patHas TpaHckpumnTasa,
RH — pubonykieaza H, IN — unrerpaza, CHD — xpomogomen, T — cBssyromuii (tether)
nomeH petrpoBupycoB, ICR — BHyTpeHHHE KOMIUIEMEHTApHBIE TMOBTOPHI, TR —
TUpO3UHOBasi pekomOuHaza. LTR(b1) o0o3HauyeHsl crpenkamu. OBajamu 0003HAYEHBI
OTKDBITBIC PAMKH CYUHTHIBaHUA. J[OMONHUTEIBHBIC OTKPHITBIE PAMKHA CUHTHIBAHUSA,

KOTOPBIX HET Yy OOJIBIINHCTBA HpG}ICT&BHTCHGﬁ IpyHIibl, BEIACIICHBI ITYHKTUPOM.

Kpome nByx ocHoBHbIXx OPC, Hekotopsle LTR-peTpoTpaHCIIO30HBI Takke
COZIepKaT JONOJHHUTENbHbIE KOIUPYIOIIUE MOocaeaoBaTeNbHOCTH. Hanpumep, oTKpbIThIE
paMKU CUMTBIBaHUA, MOJ00HbIE reHy €nv petpoBupycoB (OPC 3). AMHUHOKHCIOTHBIE

nocnenosarenbHocTh OPC 3 cunbHO pasznuyaroTcss Mexay pasiauuHbiMu LTR-
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pPETPOTpPAHCIIO30HAaMH M, TeM OoJee, perpoBupycamu. CxolICcTBO HaOmomaeTcs B
npucytcTBur 'y Takux OPC MOTHBOB NMOTEHIMAIBHBIX TPAaHCMEMOPAHHBIX JOMEHOM H
nomenoB Tuma Coiled-coil, xapakrepubpix mist env. OPC HacTosSmux peTpoBUPYCOB
(Havecker et al., 2004). Het mpstMbIx Joka3aTenbeTB Toro, uro OPC 3, oOHapyKHBaeMbIC
y oTaenbHbIX rpynn LTR-peTpoTpaHcno30HOB, BBIIOIHSIOT Ty K€ pOJb, YTO U T'eH env
perpoBupycoB. Ho Bc€ jxe MPUHATO CYUTATh, 9TO (PYHKIHS ITUX JONOTHUTENBHBIX OPC
aHAJIOTUYHA TAKOBOW y PETPOBUPYCOB, MpeImnojiaras KOHBEPTEHTHOE MPHOOpETCHHE

BUPYJICHTHBIX CBOWCTB paznuuHbiMU Tpynmnamu LTR-perporpancnozonos (Malik et al.,

2000b).

[Tomumo  env-momobubix OPC, 'y mpencraBurencit  Ty3/Gypsy LTR-
PETPOTPAHCIIO30HOB W3  Kiactepa lat  3eleHbIX  pacTeHUd  OOHApYKUBAIOT
nononuutensubie OPC ¢ Hen3BecTHhIME (yHKIUsIMHU (Steinbauerova et al., 2011). Takue
OPC wmoryr OBITH pacrmoyIOXEHbl Kak Iepe TeHoOM (ag, Tak U B aHTHCMBICIOBOM

HaIIpaBJICHHUU I10 OTHOIICHUIO K KOIII/IpyIOIJ_Ieﬁ HOCJIICAOBATCIIbHOCTHU PHK mnocine rena pOl

(Havecker et al., 2004).
1.2.1.2 JKusnennouii yuxn LTR-pempompancnozonos

JlaHHBIE O OJHOM XU3HEHHOM IuKJIe s Bcex LTR-perpoTpancno3oHOB BO MHOTOM
HOJYyYEHBI ITyTeM SKCTPANoJIUPOBaHUs MHPOPMALMU TO KU3HEHHOMY IIHKIY 3JIEMEHTOB
JpOXOKeH M peTpoBUpycOB mo3BoHOUYHBIX (Boeke et al., 1989; Sabot et al., 2006; Hu et
al., 2012).

B xu3HeHHOM 1K€ aBTOHOMHBIX LTR-peTpoTpaHCIO30HOB MOKHO BBIIEIUTH
cienyromue ¢aszer (Sabot et al.,, 2006): (1) Ttpanckpunmwms, (2) tpanciusanus, (3)
TUMeEpHU3alus U yIakoBKa, (4) oOpaTtHas TpaHcKkpunuus U (5) BCTparBaHHe HOBOW KOIMUU

(Pucynok 2).
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Pucynok 2. O6mas cxema sxu3HeHHoro 1nukiia LTR-peTpoTpaHcio30HOB Ha IpuMepe

Tyl-anmemenTa mpoxokeit (http://www.bmb.uga.edu/labs/garfinkel, ¢ Mmogudukanusm).

(1) Tpanckpunyus

[TpunsiTo cumrarh, yto 3Kcnpeccus LTR-peTpoTpaHCIO30HOB OCYIIECTBISETCS IO
KJIacCUYecKoMy  MexaHuzmy st npomortopoB  PHK-mommmepaser 11 (polll).
Tpanckpunuuss HaumHaerca B 5° LTR snementa, coaepskaileM NOCIIEI0BATEIbHOCTD
TATA-OGokca cpazy nepen 5° R yyacTkom, U mpojokaeTcst BIuioTh 10 3° R ywactka 3’
LTR (Kumar et al., 1999). B pesynprare oOpasyercs OwunmcrponHas MPHK,
konupyromas kak muaumyMm jnBe OPC — gag u pol. Perpotpancrno3onsl He copepkar
uHTpoHOB, U RT nelicTByer Ha 3penyro, crutaiicupoBanHyro, MPHK. Takum ob6pazom,
Tpanckpunuus L TR-perpoTpancno3oHa, kak M JIOOBIX JPYTrUX T€HOB, PEryIHpyeMBbIX
polll-mpoMoTOpOM, 3aBHCUT OT (aKTOPOB TPAHCKPHIILUH, MPEIOCTABIAECMBIX KICTKOM-
xo3siuHOM. C  J1aHHOM TOYKM 3pEHHUsS  PETPOTPAHCIO30H  Mapa3uTUpyeT Ha
TPaHCKPUMIIMOHHOM MamuHe kieTku. OOpazoBanHas MPHK  perporpancnosona
NOJNAICHUIINPYETCS, TIOCJIE Yero JOCTABISAETCS B IUTOIUIA3My, KaK M JIIOOBIE Ipyrue

MaTpHIBL, TIOTy4deHHbIe ¢ momoribio Polll (Sabot et al., 2006).

(2) Tpancasyus


http://www.bmb.uga.edu/labs/garfinkel
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C coorBerctByromux OPC, gag u pol, ¢ ounucrponnoit MPHK aBroHOMHBIX LTR-
PETPOTPAHCIIO30HOB TpaHciaupytotess Oenku Gag u Pol. Jlns cOOpku ymakoBOYHOMN
BUpyconoooHoi uvactuiel (BIIY) HeoOxoammo Oombliiee KOJIWYECTBO CTPYKTYPHOTO
Oenka Gag B CTEXHOMETPHUYCCKOM OTHOIICHHH K (yHKIMOHanIpHOMY Oenky Pol (Sabot et
al., 2006). Takoit TpaHCISILIMOHHBINA CABHT MOXKET OBITh JOCTHTHYT Pa3IHYHBIMHE ITyTSIMHU.
Hanpumep, npu Hanmuuuu 00bIYHOTO caiiTa nocaaku pudbocomsl B 5’ koHue ot gag OPC u
MmeHee 3 deKTHBHOTO caiiTa BHyTpeHHel mocaaku pubocomsl mepea pol OPC (Internal
Ribosome Entry Site, IRES) (Meignin et al., 2003). YV petpoBupycOB, y KOTOPBIX T'€HBI
gag u pol pacrmonoxkeHbl Ha pasHBIX MEPEKPHIBAIOIIMXCSI paMKaX CUHUTHIBAHHS,
JOCTI)KEHHE HEOOXOIWMOTO CTEXHMOMETPUYECKOTO OTHOIICHHUS OCTHTAeTCs 3a CYET
CJIy4aifHOTO CMEIICHUs puOOCOM Ha BTOPYIO paMmKy BO Bpems Tpancisinuu (Jacks et al.,
1988). Taxke M3BECTHBI IPYTUe CIIOCOOBI: HAMYME KOPOTKOT'O IMOBTOPEHHOT'O MOTHBA
(manpumep, AAAAA) wmexay gag u pol, KOTOpbIi NPUBOAUT K CIIydalHOMY
npockaib3biBanuio pubocomsl (Jin et al., 1989), a Takke HaKOIUICHHE PEAKUX KOJIOHOB
TPHK B 3’ gag, mnpuBomsmux K 3aiepkke puOOCOM U UX JajJbHEHIIEMY

npockaib3biBaHuio Ha Matpuiry pol (Hull et al., 1995).

Hecmotrps Ha oueBuaHyto Jsoruky Hamuuuss 1Byx OPC  ngns  obecneuenus
HEOOXOIMMOM CTEXMOMETPUU MEXKY CTPYKTYPHOU M (YHKIIMOHAILHON KOMITOHEHTaMH,
HekoTopbie LTR-peTpoTpaHCO30HBI HCHONB3YIOT 00Jiee «PacTOYUTEIBHBINY TMOAXO0]T
NpU HATWMYMH eITUHCTBEHHOU cimroir gag-pol OPC. DTo nmpuBOAUT K CHHTE3Y JJTUHHOTO
noyunporenHa  Gag-Pol,  koTopelii  yke  BIOCICICTBHM  «Hape3aercs»  Ha
¢byukunoHanbHeie exuuuilpl (Sabot et al., 2006). ITocne tpancmsaiuu Pol y Bcex LTR-
PETPOTPAHCIIO30HOB  MPOUCXOJUT €ro  JHIAONPOTEOJMTUYECKOE PpACIICINICHHE Ha

byHKIIMOHAIBHBIE JOMEHBI ¢ ToMoIibio foMeHa PR (Jaaskelainen et al., 1999).
(3) Obpasosanue nykneoxancuoa, oumepusayus u ynaKoska

Gag-6esoK peTpoBUPYCOB, MO CBOEH CYTH, — TOKE MOJUIPOTEUH, COCTOAIIUMN U3 TpeX
(GYHKIMOHANBHBIX ~ JIOMEHOB, KOTOpbIEe BIIOCJIEICTBUU «HapesawTcs» u3  (Gag-
NpeIIecCTBEHHUKA. JTO Karcuj (MOJMMEpPU3YIIUN TOMEH), COOCTBEHHO HYKIJICOKATICH]I
(COOEepUT CTPYKTYPbl LIMHKOBBIX MaJIblIEB U1 OCHOBHbIE AMUHOKHUCIIOTHBIE OCTaTKU JJIs
B3aumoieiictBuss ¢ PHK) u marpuunblii 1OMeH (OTBETCTBEHEH 3a CBsI3b C OEIKOM

obonouku perpoBupycoB). B (Gag-O6enkax LTR-perpoTpaHCro30HOB OJHO3HAYHO
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00HApYXMBAIOT KAIICH/ M HYKJICOKAIICH/I, B TO BPeMsl KaK MMEETCS JIMIIb O4YeHb claboe
CXOJICTBO C TOCJIEI0BATEILHOCTRIO MaTpuuHOro qoMeHa (Jaaskelainen et al., 1999; Sabot

et al., 2006).

BITY Heobxoauma uist popMUpOBaHUs Cpelibl MPOBEACHUSI 0OpAaTHON TPAHCKPUITIIMH
(teopetnuecku) smmb cobctBeHHOM PHK  perporpancnoszona. BIIY obpasyercs
BCIIeACTBHE TonuMmepusanuu  (Gag, OmocpeoBaHHOW €ro KalCHAHBIM  JOMEHOM.
[TapamnensHo nomkHa mpoucxonuth ynakoBka PHK BuyTtps BITY. ChnenuduyHoCcTh
ynakoBku PHK y perpoBupycoB oOecrneunBaeTcss HaluuMeM Yy HeE€ BTOPUYHOU
CTPYKTYpBI Ha 5’ KOHIIE TIepe]l cTapT-KogqoHoM Gag (curHan yrnakoBkH). Y peTpOBUPYCOB
naHHas BTopuuHas crpykrypa PHK cnenuduueckn y3Haercs HYKICOKAMUCIHBIM
nomenoM Gag. Y LTR-peTpoTpaHCIIO30HOB HajdM4Me CUTHAjIa YHAKOBKH elle He ObLIO
AKCIIEPUMEHTAIBHO  BEpUPUIIMPOBAHO, OJHAKO  HMMEETCA  BBICOKMM  YPOBEHB
KOHCEpBAaTU3Ma BTOPUYHOM CTPYKTypel 5° koHueBoro yvactka ux PHK, wd4ro

IpeJIoiaracT HaTMYhue MeXaHu3Ma CX0JIHOTo ¢ perpoBupycamu (Sabot et al., 2006).

B ocnoBuom PHK petpoBupycoB mnpeactaBusier coboit romogumep BHyTpu BIIY
(Brunel et al., 2002). /Ilumepu3zaniys MPOUCXOAMUT JUOO MEPe, TUO0 HEIMOCPEICTBEHHO BO
Bpemsi ynakoBku B BIIY. Jlns LTR-perporpancno3onoB Ttoibko Ha Tyl-snemente
npoxoked Obuto mokaszaHo oOpasoBanwe PHK-mumepa (Feng et al., 2000). Mmerotcs
TaKke KOCBEHHBIC CBUJCTENBCTBA IuMepusanuu y Apyrux LTR-peTpoTpaHCno30HOB,
OCHOBaHHbIE Ha OOHapyxeHun XuMepHbIX LTR-anemenToB 3a cy€T mporecca CMEHbI
MaTpuIsl Bo Bpems ooparHoi Tpanckpumiuu (Vicient et al., 2005; Sabot et al., 2005).
Jumepusarust  oOyCIIOBJICHA  HaJUYMEM  CTPYKTYPHOTO  CHTHAJa  WHUIUAIIUU
TUMEPU3AIIH, HaXOIAIUMCS PSJIOM C CUTHAJIOM YIAKOBKH. [/[Ba cuUrHanma nuMepu3anuu
00pa3yloT HEKOBAJCHTHBIC CBsI3W C (OPMHPOBAHWUEM TaK HA3bIBAGMON CTPYKTYpPHI
«TeTIU-TIonenys». Takke CUMTAeTCs, YTO CUTHAJl WHUIMAINHA JAUMEpPU3AlNH, KaK U
CUTHAJ YMaKOBKH, 00J1a/1aeT CIEIM(PUIHOCTHIO K CIIAPUBAHUIO C COOTBETCTBYIOIIMM €MY

curHasioMm (Paillart et al., 2004).
(4) Obpamnas mpanckpunyus u oopazosanue komniemenmaprnou JJHK

Bes wHGbOpManus 1O MeXaHM3My OOpaTHOW TPaHCKPHUIIIMHM B3sTa M3 O030pHOM
pa6otsr Sabot u Schulman 2006 (Sabot et al., 2006). [TpuHnHENIMaNBEHAsS cXxeMa mpolecca

nzo0paxeHa Ha pucynke 3. [Tocne ynakoBku mosiekyn PHK B BITY, onn ucnons3yroTcs
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B KayecTBe Marpuubl st oOpatHoil Tpanckpunuuu. B BIIY mommmo PHK Takxke
JMOJDKHBI ~ TIOTIACTh  KaTalUTHYeCKU-akTUBHble  Oenku  LTR-perporpancnosona
(mByxnomennsiii 6enok ¢ RT u RNH, a taxxke INT) u monekynst TPHK, koTopsie ciyxat
B Ka4eCTBE 3aTPaBKH JJIs Hadaia cCHHTe3a MuHYc-11enu komiiementapaoi JIHK (xIHK).
Monexyna TPHK cBs3eiBaercs ¢ PBS, koTopslit pacnonoxen mexay koHuoMm 5° LTR u
HayaJoM (ag M COAEPKUT IIOCIENOBATEIBHOCTh KomiuiemMeHTapHyro TPHK-3arpaBke
(Pucynoxk 3.1). C 3atpaBku cunte3 kJ[HK ocymectsnsercs B ctopony 5’ LTR g0 ero R-
JoMeHa, oOpa3yro Tak Ha3biBaemyro Strong-stop munyc-uiens kIHK (Pucynox 3.2).
[TapannensHo ¢ cunte3om munyc-uienu aomeH RNH ocymectsisier nerpaganuio PHK-
Matpuilel, crmapenHoi ¢ kJIHK. Oto ocBoboxmaer k/IHK u mo3Bomsier mpousoilTu
NEepBO CMEHe MaTpullbl cHHTe3a — mepedpocke oTkpeitoro 3’ konna kJIHK Ha
KOMIUIEMEHTapHYyI0 mocienoBaTenbHocTh R-nmomena 3° LTR (Pucynox 3.3). Ilocne
nepedpoca, CHHTE3 MUHYC-IIENU UJET A0 camoro KoHma octasiieiics PHK-maTpuisn -
BIUIOTh J0 ydactka PBS. IlapammensHo wuaer nerpamamust Bceir PHK-matpumber B
nymiekce ¢ kJIHK, kpome PPT, pacnonoxennoro cpasy nepen 3’ LTR. CBobonubIit 3’
koHery PPT cuyxur 3atpaBkoil st Hauana cunrte3a rnoc-iend k/JIHK mo matpuie
munyc-tienn kJIHK, mpomomkaromerocst BIutots A0 ObiBiiero PBS — strong-stop mrtoc-
uens k/IHK (Pucynok 3.4). Ilocne toro kak RNH nerpamupyer TPHK-3aTpaBky,
MIPOUCXOAUT BTOpas CMEHa MaTpHIbl — Mepedpocka OTKpeIToro 3’ koHma strong-stop
mwnoc-ienu kJJHK Ha kommemenTtapHyto emy mocienoBaTenbHOCTs PBS Ha apyrom
koHne munyc-ienu kJIHK. Ilo 3aBepmenunro cuHtesa mmroc- u munyc-uenet k/I{HK n
nonHou pnerpanauun PHK-matpunel, Brmrowass PPT, oOpasyetrcs noBas JIHK-xomus

LTR-perpoTpancno3ona ¢ uaeHTHYHbIMUA KOHIIEBbIMU L TR (Pucynoxk 3).
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Pucynox 3. Cxema wMexanm3ma oOpatHoi TtpaHckpuniuu LTR-perporpancno3ona
(Holmes et al., 2007) ¢ moauduxanusmu. MPHK — xpacuas nunus; JJHK — cunsist nuaus;

tRNA — TPHK; U3 u U5 ynukanenbie (Unique) ydactku Ha 3’ u 5° konmnax MPHK; R —

MOBTOpPEHHbIEC y4acTku Ha 3’ u 5° koHax MPHK.
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(5) Bempausanue nosoui konuu

BIIY nenukoM UMIOPTHUPYETCA B AIPO C MOMOIIBI) KJIETOYHBIX CUCTEM SIIEPHOIO
tpancnoprta. Mimnopt BIIY BHyTpH siipa OCYHIECTBISETCS 3a CYET HAJIIMYMSI CHUTHAJIOB
saepHoit mokanuszanuu (nuclear localization signals, NLS) xa noBepxuoctu Gag-6ejkoB,
cocrapisiromux  oboymouky BITY (Dang et al., 2000), mocime dero MNPOUCXOAMT
BHyTpusanepHas pazbopka BIIY u k/IHK LTR-perpoTpancno3oHa, accouuupoBaHHas C
INT mampaBnsiercs kK Mecty BcTpoiiku B reHoM. INT crenmduyHo CBs3BIBacTCS C
nocyienoBarenbHOCTAMU  KOHIIOB LTR. ChneuudpuyHOCTh OmpeAenseTcss HaludueM
MOTHBOB y3HaBaHHUs, pACIMOJIOKEHHBIX Ha JTux KoHmax. J[anee, INT, mnomobno
OakTepuaIbHBIM TPAHCII03a3aM, MPOU3BOJIUT ACUMMETPUYHBIM JABYHUTEBON pa3pbiB Ha
reHomHoi /JIHK B Mecte BcTpanBaHus, KOTOPBIM OOBIYHO 3aHMMaeT 2-16 m. o. Mecto
paspbiBa 3ateM Jurupyercs kierouHou cucrtemon JIHK-pemapanum, «BmmBasi»
petpoTpancno3oH B renomuyio JIHK. Ilpu sTom oOpa3yeTcst xapakTepHas IyIUIMKaIUs

caiiTa BCTpauBaHUs 110 00EUM CTOpPOHAM OT MECTa BCTPOMKH peTpoTpaHcno3oHa (Sabot et

al., 2006).
1.2.1.3 Paznoobpaszue u pacnpocmpanenue LTR-pempomparncnozonos

Ha ocHoBanum aHanu3a (QUIOTCHWH, pPEKOHCTPYHMPOBAaHHOW HA OCHOBE
AMHUHOKHCJIOTHBIX IOCNieoBaTeabHOCTell RT-Z0MEHOB, MOXHO BBIIEIUTH YETHIPE
otaenbHbIX rpymibel LTR-perporpancnozonos (Ty3/Gypsy, Tyl/Copia, BEL u DIRS), a
TAKKE TPU POACTBCHHBIX WM TPYINbI BUPYCOB (PETPOBUPYCHI, TeMaHABHUPYCHI H
kaynmumoBupychl) (Eickbush et al., 2002). Jlse rpymmei, Ty3/Gypsy u Tyl/Copia
SBISIFOTCS HauOoJjee IIMPOKO PAaCIpOCTPAHEHHBIMH M JETAIIbHO HCCIEIOBAHHBIMU H3

yeTbipex rpynn LTR-perporpancno3oHoB.
(1) Tyl/Copia

JlaHHas Tpynma Ha3BaHa MO TEPBBIM PETPOTPAHCIO30HAM, OOHAPYKEHHBIM B
remomax S. cerevisiae m D. melanogaster (Boeke et al., 1985; Mount et al., 1985).
Tyl/Copia mpencraBisiror Hambosee apeBHIOIO Tpymmny LTR-perpoTpancrno3oHOB Ha
OCHOBaHHMM auBepreHiuu mocienoBatenbHoct ux RT (Pucynok 4) (Eickbush et al.,
2002). OcHoBHBIM cTpyKTypHbIM oTiamunem 1yl/Copia ot ocrameHbIX Tpymn LTR-

pETPOTPAHCIIO30HOB M PETPOBUPYCOB  sABjseTcs TmosnoxkeHue gomeHa INT B
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nojunporentne Pol (Pucynok 1). V Tyl/Copia momen INT pacmonoxen nepen RT-
JIOMEHOM, B TO BpeMs Kak y Apyrux LTR-perporpancnozonoB INT HaxomuTcs mocie
nomeHoB RT um RNH. bBompmoe koamdecTBO AOOCTATOYHO CHIIBHO T'€HETHUYECKU
JMBEPTUPOBABINKX MocienoBarenbHocTeii  Tyl/Copia Obulo  HalaeHO B TeHOMax
pacteHuii, rpubOB, KMBOTHBIX W HekoTopbix npoctermux (Eickbush et al., 2002). ITo
KJIaccHu(DUKAIMKA MPEJICTABICHHOW MeXIyHapOJIHBIM KOMHUTETOM IO TaKCOHOMHU
BupycoB (MKTB), rpynma Tyl/Copia oGo3nauaetcst kak Pseudoviridae, orpaxkas kak
CTPYKTYpHOE cxo/cTBO ¢ Retroviridae (peTpoBUpYCHI), TaK U HEONPEACICHHOCTh B TOM,

SIBIISIIOTCS JIM OHU HacTosuMu Bupycamu win Het (Havecker et al., 2004).

Non-LTR-peTpoTpaHCNO30HbI

Ty1/Copia (Pseudoviridae)

] Bel/Pao (Semotiviridae)

FenagHaBuUpycChbl

DIRS
‘IE (peTpoTpaHCno30HbI €
TUPO3MHOBOI pekoMbuHasoi)

Ty3/Gypsy (Metaviridae)

KaynuMmoBupychbl

Petpoeupychl (Retroviridae)

Pucynok 4. ®duimoreHeTHyecKkrue B3aUMOOTHOIICHHS MEXIY Pa3IUYHBIMU TpyHIaMu
LTR-perpoTpaHCiO30HOB U PETPOBUPYCOB  HA  OCHOBE  aMHUHOKHUCIOTHBIX
nocienoBarenbHocTelt RT-nomenoB mo (Eickbush et al.,, 2008) ¢ momuduxanmsmy.

CTpYKTYpBI 2JIEMEHTOB ISl KaXKJI0# rpyIIbl n300pakeHbl Ha pUcyHKe 1.
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(2) Ty3/Gypsy

Ota BTOpas obmmupHas rpymma LTR-peTpoTpancno30HOB Oblila Tak)ke Ha3BaHa IO
COOTBETCTBYIOIIMM TIEPBBIM OIUCAHHBIM 3JIEMEHTaM Jpoxoked u apo3oduisl (Marlor et
al., 1986; Hansen et al., 1988). Hcxoms w3 amammza RT-¢punorenun, Ty3/Gypsy
3HAYUTEIbHO OoJiee ONM3KU K PETPOBHPYCAM M KayJIUMOBHPYCAM, YeM IPEICTABUTEIH
Tyl/Copia (Pucynok 4) (Eickbush et al., 2002). 3a uckimtoueHHEM OMHON MOATPYIIIIBI
(XpOMOBHPYCOB, Y KOTOPBIX HMEETCS JOTOJIHUTCIBHBIA OCIKOBBI TOMEH B TEHE
nonunporenna — CHD) (Novikova, 2009), Bce smementsl rpynmbsl Ty3/Gypsy umerot
OJIMHAKOBYIO TOMEHHYIO OpraHu3aiuio reHoB gag u pol ¢ perposupycamu (Pucynok 1)
(Havecker et al.,, 2004). Kak u B cnysae c¢ Tyl/Copia, umeercs Ha3BaHHUC
npencrasiesHoe MKTB mns Ty3/Gypsy — Metaviridae. OcHOBBIBasiCh Ha KOJIMYECTBE
U3BECTHBIX HA JAaHHBI MOMEHT IocieaoBaTenbHocTeit, Ty3/Gypsy sBiseTcs camoi
Pa3HOOOpa3HON W IMIMPOKO pacmnpocTpaHeHHOM rpynmoi L TR-perporpancno3oHoB
aykapuot. Ty3/Gypsy HaxoIAT B T€HOMAaX Pa3IUYHBIX MPOCTCHUIINX, KUBOTHBIX, TPUOOB

u pactenuii (Eickbush et al., 2002; Havecker et al., 2004).

(3) Bel/Pao

Hazpanwue rpynmbsl MPOUCXOAUT OT MMEH NEPBBIX HAWJCHHBIX €€ MpeCTaBUTEIICH:
peTpoTpancio3oHa Pao u3 remoma Bombyx mori u Bel u3z remoma D. melanogaster
(Xiong et al., 1993a; Davis et al., 1995). lo HacTosIero BpeMeHH BCE H3BECTHOE
pa3HooOpasne JaHHBIX PETPOTPAHCIIO30HOB OIPAaHUYMBACTCS TOJBKO TEHOMAMH METa30a.
C Touku 3penuss RT-¢pwiorenun Bel/Pao muBeprupyror mepBbIMH OT OrKaiiero
o6mrero npeaka ¢ Tyl/Copia (Pucynok 4). CTpykTypa H3BeCTHBIX 3jeMeHTOB Bel/Pao B
obmeM moBTOpsieT CTPYKTYpy TY3/Gypsy W peTpoBUpPYCOB, cO3/1aBas OCHOBY IS
NPEINOI0XKCHHSI, YTO OHH SBISIOTCS MOTEHIUAIbHBIMH mpeakamu 1y3/Gypsy u
perpoBupycoB (Pucynoxk 1) (Eickbush et al., 2002). ITo xnaccuduxanmu MKTB Bel/Pao

nprucBOcHO Ha3zBanue Semotiviridae (Havecker et al., 2004).
(4) DIRS

Cpemnu Bcex rpynn LTR-perporpancmnozonos, DIRS, noxany#, sBnsercss camoit
HeoObIuHOW. BrepBbie OTKpBITHIC B TeHOMe chu3eBuka Dictyostelium discoideum

(Cappello et al., 1985), mpencraButenu DIRS we comepxxar INT, a BMecTo 3TOTO
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KOJMPYIOT THPO3MHOBYIO pekomOmHazy. CTpyKTypa HX KOHIIEBBIX IOBTOPOB
CYIIECTBEHHO  OTJIMYAeTCsl OT  CTAaHAApTHOM  CTPYKTypbl  ocTtampHbiXx LTR-
PETPOTPAHCIIO30HOB M COACPXKHUT JIMOO BHYTPEHHHE KOMIUIEMEHTApHBIE TIPSMBIC
HIOBTOPHI, INOO MHBEPTHPOBaHHBIE MOBTOPHI (Pucynok 1). HecmoTps Ha 3Tu paznuuus,
¢umnorenernueckuii ananu3z RT-momenoB mnomemraer tpymmy DIRS Baytps LTR-
PETPOTPAHCIIO30HOB, YTO TOBOPUT 00 YHUKAITHHOM ITyTH 3BOJIONHMH JaHHOW TPYIIHI, B
pesyibpraTe KoToporo mpowmsommia 3ameHa INT moMeHOM THPO3WHOBOW peKOMOMHA3HI

(Pucynok 4) (Eickbush et al., 2008).

Hanmuume Tupo3nHOBOM pekomOMHa3bl W TO, 4yTo MHorume DIRS BcrpamBaroTcs
BHYTPh YK€ UMEIOMMXCS TeHOMHBIX komuii DIRS, nernmu B OCHOBY mMpeArnonoxeHus o
PEeKOMOMHATUBHOM, a HE  HMHTETPAaTMBHOM, MEXaHU3ME BCTPAMBAHUHM  ITHUX
petpoasieMenToB. [Ipeacrasutenu DIRS Oputi 0OHapYy)KeHBI BO MHOTHX HCCIICIOBAHHBIX

reHOMaxX JYyKapHuoT: OT MPOCTEHIIUX A0 3E€JEHBIX BOJOPOCHEH, IPHOOB M KUBOTHBIX

(Eickbush et al., 2008).

1.2.2 non-LTR-pempompancno3zonui

Btopoit o0mmpHON rpymnmol peTpoTpaHCIO30HOB, 3HAYUTEIBHO OTIMYArOIIEHCS
or LTR-perporpancno3onoB, sBistorca Non-LTR-perporpancno3zonsl. Non-LTR-
perporpaHcio3oHsl Takke n3BecTHbl kak LINE-amementsr (Long Interspersed Elements
— JUIMHHBIE JUCIEPTUPOBAHHBIC MOBTOPHI — TaK ObUT Ha3BaH MEPBBIA OTKPHITHIM NON-
LTR-anemeHT venoBeka), perpono3onsl U monu(A)-perporpancnosonsl (Eickbush et al.,
2002). HecmoTpst Ha TO YTO O3TH 3JEMEHTHI IIUPOKO PACHPOCTPAHCHBI B TEHOMAax
AYKApHUOT, UX JOJIF0€ BPEeMsl HE BBIJECISUIM B cOOCTBeHHYIO rpynmy MD. Takoe mo3gHee
BBISIBIICHHE CBSI3BIBAIOT C MOJIHBIM OTCYTCTBHEM NON-LTR-peTpoTpancno3oHOB B reHOME
Oposokeit S. cerevisiae (mpumep peakux reHoMoB 6e3 Non-LTR-peTpoTpaHCco30HOB), HA
KOTOPBIX 1O 3TOro OBUIM O4YeHb JAeTaibHO u3ydeHbl LTR-perporpancnozonsl. OmgHaxo
Hanuuue nonn(A)-xBocta Ha 3’-koHue MHOrux JIHK-konuit 3THX 371€MEHTOB MOCITYXKUIIO0
SCHBIM CBHUJIETEJILCTBOM B IOJIb3Y TOTO, YTO OHM MPOM3OILIU B pe3yjbTaTe 0OpaTHOMN
Tpa"ckpunuuu ucxonnoi PHK-matpunsl. Bnocnencreun y LINE-31eMeHTOB ipruMarToB
obut oOHapyxkeHbl OPC, komupyromue mnocienoBatenbHocTh RT, 4TO mocimyxuio
NIEPBOM OCHOBOM JJISI UX BBIJCICHHUS B HOBYIO TPYIIy aBTOHOMHBIX MD. OOHapyx)eHue

rOMOJIOTUYHBIX TocienoBarenbHocTeid LINE B reHomax HaceKOMBIX, pacTeHHH U
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TPUMAHOCOM TI0KAa3ajo I[IMPOKYI paclpOCTPAaHEHHOCTb JAHHBIX PETPORIEMEHTOB

(Eickbush et al., 2002).

Hcnonp30BaB  aHANOTMYHBIA  MOJXOJ, KOTOPBI  ObUI  OpPUMEHEH IS
J0Ka3aTeabCTBa peTpoTpancnosunuu Tyl-snementa apoxokeii (Boeke et al., 1985), 6su10
POJEMOHCTPUPOBAHO, UYTO BCTpaMBaHUE HOBBIX Komuil |-amementa D. melanogaster u
LINE1 (umm, Oonee xkoporko, L1) MieKONMHUTAOMKUX CONPOBOXKAAECTCA TOYHBIM
HCUE3HOBEHHEM BCTpoeHHoro umHTpoHa (Jensen et al., 1991). Ilocine JaHHOTO OTKPBITHS
MPaKTUYECKU HE OCTaJIOCh COMHEHHUM, uTo NON-LTR-peTpoTpaHcno30Hbl NpeiCTaBIISIIOT

co0oii rpymIy aBTOHOMHBIX M3, nepemMenaonuxcsi IoCpeICTBOM PETPOTPAHCIIOZUIIH.
1.2.2.1 Cmpyxkmypa non-LTR-pempomparncnozonos

CxeMBl CTPYKTYPHOTO YCTpPOWMCTBA pa3IMYHBIX TNpeactaButeneit non-LTR-
PETPOTPAHCIIO30HOB MPEACTABICHB Ha pUCYHKE 5. llomHOpazMepHBII M aBTOHOMHBIN
non-LTR-perpoTrpancno3on o6b14HO conaepxkutr oany win ase OPC. O6nuraTHbIM
dakTopoM a1 0OpaTHOM TPaHCKPUILMK SBISIETCS 0OpaTHas TPAHCKPUIITa3a, MO3TOMY
BCE AaBTOHOMHBIE (Kak JBYX-, TaK M OJHOpaMo4HbIe) NON-LTR-perpoTpancrno3oHs!
koaupytoT RT-nomen. Tak kak y AByXpamMOUHBIX 35ieMeHTOB RT-1moMeH pacroyioxkeH BO
BTOpOii, HaunHas ¢ 5’-koHua OPC (kak u y LTR-perpoTpaHcno30HOB), TO €€ MPUHATO
HazeiBath OPC 2 'y Bcex non-LTR-perporpancnozonoB (Han, 2010). Taxxke
NpakTH4Yecku Bce NON-LTR-peTpoTpaHCHO30HBI KOAMPYIOT AOMEH C SHAOHYKJIEa3HOU
akTuBHOCTBIO (EN — endonuclease), xotst Hanuune EN-momeHa He sBisieTcss 00IUraTHBIM
JUTsL OCYIIECTBIICHUS TIOJTHOTO XU3HEHHOTO 1ITuKia NON-LTR-perpotpancnosona (Malik et
al., 1999a). Taxxe OPC 2 HekoTopsix NON-LTR-peTpoTpaHCIIO30HOB COACPIKUT TOMEH
RNH (Malik, 2005). Bropast OPC (OPC 1), npu e€ Hanuuuu, conepxut gomen ¢ PHK-
CBSI3BIBAIONICH AKTUBHOCTHIO, a TAKXKe IIANIEPOHHOM AKTUBHOCTHIO I HYKJICHHOBBIX
kucinot (Hohjoh et al., 1997; Martin et al.,, 2001; Kolosha et al., 2003). IToatomy,
cuuraercd, utro OPC 1 urpaer cxonnyto ponb ¢ gag OPC LTR-peTpoTpaHCio30HOB U
perpoBupycoB. 5’ u 3> HTO non-LTR-peTpoTpaHcrio30HOB JOCTATOUHO Pa3HOOOpa3HBI.
5> HTO  OGonpmIMHCTBA  aKTUBHBIX  JJEMEHTOB  COACPXKUT  IPOMOTOPHYIO
IIOCJIEZIOBATENIBHOCTh, ~ OJHAKO, IO-BUAMMOMY, MMEET MECTO 4acTas 3aMeHa
MOCJICIOBATEIbHOCTH TMPOMOTOpPA Y CXOXHX BO BCeM ocTaibHOM NONn-LTR-

PETPOTPAHCIIO30HOB, HO OOWTAIOMIMX B Pa3HBIX BUAAX, M3-32 YEr0 4acTO HAOIIOJAeTCS
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oueHb HM3KMHA KoHcepBatu3M 5° HTO kak mno jumMHe, Tak W 1O CcaMoOH
0CJIeI0BaTEIbHOCTH, Y NON-LTR-peTpoTpancmo3oHoB U3 pa3HbIX BHIOB (Schumann et
al.,, 1994; Contursi et al., 1995; DeBerardinis et al., 1999). Cpemu non-LTR-
PETPOTPAHCIIO30HOB ~ CYHIECTBYIOT ~ 3JIEMEHTBI 0€3 COOCTBEHHOTO  AHJIOTCHHOTO
npoMoTopa, Takue kKak R2, xoTopble HaxoisaT B reHax pubocomuoii PHK (pPHK).
Cunraercsi, uro R2-smemeHTH TpaHCKpHOUpPYIOTCS coBMecTHO ¢ moBTopamu pPHK
(George et al., 1999). 3> HTO 00bI19HO COACPKUT CHeNU(DHUUCCKUE TOCIEI0BATEILHOCTH,
CTPYKTypa KOTOpbIX y3Haercs npoayktamu OPC 2 non-LTR-perporpancmnosona (Osanali
et al., 2004; Anzai et al., 2005), xots B ciiyuae siementa L1 uenoBeka nHaauune 3° HTO
HeoOs3arenpHo (Moran et al., 1996). 3’-konen non-LTR-peTpoTpaHcio3oHa MOXKET OBITH
TPEICTaBIICH TOJIHU(A)-TIOCIeI0BATEILHOCTRIO WK KopoTkuMHu moBTopamu (Chambeyron
et al.,, 2002; Kajikawa et al., 2002). BoabIIMHCTBO T€HOMHBIX Komuii NON-LTR-
PETPOTPAHCIIO30HOB YKOPOYEHBl HA pPa3HYyl [JIMHY C 5 KOHLA, YTO SBJISIETCA

CJIEICTBUEM HE TOJHOCTBIO Mporemiei oopatHoi Tpanckpunmuu (Szak et al., 2002).

OPC 2
R2, R4, NeSL, CRE —(TlI [RLE )~
Utopia oomuuetos — I aRH [RLE )— R2

Dualen —(JN[APE] RHT RLE )~

LOPC 1 ){OP([?AZP_ ] — |
Tallll |:(>aCTeHm7| ){ "APE] R -
—(APE] ) RTE
— ) APE RH T ) I
— 7 (APE] — Jockey

Pucynok 5. Pa3HooOpa3sue cTpyKTypHBIX BapuaHTtoB NON-LTR-perpoTpaHcno3oHOB
(Eickbush et al., 2002; Kojima et al., 2005a; Smyshlyaev et al., 2013; Kojima et al.,

2015). RH — pubonyknesaa H; aRH — «apxenas» pubonykieaza H (BblaeieHO KpacHBIM);



31

YepHbIE BepTUKAIbHBIC TOJO0CH — muctenH-TucTuanHoBeii CCHC JIHK-cBsi3pIBaromuii

JOMCH. OBajilamu 0003HAYECHBI OTKPLITBIC paMKH CUUTBIBAHUA.

1.2.2.2 JKusnennwiti yuxa NON-LTR-pempompancnosonos

[IpuHuunuanbHas opraHu3alus XU3HEHHOro Iukia NON-LTR-peTpoTpaHCno30HOB

nu300pakeHa Ha PUCYHKE 6.
(1) Tpanckpunyus

Tpanckpunmuss ~ GonbmmHCTBA  NON-LTR-peTpoTpaHCIio30HOB  KOHTPOIHPYETCS
SHIIOTeHHBIM poMoTopoM POlll, koToperit maMIIMUpYeTcst cuaTe3 MPHK BBIIIE 5°-KOHIIA
anementa (Mizrokhi et al., 1988; Swergold, 1990). Hekoropbie 3JEMEHTHI HE MMEIOT
COOCTBEHHOTO IMPOMOTOPA, M TO3TOMY BO3MOYKHOCTh WX TPAHCKPHUIIIMH CIydalHBIM
00pa30M 3aBHCHUT OT TOTO, BCTPOMJICS JIU TAKOW PETPOIIEMEHT 1101 KOHTPOJIb TPOMOTOPA
JPYroro reHa, 4roObl OBITH TPAHCKPUOMPOBAHHBIM BMecTe ¢ HUM, win HeT (Eickbush,
1992). Tak, nampumep, sKcmpeccust sneMeHToB R1 m R2 kouTponupyercss paboToit
npomoTtopa PHK-moaumepassr | (poll) (George et al.,, 1999). HapabGorannas MPHK
KOIUPYETCs W MoJuaJAcHuInpyercs (B ciydae skcmpeccuu ¢ polll-mpomoropa), mocie

4ero IKCTIOPTHPYETCS u3 aapa B IUTOILIa3MY (Han, 2010).

akcnopt MPHK
o AT __———-

[/ 9 & y N
\\ \\ TpaHcnAuma

/ /4
//// /
C/(/ / O\ \
V[ / TpaHckpunuma |\ \\J
n /) \J benok OPC 1

‘lx \' (?,“"’ 1/ @\
\Vo AGPE x 1o /\Qé;%
v‘ J" 1| lk | " \/

& \ | 7 o6paTtHas

~ , TpaHCKpUNuUus
M BCTpoOiiKa / 6enok OPC 2 /
\\ / c6opka
\ ¢ C&ﬁ,@u ’ « RNP
( A\
N S 2he,
\\\ e ~-5i““‘--::_;f__,/ \\L_, _______ o
& -,;fj*_"'_’) umnopT RNP B sppo uMTonnasMa

Pucynok 6. OOmias cxema >»Xu3HEHHOTO IMkia NON-LTR-petpoTpanHcno3oHoB Ha

npumepe L1-anementa yenoseka (Vincent Dollard, 2010) ¢ monudukanmsmu.
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(2) Tpancasyus

Tpaucnsius g polll-TpaHcKkpuOMpyeMbIX — 3JE€MEHTOB  MPOUCXOAUT IO
KJIACCHYECKOW MoJenu C y3HaBaHWEM Kd3Ma U TOCIEIYIOIEro pubOOCOMHOTO
cKaHupoBaHus. JlaHHAs MOJCIb TPaHCIANUU (B MPOTHBOIOIOKHOCTH Moaenan ¢ IRES)
NOJACP)KUBACTCSA  pE3yJabTaTaMH  JKCIIEPUMEHTOB Ha MIEKOMHUTAIONINX, KOTOPBIC
nemoHctpupytot, uro 5 HTO, 3> HTO u npoMexyTodHasi NOCIEA0BATEIbHOCTh MEXKIY
neymsi OPC L1-perpoTpaHcrnio3oHa HE 00si3aTeIbHBI IS MOJHOIEHHOTO MPOXOXKIEHUS
perporpancnosuiuu dementa (Moran et al., 1996; Han, 2010). Taxxe moka3zaHo, 4TO
Koaupytomas nociuenoBatenbHOCTs OPC 1 MoxkeT cofepkaTh MHOKECTBEHHBIE MUCCEHC
¥ HOHCEHC MYTaIliH, KOTOpPbIE HE HApyIIAIOT X0A peTpoTpancrno3uuu. [Ipu sTom Obuia
MOKa3aHa 3aBUCUMOCTh HMHHIIMAIMKM TpaHchsuuu Ll1-peTpoTpaHcrno3oHa ueigoBeka OT
Hanmyus koma mepex 5 HTO (Han et al., 2004; Dmitriev et al.,, 2007). Poll-
TpaHckpuOupyembie R1- u R2-31eMeHTHI, TO-BUANMOMY, TPAHCIIUPYETCS Yepe3 HATHMIHC

IRES B 5> HTO (George et al., 1999).

Tpancnasuus OPC 2 B OWUMCTPOHHBIX TPAHCKPUIITAX MPOXOJUT 3a CUET
HECTaHJAPTHBIX CHTHAJIOB WHHUIMaNU. MccnenoBanms snementa SART1 TyroBoro
menkonpsiga u  Ll-amemMeHta dyenmoBeka  MpeANoNarairOT — CXOJHbIE  MEXaHU3MBbI
Tpancisiuu, korna Tpancisaus OPC 2 3aBucut ot tpancisiuu OPC 1 (Kojima et al.,
2005b; Alisch et al., 2006). Pu6ocoma, xoropasi tpanciaupyer OPC 1 MoxxeT Havathb
tpa"caupoBath OPC 2 wunm ke «mojo3BaTh» JApPYryro puOOCOMY Jisi BBITOJHEHUS
nanHoi (ynkumuu. [lpm sTom, mpu HapymeHuwn npoxoxaeHus Ttpancimsiuuu OPC 1
3HAUUTENBHO CHWXkaerca TpaHcmsiuusa OPC 2 m magaer ypoBeHb pETPOTPAHCIO3UILIMM

(Alisch et al., 2006).

[Mponyxtel Tpancmsimuu OPC 1 u OPC 2 caswiBatotcsi co cBoeit MPHK, o6pasys
pubonykieonporenHoByto dactuity (RNP — ribonucleoprotein particle) (Han, 2010).
[Tokazano, uro RNP nokanusyrorcs npeumymiecTBeHHo B Iurorutasme (Hohjoh et al.,
1997; Martin et al., 2001; Han, 2010), xoTst u3BecTeH U sipkuii 0OpaTHbIi mpumep — RNP
Tenomep-cnenuuuHsix  NON-LTR-peTpoTpaHCco30HOB  Apo30QuiIni coaepkarcs B
ocioBHoM B sape (Pardue et al, 2005). B uurommasme RNP non-LTR-
PETPOTPAHCIIO30HOB OOHAPYKUBAIOT B COCTaBE CTPECC-TPaHys, KOTOPbIe OBUIH UCXOHO

onucanbl Kak xpanuiuiie Hetpancaupyembeix MPHK (Goodier et al., 2007; Balagopal et
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al., 2009). SIpnsieTcs ym momagaHue B cTpecc-rpanyibl myteM jaerpaganiu RNP wmm xe
9TO BaXHBIA dTam WX JKU3HEeHHoro mukiaa eme He scHo (Han, 2010). Ognxaxo
onpezeneHHo, yro BrnocieactBuM RNP non-LTR-perporpancno3ona pomkHa momnactb

00paTHO B PO, TJ€ MPOUCXOAUT OOpaTHAS TPAHCKPHITIIHS.
(3) Obpamnas mpanckpunyus u ecmpausanue NON-LTR-pempompancnosona

Jlnst BcTpoliku B TeHOM, NON-LTR-peTpoTpaHcnio3oH HauMHAET KONMMPOBAHHUE CBOEH
JIHK B mieneBoit mokyc nmo matpuiie ceoert MPHK. Mexanusm, mo kotopomy oOpaTHas
TPAHCKPUIILIMS TPOUCXOJUT HANPSIMYIO B MECTE€ BCTpAaMBaHUSA, Ha3bIBAECTCS MUILEHb-
HHUIUUPYEMO# oOpaTHO# Tpanckpumiueit (target-primed reverse transcription, TPRT)
(Pucynok 7) (Eickbush et al., 2002; Han, 2010). HayanbHble cTaguu 3TOTO Impoiiecca
Obun yOeAWTEIHbHO MPOJACMOHCTPUPOBAaHBI B IN VItro wmccienoBanusax R2-amemenHTta
TyToBOro menkomnpsaa (Bombyx mori), a 6onee obiee omMcaHWe OCTaIbHBIX CTaHA
TPRT Obuto mokazano B in VIVO skcnepuMeHTax Ha anemeHtax L1 u | demoBeka u

npo3oduisl, coorBerctBenHOo (Eickbush et al., 2002).

B camom nauane nomen EN OPC 2 npou3BoAUT OJTHOHUTEBOU Pa3phiB B IEJIEBOM
caiite, 4yTO NMPUBOIUT K BbICBOOOXAeHUIO 3’ ruapokcuiabHoi rpynnsl JJHK, koropas
3aTEM CIYKHUT 3aTpaBKod s cuHTe3a MuHyc-nienu kJIHK no marpune MPHK B
nporiecce oOpatHoii TpaHckpuruuu (Pucynok 7.1 u Pucynok 7.2) (Han, 2010).
[TocnenoBaTenbHOCTh CaiiTa BCTpaMBaHUS 3aBUCUT OT THmHa koaupyemoro EN-momena
perpoTpancno3oHa. bonee «apeBHue»  kimactepsl  NON-LTR-perpoTpancrno3oHoOB
KOJMPYIOT PECTPUKIIMOHHO-TIOA00HYI0 3HA0HKYneasy (Restriction-Like Endonuclease —
RLE), xotopass y3Haer chneuu(uyHbIE MMOCIEIOBATEILHOCTH. Y 00jee «MOJIOIBIX»
knactepoB NON-LTR-perpotpancniozonoB RLE 3amensiercss Ha meHee crenuduyHyro
aImypUHOBYIO/aMPUMUIMHOBYIO dHIOHYKIeady (Apurinic/apyrimidinic endonuclease-
like endonuclease - APE) (Malik et al., 1999a). HecmoTpsi Ha HECOMHEHHO BaKHYIO
npucnocoburensHyro ponb EN B ¢dopmupoBanum 3’-3aTpaBKM B pe3yJsibTare
OJIHOHUTEBOTO pa3pbiBa xpomocoMHoil JIHK, nnunmanus TPRT moxeT npoxoauTs u 6e3
yuactusi nanaoro nomena (Morrish et al., 2002). Non-LTR-perporpancmno3onsr TART,
HeT-A u TAHRE, xotopsle 3aMeniatoT GyHKIUIO TEJIOMEPA3bl Y APO30(UIIBI, JHUILIEHBI
EN (Pardue et al., 2005). Taxxe Obut0 MOKa3aHo, 4to L1 perpoTrpaHcio3oH yenoBeka C

neneruedt EN-momena BmocnencTBuM OOHApY)KMBAeTCS BCTPOCHHBIM B KOHIIEBBIX
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yuacTkax xpomocom (Morrish et al.,, 2007). Takum o0Opa3oM, BEpOSTHO, UYTO
CyIIeCTBOBajJa «3Mmoxa», korma Non-LTR-perporpancmo3onsl Oblin smmieHsl EN wm

BCTpPaMBAJIICh B MECTa CIIOHTAHHOTO BO3HUKHOBEHUs pa3pbiBoB B JJHK (Han, 2010).

JanpHelmue aetanu MexaHusma [PRT He SBISIOTCA CTOJb OMNpENeICHHBIMHU.

Cpazy nocne, uinu Bo BpeMsl cuHTe3a, MuHyc-1enu kJIHK nmpoucxonut paspsiB Ha BTOpoi

e | IRUEEEETS
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Pucynok 7. Mexanusm oOpatHo# Tpanckpunimu NON-LTR-perpoTpancno3onos (Holmes
etal., 2007) ¢ mogudpukanusamu. JJHK — cunss nunss; MPHK — kpacHas jaunus; 3eneHbIM

nBeToM o6o3HadeH noyu(A)-konernr MPHK u cootBeTcTBytomuii emy caidt Ha JIHK.

uenu resomHoi JIHK Bble, HUKe WM KOMIUIEMEHTAPHO MECTY MEPBOTO pas3pbiBa, YTO
BITOCJICJICTBUM TMPHUBOJUT JUOO K JyIJIMKAIlMK caiita BcTpaumBanus (target site
duplication, TSD), nenenmu mpoMexyTKa caiTa BCTpAaWMBaHWS WU YHCTOW BCTPOWKE

peTpoTpaHcno30oHa. Pa3pelB Ha BTOPOMl LENMHM TaKKe CIYKUT IMpanMepoM, HO YK€ s
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cunte3a mwmoc-uenu k/IHK no marpune munyc-uenu k/IHK. Cuuraercs, 4to Kakum-To
oOpazom npoucxoaut nepedpoc munyc-ienu kJ[HK k Mecty paspbiBa, 4TO MPUBOIUT K
Havany cuHrte3a mnoc-uenu kJ{HK (Pucynok 7.3). Taxxe HesdcHo, nerpanupyet au PHK-
Marpuiia B mpoiiecce 3amemeHus e€ Ha kJIHK mmroc-menu, wim ke e€ ynaneHue
IPOMCXOJNUT aKTHUBHO 3a cdeT akTUBHOCTH RNH, kommpyemoii reHomom xo3stmaa (Han,
2010). Hecmotps Ha »3To0, BcTpedatorcs NON-LTR-peTpoTpaHCIO30HBI, KOTOPHIC
koaupyrotr cobcrBennbie momenbl RNH (Malik et al., 1999a; Eickbush et al., 2002;
Kojima et al., 2005a; Smyshlyaev et al., 2013; Kojima et al., 2015). Oxnako 10 cux mop
HE COBCEM IMOHATHO, cuHTe3upyetcs au rmioc-uens kJJHK RT-gomenom camoro non-
LTR-peTpoTpaHcio3oHa, UK K€ 3TO MPOUCXOAUT 3a CYET pabOThl KIETOYHON CHUCTEMBI

JAHK-penapanmmu.

[To 3aBepiieHUI0 0OOpaTHON TpaHCKPUILUHU pa3pbiBbl B reHOMHOM JIHK nurupyrorcs
cucremort JIHK-penapanuu kinerku (PucyHox 7.4) u, B 3aBUCHMOCTH OT TOJIOKECHUS
BTOpOro paspsiBa B reHoMHoi JIHK (kak yxe ymoMuHanaoch BBIIIE), TPOUCXOIAT OO

TSD, nubo nenenus yuactka BcrpauBanus (Han, 2010).
1.2.2.3 Pasznoobpaszue u pacnpocmparnernue NON-LTR-pempompancnozonos

Ha ocHoBanum aHanu3a  (QuUIOTeHWH, PEKOHCTPYMPOBAHHOM HAa  OCHOBE
aMUHOKHCJIOTHBIX TOcjenoBarenbHocTeld RT-10MEHOB, MOXKHO BBIACIUTh KaK MUHUMYM
16 xmactepoB nonN-LTR-perpoTpaHcno30HOB, HA3BaHHBIX MO HanbOOJee UCCIEIOBAaHHBIM
ux npencrasutensaM (Pucynok 8) (Eickbush et al., 2002; Kojima et al., 2005a; Kapitonov
et al., 2009; Kojima et al., 2015). Onnako, JaHHOE pa3jeieHHue HE CTOJb yI00HO, T.K. HE
oTpakaeT Oosiee IIyOOKOH CTPYKTYpHOH OOLIHOCTH MEXIY Pa3IMYHbIMH KJIacTepaMu
(Eickbush et al., 2002). TTosToMy ObLIa MpeaIOKEHA TOMOJHUTEIbHAS KIacCU(PUKAIIUN
non-LTR-perpoTpancnio3oHOB, 0OBEAMHSAIONIAS pa3M4yHbIE KJIacTepbl Kak IO UX
IBOJIIOIMOHHON OJIM30CTH MO mocieAoBaTeNbHOCTH RT, Tak U MO HAJIWYHIO/OTCYTCTBUIO
U PAaCIOJIOKEHUIO KOAMPYEMBIX (YHKIIMOHAIBHBIX OCNKOBBIX JoMeHoB. Ha ocHoBe

JAHHOTO KPUTEPHsI MOXKHO pa3outh Bce NON-LTR-peTpoTpaHCco30Hbl HA MATh IMUPOKHUX

rpymn:  R2, L1, RTE, | wu Jockey (Eickbush et al., 2002).
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R2, R4 5 ApEeBHUE,
——| NesL utopia  R2 OHOPAMOYHbIE,
Dualen cneunduyHasa EN

— L1

= N RTE"
Monoable,
ABYXPaMO4Hble,
Tad1, R1 HecrneundpuniHasa
1 | LOA I EN
I
Ingi
Jockey
—| CR1
cri~ Jockey

Pucynok 8. ®@unoreHeTnyeckue B3aMMOOTHOILLIECHUSI MEXAY OCHOBHBIMHU I'pYIIIaMu NON-
LTR-peTpoTpaHCIIO30HOB Ha OCHOBE aMHUHOKHCIIOTHBIX MOcieaoBareabHocTe ux RT-
nomenoB (Eickbush et al., 2002; Kojima et al., 2005a; Kojima et al., 2015). CtpykTypbl
DJIEMEHTOB JIJISl KKJOW TPYIIbl W300paKeHbl Ha pucyHKe 5. R2* - snementsr Dualen
rpynnsl R2 kogupytot Hecnienuduueckyto APE-sHnonykiieasy; RTE* - snementst RTE
oaHopamounsie, y HuX Het OPC 1.

(1) R2

['pynna R2 o6beaunsier Hanbomee apeBHHE Kiactepbl NON-LTR-peTpoTpaHCcno30HOB,
R2, CRE, NeSL, R4, u otHocuTenbHO HenaBHO onucanubie Dualen u Utopia (PucyHok 8)
(Eickbush et al., 2002; Kojima et al., 2005a; Kojima et al., 2015). IIpeacraButenu 310k
rpynnel Hanbosiee XapakTEpHBI JUIsi TEHOMOB OECIO3BOHOUYHBIX M TMpocTermux. Bce
aneMeHTHl rpynnsl R2 obnmamator ogHoit OPC, kortopasi, momuMo neHTtpaibHoro RT-
nomeHa, koaupyeT C-KOHIIeBOM JoMeH caiT-crienuduyuHoi sHaoHykaeassl RLE u JIHK-
ces3piBatonii gomeH tuna CCHC na N-xonne (Pucynok 5) (Yang et al., 1999).

OcobeHHOM CcTPYKTYypo#l 00aamaroT 3aeMeHThl kiactepoB Dualen u Utopia, xotopsie
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XapaKTEePU3YyIOTCSA JOMOJIHUTEIbHBIMA (QYHKIIMOHATBHBIMU AoMeHamu (Kojima et al.,
2005a; Kojima et al., 2015). Tak Dualen snementsi, moMmumo RLE, xomupyror APE-
sHIOHYKJIea3y Ha N-koHile, a Takke 1omeH RNH Ha N-koniie, nepen RLE (Kojima et al.,
2005a). OtnmenpHble mpeacraBurean Utopia u3 reHoMoB oomuileToB kKoaupyror RNH-

nomen Ha N-xonme OPC (Kojima et al., 2015).

Hanuuue caitt-cnenupuunoit RLE-sHAOHYKII€a3bl OTpakaeT IIaBHYI0 OCOOEHHOCTH
XapaKTepHYIO ISl R2: 37IEMEHTHI 3TOM IPYMITBl BCTPAUBAIOTCS B CIICIIU(DUUICCKUE YIaCTKA
renoma (Eickbush et al., 2002). Dnementsr knacrepoB CRE u NeSL BcrpamBarorcs B
noBTopeHHbIe TeHbl cruaic-muaepHor PHK (Spliced leader RNA, yuacTByeT B TpaHc-
crutaiicunre) (Blumenthal, 1998), koTopblie HaiiieHbI Y TPUITAHOCOM, HEMATO M IJIOCKHX
yepseii (Gabriel et al., 1990; Aksoy et al., 1990; Malik et al., 2000a). IIpeacraBurenu
kinactepoB R2 u R4 BctpamBatorcst B rensl 28S pPHK y 4ieHHCTOHOTMX W HEMaTo.
(Yang et al., 1999). OtnenbHblie npeactaBuTenu R4 BeTpanBaroTcs B TaHAeMHbIE TAA-
noBTopel  (Xiong et al., 1993b). HenaBHo oTkpwITEIE KiacTep NON-LTR-
perpoTpaHcmo3onoB, Utopia, xapakrepu3yeTcs MPpeuMYIIeCTBEHHBIM BCTPAUBAHUEM €T0
siieMeHTOB BHYTpb reHoB U2 manbix saepabix PHK (Kojima et al., 2015). U3-3a Hanuuus
HecnenuuyHOW  3HIOHYKIea3sl  APE,  sneMeHTbI Dualen He  wumeroT

peuMYIIEeCTBEHHOTO MecTa BetpauBanus (Kojima et al., 2005a).

Berpoiika B aKTHMBHO JKCIPECCHUPYIOLIMECS TEHbl OTpa)kaeTcsi B OTCYTCTBUU
IPOMOTOPOB y MpeAcTaBuTenel rpymnmbsl R2. Beicokas MOBTOPEHHOCTh U JIUCIIEPCHOCTH
pacnionoxenust reHoB pPHK wu crmmaitic-munepnon PHK  nomxHBl MHUHUMH3UMpPOBATH
BEPOSITHOCTH JIETANIbHOTO 3¢ (dekTa oT BcTpauBaHus 3tux NON-LTR-perpoTpancno3oHoB

(Eickbush et al., 2002).
(2 L1

[IpencraButrenu rpynnel L1 mmpoko pacmpocTpaHeHbl B reHoMax 3ykapuot. Mx
MOKHO OOHAPYKUTh B FT€HOMAX Pa3IUYHbIX BUJOB MPOCTEHIINX, 3€JEHBIX BOJAOPOCICH U
pacTeHuii, rpuOOB M KUBOTHBIX (BKJIIOYAsi MO3BOHOUYHBIX). Bee anementsr L1 HecyT nBe
OPC, rae OPC 2 konupyer N-konueByto APE-snnonykieasy, uentpaibubii RT-goMeH
u CCHC JIHK-cBsi3piBaromuii jomen Ha C-konre (Pucynok 5, Pucynok 8) (Eickbush et

al., 2002). ¥V npencraBureneit knactepa Tall 3eneHbix pacteHuit nmokasano Hanmmgue C-
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koHieBoro jgomena RNH, koropsriii pacnonoxken cpa3y 3a CCHC-momenom (Wenke et

al., 2009; Smyshlyaev et al., 2013).

Beuay nanuuuss APE, GonbmmHcTBO L1-31eMEHTOB HE HMMEIOT MPEANOYTEHHUS IO
BCTPaWBaHUIO B cleNU(UIECKHE TMOCIeI0BaTeIbHOCTH TeHoMma. OIHAKO HMMEITCS
OTJCJIbHBIC TPHUMEpPHI, KOTJa Takas CaWT-crnenu(uuHOCTh HaOII0JaeTcsi, HO, CKOpee
BCET0, BCJICICTBHE HAIMYHS Kakux-ImOo uHbIX (akropos (Eickbush et al., 2002). Tax,
sameMeHT X1 Triagkoi mmopueBoi JATymkd  Xenopus laevis  BctpamBaetcs
UCKJTFOUMTEIBHO B MHOTOYHCICHHBIC mocienoBareiabHocT JIHK-Tpancnozona Tx1d
(Garrett et al., 1989). Dnementst DRE u Tdd-3 cnuzeBuka D. discoideum BcrpauBarotcs
psgom ¢ renamu TPHK (Szafranski et al., 1999). Dnement Zepp 3eneHo# BOIOPOCIH
Chlorella vulgaris oOHapyXuBalOT pAIOM C TEIOMEPHBIMH ydacTKaMH XPOMOCOM, B
pe3yabTaTe Yero ObUIO MPEIIOI0KEHO, YTO OH UTPAcT YaCTHUHYIO POJIb B IOIACPKAHUN

JUTHHBI Teomep A kietku (Higashiyama et al., 1997).
(3) RTE

[IpencraButenu rpynnsl RTE Takke MIUPOKO pacnpoOCTpaHEHbl CpPeau 3YKapuoT
(Eickbush et al., 2002). x oOHapyXHBarOT B T'€HOMax IpHOOB, PACTEHHH, a TAKXKE
OECIO3BOHOYHBIX M TO3BOHOYHBIX JKMBOTHBIX. XapakTepHOM ocoOeHHocThio RTE
sBisieTcst orcyrctBue OPC 1 u C-xonneBoro CCHC-nomena OPC 2 (Malik et al., 1998).
B octranbHom ctpykTypa OPC 2 cootBercTByeT TakoBoi y L1 (Pucynok 5, PucyHnok 8).

st npeacrasureneit RTE He Obulo moka3zaHo cEU(PUYHOCTH BCTPAUBAHUS.

(4)1

[IpencraBureneit qaHHOW TPYIITBI IBYXPAMOYHBIX AJIEMEHTOB MOXXHO OOHApPYKUThH B
reHOMax NpPOCTEHIINX, TpHOOB U OECHO3BOHOYHBIX KHUBOTHBIX. Kiactepsr |
dunorenernuecku xopoio odocobistores ot rpynn R2, L1 u RTE, Ho He oT rpynmbl
Jockey (Pucynoxk 8) (Eickbush et al., 2002). Beinenenue nsatu knactepos (Tad, I, Loa, R1
u Ingi) B otmeneuyro rpymmy | ot Jockey rpymmbl , cBsizaHO ¢ HayuuueM y Hux C-
koH1eBoro qomena RNH B OPC 2, ¢unorenust KoToporo coBnajiaer ¢ QpuiioreHuen ux
RT-momena, uro roBoputr o mnpuoOpereHuun RNH-gomena oOmmm mpeakoMm TaHHOU
rpymmsl (Malik et al., 1999a; Eickbush et al., 2002). OtaenbHble 35eMeHTHI KiacTepoB R1

u Tad, ognako, Tepstor RNH (Malik et al., 1999a). B ocransHOM, CTpyKTypa 3JIEMEHTOB
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rpynnsl | coBnamaer ¢ takoBoil y npexacrasurened L1 (Pucynok 5). Crout otaensHO
BbIIENUTh kiactep R1, mpeacrtaBuTenn KOTOPOro o00JIaJal0T MPEUMYIECTBEHHOMN
crienuPUIHOCThIO BCTpanBaHus. Tak, coOCTBeHHO R1-31€MEHTHI BCTpauBaloTCsl B T€HbI
28S pPHK, a snementsr TRAS u SART B. mori BcTpauBaioTcsi B TCIIOMEPHBIE ITOBTOPHI
(Besansky, 1990; Okazaki et al., 1995). [lns APE-nomenoB siemenToB R1 u TRAS Obuia
SKCIEPUMEHTAIILHO TI0Ka3aHa crenu(UIHOCTh K UX I1eseBbiM caiitam (Feng et al., 1998;

Anzai et al., 2001).
(5) Jockey

Ha naHHBIN MOMEHT 3JIEeMEHTHI JdaHHOM rpymmbl (kimactepsl Jockey, CR1 u REX1)
ObUTH OOHAPYKEHBI B TCHOMAaX HEMAaTOJ, TUIOCKUX YepPBEH, HACEKOMBIX U TIO3BOHOYHBIX.
Jockey-anementsl HecyT aBe OPC, Ho He umeroT C-konneBoro CCHC-nomena B OPC 2
(Eickbush et al., 2002). B ocTtampHOM CTPYKTypa 3THX 3JCMCHTOB HAIlOMHHAECT
cTpykTypy npeactaBurenet L1 (Pucynok 5, Pucynok 8). EnuHcTBEeHHBIE TTpEACTaBUTEIN
Jockey, obOnamaromue xapakTepHOH CaWT-CHCHM(PHUUYHOCTBIO — JIEMEHTHI JPO30(UITHI
TART u HeT-A. Janusie non-LTR-perpoTpancno3onsl 3aMemaoT GyHKIUIO (epMeHTa
TeJIoMepasbl, OTCYTCTBYIOIIETO Yy Jpo30(uil, BCTPauWBasACh HCKIIOUYUTEIBHO B

TeIOMEpHBIe KOHIIBI Xxpomocom (Levis et al., 1993).
1.2.3 Mooynvnasn 360110uus pempompancno3onos

Teopuss mMonmynpHOUM HBomtonMHM Obla TpemyioxkeHa eme B 1980 r. [[pBumom
Bormreitnom mist Bupycos (Botstein, 1980). B Helt oH npeanoaokui, 4TO MPOIyKTOM
DBOJIIOIIUM  SIBIISICTCS HE OTJCIBHBIA BHPYC, a COBOKYITHOCTh B3aUMO3aMEHSIEMBIX
TCHETHYECKMX DJIEMEHTOB (MOIyJeH), KaXAbli M3 KOTOPHIX HECET OMNpEACICHHYIO
onosornyeckyro ¢GyHkiuio. [1o qaHHON NMPUYMHE MHOTHE 3HAYUTEIIBHO YAAJICHHBIC IO
CBOEH MOP(OJIOTHH U KUIHCHHOMY LMKy BUPYChI MOT'YT YCIIEHIIHO PEKOMOMHHUPOBATH
JIpyr ¢ JIpyrom, o0Opa3yro THOpPHUIBI, COCTABICHHBIC M3 HOBBIX KOMOWHAIIMA MOIYJICH,

KOTOPBIC IPECACTABIAIOT YK HOBBIM BHUPYC.

PetpoTpancno3ons! u apyrue MD Takke 00J1agar0T MOAYIbHBIM cTpoeHuem (Lerat
et al., 1999; Toussaint et al., 2002). HccnenoBanue pasnooOpas3us u 3Bosroruu kak LTR-
, Tak ¥ NON-LTR-peTpoTpaHCO30HOB FOBOPHUT O TOM, YTO OCHOBHBIM JIBHTATEIEM HX

OBOJIIOIIUN ABIACTCA 1100 3aMCHa, 1100 HpI/IO6peTCHI/Ie HOBBIX TI'OTOBBIX OTACJIBHBIX
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(GyHKIMOHANBHBIX OEJIKOBBIX JTOMEHOB (Moxmynei). [lo momamanuss B cocTaB
PETPOTPAHCIIO30HA ATH JOMEHBI HBOJIIOIMOHUPYIOT HE3aBUCUMO, U HMX SBOJIIOIMOHHAS
HCTOPUSI MOXKET 3HAYUTEIBHO OTIUYAThCSA OT TAKOBOM JPYTUX IOMEHOB PETPOIIEMEHTA,
U B yacTHOCTH mentpaibHoro RT-momena (Lerat et al., 1999; Malik et al., 1999b; Malik
etal., 1999a; Malik et al., 2000b; Smyshlyaev et al., 2013).

KonkpeTHsiit ¢eHOTHT, T. €. KU3HEHHBIM IUKI OTIAEIBHOTO PETPOTPAHCIIO30HA,
OyAeT ompenensiThCsi COBOKYMHOCTBIO COCTaBISIONIMX €ro (DYHKIIMOHAIBHBIX JOMEHOB.
Tak, peTpoBUPYCHI TTO3BOHOYHBIX MPHUOOPETAIOT BUPYJICHTHOCTD 32 CUYET MPUOOPETEHUS
nononautensHoit OPC, komupyrolmieil TpaHCMEMOpPaHHBIN PEelenTOP-CBSA3bIBAIOIINN
0enok 000704k (ENV), XOTS BO BCEM OCTaJbHOM (CTPYKType U JeTalsiX O0OpaTHOMH
TPAHCKPHIIIIMKM) OHHU MpakThuecku uiaeHTUYHbl TYy3/Gypsy LTR-perporpaHcno3oHam
(Malik et al., 2000b). IToBTopHOE M HE3aBHCHMOE MPUOOPETEHHE TCHOB, MOJOOHBIX €NV
pPETPOBHPYCOB, HAOIIOIACTCS B OTACIBHBIX Kiactepax T1y3/Gypsy, Tyl/Copia u Bel/Pao,
XOTS MPSAMBIX CBUACTEIBLCTB MX BUPYJICHTHOCTH Tak M He ObLIo mpesactaBieHo (Eickbush
et al, 2002). TIloarpymmer Ty3/Gypsy u Tyl/Copia LTR-perpoTpaHCIo30HOB
xpomoBupycel U CODi-l, cooTBercTBeHHO, He3aBucuMO mnpuodperaror CHD-mgomeH,
KOTOpBIN pacnoiaraercs cpasy 3a qomeHoMm INT (Malik et al., 1999b; Novikova, 2009;
Llorens et al., 2009). IIpumeuatensHo, uto INT B ciyuae Ty3/Gypsy u Tyl/Copia
pacmonioxkeH B pasHbix Mectax rera pol — mocme momena RNH u g0 ngomena RT,
cooTBeTcTBeHHO (PucyHok 1). BaxkHyto poib 1 M3MEHEHHUs CTpaTeruu BCTpauBaHUs
ceirpasia 3aMeHa caift-cienuduunoro RLE-momena sHponykieassl Non-LTR-
pPeTPOTpaHCo30HOB Ha jgomeH Hecnenuduunoir APE-snmonykneassr (Malik et al.,
1999a). Cpenu npounx ocodeHHo BoiesieTcs JoMeH RNH, koTopsiii Obl1 HE3aBUCHUMO U
HEOJHOKPATHO MPUOOPETEH B IBOJIIOIIMU PA3IUYHBIX MpeacTaBuTenei kak Non-LTR-, Tak
u LTR-perporpancnoszonoB (Malik et al., 1999a; Kojima et al., 2005a; Malik, 2005;
Wenke et al., 2009; Kojima et al., 2015).

1.2.3.1 JJomen pubonykneasvr H 6 ssonoyuu pempompancnozonos

AxtuBHocte RNH HeoOxomuma s ymanenuss PHK-matpuner u3 kJIHK/PHK-
ruOpuna, oOpasyromerocs B Tporecce OOpaTHOM TPAHCKPUNIMH (CM. BBIIIE).
@unorenernyecku RNH perporpancnozonos otHocutcsa k rpynne RNH tuma |. RNH

tuna [, B cBorO ouepenp, BKIOYaeT B ceOs Tpu KpynHbIX rpynmbsl: RNH rpubos u
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meTtaszoa (Fungi/Metazoa RNH, fmRNH), RNH LTR-peTpoTpaHcno30HOB 1 «apXeHHYyI0»
RNH (Archaeal-like RNH, aRNH) (Malik et al., 2001; Malik, 2005; Smyshlyaev et al.,
2013). dns fmRNH u aRNH xapakrepHo Hanmdywe aMHHOKHCIOT ructuamHa (H) wmm
apruanHa (R) B omHOW W3 KOHCEpBATHUBHBIX IO3WIMH AaKTHBHOTO IIEHTpa (hepMeHTa,
OJIHAKO JAaHHBIE AMUHOKHCIIOTBI OTCYTCTBYIOT B aHajmornyHod nozunuu y RNH LTR-
perporpancrno3onoB. aRNH Owltn vcxoqHo omucanbl B reHomax apxer (Ohtani et al.,
2004), a B pgampHeimmeM OHHM ObUIM OOHAPYXXCHBI B T€HOMAax 3€JCHBIX PACTCHHH H
Hekotopbix Oaktepuit (Wenke et al., 2009; Smyshlyaev et al., 2012). B 2015 roxy,
Kojima u Jurka o6uapy:xuan HOBYI0 moArpymiy Non-LTR-perporpancnoszonos (Utopia)
B TCHOMaXx TpHOOIOIO0HBIX MApa3UTHICCKUX MpocTeimux — oomuieroB (Stramenopiles,

Oomycetes), — koTopsie Takxke coaepxanu qomen aRNH (Kojima et al., 2015).

Perporpancno3onsl ucnonb3yoT aubo ¢epment RNH, xoaupyembiii reHomom
X03s1Ha, oo coOctBeHHble moMeHsl RNH (Malik, 2005). K npumepy, non-LTR-
PETPOTPAHCIIO30HBI YacTo onuparoTcss Ha RNH, konupyeMyio reHoOMOM X0351MHA, TaK Kak
uxX oOpaTHas TPAHCKPUIILMS HPOUCXOAUT HANPSIMYIO B sJpe, TN€ YXKEe HaXOIUTCS
kierounslii pepmenT RNH. Tem He menee, HekoTopble non-LTR-perporpaHcmo30HbBI
KoaupyloT cBoro coOctBeHHYr0 RNH. Oomtomuss RNH passbix kmactepo non-LTR-
PETPOTPAHCIIO30HOB TPyIbl | (CM. BBIIIE) MOBTOPSET ABOJIOINKIO WX RT-momeHa, 4To
TOBOPUT 00 SIUHHYHOM MpHOOpeTeHuu odmmmM npeakom stux rpymn (Malik et al.,
1999a). Ilpu stom ¢unorenerndecku RNH non-LTR-anementoB Hambonee Oim3ka K
reiaM RNH osykapuor u3 rpynmer fmRNH, uto cornacyercs ¢ rumnore3oit eé
npuobpetenus u3 redoma xossimHa (Malik, 2005). DnemenTsl knacrepa Dualen rpymmsr
R2 ynaneHsl no (pUIOTeHETHYECKOMY TMOJIOKEHHIO TTOocieoBaTenbHOCTH RT-10MeHa oT
sanemeHToB rpymnmsl | ¢ RNH (Pucynok 8). Onnako mocienoBatensrocts RNH Dualen
MOHOQWIETHYHA C TMOcieaoBareabHOCTsIM JoMeHoB RNH ocrtampHbIX rpymm, uTO
CBUJICTEIILCTBYET JTMOO O MOBTOPHOM MPUOOPETEHHH OAHOTO U TOTo ke nqomeHa RNH,
aub0 o pexoMOWHaIMK ¢ yxke Hecymmmu e€ snementamu (Kojima et al.,, 2005a).
VYcnosaoctes Hannuuss RNH y non-LTR-perporpaHcnio30HOB mposiBIAsSETCS B TOM, YTO
oTnenbHble mnpeactaBuTenu NON-LTR-anementoB kimacrepa R1 w3 rpynnsr |
Briocienacteun tepsror RNH-nomen (Malik et al., 1999a). Onnako, oTaenbHbIE KIacTephl

non-LTR-perporpancnozonoB oomurieroB (Utopia, rpynma R2) u BeICIIMX pacTeHHi
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(Tall, rpynma L1) vezaBucumo npuodpenu RNH u3 rpynmer aRNH (Smyshlyaev et al.,
2013; Kojima et al., 2015).

LTR-perpoTpancnio3oHaM HEOOXOAUMO KoaupoBaTh coOcTBeHHYI0 RNH, T. k. nx
oOpaTHasi TpPaHCKPHIIIIHS MPOXOIUT B IUTOILIa3Me, BHyTpH BITY, Te oTcyTcTBYeT 6ok
RNH xo3sunna. CoorBerctBeHHO, foMeH RNH oOGHapyxkuBator y Bcex usBecTHbIXx LTR-
PETPOTPAHCIIO30HOB U €ro 3BOIOLNHS moBTOpsieT 3Bomonnio RT-nmomena (Eickbush et al.,
2002; Malik, 2005). Onnako nekotopsie LTR-peTposieMeHThI, TAKHE KaK PETPOBUPYCHI,
npuoOpenu nononHUTENbHBIM JoMeH RNH, KkoTopeiii (QyHKIHOHATBHO 3aMECTHI
ucxXoaHblii perporpancno3onnbiii jomeH (Malik, 2005). RNH perpoupycor Hauboiee
¢dunorenernuecku Onm3ka k reHam RNH sykapuor (FmMRNH), a He x momenam RNH

LTR-peTpoTpaHCIIO30HOB, YTO U MOATBEPKAAECT TEOPUIO €0 MPUOOPETEHUSI.

MHoKeCTBeHHbIE HE3aBUCUMBbIE MpHOOpeTeHHuss W naxe mnorepu gomeHa RNH
«JeNaT» €ro TUIHWYHBIM 3BOJIOUMOHHBIM (YHKIIMOHAJIBHBIM MOJYJIEM B IOHUMaHUU

bormireiina mpuMEHNMO K pETPOTPAHCIIO30HAM.
1.2.3.2 MooynvHas 2601104usl KAk KOH8EP2eHMHAS

KouBeprenuust B 1elOM MOApPa3yMeBAaeT HE3aBUCUMOE (HE OT OymKaliiero
oOmiero mpeaka) mpuoOpeTeHue (WM pa3BUTHE) CXOAHBIX AJaNTHBHBIX M3MEHEHUH Yy
JIBYX F€HETUYECKH yJIaJCHHBIX JIMHUH 3a CYET KOTOPBIX 3TH T€HETHUYECKUE JTUHUU MOTYT
umeth cxoaubii ¢perotun (Doolittle, 1994; Stern, 2013; Stayton, 2015). /lanbHelinas u
Oonee moapOOHAas ~ HMHTEpHpeTanus TEePMHHA  «KOHBEPICHLMS»  3aBUCUT  OT
paccMaTprBaeMOro ypOBHsSI OpraHU3alUH  (MOJISKYJISIPHOTO, TEHHOTO, TE€HOMHOTO,
KJIETOYHOTO, OPraHHO-TKAaHEBOT'0, OPIraHU3MEHHOT0, TIOMYJISIIUOHHOTO U T. I1.) ¥ B3IJIs11a
Ha 3TO CXOJICTBO (CTPYKTypHOE, GyHKIMOHAIBHOE, MexanucTuueckoe) (Doolittle, 1994).
Takum o00pazom, MOXET HATH pPeYb KaK O KOHBEPIeHIMH OEIKOBBIX MOJEKYI,
NPUBOASIIEH K BOSHUKHOBEHHUIO Y HUX CXOJHOHM YKIAAKH (CTPYKTYpHAas MOJICKYJSIpHAs
KOHBEPIE€HILIUSI) W/WUIM K CXOJACTBY BBIMOJHSIEMbIX MMM (PyHKIMH (pyHKIMOHANTBHAS
KOHBEPreHIIUA), TaK U CTPYKTYPHO-(QYHKIMOHAIBHOW KOHBEPIEHIIMH OPTaHU3MOB
(BO3HUKHOBEHUS JICTATEIBHBIX OPraHOB THIIA KPbUIA y HACEKOMBIX, MTHUIl M JETYYHUX

mormeii) (Doolittle, 1994; Stern, 2013).
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B cmywae TeHeTHMYecKM  yOANEHHBIX  PETPOTPAHCIO30HOB,  HE3aBUCHUMO
NPUOOPETIIUX CXOAHBIE (PYHKIIMOHAIBHBIC JOMEHBI B aHAJIOTUYHOM TIOJIOKEHHH, PEUb
UIET O CTPYKTYpHO-()YHKIIMOHATHHON KOHBEPICHIMU MEXAy HUMH. COTJacHO TeopHu
MOJIYJIbHOW DBOJIIONNH, «(PEHOTHI» PETPOTPAHCIIO30HA WM BHUpPYCa OIPEIeIIeTCs
COBOKYITHOCTBIO COCTABIISIIOIINX €ro (pyHKIMOHANBHBIX Moxayiei (Botstein, 1980; Lerat
et al., 1999). IToaromy, TOBTOPHOE BO3HUKHOBEHHUE ITO COBOKYITHOCTH Y YIAJICHHBIX
JWHUNA PETPOTPAHCIIO30HOB, OyAeT 0003HAYaTh BOBHUKHOBEHHE CXOJHOTO «()EHOTHUIIAY.
B cmydae peTpoTpaHCIO30HOB «()EHOTHI» — 3TO OpTaHW3alUs J>KU3HEHHOTO ITHKIIA.
3HAYNT,  BBIABICHUE  CTPYKTYpHO-(DYHKIMOHATBHOW  KOHBEPICHIIMA  MEXKIY
PETPOTPAHCIIO30HAMU MOXKET JaTh OCHOBY JUIS BBISIBICHUS (PAKTOPOB JAaBICHUS O0TOOPA,
IPHBOIAIIUX K ((OPMHPOBAHUIO CXOHbIX aganTaruii (Stern, 2013) xU3HEHHOTO IHUKIIA Y

Pa3IUYHBIX TPYIII PETPOIIEMEHTOB.

1.3 Pempompancno3onvt 00MUUEMO8 U 3€/1eHbIX PACHEHUN ¢ O0OMEHOM

«apxeunou» pudonykneasor H

Kak yxe ynmomunanocs Bbeimie, rpymmbl | u R2 (kmacrep Dualen) non-LTR-
peTpOTpaHCIo30HOB HecyT MoHOuiaeTnunbld JomeH RNH, kotopsiit punoreneTnyecku
omu3ok k rpynmne fMRNH. B paborax mo u3yueHuto pasHooOpas3usi ¥ pacipoCTpaHCHUs
PETPOTPAHCIIO30HOB B TEHOMAax IMAPAa3HTHYECKUX TMPOCTEHIIMX — OOMHIICTOB
(Stramenopiles) — u 3enenbix pactrenuit (Viridiplantae) Obliv HalaeHBI BJIEMEHTHI C
nomenoM RNH, nmamGonee Onm3kum k rpymnme aRNH. YV oomuneroB sto moarpyrmrma
OJIHOPAMOYHBIX <JIPEBHUX» DJJIEMEHTOB C caiT-cnenuduunoit RLE-sHmonykneason
rpymmnbl R2 knmactepa Utopia (Kojima et al., 2015). ¥V Bbicmux 3€J€HBIX paCTEHUN 3TO
knactep Tall sneMeHTOB W3 rpynmbl IByXpaMouHbiX NON-LTR-perporpancnozonon L1
(Smyshlyaev et al., 2013). [ns ocrampHbix mpenactaButencit Utopia u L1 nHammuwme
kakoro-muoo gomena RNH mokazano He Obuto. Dmementsl Utopia oomureToB
xapakrepusytoTcs Hamumunem aRNH na N-xonme OPC, B 1O Bpemss kak Tall L1-
aneMeHTHI 3eneHbix pacteHuil Hecyr aRNH na C-xonueBoit yactu Oenka, Kak ¥ Ipyrue
non-LTR-perporpancno3onsl ¢ RNH (Pucynok 5, Pucynok 8). OueBuaHO pasnenbHOe

nonoxxenue nomenoB aRNH u fmRNH Ha ¢unorenernyeckom npeBe HCKIIOYaeT
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BO3MOXXHOCTb NPHOOPETEHUS JOMEHA 3a CYET PEKOMOMHAIMU C APYTMMHU 3JIEMEHTaMH,

conepxamumu RNH (Smyshlyaev et al., 2013; Kojima et al., 2015).

Non-LTR-perporpancno3onsl ¢ MoHOowieTnyHbiM  jgomMeHoM RNH  u3
¢dunorenerrueckoit rpymmsl TMRNH (rpymma R2 (Dualen) u rpynma | (1, Ingi, R1, Tad,
LOA) pacnpocTpaHEeHbI B TCHOMaX MPOCTEUIINX, WICHUCTOHOTUX, MOJUTFOCKOB U TPHOOB
(Eickbush et al., 2002). Takum o6pa3om, pactipoctpaneHue Non-LTR-amemenToB ¢ aRNH
HE  TEpeKphIBAaeTCs C  pacHpOCTpPaHEHHEM  JPYruxX  W3BecTHhIX  NON-LTR-
peTpoTpaHcio3oHoB ¢ JomeHoM RNH. ®dunorenernyueckuil aHanu3 mokasai, 4To JOMEHbI
aRNH Utopia oomuiieToB mnpu 3TOM OKa3ajluCh JJAOCTATOYHO JAJICKH TI0 CBOUM
nocienoBarenbHocTsAM oT aRNH Tall L1-snementoB 3eneHbix pactenuit (Kojima et al.,
2015). Opmako paszpemaromias CIIOCOOHOCTh (MIOTEHETHYECKOTO aHalu3a JOMEHOB
RNH ocraercs mocTtaTouHO HU3KOHM, YTOOBI TOYHO ONPOBEPIHYTH BO3MOXKHYIO CBSI3b
Mexay cooTBercTByromuMu aomeHamu aRNH nByx yamanmennsix rpynn non-LTR-
peTporpaHciio3oHoB. B ciayuae Tall L1-smemMeHTOB 3€J€HBIX pPacTEeHUH JTOCTATOYHO
YBEPEHHO MOXKHO MPEANONI0XHUTh, uTO 1oMeH aRNH Obu1 mproOpeTeH u3 reHomMa CBOMX
xo3sieB, T. K. reHbl RNH 3eneHbix pacteHmii Takxke NpPUHAMIEKAT K «apXeHHOMY»
kiaactepy (Smyshlyaev et al., 2013). B cnyuyae ¢ oomuiieTamu moa00HON MPOBEPKU Ha
dbunoreHeTHUECKYI0 TPHUHAJICKHOCT, WX TeHoB RNH mpoBenmeno He ObUTO, OHAKO
aBTOPBI, OTKphIBIIME UtOpia, Takke CKIOHSIOTCS B CTOPOHY THIOTE3bl MPUOOPETEHUS
nomena aRNH u3 renoma xo3smua (Kojima et al., 2015). Oanako, HU3KOE pa3penicHue
dunorennn mo aRNH onsTe ke He MO3BOJIIET OKOHYATENIBHO OMPENEIUTh MCTOUHUK
nosieiienust gomeHa aRNH  gaxe B cinywae  Tall-snemMeHTOB — pacTeHHH.
@unorenernyeckue kiacrepbl qomeHOB aRNH L1 peTpoTpaHCrio30HOB HE MOKa3aiu
3HAUMMOM  Kiactepu3auumu ¢ nocienoBatenbHocTsiMu  aRNH  reHoB  pacrenuit

(Smyshlyaev et al., 2013).

Oo6napyxxenne aRNH B mape TakCOHOB, KaK pacTEHUSI U OOMUIIETHI, IPEACTABISAET
OTIICIbHBIM WHTEpec. PaHbIIe OOMHIIETOB HAa OCHOBAaHHWU CXOJICTBA MOp(doIoruu
OTHOCWJIM K TpuOaM 3a CYeT HAIWYUS XapaKTEPHOTO MHUIICIIUATLHOTO CTPOCHUS,
OCMOTPO(HOTO THUNA THTAHHS, TPUCYTCTBUS KICTOYHOM CTEHKHM M  CXOJCTBa
skonornueckux Hui (Beakes et al., 2012). OnHako 310 ObLTO HEBEPHOE MPEITIOIOKCHHE.

BO-HCpBBIX, OMOXMMHYECKUI U HI/ITOHOFI/I‘IGCKI/II;’I aHaJIM3bI IIOKa3aju, 4YTO B OTJIMYHUE OT
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rprOOB, OOMHIIETHI 00JIaIAl0T LEJUTIOI03HOM, 4 HE XUTHHOBOM KJIETOYHON CTEHKON M UX
raMeTbl 00pa3yloTCs HANpsMYyI0 4epe3 MeHo3 TUIUIOMIAHOW CTaauu, a MUTOXOHIPUU
OOMHUIIETOB coaepxkar TpyOuarbie KPUCTHI. Bo-BTOpBIX, IIPOBEACHHBIN
dbunoreHeTueckuii aHanu3 Ha ocHoBe TeHOB pubocomuoi PHK noxkazan, uro oomuiieTs
OTHOCATCS aOCOJIIOTHO K JpPYroMy HaaUapCTBYy JYKApUOT — TaK Ha3bIBAEMBIX
xpomanbsBeosaT (Chromalveolata) wmu, wmawe, SAR (Stramenopiles, Alveolata wu
Rhizaria) (Cavalier-Smith et al., 2006; Beakes et al., 2012). I'pynma Stramenopiles, kyna
OTHOCSITCSL OOMHULETHI, OOBEIMHSAET «IPOCTEHIINX» TIeTepo- U  aBTOTPOQPHBIX
OJIHOKJIETOYHBIX OpPTraHMW3MOB, a TaKXe EJIMHCTBEHHYIO TPYIIY C MHOTOKJIETOYHBIMHU
NPEICTaBUTEISIMU 32 TMpEJeaMd LApPCTB TpUOOB, >KUBOTHBIX M pacTeHUH — OyphIX
Bomopocneii.  Cumraercs, 4To BcAd rpymma  Stramenopiles  mpoucxoaut ot
OJIHOKJIETOYHOTO  ()OTOCHHTE3UPYIOUIEr0 IMpeaKa C BTOPUYHBIMU  IUIACTH]IAMU,
MOJIYYEHHBIMH MIPU HEIMOJIHOM IOTJIOIIEHNHU IPEBHUX KPACHBIX BOJOPOCIIEN (BTOPUYHBII
smocum6omuo3) (Harper et al., 2005; Cavalier-Smith et al., 2006). Bce oomumersr —
reTepoTpodbl, Y HUX OTCYTCTBYIOT CIE€bl MJIACTH/, OJHAKO CPABHUTEIbHBIA F€HOMHBIN
aHaJlu3 C JUATOMOBBIMH BOJOPOCISIMU II0Ka3aJ, YTO OHU €IIe COXPaHSAIT olIiee
MHOYKECTBO T'€HOB, OTBETCTBeHHBIX 3a (hoTocunute3 (Tyler et al., 2006; Lamour et al.,
2007). MHOTHE OOMUIIETHI 3aHUMAIOT YKOJIOTHUECKYIO HUIY Mapa3uTOB, XOTS UMEIOTCS
U CBOOOJHOKUBYIIHME canpoTpodHbie U OaKTEpUOTpO(dHbIE percTaBUTeNn. Paznuunbie
rpynnbsl OOMHULETOB MApPa3UTUPYIOT Ha KpacHbIX M OYpbIX BOJOPOCHSIX, HEMATozax,
0eCI03BOHOYHBIX M MO3BOHOYHBIX )KMBOTHBIX M Ha3eMHBIX 3€JeHBIX pacTteHusx (Beakes
et al., 2012). B kauecTBe mMapa3uToOB MOCICTHUX OOMHUIICTHI BBICTYMAIOT B POJIM BaXKHBIX
CEJIbCKOXO3AMCTBEHHBIX BpEAMTENEH, HAHOCSAIIMX YIIEpO MHOKECTBY BBIpAIIMBAEMBIX

YeJI0BEKOM pacTUTEIbHBIX KyabTyp (Bebber et al., 2015).

[Tapa3utu3m SBJISICTCS CIUHCTBEHHBIM MPSMO CBSI3YIOIIUM 3BEHOM MEKIY
OTJCIIbHBIMH TaKCOHAMHU OOMHIIETOB U pactenusmu (Beakes et al., 2012). [ToctosiuHOE U
TECHOE B3aMMOJICMCTBUE MApa3uTa C €ro XO035MHOM MOXKET CIYKUThb OCHOBOW g ['11
TCHETUYECKOT0 MaTepuaia W3 OJIHOTO OpraHW3M B JIPYrod Ha OJHOM U3 JITAloOB X
xoaposroruu (Wijayawardena et al., 2013; Soanes et al., 2014). He uckirodyeHo, uTo
6o ren aRNH, nmubo yxe Kakoi-To HeCyIIUi ero MpeaKOBbIi peTpOTPaHCIO30H, OBLIH

TOPU30HTAJIBHO TEpEHECeHbl W3 pacTeHuss B oomuieT (Wi HaobopoT). Takxke
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HEU3BECTHO, OIPAaHUYMBAETCS JIM pazHooOpasue perporpaHcno3oHoB ¢ aRNH B renomax
pacTeHWd ¥ OOMMIIETOB JIMIIL YK€ OMHUCAHHBIMU KiacTepamu djiemeHToB Tall L1, u
Utopia (Smyshlyaev et al., 2013; Kojima et al., 2015). Jlng morcka oTBeTa Ha BOIPOC
npoucxoxaeHus romeHa aRNH y perporpancno3onoB pacrenuit u oomunetoB (I'TI unu
BEpPTUKAJIbHAS SBOJIIOLIHS) TpedyeTrcs MIPOAHAIU3UPOBATH pazHoobOpasue,
pacmpoCTpaHEHUE W DBOJIOIHIO PETPOTPAHCIIO30HOB B 3TUX TeHoMmax. [lomydeHHbie
JaHHBIE JOJDKHBI MIOMOYb MOHATH posib AoMeHa aRNH kak ¢yHKIIMOHATBHOTO MOTYJs

JUTSL SBOJTIOLIUU PETPOTPAHCIIO30HOB.
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I''TABA 2. MATEPUAIJIBI U METO/IbI

ba3bl JaHHBIX M KOHKPETHbIC N'CHOMHBIC MOCJI€A0BATC/IbLHOCTH, UCII0Jb30BAHHBIC

AJIF aHAJIu3a

['eHomMHBIE TOCHEIOBATENBLHOCTH 3€JIEHBIX PACTEHUH UM OOMHULETOB OBUIU
MOJIydeHbl W3  OTKPBHITBIX  0a3  JaHHBIX, VyKa3aHHBIX B  TNPWIOKEHUH 1.
[TocnenoBaTeIbHOCTH U3BECTHBIX aHHOTUPOBAHHBIX PETPOTPAHCIIO30HOB OBLIH B3STHI U3
0a3bl TaHHBIX MMOBTOPEHHBIX MociiefoBarenbHocTelt Repbase Update v. 20.08 (RU) (Bao
etal., 2015).

KomnboTepHblii  MOMCK  PEeTPOTPAHCIO30HOB € JIOMEHOM  «apXeHHOW»
puboHykJiea3pl H B 0a3se MaHHBIX NMOBTOPEHHBIX MocjeaoBaTedabHOcTell Repbase

Update

[Tonnas 6a3a manueix RU Obuta 3arpykeHa W MpoaHaM3UpPOBAaHA HA HAJIUYHUE B
HEl W3BECTHBIX PETPOTPAHCIO30HOB, coaepxkammx aomMeH aRNH. Curnanst aRNH
UCKaJM C TMOMONIbIO CHEUMPUUHOTO Mpoduiist cKpeiToi MapkoBcko monenu (HMM,
Hidden Markov Model) B npunoxxenun hmmsearch u3 makera HMMER (Eddy, 2011) B
MIPEIBAPUTEIIHPHO TPOTPAHCIUPOBAHHBIX IO TPEM pPaMKaM CUHUTHIBAHUS B MPSMOM U
o0paTHO-KOMITJIEMEHTapHOM HarpaBiennu nocienaoarenbHocTsx RU. IIpoduns aRNH
OBUT CKOHCTPYMpPOBAaH HAa OCHOBE MHOXCCTBEHHOTO BBIPABHHUBAHHS aMHHOKHCIOTHBIX
nocienoBarenbHocTelt aRNH, B3sToro n3 padorer Smyshlyaev et al. (Smyshlyaev et al.,
2013). IToBTOpPBI, B MOCIIEAOBATEIIBHOCTIX KOTOPBIX MporpaMMoi hmmersearch e 6w110
obHapyxeHo 3Hauumoro (e-value < le-5) cxomctea ¢ HMM-mpodunem aRNH,
oruibTpoBbiBasid. OcrtaBmmecss RU-moBTOpel OBUIM CHawana CrpynmupOBaHbBI 10
TaKCOHOMHYECKOMY TMOJIOKEHUIO OpraHUu3Ma, U3 KOTOPOTO OHU IPOUCXOJSAT, a 3aTEM IO

THUITY TIOBTOPOB corjacHo kinaccudukammu RU.

KoMnboTepHbIi MOMCK MOCJeI0BATEJIbHOCTEHl PETPOTPAHCIO30HOB C [IOMEHOM
«apxeilHOi» puOoHykyeasbl H B TreHOMHBIX mOC/J€I0BATENBHOCTAX 3eJIE€HbIX

pacTeHuii 1 OOMHUIIETOB

J171s1 moucka BCeX BO3MOXKHBIX PETPOTPAHCIIO30HOB, cofepkamux gjoMeH aRNH, B
reHOMaX PacTeHUW U OOMMIIETOB ObLI MCMOJb30BaH CIEAYIOIIUNA aaropuT™ noucka. Bo-

nepBbix, oCHOBbIBasich Ha HMM-mpopuie aRNH, B mporpamme hmmsearch makera
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HMMER  (Eddy, 2011), wuckanium curHaasl aRNH B mpeaBaputenbHO
OPOTPAHCIUPOBAHHBIX IO TpPEeM paMKaM CYHMTBIBAaHHA B TMpsSMOM M 0OpaTHO-
KOTIMIIEMEHTAPHOM HaIPaBJICHUH T€HOMHBIX ITOCIIEIOBATEIBHOCTIX. BO-BTOPHIX, mOCITe
obHapykenus 3Haunmoro cxonactsa ¢ HMM-npodurem aRNH (e-value < le-5), ecnu
Takoe ObLJI0O BO3MOYKHO, MCKaldM CUTHajdbl RT-moMeHa ¢ MOMOIIBIO COOTBETCTBYIOIIMX
HMM-npoduneit RT LTR- u non-LTR-peTpoTpaHcno3oHOB BO (IAHKUPYIOLIUX
MOCJIEIOBATENBHOCTAX Ha paccTosHuM 0 10000 map HYKJIEOTHIOB OT JIOKaJU3aluu
curHana aRNH. HMM-npopuns, cnenudpuuneii k gomenam RT  non-LTR-
PETPOTPAHCIIO30HOB, ObUT CreHEpUPOBAaH HAa OCHOBE MHOKECTBEHHOT'O BbIpaBHUBAHUS
aMUHOKHCJIOTHBIX MocieaoBareabHocTed RT 10MEHOB, KOTOpOE MoIy4yaeTcsl Ha BBIXOJE
nporpammbl  RTclassl (Kapitonov et al.,, 2009). HMM-npoduias, cnernuduyHbld K
nomeHam  RT  LTR-perpoTpaHcno30HOB, ObLI ~ CKOHCTPYMPOBAaH Ha  OCHOBE
MHO)XECTBEHHOTO  BBIPDAaBHHBAHHMS aMHUHOKHCIOTHBIX  IOciefoBarenpHOCTe  RT,
JMOCTYIHBIX Ha caiite 0a3bl maHHbIXx Gypsy Database (GyDB) (Llorens et al., 2011). B-
TPETbUX, MPOU3BOAMIN Pa3/eiIEHUE MOCIEI0BATEILHOCTEH CO 3HAYUMBIM CXOJICTBOM K
onHomy wu3 aByx RT HMM-nmpoduneii (e-value < 1e-5) Ha gaBe TpymIblL,
COOTBETCTBYIOIINE LTR 51 non-LTR-peTpoTpancnozoHam. OcraBmmecs
nocnegoarenbHocTH ARNH Oblmi OTGMIBTPOBAaHBI M COXpaHEHBI I OTACIBHOTO
aHallu3a, HO Y€ KaK MHJIMBUIyallbHbIE (HE U3 peTpoTpaHcno3oHa) nomeHsl aRNH. B-
ISTHIX, EPBUYHO KIJIACTEPU30BAaHHBIE MOCJEI0BATEIBHOCTH PETPOTPAHCIIO30HOB OBLIU
KIaCCU(UIIMPOBAHBl MO  POJACTBY K YK€ M3BECTHBIM  TOCIEAOBATEIHLHOCTIM
peTpoTpaHcno3oHoB, nocTynHeix B RU ¢ momometo mporpammer tBLASTX. Ha
TIOCJICIHEM dTare Jisl Kaxaod rpynmnsl romonorun (kak Ty3/Gypsy, L1 wmu Utopia)
oTOMpalli  TMOCJIEIOBATEIbHOCTh-IIPEICTABUTENb JJIl  JalbHEWIIero aHaiau3a eé

CTPYKTYPBI M CPABHUTEIFHOTO W (PHIIOTE€HETUYECKOTO aHAIIU30B.

KOMHLIOTepHLIﬁ NMOMCK IOCJIeA0BATEIbHOCTEH MOTEHINAJIbHBIX KJIETOYHbIX T'€eHOB
pnﬁoﬂyw]ea?, H B reHoMHBIX mOCJI€I0BATEJbLHOCTAX 3eJeHbIX paCTeHI/lﬁ H

OOMHIIETOB

[Tomumo HMM-npoduins, cneunduunoro k mocienoBarenbHocTaM aRNH, 6bun
ckorctpyupoBad HMM-npopmne nns reroB RNH wu3  ¢unorenernuyeckoid rpymnmsl

rpuboB u merazoa (FMRNH), Tak kak 3apaHee He OBLJIO M3BECTHO — OTHOCSTCS JIU I'CHBI
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RNH oowmumeros k rpynmne aRNH wm fmRNH. IIpodune fMRNH 6511 ckoHCTpyHpoBan
Ha OCHOBE MHOJKECTBEHHOTO BBIPABHUBAHHS aMHHOKHCIIOTHBIX IOCIIEIOBATEIIEHOCTEH
fmRNH wu3 pabdorer Smyshlyaev et al. (Smyshlyaev et al., 2013). Jlauusiii HMM-
npodbuib ObLI HCIONB30BaH s moucka curHaigoB fMRNH B TpaHcampoBaHHBIX
TCHOMHBIX IOCJIEA0BaTeIbHOCTIX B mporpamme hmmsearch (Eddy, 2011). Haiinennsie
MIOCJICIOBATEILHOCTH CO 3HaYMMBbIM cxojacTBoM k TMRNH (e-value < le-5) orGupanuck
JUTS NaTbHEUIETO CPaBHUTEIBHOTO U (PHIOTEHETHYECKOTO aHATU30B T'€HOB M JIOMCHOB

RNH.
OmnpenaesieHne CTPYKTYPbl PeTPOTPAHCIIO30HOB € apXeiHo#l pudonykJieasoin H

s KaKJI01 0TOOpaHHOM IIOCJIEI0BATEIBHOCTH-TIPEICTABUTEIIS
PETPOTPAHCIIO30HA OBLT MPOBE/ICH JeTadbHbIN aHaIu3 ero CTpyKTyphl. [Iporpamma NCBI
ORFfinder (NCBI Open Reading Frame finder, ) 06buta uicrionb3oBana st morcka OPC,
a nmporpammbl NCBI CD-search (Marchler-Bauer et al., 2011) u HHpred (Soding et al.,
2005) mpuMeHsUTH Ui TTOMCKA TOMOJIOTHM K W3BECTHBIM KOHCEPBATHBHBIM OCITKOBBIM
nomenam. Jlns mnpeacraButeneid LTR-perporpaHcnio30HOB ObUIM  OMOJIHUTEIBHO
ompezeneHsl mocneAoBarenbHocTH X LTR ¢ momombio BbipaBHUBaHust 5’ u 3’
obnacreit, pnankupyromux OPC 1 u OPC 2 B mporpamme BLAST (Altschul et al., 1990).
[Ipencka3anue BTOpUYHOM CTPYKTYpbI s mocneoBaTenbHocTeil aRNH nmpousBogunu B
nporpamme Quick2D wu3 OmomH(popmanmonHoro makera mnporpamm MPI (Alva et al.,
2016).

CpaBHUTEILHBIN M (PUJIOTCHETHYECKUH AHAJIU3BI

AMUHOKHUCIOTHEIE OCJIEA0BATEIHHOCTHU RT-momenos OTOOpaHHBIX
npeacraButeneit LTR- u non-LTR-perpoTpaHCrio30HOB pacTeHU MW OOMUILIETOB,
conepxxkammx aRNH, Obimm BbipoBHEHBI Ha cooTBeTcTByrompe HMM-npodunu ¢
nomoInpto nporpammbl hmmalign makera HMMER (Eddy, 2011). CymiectBeHHO MeHee
KOHCEpBAaTHBHbIE, 4em MOCJIEIOBATEIIbHOCTH RT, AMUHOKHUCJIOTHBIE
nocnenosarenbHocT RNH Obutn BeipoBHEHBI ¢ momouisio nporpammel PROMALSS3D,
KOTOpast UCTIONb3yeT JaHHBIE O MPEJCKa3aHuU BTOPUYHON CTPYKTYPHI JJIsi ONTUMHU3ALNN
JIOKaNbHBIX yuacTKoB BbipaBHuBaHus (Pei et al.,, 2008). Ha ocHoOBe mMmoMy4eHHBIX
BBIPAaBHUBAHUI OBUIM PEKOHCTPYHMPOBAHBI COOTBETCTBYIOIIHME (DHIOTEHETHUECKUE

nepeBbst LTR- u non-LTR-perporpancno3oHoB, a Takxke TeHOB W nomMeHOB RNH.
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PexkoncTpykiuio (uiaoreHnH MpPOBOAMIN METOJIOM MAaKCHMAaJIbHOTO MPABIONOA00HS H
OaliecoBCKOM peKoHCTpyKIMei B mporpammax PhyML (Guindon et al., 2010) u MrBayes
(Ronquist et al., 2012), coorBercTBeHHO. Hamboiiee omnTMMaabHas 3>BOIOIHOHHAS
MOJCNb IS peKOoHCTpykiuu ¢unorennn, LG + G, Oblia ompeaeneHa Ha OCHOBE
Nudopmammonnoro kpurepus Axamke (AIC) m baitecoBckoro uHGpOpPMAIMOHHOTO
kputepusi (BIC) B mporpamme ProtTest (Darriba et al., 2011) mis xaxmgoro wu3
MOJYYEeHHBIX aMHHOKHCIIOTHBIX BbIpaBHUBaHHUA. B mporpamme PhyML Haubonee
ONTUMAaJIbHAS TOMOJOTUsS (PUIOTEeHETHUYECKOro JipeBa Oblia BeiOpana u3 100 ciayyallHbIX
CTapTOBBIX JIepeBbeB C mpuMeHennem airoputma SPR. W3 mnonyuyennsix 100
PEKOHCTPYKIMH BBIOMpanach OJHA C MaKCHMaJbHBIM 3Ha4eHWEeM Jorapudma
MaKCUMAaJILHOTO MPaBIOMOJ00Ms, a CTATUCTUYECKAs 3HAYMMOCTh PEKOHCTPYKIIMHU Oblia
ompenejeHa ¢ momollbio baitecoBckoit Tpanchopmanmu Tecta aLRT (aBayes
transformation) B mporpamme PhyML (Anisimova et al., 2011). B nporpamme MrBayes
10 pazgenpHBIX MapkoBckux Iieneid Mornte Kapmo (MCMC) Owputn 3amymieHsl Ha
2500000 mnoxonenuit ¢ orbopom kaxnaple 250 mokosienuid. Ilepen pexoHcTpykuumen
dbuHanbHOrO KOHCEHCycHOro apeBa mnepBeie 5000 oTOOpaHHBIX 00pa3loB OBLIU

OTQWIBTPOBAHBHI.
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I''TABA 3. PE3VYJIBTATHI 1 OBCYXJIEHUE

Pa3HooOpa3ne W pacnpocTpaHeHHe PETPOTPAHCIO30HOB € JOMEHOM «apXeWHOo»

pudonykieasbl H B renomMax pacTreHuid 1 00MHUIIETOB

Ananu3 pazHoodpasus u pacnpocmpaHenHus pempompancno3oHo8 ¢ 00MEHO8

«apxeitnoi» pubonykneasvl H ¢ 6aze oannovix Repbase Update

Jlomen aRNH u3Becten y non-LTR-peTporpancno3onoB pactenuit (Tall, rpymma
L1) (Smyshlyaev et al., 2013) u oomuneror (Utopia, rpynma R2) (Kojima et al., 2015).
Jlns Toro 4toOwl mpoBepuTh Hamuuue qomeHa aRNH y npyrux MOOMIBHBIX 3JIEMEHTOB,
MBI TIpOaHAIM3UpOBaNM 0a3y JaHHBIX MOBTOPEHHBIX mnociuenoBaTenbHocTel RU (cMm.

rinaBy 2. MaTepuainbl 1 METOIbI).

Bce 3maunmmble curHansl aRNH  orHOcminch K HOCIEIOBATEILHOCTSIM
peTpoTpancio3oHoB u3 RU, anHOTHpOBaHHBIX B reHOMax 42 BUIOB 3€JICHBIX PACTCHUN U
mATH  BHJIOB oomuileToB u3 poxaa Phytophthora (Oomycetes, Peronosporales)
(ITpunoxenue 2). CormacHo kiaccudUKaluM, HUCMONb3yeMod B 0Oaze maHHbIX RU,
petpoTpanco3onsl ¢ aRNH BcTpewarores B cienyromux rpymnmnax: “LTR/Gypsy”, “Non-
LTR/Utopia” u “Non-LTR/L1”. To ects momumo non-LTR-perporpancnozonos, aRNH
BcTpeyaercs B coctaBe LTR-perpoanementoB u3 rpymmer TY3/Gypsy. [puuem, LTR-
perpotpancno3onbl ¢ aRNH Obutn oOHapyX eHbl Kak y PacTeHU, TaK U Y OOMHUIETOB.
HeoxunanHbIM Takke oOKazajnoch oOHapyxkenwe NON-LTR-perporpancno3oHoB wu3
rpynmsl L1, conepxkamux nomen aRNH, He Tonbko y pacTenuii, HO U 'y oomuiieToB. Non-
LTR-anementsr Utopia Obuin HalizieHsl TobKkO y oomulieToB (IIpunoxkenue 2). Takum
obpasom, B 6a3e nanHbix RU perporpancno3ons! ¢ romenoM aRNH npencraBnenst LTR-
anemMeHTamu u3 rpynmbl 1y3/Gypsy u non-LTR-anemenTamu u3 rpymmer L1 y 3enmeHbix
pacrenuii u LTR-anementamu Ty3/Gypsy u non-LTR-anemenTamu u3 rpymm L1 u R2

(kmactep Utopia) y 0OMHUIIETOB.

Perporpancno3onsl ¢ aRNH B RU nosiBasitores y 3e1€HBIX pacTeHU, HAaUMHAS C
ornena IwiayHoBHIHBIX  (Lycopodiophyta), ¢ eIMHCTBEHHBIM aHHOTHPOBAHHBIM
npeacrasureaem — 1y3/Gypsy LTR-perporpancno3onom wu3 renoma Selaginella
moellendorffii. Jlanee, Ty3/Gypsy LTR-amementst u L1 non-LTR-amemeHTHI

BCTPEYAIOTCs y MpeACTaBUTENIEeH XBOMHBIX TrosioceMeHHbIX (Gymnospermae, Pinacea) u
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I[BETKOBBIX pacTeHuid (Angiospermae), mpuuem kak y oaHonosbHbix (Liliopsida), Tak u' y

nsynoiasHbIx (Magnoliopsida) (ITputoskenue 2).

Kak yxe ynmomuHanoch Beiiie, BCE pazHoOOpa3re OOMUIIETOB B Oa3e naHHbix RU
ObLTO TpEJACTaBICHO OBJIEMEHTaMH W3 TeHOMOB poaa Phytophthora — oGmuratHbie
napasuThl 3eleHbIX pacTeHuid. COOTBETCTBEHHO, BCE HaWJEeHHOE pa3zHooOpa3ue

perporpancno3onoB ¢ aRNH B RU orpanuueno stum pogom (Ipunoxenue 2).

Ananuz pasnoobpazua u pacnpocmpaneHus pempompancno3oHoé ¢ 00MeHOM
«apxeunnou» pubonykneazvl H 6 2enHomHbIX nocnedosamenvbHOCmMAX pACMEHUN U

oomuyemos

Jns momydeHust Oojlee MIMPOKOW W JAETATBHONH KapTUHBI O Pa3sHOOOpasu H
pacrpocTpaHeHuH peTpoTpaHcno3oHoB ¢ aRNH Obu1 mpoBeneH OMOMH(POPMAITMOHHBIN
MOWCK TAaKWX OJIIEMEHTOB B TEHOMHBIX IIOCIEAOBATEIBHOCTIX W3 MAaKCHMaJIbHO
JOCTYITHOTO Ha JaHHBIM MOMEHT pa3HOOOpa3Wsi TAaKCOHOB 3€JCHBIX PACTEHUH U
oomurietoB ([Tpunoxxenue 1). Tak kak pazHooOpa3ue u pacmnpocrpanenue L1-amemeHTOB
pactenuii ¢ aBRNH yxe 6bu10 neranpro u3ydero (Smyshlyaev et al., 2012; Smyshlyaev et
al., 2013), B mHacrosmeill paboTre BHUMaHuE ObUIO yaeldeHo uMeHHO LTR-
perporpancno3oHaMm ¢ aomeHoM aRNH u3 reHoMoB 3eneHbix pacteHuid. B paGote
Komxkuma u IOpka (Kojima et al., 2015), B koTopoii ObLIH OTKPBITH A1eMeHThl Utopia,
OBUIO TMPOAHAIM3WPOBAHO JIUIIb CEMb TEHOMOB OOMHIIETOB, TSITh W3 KOTOPBIX
npuHaIIeKUT K ogHoMmy poxay (Phytophthora). Ilostomy B Hamiedi pabGore, BBUIY
3HAYUTENBHO OOJIBIIET0 Pa3HOOOpa3usi MPOAHATU3UPOBAHHBIX T'E€HOMOB, YJECJICHO
BHUMaHUE Pa3HOOOPA3UI0 U PACIIPOCTPAHECHHIO BCEX TPyMI peTpoTpancno3onoB ¢ aRNH

Yy OOMUIIETOB.

Bcero 6wu10 mpoaHanin3upoBaHO 65 T€HOMOB 3€JICHBIX PAacTEeHUN W 25 TE€HOMOB
ooMuueToB, coorBercTBeHHO (IIpunoxxenue 1). IlpucyrctBue LTR-perpoTrpancno3oHOB
¢ aRNH O6pmo ob6napyxeno ans 43 u3 65 wucclaeIOBaHHBIX I'€HOMOB pPAacTeHUM, a
NPECTaBUTEIM XOTs ObI OJHOM U3 Tpex rpymm perporpancno3oHoB ¢ aRNH (Ty3/Gypsy,
L1 wom Utopia) Obutn Habinensl B 21 W3 25 HCCIIEOBAaHHBIX T€HOMOB OOMHIIETOB

(Pucynox 9).
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LTR-anementsl ¢ aRNH He Oblim oOHapyXeHbl B HCCIEIOBAaHHBIX TIE€HOMAax
3€JIeHbIX BOAOPOCIEH M MXOB M, KaK M B cllydyae ¢ aHanu3oB Oa3bl naHHbIX RU, oHu
HOSIBJISIFOTCS, HAUMHAS € IUITAYHOBUIHBIX PACTEHUH, BCTpEYasiCh Jajiee y MpeacTaBUTeNeH
BCEX KPYIHBIX TAaKCOHOB 3eleHbIX pacTeHuil (Pucynok 9). B Toxxe Bpems L1-31emMeHTHI ¢

aRNH naunHaroT BCcTpeuyaThesl, HAUMHAs C TAKCOHOB I'OJIOCEMEHHBIX XBOWHBIX PaCTEHUM.

() - YnCNo U3yYeHHbIX BUAOB Magnoliopsida (30/35)
LIBeTKOBLIE

CeMeHHble Liliopsida (9/12)

CocyancTble Pinophyta (3)

Ha3eMHble Lycophyta (1)

Bryophyta (9)

3efieHble BoOA0pOoCun Chlorophyta (5)

Pucynok 9. Cxema (uiIoreHeTMYECKMX B3aMMOOTHOLIEHMM U  pa3HooOpasue
UCCIIEIOBAaHHBIX T'€HOMOB 3€JIeHBIX pacTeHHil. CHUHMM IIBETOM BBIJIEIECHBl Ha3BaHUS

TaKCOHOB, B KOTOPBIX ObUIM HalJIeHbl peTpoTpaHcno3oHbl ¢ aRNH.

B 06azax naHHBIX OBUTM JOCTYIIHBI TE€HOMHBIE TOCIIEAOBATEIBHOCTH YETHIPEX
OTPSIOB OOMUIICTOB, 3aHUMAIOIINX TPU PA3IUYHbBIX dKoornyeckux Humm (Beakes et al.,
2012): Albuginales, Peronosporales, Pythiales u Saprolegniales (Pucynox 10,
[Mpunoxenne 1). B renomax oomuieroB perporpancrno3onsl ¢ aRNH BeTpeuaroTes yxe
B HauOosiee paHO auBepruposaBiieM oTpsjae Saprolegniales. Xors u B mTy4HOM
kosmdectBe, y Saprolegniales obutn Haiinensl kak Ty3/Gypsy LTR-anements ¢ aRNH,
tak ¥ non-LTR-anmementsr Utopia. Y mnpeacraBureneir Albuginales we ymamocsh
OOHApYXUTh Kakux-Tubo perporpancrno3oHoB ¢ aRNH, a yxe B reHomax OTpsioB

Pythiales u Peronosporales Bctpedarorcst Bce Tpu rpymmbl perpodsieMentoB ¢ aRNH,
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UCXOJHO HICHTH(HUIMPOBaHHBIC TpH aHaim3e Oa3pl ganHbix RU: Ty3/Gypsy LTR-

snemenTsl ¥ L1 u Utopia non-LTR-peTpoTpaHCO30HbL.

O HEKPO- 1 reMUBMoTpOHbIE Phytophthora (10) &
natoreHbl pacreHnn
6. 6
@ etk Peronosporales| Peelidoperonaspora (1)
‘ gfnl%orfzzb/ M nartorexsl Hyaloperonospora (1)

Phytopythium (1) -
Pythiales Pythium (6) D
Albuginales . - :2) .

. Aphanomyces (2)
Saprolegniales

() - YMCAI0 N3YYEeHHbIX BUAOB Saprolegnia (2)

Pucynox 10. Cxema (¢uIOreHETHYECKMX B3aMMOOTHOIIEHHH W  pa3HooOpasue
HCCIEOBAaHHBIX TEHOMOB OOMHIIETOB M3 PA3IUYHBIX DJKOJOTHYECKUX Huil. CHHUM

IBCTOM BBIACJICHBI HAa3BAHHUA POIJOB, B KOTOPBIX ObLTH Hafl,Z[CHbI PETPOTPAHCIIO30HEI C

aRNH.

CTpyKTYpHBII M (UJIOreHeTHYECKHMH AHAJIU3bI PETPOTPAHCIIO30HOB PACTEHUH M

O0OMHUIIETOB, CO/IEPKANLIUX IOMEeH «apXeiHoi» puooHyKIea3bl H

W3 kaxmoro reHoma ObUIO OTOOPAaHO MO OJHOMY MPEACTABUTEIIO W3 KaJIOu
HaiiJIeHHOW y Hero rpynmbl perpoTpancno3onoB ¢ aRNH: Ty3/Gypsy, L1 u Utopia (cwm.
Marepuainsl ¥ MeToabl). [anee, st KaXkI0ro 0OTOOPAHHOTO AJIEMEHTa OblIa OIpe/eiicHa
JIOMEHHAs CTPYKTypa M Ha OCHOBE AaMHHOKHCJIOTHBIX TMociemoBaTenpHocTeii RT-

JIOMEHOB OBLIT TPOBECH aHAIN3 UX (PUIIOTCHUH.

Cmpykmypuoiit u @Qunocenemuyeckuit ananuszvl LTR-pempompancnozonos

pacmeuuﬁ u oomuuemoe

Pe3ynbTaThl (hUIOreHEeTHYEeCKOro M CTPYKTYpPHOro aHanu3a HaigeHHbix LTR-

PETPOTPAHCIIO30HOB PACTEHUN M OOMUIIETOB MpEJCTaBICHbI Ha pucyHke 11. Beero Obut
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BBISIBIICH OJIMH 3BOJIOIUOHHBIA Kiactep L TR-peTpoTpaHCcrio3oHOB pacTeHuii U JBa

kiacrepa LTR-371eMeHTOB y OOMHUIIETOB.

- ATHILAZ/TAT  TatIv-vi PR_RT gRH aRH_IN O—//

. . Tatin J~CPR_RT qRH IN aRH O~/
KIPPER
I ERRANTIVIR . Tat Il //~CPR_GRH_RT oRH 1N )77
Y YP Y I LRI T L IEEER L LIRS ... '...- )
CHROMOVIR . At [—CPR_FT RH TN >~/
N\ o OSVALDO/GMRT .. [FCPR R aRA TN CHD >/
“ARCHON L TG
o e —— RS e
. 1 i %( gRH a )7f
CAULIMOVIR .................................................................................................

1 1 RETROVIR

995 DIRS e R

Pucynok 11. KoncencycHoe gnepeBo  ¢duimoreHeTudyeckux  oTHomeHnid LTR-
PETPOTPAHCIIO30HOB PEKOHCTPYUPOBAHHOE MO AMUHOKUCIOTHBIM MOCIEA0BATEIBLHOCTIM
ux RT-momenoB. Kiacrepwr Tat (3enensiit) u Archon u Chronos (cuHuit) nmpHHAIICKAT
reHoMaM pPacTeHUH W OOMUIIETOB, COOTBETCTBEHHO. B y3max nepeBa M Ha €ro BETBAX
o0o3HaueHa cratuctuueckas aLRT-moanepxka Tonojgoruu Kinacrepa B peKOHCTPYKIUU
METOJIOM MAaKCHMAaJIbHOTO TMpaBaonojo0us (monu eauHuiel). CropaBa OT BeTBEH
u300pakeHa CcXxema KOHCEHCYCHO#H cTpykTypel reHa pol (OPC 2) osmemeHTOB
cootBetcTBYytomIero kinactepa. aRH — aRNH, gRH — gRNH, IN — INT. Vir — cokparnienue

s "viridae". IlogpoOHoe nepeBo co Bcemu Ko PHUIMEHTaMu CM. B TIPHIIOKEHUH 3.

LTR-pempompancnozonsr ¢ domenom «apxetinoiy pubonykieazol H 6 eenomax

3€JIEHbLX pacmeHuL?

dunorenernuecknii aHanu3 RT-momMeHoB mokasai, 4ro Bce HaujgeHHble LTR-
AMEeMEHThl pacTeHui, coxaepxkame aRNH, mnpunagnexat k yke H3BECTHOMY
MoHopmiIeTnuHOMY Kiactepy Ty3/Gypsy LTR-perpoTpancno3oHOB, crienmupUIHBIX s
renomoB pactenwmii, — Tat (Wright et al., 1998; Llorens et al., 2011). /lo cux mop s
AJIEMEHTOB JAHHOW rpymnmbl He ObUIO MoKazaHo Hanuuue nqomeHa aRNH. bawxaiimum
POJCTBCHHBIM KjacTepoM s Tat sBisercs kimactep Athila. DimemeHTsl AaHHOTO
Kjactepa, Uil KOTOpeIX Obuto moka3zaHo Hamuune OPC 3 moxoxedt Ha ENV-TeH

pPETPOBHPYCOB, TaKKe OOHApYXXHBAIOTCS JIMIIbL B TeHomax pacrenuit (Vicient et al.,
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2001). Kax wu Athila, Tat LTR-perpoTpaHCIIO30HBI XapakTEPU3YIOTCS HAIHMUUEM
nononHuTenbHBIX OPC (OPC 3, pyHKIMA KOTOPBIX HEM3BECTHA), KOTOPHIE MOTYT UMETh

pa3IM4YHOe TOJI0XKEHHE OTHOCUTEIbHO TeHa Pol (Steinbauerova et al., 2011).

Ham ymamoce BBIIBUTH IecTh (uUiIOTeHeTHYeCKux kiactepoB Tat LTR-
PETPOTPAHCIIO30HOB, XapaKTEPH3YIOMIUXCS PA3IUYHON CTPYKTYpod reHa Pol, a Takxke
tuioM u tnonoxenuem OPC 3 (Pucynkum 11 u 12). Knacrep | mnpencrasien
¢IMHCTBCHHBIM 3JIEMEHTOM, HalICHHBIM B reHoMme utayHa S. moellendorffii. DnemenTsr,
dbopmupyromue xiactepsl Il u |ll, pacmpocTpanensl B TreHOMax T'OJIOCEMEHHBIX
pacTeHuii, a mpenacraButenu kiacrepoB |1V-VI mpencraBieHsl B T€HOMax IBETKOBBIX
pactenuii  (Pucynok  12A). OrcyrctBue  kakux-nmub6o cinemoB Tat  LTR-
perporpanciio3oHoB ¢ aRNH B renomax MxoB, TOBOpHUT O ToMm, 4To JoMeH aRNH Obur
npuobperen Tat LTR-perporpaHcrio3oHaMH yKe MOCHE OTIEIEHUS MXOB OT OOIIEro

ABOJIFOLIMOHHOTO JPEBA PACTCHUM.

Hanbonee  wmHTepecHOW  0oCOOGHHOCTHIO  OOHapyxkeHHbIXx  lat  LTR-
PETPOTPAHCIIO30HOB SBIISIETCS OTHOBpEMEHHOE npucyTcTBre AByx qomeHoB RNH: aRNH
u ucxonunoro Ty3/Gypsy momena RNH (gJRNH) B 6enke Pol. OcobeHHOCTBIO TOMEHA
aRNH 1o cpaBHEHHIO C OCTAJIBHBIMH JOMEHAMH, OOpa3yIOIIUMU PETPOTPAHCIIO30H,
SIBJISIETCS] TO, UTO B pa3HBIX KJIACTepax OH uMmeeT pasnuuHoe nonoxenue B OPC rena pol.
B snemenTax knactepoB | u |l nomen aRNH pacnonoxen mexny nomenamu PR u RT, B
wiactepe Il — Ha 3’ konue rena pol, a B kiacrepax 1V-VI — cpasy mocie HCXOTHOTO

gRNH-nomeHa.

HNononuutensubie OPC — gapyras wuHTepecHas ocoOeHHocts lat LTR-
PETPOTPAHCIIO30HOB, KOTOpask TAKKE KOPPEIUPYET C pa3/IeI€HUEM HA ONMCAHHBIE IIECTh
KJactepoB. DneMeHThl kiactepoB | u |l He oOmanaroT nononauTensHO OPC. BriepBbie
OPC 3, pacrniosnioxkeHHass B 3’ KOHIIE 3J€MEHTa W B AHTUCMBICIOBOM HalpaBlICHUH,
BO3HUKAaeT Yy nayeMeHTOB kiactepa |ll, T.e. y rojoceMeHHbIX pacTeHUl U jaalnee
COXpaHsieTCsl BO BCEX TMOCJIENYIOUMX AUBEeprupoBaBmMx kiactepax lat LTR-
PETPOTPAHCIIO30HOB. AHAJIOTMYHBIM pacnojoxkenueM OPC 3 o0nagaioT 371€MEHTHI
kinactepoB  V-VI, mpuHagiexamue I[BETKOBBIM pPAaCTCHHSIM, a y HauOojiee paHo

o0ocobnenHoro kinactepa IV mpoucxoaut cMeHa e€ pacnoyioKeHUs] U OPUEHTALUU — OHA
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pacroyiokeHa Ha 5’ KOHIC 3JeMEHTa U B HAMPABICHUH OCHOBHOM KOTUPYIOLICH Iemnu
(Pucynok 12B).

A B A Cyclops-2
I THILA C)YCer YRR v Wi ) )

gag pol
env-like
P. patens Chr21 (4035670..4045566)

TAT mxoe |:>_( Ch__PRIRE gRNH_INT )-E:}

gag-pol
Smoel-LTR 234*

CHCcA_ KPR arNAREoRNA T ) )
I Pabie-LTR 3078*

[}( cA_ H_PRaRNH[RE] gRNH INT )D

/

III Pabie-LTR 11024
L) (PR ~L)
TAT mxos
IV Ogre Pisum sativum AY299398
Y\\\’p |:>7\(gac; PR I:pol-gRNH aRNH INT )-|:>
S
V Shico-LTR 9294
[}( CA PR__)(_IRI] gRNHaRNHINT )-E>
GIE
VI Alyra-LTR 1402
E}-( ca PR__)(_IRI| gRNHaRNHINT )7\1:}

Pucynox 12. CrpykrypHoe u ¢umorenerndeckoe pasHoobpasume Tat LTR-
PETPOTPAHCIIO30HOB. (A) HpeBo (buIOreHeTUUEeCKUX B3aMMOOTHOIIICHUH,
PEKOHCTPYUPOBAHHOE [0 AMUHOKHCIOTHBIM TIOCIEAOBAaTENbHOCTSIM jaoMeHa RT.
Knacreper Tat ¢ aRNH Bwimenensl 3eneHbIMH OBaJlaMM U 00O3HA4Y€HBI JATUHCKUMHU
mudpamu 1-VI. ChrVir — BHemHsis Tpymma, XpoMOBHUPYChl. BeTBU ¢ BBIOpaHHBIMH
JJIEMEHTAMH  TIPCJICTABUTCISIMU  OTMEYCHBI  OelbIM  KpyxkKoM. Crartuctudeckas
MOJIJIEP’KKA KIIACTEpOB MpejcTaBieHa B Buje 3HaueHuil aLRT, koTtopeie 0003HaueHBI B
y3nax BetBed. (B) CrpykTypHas opranmzanusi 5SJIEMEHTOB-TIpEJCTaBUTENCH U3
KiactepoB, o0o3HaueHHBIX Ha JpeBe. OcHoBHble OPC o0003HaueHbl OBajaMHu,
nononuuTenbHbie OPC — natuyronsHukamu. CA — kancuansiii nomen Gag. CC — coiled

coil. PMD u Tr28 — xoHcepBaTHBHBIC TOMEHBI ¢ Hen3BecTHOM (yHKIHei B OPC 3.

Eme opHOll yHHMKanhbHOW CTPYKTYpHOW oOcoOeHHOCThIO oOmamator Tat LTR-
perpotpancno3onsl u3 kiaactepoB 1V-VI. Jlomen PR y Hux okassiBaetcs ciutbiM ¢ OPC

oenka Gag, a He Pol, xak y ocrampHBIX aByXpamouHbiX LTR-perpoTpaHcio3oHOB
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(Pucynok 12B). V OGonee paHHHX KiacTepoB Tal Takoro CiIusHUS HE HAOIIOJAeTCH.
MoxHO MpennonoxuTh, uto causiaue PR ¢ Gag sBiseTcs 3BONMIOLMOHHBIM HOBILECTBOM,

IPUOOPETEHHBIM 3JIEMEHTaMU U3 00JIee MOJIOIbIX KiacTepos Tat.

Pasnuunoe nmonoxenre aRNH B rene pol Tat LTR-perpoTpaHCIio30HOB KOCBEHHO
MOXKET CBHUACTEIHCTBOBATH B IOJB3y TOTO, YTO JAHHBIA JIOMEH OBbUI TpUOOpEeTeH
HE3aBUCUMO HECKOJBKO pa3 dJIeMEHTaMH W3 pa3HBIX KiIacTepoB Tal B TedeHHE HX
IBOJIIOIUH. AJIBTEPHATUBHOM THIIOTE301 MOXET SBJIAThCS MpruodpeTenne nomena aRNH
eIWHOXKIBl TPEAKOBBHIM Tat-aIeMEHTOM [0 OTHAEJCHHS IUIAyHOB, a 3aTeéM CMEHa
nooxxennus aRNH 3a cuér pexomOunanuu. [Ipeanourenus 10060My U3 3TUX CIICHApHEB

MOTYT OBbITh OTAAHbI JIMILB MTOocie aHanu3a ¢puinoreHuu nomeHoB RNH (cM. Huke).

LTR-pempompancnozonsr ¢ domenom «apxeiinoiiy pubouykieasvl H 6 eenomax

oomuyemoes

OcHoBbiBasich Ha (Qumorenun goMeHoB RT u  cTpykTypHOM aHaiuse
TIOCTIeIOBAaTENIbHOCTEH PETPOTPAHCIIO30HOB, MBI OOHApYXKWIM JABa KiIacTepa Cpeau
BeLiBICHHBIX TY3/Gypsy LTR-perporpancno3onoB ¢ aRNH y oomurieto (Pucynok 11).
OO6e rpynmbl He OBUIM ONMMCAHBI PaHEEe W BIEPBBIE XapaKTepU3YIOTCs B JaHHOW padore.
[epBoIii KIacTep, Ha3BaHHBIA Hamu Archon, sBusercs crenu@UYHBIM JUIsI TEHOMOB
Saprolegniales. ¥ mpexacraButeneri Archon aRNH HaxomuTcst cpa3y ke 3a UCXOJHBIM
gRNH-nomenom. Takoe counenenue QRNH-aRNH nanmomMuHaer aHanorudHoe
CTPYKTYPY, BbIABICHHYIO paHee s Tat LTR-3eMEeHTOB IBETKOBBIX pPAcTEHUM U3
wiactepo Tat 1V-VI (Pucynku 11 u 12B). Bropoii knacrep, HazBanublii Chronos, mo
OOJIBIIICH YacTH TPEACTABIEH JJIEMEHTAMH M3 TEHOMOB OTpsaoB Peronosporales wu
Pythiales (Pucynok 10) u emuHcTBeHHOHN Komumeit B reHome Aphanomyces invadans
(Saprolegniales). Dmementer Chronos Taxke XapakTepU3YIOTCS HAaIHYHEM CTPYKTYPBI
gRNH-aRNH, Ho nononautensHo k 3Tomy, Hecyr CHD na 3’ koHe rena pol, cpasy 3a
nomeHoM INT (Pucynok 11). Panee nammumne CHD Oblmo mokazaHo JUIIb IS JABYX
kinactepoB LTR-perporpancno3oHoB: xpomoBupycos (rpymma Ty3/Gypsy) (Gorinsek et
al., 2004), pacpocTpaHEHHBIX B T€HOMaxX pacTeHHUil, TpuOOB U M03BOHOYHBIX, 1 CODI-I-
anemeHToB (rpymma Tyl/Copia) u3 reHoma amaromoBoi Bomopociu Phaedactylum

tricornutum (maxumapcteo SAR, Stramenopiles) (Llorens et al., 2009).



59

Hecmotps Ha To uro Archon u Chronos o6masaroT CXOHBIM TTOJIOKEHUEM JJOMEHA
aRNH u mpunamiexar k Ty3/Gypsy, kak u Tat LTR-smemenTs! pacrenuii (kinacrepsr V-
VI), OHM O4YEBUAHO SIBISIFOTCS SBOJIOIMOHHO JABHO pPa30UICIIIAMUCS KIACTepaMH
(Pucynox 11). Takoe e 04eBHIHOE IBOIIOIMOHHOE PACXOXKACHUE HAOIIOIAeTCs MEXKIY
Kiactepamu Chronos oomurieToB u xpomoBupycamu, Hecymumu CHD. Takum oOpaszom,
HamOoJee BEpPOSTHBIM OOBSICHCHWEM BO3HUKHOBEHHS CXOXHX CTPYKTYp MEXIY
DJIEeMEHTaMHU M3 ATUX KiacTepoB LTR-perpoTpaHCmO30HOB MOXET OBITh HX
KOHBEPIeHTHAsT DdBONIONHMS K JaHHOMY «(eHoTumy» 3a CY€T HE3aBHCHMOTO
npuobperenus nomena aRNH B pesynpTare BO3ICHCTBUS OJMHAKOBBIX YCIOBUN 0TOOpa
Ha OTH OJJIEMEHTH (CM. TIOsCHEHWEe HiKe B TiaBe «KoOHBepreHTHass HBOMIONUS

PETPOTPAHCIIO30HOB PACTEHUN 1 OOMUIIETOBY).

Cmpykmypuulil u punozenemuyueckuil ananuzpl NON-LTR-pempompancnozonoe

pacm CHUIl U oomuyemoes

PCSYJIBTaTBI (bHJ'IOI‘CH@TH‘-IGCKOFO M CTPYKTYPHOI'O aHAJIM30B BBIABJICHHBIX NON-

LTR-peTpoTpaHCIIO30HOB pacTEHUH W OOMHIIETOB IIpEACTaBlIe€Hbl Ha pucyHke 13.

"Monogbie" JOCKEY
Knacrepbil 1 - apyrne L1
SYRINX/HEBE - CAPE RT —
077 ~R1
0.95 <" Tall L1 pactenuii
RTE o= {__APE RT aRA —
J :
- | o L1 OOMMUETOB :
| T JC APE RT aRH )=
- R4/DoNG
0.93 vor L 'UTOPIA Utopia oomuijeToB
4 RS T —— —( aRH RT RLE).;
; NESL Apyrmne Utopia

Pucynok 13. KoncencycHoe gepeBo (QuiIoreHeTHueckux oTHomeHud Nnon-LTR-
pPETPOTPAHCIIO30HOB, PEKOHCTPYHUPOBAHHOE 110 AMUHOKHCIOTHBIM MOCJICIOBATEIBHOCTSAM
ux RT-nmomenoB. B y3max gepeBa u Ha ero BEeTBsSX oOo3HaueHa craructudeckas aLRT-

MmoAACPpIKKAa TOIIOJIOTMHM KJIAacT€pa B PCKOHCTPYKOUHU METOAOM MAKCHUMAJIBbHOTIO
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npaBaonoaoous (nonu exuHuibl). CripaBa OT BeTBEW M300pakeHa cxeMa KOHCEHCYCHOM
ctpykTypbl OPC 2 sneMeHTOB cooTBeTcTBYIOMIETO KiacTtepa. OPC 0003HaueHbI OBajaMH,
OPC 1 zamrpuxoBana, RH — RNH non-LTR-anementoB, aRH — aRNH. Iloagpo6noe

JIEPEBO €O BceMH KO3(PPUITUEHTAMH CM. B IPUIIOKEHUH 4.

Non-LTR-perporpancnozonsl ¢ aRNH u3 rpynmer L1 Obuin oOHapykeHbI B
orpsmax Peronosporales u Pythiales oommuieros. Ilo cBoeit o0mieil CTPYKTYpHOI
opraHu3anuu oHu oueHb cxoku ¢ aRNH-comepkammmum Tall Ll-smementamu u3
reHoMoB 3esieHbIX pactenuid (Pucynok 13). B o6eux rpynnax nomen aRNH pacnonoxen
Ha 3’ konue OPC 2. bomee Toro, y obeux rpynn CCHC mucrenHOBBIII MOTHB
pacniosioxen miepes; aRNH, B To Bpemsi kak BO BceX OCTajbHBIX KiacTepax Non-LTR-
perpoTpancno3oHoB ¢ qomenoM RNH, CCHC pacnonosxen nocie RNH (Smyshlyaev et
al., 2012). Onnako, HECMOTps Ha CXOJCTBA B 00IIEH cTpykTypHOU opranu3amuu, aRNH-
CoZiepIKaIllie DIIEMEHTH 3€JCHBIX PACTEHWH ¥ OOMHIETOB HE O0O0pa3yloT eIMHOTO
MoHO(punetuyHoro kmacrepa BHyTpu rpymmbl L1 (Ilpunoxenue 4). OtcyrcTBUE
MOHO(UIIUU MOXKET OBITh OOBSICHEHO HE3aBUCHMBIM mpuolOpeteHuemM gomena aRNH
stumu L1-snementamu. OnHAKO AJIS MOJHOTO MOATBEPXKACHHS 3TOTO TPEIITOIOKEHHS
HEOOXOAMMO ONpPEACIUTh HCTOYHHK mpoucxoxaeHus gomeHa aRNH B ciyuae

AJIEMEHTOB OOMMUIIETOB M PACTEHUM (CM. HUXKE).

Non-LTR-3nemenTsl rpymmbel Utopia ObuLti HaiiieHbl B OOJBIIMHCTBE T'€HOMOB
orpsgoB Peronosporales u Pythiales, B To Bpemss Kkak Juilb OJHAa KOIHUS Oblia
obOHapyxeHa B reHome Saprolegniales — Saprolegnia diclina (Pucynox 10, Ipunoxenue
2). Utopia otHocsiTcst kK npeBHel rpymme Non-LTR-perporpancno3onoB — R2. Bee R2-
AJNIEeMEHTHl Xapakrtepusytorcs HammuueM RLE-snmonykieasst Ha 3’ koHue OPC 2
(Pucynok 13). Caiir-cnenupuunocts RLE Utopia nHampaBisier WX BCTpauBaHHE
npeumyIecTBeHHo B reHbl U2 manbix suepabix PHK. Dnementst Utopia, oOHapyxeHHBIE
B JIaHHO¥M pa®oTe, HE OTIIMYAIMCH 110 CBOCH OpraHM3alMK OT UCXOAHO HaiaeHHbIx Utopia
u3 pabotel Komxuma u FOpka (Kojima et al., 2015). OueBuaHO, 4TO pas3aeibHOE U
yIaJICHHOEe JApPYyr OT Japyra mnojoxeHwe Utopia Ha s3BosrorioHHOM jpeBe Non-LTR-
PETPOTPAHCIIO30HOB OT 3J€MEHTOB Ipynnbl L1 0AHO3HAYHO TOBOPUT O HE3aBUCUMOM

npuobperennn nfomeHa aRNH snemeHTamMu 1aHHBIX TPYII.
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IIpoucxoxaenue ao0MeHa «apxelHOW» pubonykieasbl H y perpoTrpaHcno3oHOB

paCTeHHﬁ H OOMHUIIECTOB

[Tociie mpoBeneHNsT CKPUHUHTA TEHOMHBIX IOCIIEOBATEIEHOCTEH OOMHIIETOB H
3€JICHBIX PACTCHUN MBI OOHAPYXWJIH, 4TO mochenoBaTenbHocTH aRNH He Bcerna Obuin
pacrojoKEHbl COBMECTHO MM B HEMOCPEACTBEHHOM Onm3zoctu oT RT wmnm apyrux
JIOMEHOB, XapaKTEPHBIX ISl PETPOTPAHCIIO30HOB. [ ymoOcTBa, manee B TEKCTE TaKue
nocienoBarenbHocTh aRNH Oynyr o6o3nHauaThess kak wHAMBUAyanabHble aRNH. B
JIOTIOTHEHHE, MBI IIPOU3BEITU MTOKCK MOCIICIOBATEIIBHOCTEH, COOTBETCTBYIONIUX IPYTrOMY,
HauOoJjIee pachpocTpaHeHHOMY KiacTepy sykapuotmueckux RNH — fmRNH, — ans

0OHapyXeHUS MOTEHIIUATBHBIX MOCIeI0BATEIbHOCTEN KIIeTOUHbIX TeHOB RNH.

Paznooopazue u  unozenemuueckuii  aHaau3z  noOCjied006amebHOCHeNl

puobonykneasvt H oomuyemos

B rtabmume 1 0000mieHsl pe3ynabTaThl  aHaIW3a IO  PaclpeaesICHHUIO
uaauBuAyaabHeix aRNH u fmMRNH B reHomax oomwuieToB, a Takke HPOBEACHO HX
cpaBHeHHE cC pacmpeneneHueM gomeHoB aRNH, HalaeHHBIX Yy pETPOTPaHCIIO30HOB.
NunuBunyansable aRNH Oputn Haiimenst B 21 W3 25 HCClIeIOBaHHBIX TI'eéHOMax
oomuiieToB. UImeHHO B 3TuX 21 reHOMax ObUIM OOHAPYKEHBI PETPOTPAHCIIO30HBI C
aRNH. ITocnenosarensuoct TMRNH ObUIM HaliieHB! BO BCEX UCCIENOBAHHBIX T€HOMAX
ooMuuEeToB. /{51 OonbivHCTBa reHOMOB MHAMBUAYadbHble aRNH ObUIM 00HapyXEeHbI B
OJHOM E€IMHCTBEHHOW KOMHHU, B TO BPEMs KAaK B OCTaJbHBIX I€HOMAaX YHCJIO KOIMHUU
unauBuayadbHeix aRNH nocturamo 11. KommyectBo komuit fmMRNH Ttaxke Obuio
OTHOCHUTEIIbHO HU3KUM, BapbUpys OT OJHOU 10 cemu Ha reHoMm (Tabmuma 1). Beumy
100% pacnpocTpaHEHHOCTH M HU3KOTro yuciia konui Ha reHoM, TMRNH BeirisauT kak
HanOoJiee MpaBAONOAOOHBIA KaHAWAAT Ha poib kiaeTtouHoro reHa RNH y oomwurieros.

Opnako, Torjaa npoucxoxaeHue U GyHkuns uaauBuayanbHeIXx aRNH ocTaercs HesicHOM.

Jnss Toro uToObl pazolOpaTbes C  mpoucxoxiaeHueM jgoMeHoB aRNH
peTpoTpaHcno3oHoB W uHAMBUAYaldbHBIX aRNH y oomwuieros, Obul mpousBeacH
¢duoreHeTHUECKUN aHAIN3 Pa3IUYHBIX reHoB W nomeHoB RNH w3 mmumpokoro kpyra
takcoHOB (Pucynok 14). Jlomenst aRNH peTpoTpaHcno3oHOB 0OMUIIETOB U3 KJIACTEPOB
L1, Utopia, Archon u Chronos u nomenst aRNH pacturensHbIX peTporpancno3oHos (Tat

u L1) 3aHMMaroT OTACNbHBIC MO3UIMK Ha (PHIIOTEHETHYECKOM JIpeBe, T. €. HEe 00pazyroT
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MoHO(mIeTHYHOTO Kjactepa (cm. Huke). HumumBupyansasie aRNH oomwmieros
pasznensrotcs Ha Tpu kiaactepa: aRNH 1, aRNH 2 u aRNH 3. Kimactepst aBRNH 1 1 aRNH
3 rpymmupytorcs coBmectHo ¢ gomeHamu aRNH perporpancno3onoB Archon u L1,
cootBercTBeHHO. Kimactep aRNH 2 He mokazan 3HaunMoil Kiactepusaiuy HA ¢ OAHUM U3
nomeHoB aRNH perpotpancnozonos (Pucynok 14). CTouT OTMETUTH, UTO B OTJIUYHUE OT
aRNH 2, nocnenoBarensHocTu kiactepoB aRNH 1 u aRNH 3 Obuim mnalinensr B
Oonbiiem konuyecTBe komuii (Tabmuma 1). YuuTbiBas 3To, a Takke COBMECTHYIO

KJIACTEPU3ALUIO aRNH | 151 aRNH 3 c JIOMEHAMU aRNH



Tabmuna 1. Paznoobpasue, pacipoctpanenue u komuectBo nomeHoB aRNH u fmRNH B ucciieoBaHHBIX BUaX OOMHIIETOB

Taxkconomuueckoe nmoJio:kenne mo NCBI Taxonomy

Yucso perporpancno3onnbix aRNH

Yucao unauBuayaibubix RNH

: aRNH
IMopsnok Pon Buj Chronos Archon L1 Utopia aRNH1 aRNH2 aRNH 3 fmRNH
Albuginales Albugo A. candida - - - - - - - 2
A. laibachii - - - - - - - 1
Peronosporales Hyaloperonospora H. arabidopsidis 57 - 88 - - 1 - 1
Phytophthora P. alni 106 - 3 2 4 - - 7
P. capsici 64 - 14 16 1 1 - 1
P. cinnamomi 92 - 3 5 - 1 - 1
P. infestans T30-4 1555 - 43 25 - 1 - 2
P. kernovia 00238/432 3 - - 1 - 1 - 1
P. lateralis MPF4 30 - 7 5 - 1 - 2
P. parasitica P1569 11 - - 1 1 1 - 4
P. pinifolia CBS 75 - 26 2 8 2 - 2
P. ramorum 120 - 11 14 - 1 - 3
P. sojae 271 - 35 31 2 1 - 4
Cpeonee 233 - 18 10 3 1 - 3
Phytopythium P. vexans 1 - - 1 - 1 - 2
Pseudoperonospora P. cubensis MSU-1 - - - - - - - 1
Pythiales Pythium P. aphanidermatum 5 - 3 - - 1 - 1
P. arrhenomanes 5 - 5 2 - 1 - 1
P. insidiosum 33 - 43 2 - 1 - 1
P. irregulare 1 - - 1 - 1 - 2
P. iwayamai 1 - 3 - - 1 - 2
P. ultimum - - 74 7 - 1 - 2
Cpeonee 9 - 26 3 - 1 - 2
Saprolegniales Aphanomyces A. astaci APO3.2 1 - - - - - 3 1
A. invadans 9901.2 - - - - - - - 1
Cpeonee 1 - - - - - 3 1
Saprolegnia S. diclina VS20 - 3 - 1 - 1 10 1
S. parasitica CBS - 2 - - - 1 4 1
Cpeonee - 3 - 1 - 1 7 1
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Pucynok 14. [IpeBo ¢unorenerndeckux B3aumootHoueHnd RNH tuna I u3 paznuunbix
HUCTOYHHKOB, PEKOHCTPYUPOBAHHOE METOJIOM MaKCHMaJIbHOTO TpaBaomnoaoous. B y3max
JIepeBa M Ha €ro BETBAX 00O3HAUEHA CTATUCTUYECKAs IMOJIEPKKa TOMOJOTUU KiacTepa
aLRT (monmu emmumier). Knactepsl, cOOTBETCTBYIONIHE MochenoBaTeabHOCTIM RNH u3
T€HOMOB OOMWIICTOB M pPACTEHWM, BBIACICHBI CHHUM U 3€JIEHBIM, COOTBETCTBEHHO.
[TomHoe paepeBo co Bcemu KOd(PPUIIMEHTAMH, a TaKXKE CpPaBHEHUE C JEPEBOM,

IOCTPOCHHBIM 0alieCOBCKUM MCTOOAOM, CM. B IIPUJIOKCHUN 5.

PETPOTPAHCIIO30HOB OOMHUIIETOB, MOKHO TMPEATOIOKUTh, YTO OHU MOTYT IPEICTABIISAThH
coboii ocrtatku anmeMmeHToB Archon wm L1, cooTBercTBeHHO. Y4YHTHIBasS HU3KYIO
KOMMUMHOCTh, a TaKK€ OTHOCHUTENIBHO IHMPOKoe pacnpenencHue nomena aRNH 2 cpenu
HCCIIe0BaHHBIX TeHOMOB ooMmulieToB (Tabmmma 1), MokHO Takke mpemtoxuts aRNH 2

B KaueCTBE KaHAMIaTa Ha poJib kieTounoro rena RNH y oomurietos.

Jlnst Toro uToObl mponuTh Oonbmie cBera Ha dBoirormo aRNH m fmRNH vy
OOMHUIIETOB, MBI poaHaIN3uPOBAIIU TeHOMHBIE u TPaHCKPUITOMHBIE
TIOCJICZIOBATEIFHOCTH ~ CBOOOJHOKMBYIIUX — TIpejacTaButenedd  Stramenopiles  —
HBOJIIOIIMOHHO OJIDKAaWIINX TaKCOHOB K OOMMIIETaM, JOCTYNMHBIX B 0a3aX JaHHBIX
(Tabmuua 2). Jns storo Obul Mcmoib3oBaH MoMCK B mporpamme tBLASTN B 6azax
nanHeix NCBlI WGS u NCBI TSA, wucnons3ys oOHapyXeHHbIE B JaHHOW pabote
nocienoBareabHoctd aRNH n fmRNH oomwuileToB B KauecTBe MOMCKOBBIX 3aIpOCOB.
NuauBuayansaeile aRNH Obuin oOHapyKeHbI BO BCEX TI'€HOMax CBOOOJHOXKHUBYILHX
Stramenopiles, B To Bpems kak curHanr fmMRNH momHOCTRIO OTCYTCTBOBAUL
WuauBuyanbHbIC aRNH CBOOOTHOKUBYIIIUX Stramenopiles 00pa3yroT
MOHO(DUIETUYHBIN KJIacTep Ha JpeBe, PEKOHCTPYUPOBAHHOM METOJOM MAaKCHUMAalbHOTO
npaBAoONonoous, KOTOphIM  pacnajaincsd  (mapaduiaeTH4eH) B  PEKOHCTPYKIUU
OaitecoBckum MeroaoMm (IIpunokenue 5). Ilpu 3TOM HMX MNOCIEAOBATEIBLHOCTH HE

MOKa3ajau 3HAUMMOM Ki1aCTCpu3an HU C OJHUM H3 IPYIruX HCCICIOBAHHBIX KJIIACTCPOB

aRNH (Pucynox 14).

B noucke romonoroB aRNH 1 fmRNH B reHomMax ooMuIIeTOB, MBI OOHAPY KUK
aRNH onHOBpeMEHHO Kak y OOMHIIETOB, TaK M Y HX CBOOOJHOKUBYIIUX
«ponctBeHHHKOB». B Ttoxe Bpems, fmRNH Opiia oOHapyxkeHa IUIIb B TEHOMax

oomuueroB (Tabmuust 1 u 2). Ilpu stom aRNH orcyrctByer B HEKOTOpBIX
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WCCJICIOBAHHBIX TAKCOHAX OOMHIIETOB, & B T€X TAKCOHAX, I/l OHA €CTh, HE MOKA3hIBAET
HUKAaKOM 3HAYMMOW KIIACTEpU3allMU C IOCJICOBATEIBHOCTIMH CBOOOTHOXKHUBYIITHX
Stramenopiles (Ta6muna 1, Pucynok 14). C ogHON CTOPOHBI, MOYKHO TPEIIOI0KHUTh, YTO
aRNH mpucyrcTBoBana y obmero mpeaka Bcex Stramenopiles, a 3arem moria ObITH
BEPTUKAIBHO yHaciefoBaHa oomuiletamu. C apyroi croponsl, aRNH mMoria nomacts B
OOMHIIETHI TOPH3OHTAILHO OT 3€JICHBIX pPACTeHWH, HA KOTOPBIX TMAPa3HUTHPYIOT
OOJIBIIMHCTBO M3 UCCIICJOBAHHBIX B JJaHHON paboTe TakcoHOB ooMulieToB (Beakes et al.,
2012). Tlpu nrobom u3 cueHapuen, nonHas noteps aRNH HekoTOphIMH TaKCOHaMH
OOMHMIICTOB MOXXET OBITh O0BSICHEHA M30BITOUHOCTHIO OJTHOBpeMeHHoro Hamuums aRNH

u TMRNH, BBITOJHSAIONIMX CXOAHYIO (YHKIIHIO.

OtcyrctBue TMRNH y cBoGomHOokuBymmx Stramenopiles Hambosiee BeposSTHO
OTpaXkaeT TO, YTO OOMHMIICTHI MPHOOPEITN JaHHBIA T€H YKe MMOCIe OTICICHUs OT O0IIEeTOo
kopHsi Stramenopiles. OxHuM ©3 TOTEHIMAIBHBIX HCTOYHMKOB aomeHa FMRNH y
OOMHUIICTOB MOTYT SIBJIATHCS TprObL. ['T] TeHOB M3 rpuOOB B OOMHMIICTHI KaK ajanTaius K
napasuTH3My Ha BOJOPOCISIX U PACTCHUSX OBbLI yKe HeoqHOKpaTHO moka3an (Richards et
al., 2011; Soanes et al., 2014). I'eromsl Tpu6oB KoaupyroT TMRNH, dbyHkIMS KOoTOpOI
3akmtovaercs B yaanenun PHK-npaiimepoB pparmenToB Okazaku BO BpeMs periMKaluu
JIHK, a Taroke urpaet BaXHYIO pOJib B MOAJEpKaHuu ctabuiabHocTH reHoMa (Qiu et al.,
1999; Cerritelli et al., 2009). Takum 006pa3oM, MOXKHO MPeANOa0KUTh, uTo TMRNH Obl1a

nepeHecena B oomuueTsl ¢ I'Tl Apyrux reHoB ot gpeBHEH rpymnibl rpuooB.

Paznooopazue u  unozenemuueckuii  aHaau3  nNOC1e006ameIbHOCH Nl

puobonykneasol H 3enenvix pacmenuii

Nunusuayansasie aRNH  Obutn  oOHapykeHbI BO BCEX T€HOMAaX 3€JIeHBIX
pacTeHui, BKItoUas 3€JeHble BOJOPOCIU M MXH, BapbUpys B KOJUYECTBE OT OJHOU 10
TpEX KONUI HAa I'€HOM, M OHU IOJHOCTHIO COOTBETCTBOBAJIM IOCIIEIOBATENBHOCTSIM
u3BecTHbIX KJeTouHblX TeHoB RNH. TlpoBenenusiii ¢uiaoreHeTHUeCKUil aHaIn3
nocnenosarenbHocTet RNH u3 pasnuunbix ucrounnkoB (Pucynok 14) takke momecTuin
Bce mHnuBuAyanbHble aRNH 3enenpix pacTeHuii B 0JHY MOHO(DHICTHUHYIO TPYHIY,
BHYTPU KOTOPOW TOMOJIOTHSI JepeBa MOBTOPSET OOLICHPHUHSITYIO TOIOJOTHIO JIpeBa

IBOJIIOLIMH 3eJIeHbIX pacTenuil (IIpunoxenue 5, PucyHok 9).
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[TocnenoBatensHocTn aoMeHoB aRNH Tat LTR-perpoTpaHcrnio3oHOB He moOKa3aiu
3HAYMMOM KJacTepu3alud HU JApyr ¢ JpyroM, HM ¢ kiacrepamu  aRNH
PETPOTPAHCIIO30HOB OOMUIIETOB, HH C KJIacTEPOM TE€HOB 3eJIEeHBIX pacTteHuil (Pucynok
14). Kmacrep aRNH nomenor Tall L1 non-LTR-peTpoTpaHCco30HOB pacTeHUH Mmoka3ai
3HaunMmylo kiacrepusamuio ¢ jgomeHamu  aRNH  Chronos (0.99) Ha npese,
PEKOHCTPYUPOBAaHHOM  METOJOM MAaKCHMaJbHOTO MpPaBAOMOIO0US, HO  CIa0bId
kodppuuuent (77%) Ha [peBe, PEKOHCTPYMPOBAHHOM Oal€COBCKUM METOIOM

(mpunoxenue 5).

Jomensr aRNH Tat LTR-perpoTpancnio30HOB He GOPMUPYIOT MOHO(DHICTUYHOTO
KJlacTepa Ha JpeBe. BMecTo 3TOro BBIAENAIOTCS TpU OTAeNbHBbIX Kiactepa aRNH,
cootBeTcTBYIomux RT-kmactepam Tat Il,1V-VI, Tat Il u «kmacrepy», npencTaBIeHHOMY
eIIMHCTBEHHOU mocienoBaTeabHOCThI0 qoMeHa aRNH Tat | u3 mrayna S. moellendorffii
(Pucynku 11, 12 u 14). Takum o0pa3zoM, MOKHO MPEINOJIOKUTh, YTO B IBOJIIOIIMOHHON
ucropurn Tat LTR-perpoTpaHCrio30HOB OBUIO KaK MHHUMYM TPH HE3aBHUCHMBIX

npuobperenus aRNH.

Anam3 crpykrypbl JRNH-aRNH y LTR-perporpancno3onoB Chronos, Archon u
Tat IV-VI

Kax Oput0 ormmcano Beime, aRNH-conepxane LTR-perpoTpaHcnio3oHbl U3 KIacTepoB
Tat 1V-VI pacrenuit u kinactepo Chronos u Archon ooMHIIeTOB MOKa3bIBAIOT HATNYHE
CXOMHOTO JyieMeHTa CTpyKTypsl reHa pol: momen aRNH, crienyrommii cpasy 3a
ucxogubiM gRNH nomenom LTR-perposnementa. Panee momoOnast cTpykTypa ObLia
OMKCaHA JIUIIb JUISI PETPOBHPYCOB IMO3BOHOYHBIX JKUBOTHBIX, KOTOPBIC MPUOOpENH U
npucrnocoouau kierounsnii JoMeH fmRNH B nonoxxenun ananormanom aRNH B rene pol
y anementoB Archon, Chronos u Tat. IIpu 3toMm, ucxoansiii tomeH RNH perpoBupycos
(romostornunbii gRNH Ty3/Gypsy LTR-peTpoTpaHCIIO30HOB) CTajl HAKAIIUBATh 3aMCHBI
U TEpATh CBOIO HMCXOJHYIO Karanmutuueckyro ¢ynkuuio (Malik, 2005). B nacrosimuii
MOMEHT, MPOMEXYyToK Oeka Pol, 3anumaemblii ociaemoBareabHOCTRIO ObIBIIEro JRNH
JIOMEHA PETPOBUPYCOB, 0003HAYAETCS KaK CBSI3YIONIUI TOMEH, KOTOPBIH, KaK CUMTACTCS,
perynupyet akTuBHOCTH mpuodpetenHoro fTMRNH nomena perposupycos (Malik, 2005;

Lapkouski et al., 2013). HecmoTps Ha



Tabnuna 2. UaauBuayansasie aRNH, o0HapykeHHBIE B TeHOMAax CBOOOTHOXKHUBYIIUX Stramenopiles

Iopsinok CemeiicTBO Pon Bun Howmep B 0a3ze aRNH fmRNH  Yucio
MAHHBIX KON
Bacillariales Bacillariaceae Nitzschia N. sp GBCF01048785 + - - (MPHK)
Chaetocerotales  Chaetocerotaceae ~ Chaetoceros C. affinis GBSA01010634 + - - (MPHK)
Ectocarpales Ectocarpaceae Ectocarpus E. siliculosus CBJ48614 + - 1
Eustigmatales Monodopsidaceae  Nannochloropsis N. limnetica AFGL01011091 + - 1
Nannochloropsis N. oceanica AEUMO01004789 + - 1
Hemiaulales Hemiaulaceae Hemiaulus H. sinensis GAUA01015336 + - - (MPHK)
Leptocylindrales  Leptocylindraceae  Leptocylindrus L. danicus GAUB01009310 + - - (MPHK)
Naviculales Phaeodactylaceae ~ Phaeodactylum  P. tricornutum ABQD01000047 + - 1
Pelagomonadales - Aureococcus A. anophagefferens ACJI01001494 + - 1
Thalassiosirales ~ Thalassiosiraceae ~ Thalassiosira T. oceanica AGNL01002144 + - 1
T. pseudonana AAFD02000009 + - 1
Tribonematales Heteropediaceae Heterococcus H. sp AXNI01011604 + - 2
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MPAKTUYECKH TIOJTHOE OTCYTCTBHE CXOJICTBA HAa YypPOBHE TEPBHYHON CTPYKTYPHI,
BTOpUYHAS M TPETHYHAs YKJIAJKa CBA3YIOIIETO JOMEHAa COOTBETCTBYET KIIACCUYECKOM
ykmagke RNH (Lapkouski et al., 2013). Jlnga Toro 4toObl MPOBEPUTH, OKA3aJIO JIH
npuobperenrne gomeHa RNH anamormunoe BnusHME Ha mocienoBaTenbHOcTH GRNH-
nomena LTR-perporpancmiiozonor Tat, Chronos u Archon, 6sut0 poBeeHO IeTambHOE
CpaBHEHHME aMHUHOKHCJIOTHBIX TOCJIeIOBaTelbHOCTE TeHOoB U jaoMeHoB RNH wu3

pa3IMYHbIX HCTOYHUKOB (PucyHok 15).
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Pucynok 15. MHOXeCTBEHHOE BbIpAaBHMBAHHE AMUHOKHUCIIOTHBIX IOCJEI0BATEIbHOCTEN

RNH tuma I. MMmeHa mociieIoBaTeILHOCTEH, OTHOCSIIMXCS K I'€HOMaM OOMMIICTOB M
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pacTeHuil, BBIACIEHBI >KUPHBIM W OKpAIICHbl CHHUM U 3€JEeHBIM, COOTBETCTBEHHO.
KoncepsatusHbie kaTanutudeckue ocHoBanus (D-E-D-R/H-D) o6o3HaueHbl KpacHBIMH
3Be3/]04KaMM HaJ BelpaBHUBaHHMEM. [lonykoHcepBaTuBHOE (R/H)-ocHOBaHME BBIIEIEHO
yBeNMUeHHBIM HpudToM. CHH3Y U K BepXy OT BBIPAaBHUBAHUS MOKa3aHbl BTOPUYHBIC

ctpykTypbl RNH: anbda-cnupanu — BoJiHbI, a 0€Ta-CKJIaAKU — CTPEIIKH.

AHanu3 MHOKECTBEHHOTO BBIPABHUBAHUS AMUHOKHUCJIOTHBIX
nocnenoarenbHocTet  RNH  mo3Bonmmin  BBIIBUTH  HECKOJIBKO  MHTEPECHBIX
3akoHoMepHocTel.  [IpuoOperennsie  nomensl aRNH  uccriemoBaHHBIX — 37€Ch
PETPOTPAHCIIO30HOB  XapaKTEPU3YIOTCA TOJHOIICHHBIM Ha0OpOM KOHCEPBATHUBHBIX
KaranuTuueckux ocHoBanuii: D-E-D-D (Pucynok 15). Takum mnomaeiM Habopom
00J1a/1af0T BCE M3BECTHBIC KaTtajauThuecku akTtuBHbIe nomeHbl RNH tuma | (Cerritelli et
al.,, 2009; Smyshlyaev et al., 2013). Bce momenni aRNH Takxke xapakrepusyroTcs
HaJIMYMEM  TIOJIOXKUTENbHO  3apsyKeHHOM — aMuHOKucioThl  apruimHa (R) B
TIOJTYKOHCEPBATUBHOW TO3WIIMM BbIpaBHUBaHMs. Y mocienoarensbHocTeit TMRNH B
naHHoW mnosunuu Haxonutcss ructuauH  (H). Ucxomgnsie mgomenst RNH LTR-
PETPOTPAHCIIO30HOB HE 00yafatoT HU R, HU H B 1aHHOI MO3ULIUU, YTO MOKET O0BICHUTH
UX CHIKEHHYIO KaTaIUTHYECKYIO0 aKTUBHOCTD 110 CPAaBHEHUIO C PepMEHTaMU U3 KilacTepa
fmRNH u aRNH (Smyshlyaev et al., 2013). Cunraercs, 4TO CHUKCHHAash aKTUBHOCTD
nomeHa RNH nyxna LTR-perporpancno3onam nnsi coxpanenusi PPT-mpaiimepa, c
KoToporo HauumHaetrcs cuHTe3 moc-nienu k/IHK. Onnako nns gomenoB RNH LTR-
PETPOTPAHCIIO30HOB BCE PAaBHO XapakTepHa IMojHas Kataautuyeckas terpaga D-E-D-D
(Pucynok 15). Ha atom ¢one ucxomusie nomensl gRNH LTR-perpoTrpaHcno3oHOB ¢
aRNH mnposBisilOT mMpakTUUECKH MOJHYI0 MOTEPH0 KOHCEPBATUBHBIX KATAIUTHUYECKUX
ocHoBanui (Pucynok 16). OTO COOTBETCTBYET MPEANOJIOXKEHHIO O TOM, UTO
npuobperennbiii jomeHn aRNH Oeper ¢epmenTaTHBHYI0 (YHKIUIO Ha ceOs, KaK 3TO
obuto ¢ KierounbiM TMRNH-10MeHOM, MTPHOOPETEHHBIM PETPOBUPYCAMHU TO3BOHOYHBIX.
Takum oOpazom, ucxoansiii fomeH RNH LTR-perpoTpancno3oHoB, KoTopbie Tpuodpenu
aRNH c o6pazoBanuem ctpyktypsl JRNH-aRNH, mostopsier cynp0y gRNH-nmomena
pPETPOBUPYCOB, TMpeBpamiasch B CBA3YIOWUNA JoMeH. CBs3ylomuil JOMEH Tepser
KaTaJUTHIECKYI0 (QYHKIUIO, HO, TIO-BUUMOMY, BCE €Il YU4aCTBYET B PETYIISIIIHHA paOOThHI

BTOpOTro, O0osee aktuBHOro, Momena RNH (Malik, 2005; Lapkouski et al., 2013).
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LTR RNH Tat, Archon, Chronos
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Pucynox 16. Cxema mnorepu KaTaJuTUYECKUX KOHCEPBAaTUBHBIX AMHUHOKHCIOTHBIX
ocHoBanuit B ucxoanom nomeHe RNH Ty3/Gypsy LTR-perporpancnozona. Bropuunsie
ctpykTypsl RNH u3o0paxkens! Tak: anabga-criupaln — BOJHbI, O€Ta-CKIaJAKH — CTPEJIKH.
D-E-D-D — Terpama KOHCEpBAaTHUBHBIX KaTalUTHYeCKuX ocHoBaHwil. (R/H) -

ITOJIYKOHCCPBATHBHOC OCHOBAHHC.

KonBepreHuusi perpoTrpaHCcIo30HOB PACTEHU U 0OMHLIETOB

B nannoii pabote MbI MOKa3aial, OCHOBBIBAsCh HA PEKOHCTPYKIUH (DUIOTEHUHU 110
RT-momenam, u4ro oOHapykeHHble B reHomax pactenuit Ty3/Gypsy Tat LTR-
perpotpancnozonsl u Tall L1 non-LTR-perporpancno3oHsl Ml  OTAAJIEHHO
ponctBennbl Ty3/Gypsy Archon u Chronos LTR-perporpancnozonam u L1 non-LTR-
perpotpancno3oHaMm ooMuieToB ¢ gomeHoM aRNH. O6 3ToM TroBOpST MX OYEBUIHO
pas3nenbHble Mo3unuu Ha punorenerudeckux aepeBbsix (Pucynku 11 u 13, Tpunoxenus
3 u 4). ManoseposrtHo, yto gjoMeH aRNH Obu1 nproOpeTeH IuiIb OAHAXK bl TPEIKOBBIM
3JIeMEHTOM  dBoNtonMOHHON  ymmHuMU  Ty3/Gypsy LTR-petpoTpancno3oHoB  (wiu
npenkoBbiM L1-amemenTom NON-LTR-peTpoTpaHcno3oHOB), KOTOpBIA Obl 3aTeM MOT
ObITh TOPU3OHTAJIBLHO TEPEHECEH M3 pPAaCTeHUWH B OOMHULETHI MKW HaoOopoT. Muaue
NPUIUIOCH OBl YTBEP)KIaTh, YTO BCE OCTAJIbHBIE M3BECTHBHIE KIACTEPHI PETPOIIEMEHTOB
U3 BBIIICONMCAHHBIX TPYNN JTOJKHBI Oblid motepsaTh AoMeH aRNH B mponecce coeit

sBoonMu. Takum oOpa3zom, Mbl mnpeanosaraem, uro Hamuune aRNH y LTR-
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perpotpancrio3zonoB Tat, Chronos u Archon, a taxke L1 non-LTR-perpoTpancio3oHOB
pacTeHUd ¥  OOMMIIETOB, HaWIy4yIIUM oOpa3oM  OOBSACHSAETCS  HECKOIbKUMHU
HE3aBUCUMBIMU COOBITUAMH TipuoOpereHuss nomeHa aRNH npenkoBbiMu nuHUSAMU
KaX/JI0M M3 3THX TIpYIN, KaK pe3yJbTaT UX KOHBEPreHTHON 3BOJIIOLMU K €AUHOMY

CTPYKTYPHO-(YHKIMOHAIBHOMY «()EHOTHUITY».

Bno6aBok k 3TOMyY, MBI MOKa3alld, YTO UHAMBUAYyalbHbIE reHbl/ToMeHbl aRNH
OPUCYTCTBYIOT KaK B TE€HOMAaX pacTeHUH, Tak U B TEHOMax OOMMIIETOB, SIBIISISICh
IpeaIosiaraéMplMM  MCTOYHMKaMU npuodOperenuss nomeHa aRNH wuccnenoBanHbIX
perporpancriozoHoB (Pucynok 14, Ilpunoxenme 5). B cmywae Tat LTR-
PETPOTPAHCIIO30HOB PACTEHUN MBI MOKEM UYETKO IPOCIEAUTh BO3ZHHUKHOBEHHE JIOMEHA
aRNH nHa ypoBHe MOSBIEHHS 3THUX DJIEMEHTOB y TUIAyHOB, TOT/Ia KaK JNAHHBIM JTOMEH
OTCYTCTBOBAJI y BCEX HCCIIEIOBaHHBIX 3emMeHTOB Tat mxoB (Pucynok 12). Tat LTR-
PETPOTPAHCIIO30HBI TTOKA3BIBAIOT, TOXKATYH, YHHKAIBHBIA TMPUMEP MHOXKECTBEHHBIX
nepTypOanuii B mosioxkeHun gomeHa aRNH, koTopele, mo-BuamMomy, Takke OBLIN
OTIOCPEIOBaHbl HECKOJILKMMHU TIOBTOPHBIMH HE3aBUCUMBIMH TPHOOPETECHUSMHU JTOMEHA
aRNH, uTo BBITEKaeT W3 HaaM4Msg KaK MUHUMYM TpeX SBOJIOLNHUOHHBIX KJIACTEpOB
nomenoB aRNH Tat LTR-petpoTpancno3zonos, BbisiBieHHBIX Ha ApeBe RNH (Pucynku

12 u 14).

[ToBTOpsitominecs mnpuoOpeTeHHss M mocieayromas (UKcaluuss HEKOTOPBIX
(YHKIMOHAJIBHBIX JIOMEHOB 3a BPEMS SBOJIOLUUHU PA3IUYHBIX T'PYHI PETPOITEMEHTOB,
NPOUCXOSAUINX U3 OJHOW I'eHEeTHYECKOW JIMHUU, MOT'YT OTpaXkaTh TO, 4TO MpUOOpeTeHne
ATUX JOMEHOB OKa3bIBAeT MOJOXKHUTENbHBIN 3(PdEeKT Ha OTOOp B YCIOBHSIX, B KOTOPBIX
o0OuTaer 3Ta TeHeTHuYecKas JHHMSA, Oyab TO OTHAEIbHBIC BUABI, IITAMMBI BUPYCOB HIIU
JMHUM PETPOTPAHCIIO30HOB. OCHOBOM 711 TAKOW KOHBEPIEHIIMU Y PETPOTPAHCIIO30HOB
CIY’)KUT WX MOJYJIBHOE CTPOEHHE, KOI/Ia PETPOITEMEHT NPEACTaBIsAeT CcoOon
COBOKYIHBIA aHCcaMOlb (YHKIHMOHAIBbHBIX OEJIKOBBIX JOMEHOB, OIpPEACISIONNX
OpraHHM3alMi0 ero >KU3HEHHOro IMKiIa. Mpl mokasanu, 4yro y Ty3/Gypsy LTR-
PETPOTPAHCIIO30HOB OOMHIIETOB U3 KiactepoB Chronos m Archon, a taxxke Kiactepos
IV-VI Tat LTR-perporpancno3oHoB pactenuii, Bo3HukaeT ctpykrypa gRNH-aRNH,
KOTOpasi BO MHOT'OM IIOBTOpPSIET aHAJIOTHYHYIO CTpyKTypy (HO yke GRNH-fmMRNH)

PETPOBUPYCOB IMO3BOHOYHBIX JXHMBOTHBIX, KOTOPBIC KOTAA-TO TaKXC IIPOU3ONILIN OT
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npenkoBor ymHUU TY3/Gypsy LTR-perporpancnoszonoB (Malik et al., 2001). Kpome
HaJU9Ms CXOOHOM CTpYKTypbl nBoiHOM RNH, mMbl mokaszamm, uto ¢ ucxomabiMm gRNH-
nomeHoMm 3ementoB Archon, Chronos u Tat IV-VI npoucxonst aHaJIOTHYHbBIE TPOIIECCHI
MOTEPU  KATAIUTUYECKOM AaKTUBHOCTH 3a CU€T <«JIerpajaluu» KOHCEPBATHUBHBIX
KaTaJUTUYCCKH aKTHBHBIX OCHOBAHWH, KOTOpbIe mpoucxomuian ¢ ucxogasiM gRNH-
JIOMEHOM PETPOBHUPYCOB HA MYTU MPEBPAILICHHS €ro B CBs3ytomuid 1oMeH (Pucynku 15 u
16). Takum 0Opa3om, MbI HaOIIOJaeM KaK MUHHUMYM JIBYKpPAaTHOE MTOBTOPEHHUE OJTHOTO U3
pPaHHUX STANOB MYTH 3BOJIONUN PETPOBHUPYCOB MMO3BOHOYHBIX B TC€HOMAax PAacTCHUU U

oomurtieToB (Pucynok 17).

[eHOM NO3BOHO4YHOIO FeHoMm pacTeHusi/oomuueTa
PeTpoBupyc LTR-peTpoTrpaHcno3oHsl Tat, Archon u Chronos
, =5 ) T s A Y
_—— wr R GG W )
s N - - ’
[erpagauus katanuTM4ecKMX OCHOBaHWUM | @ 6 [erpagauus KaTanuMTM4eckux OCHOBaHWN
( cmeHa dyHKumM ucxogHon gRNH ) . A ( cmeHa chyHkummn ncxoaHom gRNH 2?7 )
LTR-3neMeHT pep p Q800 Qfep LTR-3neMeHT pep p
RT gRNH INT gRNH gRNH RT gRNH INT

NpeaKoBbIit 3NEeMEHT DED D DEDRD
INT RT gRNH INT

MPEAOK PeTpoBMPYCa DED D~ DEDHD

RT gRNH ~ RNH

DEDRD

DEDHD

U3 reHoMa Xo3siuHa

e
U3 reHoMa Xo3siMHa?

O6wwun npepok Bcex Ty3/Gypsy LTR-peTpoTpaHcno3oHoB
pED D
RT gRNH INT

Pucynox 17. [Ilpeanosaraemas cxema  KOHBEpreHTHoul  sBomwonuu  LTR-
PETPOTPAHCIIO30HOB PACTEHUH M OOMHIICTOB C PETPOBUPYCAMH MO3BOHOYHBIX. OBajlaMu
0003HaueHbI (PyHKIIMOHAIBHBIC TOMeHbI Ocnka Pol, Haunnas ¢ RT. Ceepxy Ham RNH-

JIOMEHAaMHU 0003HA4YEHbI KOHCEPBATUBHBIC KaTaauTuieckue ocHoBauus (D-E-D-(R/H)-D).

B ueM ke MOXkKeT COCTOSTh IBOJIIOLIMOHHO MOJIOKUTENbHAS POJIb OT TPUOOPETEHUS
katanutuueckun Oosiee aktuBHoro jgomeHa RNH (aRNH wmm fmRNH), a Ttaxke
npeBpamieHuss ucxogHoro jgomeHa RNH B casyrommit  momen? CTpyKTypHBIC
uccnenoBanuss RNH  perpoBupyca BWY-1 mnokasanm, 4YTo CBA3yIOUMI JOMEH

obecrnieunBaeT KOH(POpPMAIMOHHBIE HW3MEHEHHUS, HEOOXOAWMBIEC ISl TPABUIBHOU U
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apdextuBHor opueHtanmmu PHK-tenm (u3 rubpumma PHK/JIHK) mns e€ rupponumsa
depmentom RNH (Lapkouski et al., 2013). DTo TOBOPUT O TOM, YTO CBSA3YIOLIHHA JOMEH
perynupyetr aktuBHOCTh RNH, mpuBons k Ooiiee crnenuaM3upoBaHHOMY M YaCTOMY
runponuzy nenu PHK Bo Bpems obpatHoit Tpanckpuniuu LTR-perporpancno3ona. B
ciydae ¢ Ty3 LTR-peTpoTpaHCio30HOM ApOXKeH OBLIO TOKa3aHO, YTO HEOOXOIUMBI
cymiectBeHHble u3MeHeHus B koHpopmarmu PHK//IHK-rubpuna, mis Toro uro0sr Ty3
gRNH wmorma npoussectu s3¢pdextunbiii ruaponns PHK (Nowak et al., 2014). Takum
obpazom, ruaponu3 PHK numb ¢ ygactuem gRNH sBisietcs He ctonb 3 ¢deKTUBHBIM,
Kak B ciaydae Hamumums jBoiHoro RNH-momena. T'mppomu3 PHK-matpumer ¢
cuntesupymomeica nenu JIHK kak LTR-perporpanHcno3oHa, Tak U peTpoBUpYca,
HeoOxoauM s nepedpoca nernu JIHK (Pucynok 3) (Basu et al., 2008). Hakormienue
HIMPOKOTO F€HETHYECKOr0 pa3Ho00pasust — sipkasi ocoOeHHOCTh UH(p ek Bupyca BY-
I. BHY-1 B 3HAUWTENBHOW CTENEHM ONHUPACTCd HAa MEXaHU3M CIIOHTAaHHOU
peKOMOMHAIIMM, 3aBUCSAIICH OT mepebpoca menu BO BpeMs OOpaTHOM TPaHCKPUIIIUU
(Smyth et al., 2012). BepostHo, urto ctpykrypa gRNH-(a/fm)RNH mno3sonser
PETPOBUPYCY PEKOMOMHHPOBATH ropasno 4amie, yeM LTR-peTpoTpancnoszony b ¢
oxnoit gRNH.

[TorennmaneHyto  Beiromy OT mpuoOperenuss jgomena RNH  non-LTR-
PETPOTPAHCIIO30HAMHU TPEACTABUTH CIIOXKHEE, TaK KAaK 3TH AJIEMEHTHI BIIOJIHE MOTYT
ONMMpaThCs HAa AaKTUBHOCTH KieroyHoro ¢epmenta RNH xo3smHa, m ux oOpaTHas
TPAHCKPHUIIMS MPOUCXOAUT HampsiMys B siape. bojee Toro, mokasaHo, YTO OTIENbHBIC
npexacrasurenan rpymmel | non-LTR-perporpancnozonoB tepsitor ero (Malik et al.,
1999a). OnHako B TakoM cilydae TPYAHO OOBSCHHTH, B YeM NPUYMHA TOTO, YTO, KaK
MUHUMYM, B TpeX (UIOreHEeTHUECKH Aallekux rpymnmnax non-LTR-perporpancno3onos: I,
R2 (Utopia u Dualen) u L1 (Tall snemeHTHI pacTeHmii, a Takke aieMeHThl ¢ aRNH
OOMHIIETOB) — PETPOAJIEMEHTHl HE3aBUCUMO MPUOOPETAOT NaHHBIN (DYHKIIMOHATBHBIN
ToMeH. MOXHO TPEANnojoXHUTh, YTO Haluuue coOcTtBeHHoro aomeHa RNH wmoxker
no3BoyIUTh  NON-LTR-perpoTpancnio3oHy, mnonaBumieMy BHYTPh YIaKOBBIBarOLIEHCS
YacTULIBI BUpPYCa, BCTPOUTHCS BHYTPb €ro reHoma, obecrneyuB cebe, TaKuM 00pa3om,
NOTEHIIMAJIBHYI0 BO3MOYKHOCTh T'OPHU30HTAJIBHOIO IEpEeHOca 3a CYET 3TOro BHUpYca.

JleicTBUTENIbHO, TaKasi CUTyalldsl BIOJIHE XapaKTepHa, HAIpUMep, JJIsl MPEICTaBUTENICH
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kiacca JIHK-TpaHCIIO30HOB, KOTOpBIE MHOTA BCTPAauBaIOTCA BHYTPb KpynHbIx JIHK-
BHUPYCOB HaceKOMbIX — OakynoBupycos (Gilbert et al., 2014).

CrpykrypHsiii aHanmu3 LTR-peTpoTpaHcio30HOB 0ooMuUIIeTOB U3 Kitactepa Chronos
nmokasain, 4yro, nomumo gomeHa aRNH, atu anementsr npuodpenun CHD na C-xonme OPC
2, cpazy 3a nomeHoM INT (INT-CHD) (Pucynoxk 11). C-xonneBoii INT-CHD mosTopsiet
AHATOTHYHYIO CTPYKTYPY, KOTOpas 0 3TOro Obliia 0OHapyKeHa JIUIIb Y OJHOTO KiIacTepa
rpymmnel - Ty3/Gypsy —  xpomoBupycoB. K  xpomoBupycam otHocstcs LTR-
pPETPOTPAHCIIO30HBI M3 TEHOMOB pacTeHHil, rpuOoB u mo3BoHOUHBIX (Gorinsek et al.,
2004; Novikova, 2009; Novikov et al., 2012). OcuoBbiBasice Ha RT-duaorennu
(Pucynok 11), mbl mokazanu, 49to Chronos-aieMeHTHl 3HAYUTEIBHO YyOAJEHBI OT
XPOMOBUPYCOB, T. €. HC MMCIOT C HMMHU OJHM3KOro oOImiero mpeaka. Takum oOpazom,
MOYHO 3aKJIFOUUTh, YTO Hanbosee BeposiTHBIM 00bsicHeHreM Hamuuss CHD y Chronos u
XPOMOBHPYCOB MOXKET SBISATBCS €ro HE3aBUCMMOE TpuoOpeTeHrne B 000X
ABOJTIOIIMOHHBIX KiacTepax. Takke CTOMT OoTMeTUThb, 4To cTpykTypa INT-CHD O6bura
obnapyxxena y CoDi-l LTR-smementoB u3 rpymmel  Tyl/Copia, HaiiieHHBIX Y
CBOOOJTHOKUBYIIICH  nuaTomMoBOM  Bogopocau —  Phaeodactylum  tricornutum
(Stramenopiles) (Llorens et al., 2009). XpoMomOMEHBI — HIUPOKOPACIPOCTPAHCHHBIC
OENKOBBIE JOMEHBI, BCTpeUaroluecss B OelKax peMOACIUIMHTa XpOMaTHHA Y 3YKapUuOT
(Platero et al., 1995; Eissenberg, 2012). Cnusitarie CHD ¢ INT ¢ Gosbliieii BepOSITHOCTBIO
HANpaBJIICT BCTPaMBaHUE PETPOTPAHCIIO30HA B TETEPOXPOMATHH, IMOAAIBIIE OT
HaCBHINICHHBIX TeHamu paiioHoB (Gao et al., 2008). Takum 00pa3oM, MHOKECTBEHHBIC
He3aBucumMble nipuodOpereHns CHD M0XHO OOBSICHUTH HaMM4MEeM OOIIeH TEHACHIIMHU K
MUHUMU3AINKA yIIep0a TE€HOMY-XO35SMHY OT IEpPEeMEIICHUs PETPOITIEMEHTa, IMO3BOJISISA

PETPOTPAHCIIO30HY «CIIOKOMHO» pa3MHOXKAaThCS BHYTPH TE€HOMa, HE Hapymas ero

CTPYKTYDY.
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3AKJIIOYEHUE

PetpoTpaHCcnio30HbI COCTABISIIOT MHOTOUHCIICHHBIA U IIUPOKO PACIPOCTPAHEHHBIN
kiacc MD. Bce peTpoTpaHCO30HBI ONMHUPAIOTCS HAa aKTUBHOCTH RT s mpou3BOACTBa
ceoeri JIHK-xomum Ha ocHoBe ucxomnoii PHK-matpumpel snementa. HaGop npyrux
(GYHKIMOHANIBHBIX aKTUBHOCTEH, 3aKOJIMPOBAHHBIX B MOJUIPOTEUHE PETPOTPAHCIIO30HA,
3HAUUTENIBHO pa3/IMuyaeTcss MEXIy pPa3HOOOpa3sHbIMHU TPYIIAMH PETPOTPAHCIIO30HOB.
benkoBele ~ JOMEHBI  TMOJUIPOTEMHA,  COOTBETCTBYIOIIME  KaXJAOW U3 ATUX
JIOTIOJTHUTENBHBIX () YHKIIMOHAJIBHBIX aKTUBHOCTEHN, MOTYT 00J1aJlaTh CBOEH COOCTBEHHOM,
He3aBUCcUMOW OT JgoMeHa RT, sBomronmonHo# mcTopuei. [laHHBIN (DAaKT Jier B OCHOBY
MpeACTaBiICHUsT 00 SBOJIOIHUHU PETPOTPAHCIO30HOB Kak MOJynbHOW. bomee Toro,
HAKOIUICHHBIE JIaHHBIE O pPa3HOOOpa3WM W PACIPOCTPAHEHUH PETPOTPAHCIIO30HOB,
CBUAETEIBCTBYIOT B IOJb3y TOrO, YTO SBOJIOUAOHHO YAAJICHHBIC TPYIIbI
PETPOIEMEHTOB HE3aBUCUMO Pa3BUJIM CXOJAHOE CTPYKTYPHOE YCTPOMCTBO 4Yepes
npuobpereHne (QYHKIUOHAIBHO HWJIECHTUYHBIX W HE MOHO(DHUICTUYHBIX OEIKOBBIX
JIOMEHOB — (PYHKIIMOHAJIBHBIX MOAYJeH. DTH JaHHBbIC YKa3bIBaIOT Ha KOHBEPTEHTHBIN
XapaKTep SBOJIOLHMHM OTAENbHBIX TPYMHI PETPOTPAHCIIO30HOB, BO3HHUKAIOIIEH 3a CyeT
MOAYJABHOCTH HX CTPOCHUS U TOJ JEWCTBHEM CXOJHBIX MEXaHHU3MOB OTOOpa,
PEryIIMPYIOIIMX JKU3HEHHBIM LUK COOTBETCTBYIOUIMX 3JIEMEHTOB B Pa3JIMYHBIX

TaKCOHax.

B nacTosel pabote npeacTaBieHbl HOBbIE IPUMEPHI KOHBEPTEHTHOM 3BOIOIUU
PETPOTPAHCIIO30HOB M3 T€HOMOB 3ejieHbIX pacteHuid (Viridiplantae) u mapasurnueckux
npocreitmux — oomuieros (Stramenopiles). MccnenoBanue JOMEHHOM CTPYKTYPhI TCHOB
pol u ¢punorenernveckuit ananus 1oMeHOB RT peTpoTpaHCIIO30HOB, CONEPKAIIIX JOMEH
U3 «apXxeWHon» rpynnsl pubonykieas H tuma |, mokasanu, 4To B reHOMax OOMHUIIETOB U
3€NIEHBIX PACTEHUN PETPOTPAHCIIO30HBI W3 TMATH (DUIOTEHETHYECKH  yIAIEHHBIX
KJIacTepoB He3aBHcUMO Tpuodpenu nomeH aRNH B cxoqHOM monokeHWU BHYTPHU TeHa
pol. Oka3asnock, 4To Mocie0BaTeIbHOCTH HHANBHYaTbHBIX aRNH, KoTOpBIe MOTIIH OBI
CIYXXKUTb HMCTOYHHUKOM mpoucxoxiaeHuss jgomeHoB aRNH y wucciaegoBaHHBIX
PETPOTPAHCIIO30HOB, UMEIOTCS KaK B T'€HOMAaX PacTeHUM, TaK U y MOCIEAHEro 00Iero
npeKa CBOOOAHOKHUBYIIMX Stramenopiles u mapasuTHUECKUX OOMUIICTOB. DTO SBISICTCS

MOATBCPIKACHUEM THITOTE3BI O KOHBCpFGHTHOfI SBOJJIIOIUHU PETPOTPAHCIIO30HOB paCTCHI/If/'I



77

U OOMHILIETOB U MHOXECTBEHHOIO He3aBHCHUMOro mnpuooOpereHuss nomeHoB aRNH.
CoOOTBETCTBEHHO, albT€PHATHBHAS TUIIOTE3a O FOPU3OHTAIBHOM IEPEHOCE IMPEIKOBOrO
PETPOTPAHCIIO30HA, KOTOPBIN 0AHaK bl MpuooOpen aRNH, mexny TakcoHaMu pacTeHuil u

OOMHUIICTOB HC HAXOJUT IMOATBCPIKIACHUA.

Ty3/Gypsy LTR-peTpoTpancno3onsl ooMuiieToB kiactepa Chronos ¢ aRNH necyt
nomen CHD na 3’ koHme rena pol, cpasy mocie qomena INT, oBTOpsist CTpYKTypy paHee
u3BeCcTHyI0 Juinb mus kiaacrepa Ty3/Gypsy LTR-perpoTpaHCIIO30HOB M3 T'€HOMOB
MIO3BOHOYHBIX, TPHOOB U 3€TEHBIX PACTCHHH — XPOMOBHPYCOB. A OYEBHIHO yIaJIEHHOE
¢wroreHeTrueckoe TmojokeHUe Kiactepa Chronos ot kimactepa XpOMOBHPYCOB
CBUJICTEIBCTBYET B MONB3Yy HezaBucuMmoro npuodperenuss CHD perposmemenTamu 3Tux

KJIIaACTCPOB, IIPCAIIojarasa uX KOHBCPIreHTHYIO 3BOJIIOLUIO.

CpaBHUTENbHBIA U CTPYKTYpPHBIM aHamu3bl Nokazanu, 4uro aoMeH aRNH B
anemenTax Tat IV-VI pacrenuit m Chronos u Archon oomwurieToB, a Takke HCXOJIHBIH
Ty3/Gypsy nomen RNH, o06pa3yroT CTpyKTypy CXOIHYIO C JIOMEHOM «aBoiHOI» RNH
PETPOBUPYCOB MO3BOHOYHBIX. IIpu Takol CTPyKType MCXOIHBIA PETPOTPAHCIIO30HHBIN
JIOMEH JeTpaupyeT 3a CYET HAKOIUICHHS] HECMBICIOBBIX MYTAllMi B aKTUBHOM IICHTpE
dbepMeHTa, a TPUOOPETCHHBIA [OMEH, HA0OOpOT, HECET Oonee TMONHBIM HAOOP
KaTAINTUYECKH AaKTHBHBIX KOHCEPBAaTHUBHBIX aMHHOKUCIOT. Takoe CXOACTBO U
OYCBH/IHAS SBOJIONMOHHAS aucTaHnus Mmexnay 1y3/Gypsy LTR-perporpaHcrmo3zoHamu
pacTeHUil ¥ OOMMIIETOB OT PETPOBUPYCOB MO3BOHOYHBIX TOBOPUT O MX KOHBEPIE€HTHOM
ABOJIIOLIMH.

[ToBTOpsitOIIEECS BOSHUKHOBEHHE CXOAHBIX CTPYKTYpP Y PETPOTPAHCIIO30HOB M3
HBOJIIOIMOHHO JAJIEKUX TAaKCOHOB CBHUJAETEIBCTBYET O HAIMYUM (PyHAaMEHTAIbHBIX
KJIETOYHBIX MEXAaHHU3MOB PEryJSIUU HUX >KU3HEHHOTO ILHUKJA, KOTOPbIE JEWCTBYIOT BO
BCEX TAaKCOHAX OJYKapHOT, MpeAroJyiaras TIOJO0XKHUTEIbHOE BIHMAHUE NPUOOpPETaeMbIX

(GyHKIIMOHANBHBIX JOMEHOB Ha MPUCIOCOOIEHHOCTh PETPOTPAHCIIO30HA.
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BBIBO/IbI

1. buonHpopManMOHHBI  aHanNM3  MOCIEAOBaTeIbHOCTEW 65 TeHOMOB
pacTeHUdl U 25 TEHOMOB OOMHUIIETOB BBIBUI IISATh SBOJIIOLMOHHBIX KJIACTEPOB
PETPOTPAHCIIO30HOB, COAEPKAIIUX TOMEH «apxehHoi» pubonykieassl H. Tpu u3 Hux,
Archon u Chronos u3 reHoMOB OOMHUIIETOB U Tat U3 FTeHOMOB pacTeHHH, IPHUHAJICKAT K
LTR-perporpancno3onam rpymmsl Ty3/Gypsy. JIBa apyrux kiacrepa, L1 u Utopia,
otHOCcsTCA K NON-LTR-perporpancno3zonam u3 rpymnm L1 u R2. Dnements! knactepa L1
ObUIM HallIEHbl KaK y pacCTeHUH, TaK U Y OOMHIIETOB, B TO BPEMsI KaK 3JIEMEHTHI KjlacTepa
Utopia Obutn 00HAapyKEHbI TOJBKO Y OOMHIICTOB.

2. BriepBble ObUTI0 MOKa3aHO HAJIWYKME JIOMEHA «apxeiHoil» pubonykieaszsl H
y Tat LTR-perporpancno3onoB pactenuid u L1 non-LTR-perporpancno3oHoB
OOMHIIETOB, a 3ieMeHTHl kiactepoB Chronos u Archon u3 reHOMOB OOMHIIETOB
oOHapy>XeHbl U OXapaKTepU30BaHbl B JaHHOW pabore. [lng snemeHToB Kiactepa Tat
BIIEPBbIE ONTUCAHO pa3HOO0Opa3re MOJI0KEHUSI IaHHOTO IOMEHA B F'eHE MOJIUIPOTEHHA.

3. Bricokuii ypoBeHb CXOJICTBA CTPYKTYPHOM OpPraHM3alMU HCCIIEOBAHHBIX
PETPORJIEMEHTOB PACTEHUM M OOMHIIETOB C OJHOW CTOPOHBI, U MX (puioreHeTnyeckas
yIAJIeHHOCTb, C JPYrod CTOPOHBI, MO3BOJIWIM MPEANOJIOKUTh KOHBEPIeHTHYIO
ABOJIIOLIMIO UccienoBaHHbIX rpynn LTR- u non-LTR-peTpoTpaHcio30HOB M3 FeHOMOB
pacTEeHU 1 OOMHUIIETOB.

4. CpaBHUTENBHBIH W CTPYKTYPHBIM aHaAJIW3bl MOKa3aJlid, 4YTO JOMEH
«apxeiHoi» puboHykieazbl H u ucxoaHslii nomeH puboHykiea3sl H B ajemeHTax
kinactepoB Tat IV-VI pacrennii u Chronos m Archon ooMuiieToB 00pa3yrT CTPYKTYpY
CXOJHYIO C JIOMEHOM <«JIBOMHOI» puOOHyKiea3bl H peTpoBUPYCOB MMO3BOHOYHBIX.
JlaHHOE CXOJCTBO W OuYeBHUAHAs (QuioreHeTHuyeckas ynaieHHoctb 1y3/Gypsy LTR-
PETPOTPAHCIIO30HOB OT PETPOBUPYCOB MO3BOHOYHBIX TAKXKE MO3BOJSET MPEANOIOXKUTH
UX KOHBEPIE€HTHYIO SBOJIIOLUIO.

S. Ycranoeneno, 4ro LTR-perporpancmosonsr rpymmer  Ty3/Gypsy wu3
wiactepa Chronos oomwuileToB, MOMHMO JOMEHa «apxeWHoi» puOoHyKieassl H,
NpuoOpeH XPOMOJOMEH, AHAJIOTUYHO APYroMy IIUpOKoMy kiactepy Ty3/Gypsy wus3
T€HOMOB I'pHOOB, MO3BOHOYHBIX U PACTEHUM — XPOMOBHPYCOB.

6. [TomyyeHHble pe3yabTaThl MO CTPYKTYPHO-(PUIOTEHETUYECKOMY aHAIHU3Y

pETPOTPAHCIIO30HOB ~ PAacTEHUM U OOMHUILETOB  SIBIIAIOTCS  JTONMOJHUTEIbHBIM
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CBUJETEIILCTBOM  MOJYJBHOM  3BOJIIOLIMM  PETPOTPAHCIO30HOB M €€ poiu B
BO3HUKHOBEHHH CTPYKTYPHOU M ()YHKIHMOHAIBHONW KOHBEPTEHIIUU MEXIY SBOIIOIMOHHO

YAAJICHHBIMH I'pylIIaMu pa3JIMIHbIX PCTPOIJICMCHTOB.
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I[MTPUJIOXEHUE

[Tpunoxenue 1. PazHooOpa3ue U HCTOYHUKH HCCIIEIOBAHHBIX TEHOMHBIX TIOCIIEI0BATEIbHOCTEN
pacTeHu U OOMUILIETOB

Hcroun | Bepcus Perporpancnos
Kuace IMopsinok CeMeiicTBO Bun HK reHoma onbl ¢ aRNH
Viridiplantae (3esiennie pacrenus)
Ricinus
Magnoliopsida | Malpighiales Acalyphoideae communis #1 V.0.1 -
Manihot
Euphorbiaceae esculenta #1 V.4.1 +
Linum
Linaceae usitatissimum #1 V.1.0 -
Populus
Salicaceae trichocarpa #1 V.3.0 +
Caryophyllales Amaranthaceae Beta vulgaris #2 V.1.2 +
Spinacia
oleracea #2 V.1.0 +
Fabales Fabaceae Cicer arietnum | #3 16.01.2013 +
Glycine max #1 V.2.0 +
Medicago
truncatula #1 Mt4.0.v1 +
Phaseolus
vulgaris #1 V.1.0 +
Fagales Betulaceae Betula nana #4 V.1.0 +
Cucurbitales Cucurbitaceae Cucumis sativus | #1 V.1 -
Rosales Rosaceae Fragaria vesca | #1 V1.1 +
Malus
domestica #1 V.1.0 +
Prunus persica | #1 V.1.0 +
Arabidopsis
Brassicales Brassicacee lyrata #1 V.1.0 +
Arabidopsis
thaliana #1 TAIR10 +
Brassica rapa #1 V.1.1 +
Capsella rubella | #1 V.1 +
Thellungiella
halophila #1 V.1 +
Caricaceae Carica papaya | #1 ASGPBV0.4 -
Gossypium
Malvales Malvaceae raimondii #1 V.2.0 +
Theobroma
cacao #1 V.1.0 +
Citrus
Sapindales Rutaceae clementina #1 V.1.0 +
Citrus sinensis | #1 V.1.0 +
Eucalyptus
Myrtales Myrtaceae grandis #1 V.1.0 +
Vitales Vitaceae Vitis vinifera #1 Genoscope.1 +
Capsicum
Solanales Solanaceae annuum #5 V.2.0 +
Nicotiana Primary,
sylvestris #3 2013-05-16 +
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Solanum
lycopersicum #1 ITAGV2.3
Solanum
tuberosum #1 V.3.4
Mimulus
Lamiales Phrymaceae guttatus #1 V.1.0
Fraxinus
Oleaceae excelsior #4 V.0.1
Aquilegia
Ranunculales Ranunculaceae coerulea #1 V.1.0
Nelumbo
Proteales Nelumbonaceae nucifera #3 V.1.1
Brachypodium
Liliopsida Poales Poaceae distachyon #1 V.1.0
Hordeum
vulgare #6 V.1.0
Oryza sativa #1 V.7.0
Panicum
virgatum #1 V.1.0
Setaria italica #1 V.2.0
Sorghum
bicolor #1 V.1.0
Zea mays #1 V.2
Elaeis
Arecales Arecaceae guineensis #3 2013-08-13
Phoenix
dactylifera #3 2013-06-24
Zingiberales Musaceae Musa acuminata | #6 V.1
Spirodela
Alismatales Araceae polyrhiza #3 2013-12-06
Basal
Magnolyophyt Amborella
a Amborellales Amborellaceae trichopoda #6 V.1.0
Pinopsida Pinales Pinaceae Picea abies #4 V.1.0
Picea glauca #4 V.1.0
Pinus taeda #4 V.1.01
Lycopodiopsid Selaginella
a Selaginellales Selaginellaceae moellendorfii #1 V.1.0
YyepHoBas
Bryopsida Andreaeales Andreaeaceae Andreaea rothii | #7 cbopka
Bryum YyepHoBad
Bryales Bryacea argenteum #7 cbopka
Buxbaumia YyepHoBas
Buxbaumiales Buxbaumiaceae aphylla #7 cbopka
Dicranum YepHoBas
Dicranales Dicranaceae scoparium #7 cbopka
Physcomitrella
Funariales Funariaceae patens #1 V.3.0
Entosthodon YyepHoBas
longicollis #7 cbopka
Climacium YyepHoBas
Hypnales Climaciaceae dendroides #7 cbopka
Ptychomnion YyepHoOBas
Ptychomniales Ptychomniaceae cygnisetum #7 cbopka
Chlamydomonad | Chlamydomonada | Chlamydomona
Chlorophyceae | ales ceae s reinhardtii #1 V.5.0
Volvocaceae Volvox carteri #1 V.2
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Mamiellophyc Micromonas
eae Mamiellales Mamiellaceae pusilla #1 V.3.0
Ostreococcus
lucimarinus #1 V.2.0
Trebouxiophyc Coccomyxa
eae Coccomyxaceae subellipsoidea #1 V.2.0
Stramenopiles/Oomycetes (Oomuierb)
GCA 0010785
Oomycetes Albuginales Albuginaceae Albugo candida | #11 35.1
Albugo laibachii | #11 ENA1
Hyaloperonospo GCA 0001732
Peronosporales Peronosporaceae ra arabidopsidi | #3 35.2
Phytophthora GCA_0004393
alni #3 35
Phytophthora
capsici #9 v11.0
Phytophthora
cinnamomi #9 v1.0
Phytophthora
infestans #3 vl
Phytophthora GCA 0003330
kernoviae #11 75
Phytophthora GCA 0003184
lateralis #11 65
Phytophthora
parasitica #10 vl
Phytophthora GCA_0005002
pinifolia #9 25.1
Phytophthora
ramorum #9 v1.0
Phytophthora
sojae #9 v3.0
Phytopythium
vexans #8 DAOM BR484
Pseudoperonosp GCA 0002526
ora cubensis #3 05.1
Pythium
aphanidermatu
Pythiales Pythiaceae m #8 DAOM BR444
Pythium
arrhenomanes #8 ATCC 12531
Pythium
insidiosum #8 JRHRO1
Pythium
irregulare #8 DAOM BR486
Pythium DAOM
iwayamai #8 BR242034
Pythium
ultimum #8 DAOM BR144
Aphanomyces
Saprolegniales Saprolegniaceae astaci #10 vl
Aphanomyces
invadans #10 vl
Saprolegnia GCF_00028104
diclina #3 5.1
Saprolegnia GCA 0001515
parasitica #3 45.1

#1. Phytozome (http://www.phytozome.net/)
#2. Beta vulgaris resource (http://www.bvseq.molgen.mpg.de/)
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#3. NCBI Genome DB (https://www.ncbi.nlm.nih.gov/genome/)

#4. Pinus Genome Database (http://www.pinegenome.org/pinerefseq/)

#5. Pepper Genome Database (http://www.peppersequence.genomics.cn)
#6. Ensembl Plants (http://www.plants.ensembl.org).

#7. YactHas 6asa maHHBIX, naHHbIe oT HoBukoBo# O. C. (TUIHBINH KOHTAKT)
#8. Pythium Genome Database (http://pythium.plantbiology.msu.edu)

#9. Joint Genome Institute (http://genome.jgi.doe.gov/)

#10. Broad Institute (http://www.broadinstitute.org)

#11. Ensembl Protist (http://protists.ensembl.org)



http://www.broadinstitute.org/
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[Tpunoxenue 2. PazHooOpasue U pacrnpocTpaHeHHE MOOMIIBHBIX 37eMeHTOB ¢ aRNH,

npeaCTaBlICHHBIX B Oa3e manubix Repbase Update.

Buj ‘ Tun nmoBTopa ‘ Yucs10 pa3jinyHbIX 3J1EMEHTOB
Stramenopiles/Oomycetes/Peronosporales
Phytophthora infestans T30-4 LTR/Gypsy 3
Phytophthora parasitica INRA-310 | LTR/Gypsy 1
Phytophthora ramorum LTR/Gypsy 3
Phytophthora sojae LTR/Gypsy 8
Phytophthora infestans Non-LTR/NeSL 4
Phytophthora infestans Non-LTR/L1 3
Viridiplantae/Embryophyta
Amborella trichopoda LTR/Gypsy 10
Arabidopsis lyrata subsp. lyrata LTR/Gypsy 8
Arabidopsis thaliana LTR/Gypsy 3
Brachypodium distachyon LTR/Gypsy 19
Brassica rapa LTR/Gypsy 1
Fragaria vesca LTR/Gypsy 3
Glycine max LTR/Gypsy 5
Gossypium raimondii LTR/Gypsy 4
Hordeum vulgare LTR/Gypsy 1
Hordeum vulgare subsp. vulgare LTR/Gypsy 1
Jatropha curcas LTR/Gypsy 2
Lotus corniculatus LTR/Gypsy 1
Malus domestica LTR/Gypsy 11
Medicago truncatula LTR/Gypsy 7
Nelumbo nucifera LTR/Gypsy 6
Oryza sativa LTR/Gypsy 8
Oryza sativa Japonica Group LTR/Gypsy 2
Picea abies LTR/Gypsy 42
Pinus taeda LTR/Gypsy 6
Pisum sativum LTR/Gypsy 1
Populus trichocarpa LTR/Gypsy 4
Prunus persica LTR/Gypsy 4
Pyrus x bretschneideri LTR/Gypsy 1
Saccharum hybrid cultivar R570 LTR/Gypsy 12
Selaginella moellendorffii LTR/Gypsy 1
Solanum demissum LTR/Gypsy 1
Solanum lycopersicum LTR/Gypsy 1
Solanum tuberosum LTR/Gypsy 1
Sorghum bicolor LTR/Gypsy 15
Theobroma cacao LTR/Gypsy 2
Triticum aestivum LTR/Gypsy 7
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Triticum monococcum LTR/Gypsy 1
Vicia pannonica LTR/Gypsy 1
Vitis vinifera LTR/Gypsy 7
Zea diploperennis LTR/Gypsy 1
Zea mays LTR/Gypsy 21
Amborella trichopoda Non-LTR/L1 22
Arabidopsis lyrata Non-LTR/L1 3
Arabidopsis thaliana Non-LTR/L1 8
Beta vulgaris Non-LTR/L1 2
Carica papaya Non-LTR/L1 1
Eucalyptus camaldulensis Non-LTR/L1 1
Eutrema parvulum Non-LTR/L1 1
Fragaria vesca Non-LTR/L1 20
Gossypium raimondii Non-LTR/L1 1
Jatropha curcas Non-LTR/L1 3
Malus domestica Non-LTR/L1 12
Medicago truncatula Non-LTR/L1 7
Nelumbo nucifera Non-LTR/L1 28
Nelumbo nucifera subsp. nucifera | Non-LTR/L1 19
Oryza sativa Non-LTR/L1 2
Oryza sativa Japonica Group Non-LTR/L1 1
Picea abies Non-LTR/L1 3
Populus trichocarpa Non-LTR/L1 1
Solanum tuberosum Non-LTR/L1 2
Sorghum bicolor Non-LTR/L1 3
Theobroma cacao Non-LTR/L1 3
Zea mays Non-LTR/L1 1

[Mpunoxenne 3. TlomHoe ¢umorenernyeckoe

LTR-peTpoTpaHCcioO30HOB,

PEKOHCTPYHMPOBAHHOE METOJAOM MAaKCHUMaJbHOTO MpaBaonofoOuss W 0alieCOBCKUM
METOJIOM Ha OCHOBE aMHMHOKHCIIOTHBIX ITOCJICJOBaTEIbHOCTEH JoMeHOB RT. 3naueHus
CTaTUCTUUYECKOU MOJIEPKKHU, YKa3aHHBIE B y371aX BETBEH, Oblia ompeiesieHa ¢ TTIOMOIIBIO
aLRT (momm enunwmibl) U He3aBucUMBIX 3armyckoB MCMC-tieneit (%) B peKOHCTPYKIIHSIX
METOJaMU MaKCUMAaJIbHOTO TpaBaomnonoouss u baiiecca, coorBeTcTBeHHO. HazpaHus
KJIACTEPHI, AIEeMEHThl KOTOphIx cozepxkat CHD, moguepkuyThl. HazBanus kiiacTepoB C
aRNH-conepxanmmumMu 37eMEHTaMH  BBIJICJICHBI CHHUM U 3€JCHBIM JUISI DJIEMEHTOB
OOMMIIETOB M pACTEHMM, COOTBETCTBEHHO. Eciam He yka3zaHO WHaye, MMEHa B3SITHIX
nocaenoBarenbHocTell  LTR-peTpoTpaHCO30HOB COOTBETCTBYIOT TaKOBBIM B 0aze

nanHeix GyDB.
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[Ipunoxenue 4. IlonHoe dQuioreneTnyeckoe apeBo NON-LTR-peTpoTpaHCcio3oHOB,
PEKOHCTPYHUPOBAaHHOE METOJOM MAaKCHMAJILHOTO TIPAaBAOMOA00MS U OaileCOBCKUM
METOJ0M Ha OCHOBE aMHUHOKHCIIOTHEIX ITOCIIeAOBaTeabHOCTEH nomeHOB RT. 3HaucHwms
CTATUCTUUYECKON MOIEP>KKH, YKa3aHHBIE B y371aX BETBEH, Oblla ompe/iesieHa ¢ TTIOMOIIBIO
aLRT (momm enuawmibl) u He3aBUCUMBIX 3armyckoB MCMC-tieneit (%) B peKOHCTPYKIHASIX
METOJaMU MaKCHUMAaJIbHOTO TpaBaomnonoouss u baitecca, coorBercTBeHHO. Hazpanus
kiactepoB ¢ aRNH-comepkamuMu 31eMEHTaMH BBIJICTICHBI CHHUM W 3€JICHBIM IS
AJIEMEHTOB OOMHIIETOB M PAaCTeHHM, COOTBEeTCTBEeHHO. Ecnu He yka3aHO WHaue, UMEHa
B3STBIX MOCEA0BaTEIbHOCTEH NON-L TR-peTpoTpaHCIIO30HOB COOTBETCTBYIOT TAKOBBIM B

0asze nanHbix Repbase Update.
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[Ipunoxenue 5. [lonHoe Qunorenernueckoe npeBo reHoB u gomeHoB RNH tuma I,
PEKOHCTPYUPOBAHHOE METOJIOM MaKCHUMAaJIbHOTO TMpaBionofo0us u 0OalecoBCKUM
METOJIOM Ha  OCHOBE  aMHHOKHCIOTHBIX  IIOCJIEIOBaTEIbHOCTEH.  3HAUYCHUS
CTaTUCTHYECKOM MOJIEPKKH, YKa3aHHbIE B y3JlaX BETBEH, Oblja ONpe/esieHa ¢ MOMOIIIbIO
aLRT (momm enunuiel) n He3aBucUMBIX 3anryckoB MCMC-neneit (%) B peKOHCTPYKIHSIX
METOJIaMA MaKCUMaJbHOTO TpaBmononobus u baifecca, coorBeTcTBeHHO. HaszBanus
kinactepoB aRNH BbieneHbl CHHUM U 3€J€HBIM JJIi TEHOMOB OOMMIIETOB M PACTECHUI,
cooTBeTcTBeHHO. MMena mnocnemoBatenbHOcTe RNH, oTHOCSmmMXCsS K OCTaabHBIM
PETPOTPaAHCIIO30HAM COOTBETCTBYIOT TaKOBBIM M3 0a3 manubix GyDB u Repbase Update.
Hns octanbubix mocnenoBarenbHoctet RNH cnipaBa oT HazBaHus mociaeaoBaTeIbHOCTH

yKa3zaHbl uaeHTHGHUKaTOpbI 0a3bl JaHHBIX NCBI.
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