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Cnucok coxkpameHni

M3 — MOOHMIIbHBIE 3JIEMEHTHI

JIHK — ne3okcupruOoHyKI€nHOBAs KUCIOTa

PHK — pubonykienHOBas KHCJIOTa

k/IHK — kommnemenTtapnas JJTHK

II.H. — [1ap HYKJICOTUIOB

LTR — nmunaHEIH KoHIIEBO# moBTop (Long Terminal Repeat)
RT — oOparnas Tpanckpunrasa (Reverse Transcriptase)
ORF — otkpsbiTas pamka cunteiBanus (Open Reading Frame)

REL-endo — sunonykieasa pectpukimonHoro tuma (Restriction Enzyme-Like

endonuclease)

APE — anypunoBas/anupumMunnHoOBas 3H10HYyKIea3a (APurinic/apyrimidinic

Endonuclease)

ORFNp — 6enok koaupyemsrit pamkoii cuuteiBanus N (Open Reading Frame N encoded

protein)

RNH — pubonykneasza H (RiboNuclease H)

RNP — pubGonykneonporennoas yactuina (RiboNucleoprotein Particle)

RRM — nomen y3naBanust PHK (RNA Recognition Motif)

UTR — uetpanciupyemsrii peruon (UnTranslated Region)

MPHK — marpuunas PHK

polyA — monmme30KkcHa eHO3NHOBAS TTOCIIEI0BATEIHHOCTD

TPRT — PHK-onocpenosanHoit unterpanueii (Target Primed Reverse Transcription)
I'TI — ropu3oHTAIBHBIN IIEPEHOC

N-RRM — N-konuesoit RRM perporpancno3onoB u3 rpynmnsl BNR

PUR — mypun-6orartsrii (PUrine Rich) nomen



Beenenne

AKTYaJIbHOCTH

PetrpoTpancno3oHsl — 3T0 MOOUIIBHBIE 35IeMEHTHI (M), KOTOpBhIE BCTPAaUBaIOTCS B
HOBOE MECTO B reHoMe ¢ ucrnonb3zoBanueM PHK B kauecTBe MaTpuiibl /uisi CHHTE3a HOBOM
xonnu JIHK. PetpoTpaHcnio30HbI IPUCYTCTBYIOT BO MHOTMX I'€HOMaXx 3yKapuoOT U B TOM
Yiciie U BO BCeX 0€3 HMCKIIOYEHUS HCCIIeIOBAaHHBIX Ha JaHHBIM MOMEHT T'€HOMax
pacrennii (Ibarra-Laclette et al., 2013). 3naueHwe peTpOTPAHCIO30HOB ISl TEHOMA
X03sIMHa BO MHOTOM OCTae€TCsl HEJOCTaTOYHO IOJIHO OMHCAHHBIM. M3BECTHO, YTO, KaK H
Bce MD, peTpoTpaHCHO30HBI SBISIOTCS BaKHEHIIMMH (aKTOpaMH HBOJIIONHUH — OHHU
CHOCOOHBI BBI3BIBATH TEHOMHBIE MEPECTPONKH M IYIUIMKAIIMH T€HOB, a TaKKe CBOUM
BCTpaMBaHUEM pEryJHpoBaTh akTUBHOCTH TeHoB (Kumar, Bennetzen, 1999). B
nocjenHee JECATWICTHE BCe OONBIIYI0 aKTyaJbHOCTh MPUOOPETAIOT  BOIPOCHI,
CBsI3aHHBIC C MPOOJIIEMaMU PETyJIALNA aKTUBHOCTH PETPOTPAHCIIO30HOB U APyrux MO B
TeHOMaX JYKapUOTHYECKUX OPTaHU3MOB. SIpKUM TpuMepoM B 3Toi cdepe sBiseTcs
OTKpBITHE MeXaHM3MOB HHaktuBaimu MD y pacrenmii (Slotkin, 2010; Lisch, 2012).
Bo3morxkHo, Gmaromapsi ’TUM akTUBHO JACHCTBYIOIIMM MexaHu3MaM, MD He MOIy4HIv
IMIMPOKOTO PACHpPOCTPAHEHHs] y HEKOTOPBIX pACTEHH, B YaCTHOCTH, B TEHOME
ny3bipuatku Utricularia gibba, renom xotopoii Bcero Ha 3% coctout u3 MO (lIbarra-

Laclette et al., 2013).

Ortcroa BO3HMKAeT BONPOC, Tak JIM HYKHbI MO reHoMmy, eciid, KaKk BUJHO Ha
npuUMepe My3bIpUaTKH, TE€HOM BIIOJHE MOXET YCIENIHO CYIIECTBOBaTh M 0€3 Hux?
CpaBHHUTENBHBIA aHAN3 PACTUTEIBHBIX TEHOMOB MOKA3bIBAET, UTO T€HOM ITYy3BIPYATKH -
CKOpee HCKIIOUYEHHE, BE/b Jla)K€ B CBETE€ HANMYUS KECTKUX MEXAHU3MOB PETYIISIUU
nponudepant M3, MHOTHE TE€HOMBI PACTCHHI HAMOJHEHBI PETPOTPAHCIIO30HAMHU.
['enoMm KyKypy3bl, Hampumep, 6osxee yeM Ha 60% COCTOUT U3 PETPOTPAHCIIO30HOB. B
cpeaHeM coaepkanne MD B reHoMax pacteHuit coctasiser 10-60% (Kumar, Bennetzen,
1999). Mns Toro 4YTOOBI MOHITH KAKWE MPHHIMIIBI JIGKAT B OCHOBE IIHPOKOTO
pacnpoCTpaHEeHHUsT PETPOTPAHCIO30HOB, HA TEPBOM dTane HeoOXOIUMO OLIEHUTH
MacmTadbl 3TOTO pacHpoCTpaHeHHs: U pa3zHooOpa3usi (GOpM PETPOTPAHCIIO30HOB.
CpaBHUTENbHBI aHAJIW3 PACHPOCTPAHEHHUS U Pa3HOOOpazusi PETPOTPAHCIIO30HOB

ABJCTCA OAHHUM M3 OCHOBHBLIX IIOAXOAOB B IIOJNYUYCHHH I/IHq)OpMaI_II/II/I O BaXXHOCTHU



PETPOTPAaHCIIO30HOB  JII T'CHOMA. NubpIiMu CJIOBaMH, B KOHTCKCTC TIOJIYYCHUA
I/IH(bOpMaI_II/II/I 0 MOTCHIMAIbHOU poJIX U 3HAYCHHUU PCTPOTPAHCIIO30HOB IJIs1 I'CHOMOB
paCTCHI/Iﬁ, KIIIOYCBBIM  ACIICKTOM ABJIACTCA BOIPOC OSBOJIONHMU MW PaACIPOCTPAHCHUA

PETPOTPAHCIIO30HOB B 3TUX I'CHOMAX.

OaHMMM 13 HaMEHEe U3YYEHHBIX B 3TOM CMBICIIE PETPOTPAHCIIO30HOB PACTEHUN
aBisAOTCsT non-LTR-perpoTpancno3onsl cynepcemeiictBa L1. DnemeHTsl u3 3TOMU
IPYMIIBI LIMPOKO MPEICTaBIECHbl B TeHOMAaX MJIEKOIUTAIOIIMX U, B TOM YHCJIE, YeIOBEKa
(Heitkam, Schmidt, 2009). L1-31eMeHTBHI YellOBEKa K HACTOSIIEMY BPEMEHHU JIETAIbHO
U3yYyeHbl, B TO BpeMs KaK Yy pacTeHMH OINMCAaHO BCEro HECKOJIbKO OTIEIbHbIX
npeactaButeneit L1-perporpancno3oHoB. bosee Toro, 10 cux nop He OBLIO MPEATPUHSATO
HOMBITOK KOMIUIEKCHOM HACHTU(UKALMU OCHOBHBIX (uiioreHeTnueckux rpymm L1-
PETPOTPAHCIIO30HOB PACTEHUH, YTO 3HAYUTENBHO YIPOCTHIIO OBl paboTy ¢ HHPOpMaLuen
OTHOCHUTEJIBHO 3THUX 3JIEMEHTOB U PACIIMPWIO HAIW MPEACTaBICHHS 00 SBOIIOLUHU 3TON

rpynmsl MO.
Hean u 3agaum nccjie10BaHUS

[ens: BBIABUTH pa3zHOoOOpa3We M PEKOHCTPYUpoBaTh sBomoImio L1-non-LTR-

pPETPOTPAHCIIO30HOB PACTCHUI.
3amaun:

1. Tlouck L1-non-LTR-peTpoTpaHCliO30HOB B TE€HOMAaxX pacTeHUH M aHajau3 uX

CTPYKTYP C TOMOIIIbI0 OMOMH(OPMATUIECKUX METOIOB.

2. PexoHCTpyKiMs  (DUIOTEHETUYECKUX  B3aMMOOTHOIICHWM W OMpeJesieHue

OCHOBHBIX (prstoreHernyeckux rpymni non-LTR-perpoTrpancno3oHoB pacTeHuHil.

3. CpaBHUTENbHBIN aHANU3 CTPYKTYPHBIX XapPaKTEPUCTHK HAWICHHBIX AIIEMEHTOB C
MIOMOIIBIO OoronHdOpMaTHUECKUX u AKCIEPUMEHTAIBHBIX METOJI0B

UCCIIEOBAHUM.
Hayunast HoBu3Ha pa®oThI

B paGote BmepBbie MpoBefeH KOMIUIEKCHBIM OnonHpopmartuueckuii anamus L1-
PETPOTPAHCIIO30HOB B IIMPOKOM KPYIe€ PACTUTEIbHBIX T'€HOMOB, B PE3YJIbTaTe YEro
BBISIBJICHO 5 (UIOrE€HETHMYECKUX TPYMI 3TUX DJIEMEHTOB, MPEACTABUTENN KaXKI0M H3

KOTOPBIX  OONamaroT  crneuM(UYHBIMH Ui JAaHHOM  TPYNNbl  CTPYKTYpHBIMU



xapakrepuctukaMu. Ha OCHOBaHMM aHanM3a 3THX XapaKTEPUCTUK CHEIAaH BBIBOA O
BAXHOU pPOJM MOZIYJIBHOTO CTPOECHHSI HMCCIENYEMBIX PETPOTPAHCIIO30HOB B 3IBOJIIOLUU
3THX 3JIeMeHTOB. Kpome Toro Obuto mokazaHo, uto pubdonykieaza H (RNH) stux non-
LTR-perpoTpancno3oHoB ¢uimoreHeTndecku Ommke k “apxeinoir” RNH, wem k RNH
npyrux Non-LTR-peTpoTpaHcno3oHOB M, MO-BUAMMOMY, Obuia mnpuoOperena L1-
AJIIEMEHTaMU HE3aBUCHMO OT OCTaJIbHbIX NON-LTR-perporpancno3oHoB. B pe3ynbrare
onoxummdeckoro uccienosanus gomena RNH LIb-perporpancnosona, oTHOCsIErocs K
L1-anmemMenTaM, ObLIIO IPOAEMOHCTPUPOBAHO, YTO ITOT JOMEH (PEPMEHTATUBHO AKTUBEH
in vitro. B mienoMm, mpoBeneHHbIit ananu3 gomeHa RNH L1 mo3Bonua caenaTh BBIBOJ O
MIOTEHIMAIBHON pOJM PETPOTPAHCIO30HOB B pacnpoctpaHeHnn RNH B renomax

pacTeHui, OaKTepur U apXxei.
IHosn0:xeHNne, BBIHOCUMOE HA 3AIIUTY

Pa3znoobpasue ctpykTypHbIX (popm L1-non-LTR-peTpoTpaHcno3oHOB pacTeHui
BO3HUKJIO B pe3yibTaTe NpUoOpEeTeHUs JaHHBIMU JIEMEHTaAMH HOBBIX (DYHKLIIMOHAJIBHBIX

JOMCHOB.
Teopeanecmaﬂ N MPaAKTHYECKasi SHAYMMOCTDb UCCJICI0OBAHUS

1. UnentudunmpoBanHbie U KiIaccu(pUIMpPOBAaHHBIE B JTaHHON padoTe 3JIeMEHTHI
MOTYT TMOCIHYKUTh B KayecTBe pe(pepeHCHOM CcHUCTeMBbl [UId TOMCKa M aHajau3a
PETPOTPAHCIIO30HOB B (€ NOVO OTCEKBCHUPOBAHHBIX T'€HOMAaX PACTCHHUH, YTO MOXKET

CYILLECTBEHHO O0JIETYUTh pabOTy C 3TUMU F'€HOMaMHU.

2. Pa3nooOpas3ue cTpykTypHbIX BapuaHToB L1-non-LTR-perpoTpanHcrno3oHOB u
CBSI3aHHBIC C TUM Pa3HOOOpa3reM COOBITHS B ABOIOIUU ITHX DJIEMEHTOB BHOCST HOBBIC
JAHHBIC B TIOJIB3Y NPEJCTABICHUS 00 ABOJIIOIMU PETPOTPAHCIIO30HOB KaK O MOJYJIBHOUN

OBOJIIOIIHUH.

3. BoisiBneHHoe B JaHHO#M padoTe pacmpocTpaHeHre roMosioroB “apxeiHoi” RNH
Kak B coctaBe L1-non-LTR-peTpoTpaHcnio30HOB, Tak ¥ B TEHOMAaX PacTeHUM, OaKTepuil U
apxei, rOBOpUT O MOTEHIUANbHON ponu L1-371eMeHTOB B HIMPOKOM pacpOCTpaHEHUU

stor RNH.
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4. Paspaboran mporokos cuHTe3a u ouncTku jgomeHa RNH B Escherichia coli,
KOTOPBI MOXET OBITh HCIOJB30BaH I MPOBEACHHS TMOCICAYIONINX HCCICIOBAHUI

ATOr0 JJOMEHA, & TAaKKe€ IOMOYb B ONITUMHU3ALIMHU YCIOBHM JIJIs1 HOJOOHBIX UCCIIET0BAaHUM.
Bkiaa aBropa

OcHoBHbIE pe3yNbTaThI MOJIY4EHbI aBTOPOM CaMOCTOSITENBHO.
buoundpopmarnueckuit  aHanu3z  npoBoawics B JlaGoparopuum  MOJIEKYJISpPHO-
reHeruyeckux  cucreMm  Wuctutyra  murtomorun M reHetuku  CO  PAH.
OKcrepuMEHTalbHasi 4acTh padOThl MO M3YYEHHUIO OMOXMMHUYECKHUX XapaKTEPUCTUK
nomeHa RNH Llb-perporpancno3ona npoBoamiace B jabopatopuu Opconu bapabac
oraena CtpykrypHodl W BerumcnurensHoit Ouonormn EMBL (Barabas Lab, Structural
and Comutational Biology Unit, EMBL, Heidelberg).

Anpodanusi padoTsl

Pe3ynbpTaThl paboThl OBUIM TpeACTaBICHbI HA HayUHBIX KOH(pepenuusx «The Sixth
International Conference on Bioinformatics of Genome Regulation and Structure
(BGRS2008)» (HoBocubupck, 2008), «XLVI mexnyHaponHas HaydHasl CTyJIeHYECKas
koH(pepenmusa» (HoBocubupck, 2009), «XLVII mMexayHapoaHas Hay4dHas CTyJICHYCCKas

xoHpepenius» (HoBocubupck, 2010).
[To Teme nuccepranuu OMyOIMKOBAHO MIECTh PabOT.

1.  Smyshlyaev G., Voigt F., Blinov A., Barabas O., Novikova O. Acquisition of an
Archaea-like ribonuclease H domain by plant L1 retrotransposons supports modular
evolution // Proc. Natl Acad. Sci. U. S. A. - 2013. — V. 110. - No. 50. — P. 20140-
20145.

2. Sormacheva I., Smyshlyaev G., Mayorov V., Blinov A, Novikov A, Novikova
O. Vertical evolution and horizontal transfer of CR1 non-LTR retrotransposons and
Tcl/mariner DNA transposons in Lepidoptera species // Molecular biology and
evolution. - 2012. - V. 29. — No. 12. - P. 3685-3702.

3. Novikov A., Smyshlyaev G., Novikova O. Evolutionary history of LTR
retrotransposon chromodomains in plants // Int J Plant Genomics. - 2012. — V.
874743.
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4. Cmpmuases I'. A., bounoB A. ['. DOpomonus u pasHooOpasue L1-
pPETPOTPAHCIIO30HOB B T€HOMaxX ITOKPHITOCEMEHHBIX pacTeHui // BaBuioBckuid
XKypHan reHeTukd u cenekmun. — 2011, — T. 15. - Ne 3. — C. 72-78.

5. Novikova O., Smyshlyaev G., Blinov A. Evolutionary genomics revealed
interkingdom distribution of Tcnl-like chromodomain-containing Gypsy LTR
retrotransposons among fungi and plants / BMC Genomics. — 2010. — V. 11:231.

6. Novikova O., Mayorov V., Smyshlyaev G., Fursov M., Adkison L., Pisarenko
O., Blinov A.. Novel clades of chromodomain-containing Gypsy LTR
retrotransposons from mosses (Bryophyta) // Plant J. — 2008 — V. 56 — No. 4. — P.
562-574.

Crpykrypa n 00bemM padoThl

Juccepranus COCTOUT U3 BBEACHUS, 3-X IJIAB, 3aKJIIFOYECHUS U CIIMCKA JINTEPATYPBI.

Pa6ora m3noxena va 104 crpanumax, conepxut 21 pucyHok u 4 TaOIHIIbL.
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I'naBa 1. O030p JuTepatypbl

1.1. MoOnJILHBIE 2JIeMEHThI

MooOwipHbIe 37eMeHThl (MD) ObTM BHEpBbIE oOmHcaHbl B paboTax bapOapsl
MakkauaTok B Hadaje 1950-X ro/1oB Kak reHeTudeckue (akTophl, CIIOCOOHBIC U3MEHSTh
CBOC TIOJIOKCHHE Ha XpPOMOCOME HOMep 9 KyKypy3bl H acCOIMUPOBAHHBIE C
BapHaTUBHOCTHIO (eHOTHIIA ¢€ comaTrueckuX Kietok (McClintock, 1950). ITo3anee MD
ObUTH HalICHBI B OOJBIITMHCTBE U3 UCCIICIOBAHHBIX 3YKAPUOTUYECKUX TEHOMOB, H CTAJIO
U3BECTHO, YTO BO MHOTHX BHUJIaXx MO 3aHHMarOT 0oJiee MOJIOBUHBI COCTaBa ATHX F€HOMOB

(Tabm. 1).

Ta6auma 1. Pa3mepbl TeHOMOB HEKOTOPBIX OpPraHU3MOB U cofepkaHue B HUX MD

(cormacHo Biémont, Vieira, 2006). 1 or. (mukorpamm) = 978* 10° m.n.

Bun Pa3mep renoma, nr. Conep:xanne M3, %
Rana esculenta 5.6-8.0 77

Zea mays 5.0 60

Homo sapiens 35 45

Mus musculus 3.4 40

Drosophila melanogaster 0.18 15-22
Caenorhabditis elegans 0.1 12

Saccharomyces cerevisiae | 0.012 3-5

Escherichia coli 0.0046 0.3

Tem He meHee, B 1enoMm omnpeaeneHne M3 co BpeMeHH OTKPBITHS MaKKIMHTOK
MPaKTUYECKH HE M3MEHHIIOCh, U HamOoJiee paclpOCTPAaHEHHBIM B JIMTEPATYPE SBISICTCS
KJlaccuieckoe ompeaenenne MO kak mociemoBarenbHocTerd JJHK criocoOGHBIX MeHATH
CBOIO JIOKanu3anuio B reHoMme. Creayer cpa3dy OTMETUTh pAJl OrPaHUYEHUM JTaHHOTO
onpeneneHus. Bo-mepBbIX, Kak 3TO HH NOapajgoKCallbHO, HO HE BCE T€
nocienoBarenbHocTd JIHK, xoTopbie yacTo Ha3piBaloT M3, 0Ka3bIBaIOTCS CIIOCOOHBIMU
MEHSTH CBOIO JIOKAJIM3AIMIO B TEHOME. DTOT TE3HC OCHOBBLIBAECTCS HAa TOM HAOJIOJICHMH,
YTO, C OJHOW CTOPOHBI, BO MHOrMX BHJax MDD He mnepemMenaroTcs B T€HOME U3

IMOKOJICHUA B IIOKOJICHHUC YXXC Ha IHIPOTAKCHHHU MUIIJIMOHOB JICT. C zxpyroﬁ CTOPOHHI,
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CYILIECTBYET PsJ MCCIEAOBAaHUIN, B KOTOPBHIX I[IOKa3aHa BO3MOXKHOCTb PEaKTUBALUU
nepeMelienus Takux MD moj BosaeiicTBreM pasnnuHbix (hakropos (Capy et al., 2000).
Tem He MeHee, Toibko B HeOosbiioM reHome Arabidopsis thaliana nacuwthiBacTCs
HECKOJBKO Thicsy HemoaBmkHbeix MO (de la Chaux et al.,, 2012), peakruBHpOBaTh
AKCIIEPUMEHTAIBHO KaXKJblii U3 KOTOPBIX, a 3HAYUT MOJTBEPAUTH HX CIOCOOHOCTH
MEHATH JIOKAJM3AIMI0 B TEHOME HE MPEJCTaBIICTCS BO3MOXKHBIM. B CBsI3M ¢ 3TUM, BO
MHOTHX paboTax BMecTO TepMuHa MD Hcmonb3yercss TepMHuH “‘Komus MD”. JlaHHBIN
TEPMHH TO3BOJIAET ONpeAeATh Mo0yto nocienoBarenbHocTh JJHK renoma, nmeromyro
roMosiorrio kK MD ¢ J0Ka3aHHOW CHOCOOHOCTBIO TMEpPEMENIAThCs, KaK KOnuio 3TOTO
anieMeHTa. Bo-BTophIX, MHOrHE MO HE MEHSIOT CBOIO JIOKAIU3ALUIO B TEHOME, a CO3Jal0T
HOBBIE KOINHUH, KOTOpPHIE 3aTEM BCTPAWBAIOTCS B JIPYroe MecTo B TeHoMe. bmaromaps
ATOMY CBOWCTBY MOXET MPOUCXOAUTH 3HAUYUTEIHHOE YBEIMYCHUE KOJIMYECTBA KOIHUM
M5 B renome. [Iponecc xonmupoBaHus W BCTpOWKM MO, TeM HE MEHEe, Ha3bIBAIOT
“nepemMenieHueM”’ WK “‘TpaHcrno3uiuein” M9, X0Ts caM KONUPYEMbIH 3JIEMEHT MIPU 3TOM
COXpaHAETCS B UCXOJHOM CalTe M CBOIO JIOKAJIM3AIMIO B TCHOME HE MEHSET. B-TpeThux,
HE BCE TE€ IMOCJIEIOBATEIIbHOCTH TeHOMa, OOJaJaroIe CHOCOOHOCTBIO MEHSTh
JOKAJIU3ALMIO B TEHOME SIBIsIFOTCA MO, B mocnennne roibl pa3BUBaIOTCS MPEICTABICHUS
0 TaK Ha3bIBAEMOM «MOOHIIOME» - COBOKYIHOCTH BCEX areHTOB, CIIOCOOHBIX BBI3BIBATH
MepeMeleHnss TeHEeTUYECKOro Marepuaja Kak BHYTPH OJHOTO, TaK U MEXIY
paznuuHbiMd  TeHoMaMu. KpomMe MD k 3TUM areHTaM OTHOCST IJIa3MHJIbl, BUPYCHI U
camocIuiaiicupyromuecs 3meMeHTsl (mHTpoHbl rpymnmsl 1T u ap.) (Siefert, 2009). Kpome
TOTO, HETOMOJIOTHYHAsI PEKOMOMHAIUS MOXKET MPHUBOAUTH K TEHOMHBIM TEPECTPOMKaM,
TO €CTh K HM3MEHEHHIO JIOKAJIM3alMU ONpeAeieHHbIXx nocnenoBarenbHocTerd JJHK B
reHoMe. YUMThIBas BCE 3TU OTPAHUYCHHS, KJIACCUUYECKoe ompejeiacHue MD, Tem He
MEHee, MO3BOJISET MOJYEPKHYTh UX IIIaBHOE CBOMCTBO: MOJBUKHOCTH B TEHOME.
[IpencraBnenne o M3 moaBepraioch 3HaYUTEIBHBIM U3MEHEHHSIM CO BPEMEHU MX
oTKpbITHsI. CIYCTSI HECKOJIBKO JAecATUIeTHH mocie paboT bapbapsl MakknuHTok, MO
cTamu HasbBaTh ‘“‘napasurudeckor” JIHK wu3-3a Mx aBTOHOMHOCTH, CHOCOOHOCTH
paspymaTh “moje3Hbie” TeHbl TeHOMA, U B OTCYTCTBUM KaKOW-THO0 OUYEeBUAHOU ()yHKIIMH
B reHome (Fedoroff, 2012). B Heckombkux cTaThsix, omyOnmkoBaHHBIX B 1980 r. B
xkypHasie Nature, pazBuBanach ujaes o ToMm, 4to oombias yacts JJHK sykapuot siBnsiercs

“mycopnoii” (Doolittle, Sapienza, 1980; Orgel et al., 1980). Pacnpocrpanenue
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srouctuuyHor JJHK B reHoMe mnomoOHO paclnpoCTpaHEHHIO HE CIHUIIKOM BPEIHOTO
napasurta BHyTpHu xo3suHa (Orgel et al., 1980). [TepoHayaabHO KOHIEIUS ““MyCOpPHOM™
JIHK Obuia npeasiockeHa st 00bSCHEHHs TaK Ha3biBaeMoro C-mapaJokca, COCTOSILIETO B
OTCYTCTBUU KOPPEIALNHA MEXIY pa3MepaMu '€HOMOB U CII0O)KHOCThIO opranu3MoB (Gall,
1981). CornacHo 3TOMy OOBACHEHHIO, OOJbIIAs YaCTh '€HOMA HAIOJHEHA ‘“‘MYCOpPHOM”
JAHK, oGpa3oBanHOl BciiencTBUe nepemenieHuss MO U He Hecyllel HUKakou (yHKIIHHU.
C-nmapagoxkc u konuenius “mycopnoir” JIHK Taxke cBsi3aHbl ¢ pereHneM nmpoodIeMbl Tak
Ha3bIBAEMOT0 ‘‘MYTallMOHHOTO Tpy3a”. Ecinu mnpencraBuTh, YTO BECh UEIOBEUYECKHI
reaoM coctout u3 JIHK, umeromeii QyHKIHOHATBHOE 3HAYEHHE W HEOOXOIUMOM st
opraHu3Ma, To, yuuTbiBas HaOmogaemblil ypoBenb MyTanuii B JIHK renoma, Hakomnenue
BPEJHBIX MYTalluii Ha TOKOJIEHWE OBLJIO Obl CIMIIKOM BBICOKO U JOJIKHO OBLIO OBl
NPUBECTH K TMOSIBJIICHUIO BCe OOJIBIEr0 KOMMYeCTBa JieTanbHbIXx MyTanuii (Eddy, 2012).
Hanuume 3HaUMTENbHOM YacTH TEHOMAa, HE HECYIIeH HUKakuxX (QYHKIUN, C OJHOU
CTOpPOHBI, pemwio Obl ATy mpobiemy. C apyroil CTOpPOHBI, JaHHAs KOHIICTIIUS HE
00BsCHAJIA, KAKUM 00pa3oM IF€HOMBI CMOIJIM HAKOMHUTh Takoe O0JbIlIoe KoaudecTBo MO
c yueroM Hamuuusi 3(G(GEKTHBHBIX METOJOB ycTpaHeHHuss MD M3 TeHOMa, TaKuX Kak
TOMOJIOTHYHAsI pEKOMOUHAIHS.

JlanpHeilee pa3BUTHE TEXHOJOTUM CEKBEHUPOBAHUS TE€HOMOB IO3BOJIMIIO
chopMHUpOBaTh AETAIbHOE MOHUMAHUE CTPYKTYPbl U opraHu3anuu reaoma. K npumepy,
OKa3aJIOCh, YTO JIBE TPETH I'€HOMA 4esoBeka M 85% reHoma KyKypys3bl COCTOAT U3 MO
(Schnable et al., 2009; de Koning et al., 2011). Uneun o “mycopnoit” JJHK meHsucs:
HAKaIlJIMBaJIOCh Bce OOJbllle JAHHBIX O PEryjasTOPHOM posu, BbIMONHAEMOM MO U ux
tpanckpuntamu (Zuckerkandl, Cavalli, 2007); mnosBisgock Bce OoOJbIe TPUMEPOB
“noMectukanun” MO U BbINOJHEHUS OejIKaMu, KOOUPYEMbIX B 3Tux MO, dyHKUUH
“mone3HbIx” BceMy opranusmy (Alzohairy et al., 2013); pa3BuBanucek npencTaBieHHs O
pormu MD Kak 0 BaxHbBIX (haKTOpax SBOJIOIMOHHON MJIaCTUYHOCTH reHomoB (Bennett,
2004). Tem He MeHee, M3BECTHO, YTO B T€HOME duejoBeka MD He HaXOIATCS MMOJ
BO3/ICHCTBHUEM XOTh CKOJILKO-HHOY b 3aMeTHOTO JaBjicHus otoopa (Eddy, 2012), uto, mo
KpaiiHell Mepe, CTaBUT MOJI COMHEHHUE UACI0 O MOTEHLUAIbHON (YHKUMOHAIBHON POJU
0€JIKOB, KOAUPYEMbIX MO, B 11e7IOM OpraHu3Me.

Cropsl 0 “mycopHoii” pupogae MO npogomxkarotcs (Doolittle, 2013). Onnoit u3

rOCIOACTBYIOIIUX TEOPH ABIIAE€TCS IpencTasiieHne o MO kak o O6e3BpeHOM Oajiacre,
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KOTOpPBIA OpPraHu3M IpU CiIydyae MOr Obl KCIOJIB30BaTh ISl COOCTBEHHBIX LieNeh. A
MMEHHO, B paMKax 3TOH TEOpPHH MPEAIoaaraeTcs, 4To 4acTb SYKapHOTUYECKOTO TeHOMaA
MoxeT coctosTh u3 JJHK, cozmannoii B pesynbrare Tpancnoduuuit M. YV sToit yactu
reHoMa MOTYT OBbITh oOmnpenejeHHble (YHKIUHU, HEOOXOIMMBIE IJIsi OpraHu3Ma, Kak,
HaIrpuMep, B ciiydae ¢ 0coObiMu MO npo30¢uibl, KOTOPbIE Y4acTBYIOT B 00pa30oBaHUU
tesoMep. ['maBHbIM ke cBorcTBOM 3Toi JIHK sIBIIIeTCS ABOMIOLMOHHBIA NOTEHIHAN: B
pe3yabTaTe dBOIOIMH Y4acTh €€ Morjia Obl OCIYXKHUTh Hyk1am opranusma (Eddy, 2012).
B npuHnune, KOHKpETHBIN BUJ MOXeT n30aBUThCs U OT Beer 3tol [IHK, numms cebs
CTPOUTENIBHOTO MaTepHualia Ha Cly4ail HeoOXOJAMMOCTH TOMEHSATHh YTO-TUOO B CBOEM
dbynkunonupoBanun. HemaBHO omyOnIMKOBaHHAs MOCIEAOBATEIHLHOCTh KOMITAKTHOTO
reHoMa pacTeHus my3bipuatku ropoaroit (Utricularia gibba) mokaseiBaer, uto moutu
MOJIHOE OTCYTCTBHE IMOCIEAOBATEIbHOCTEN MO He MellaeT HOpMaJIbHOMY PAa3BUTHIO U
Pa3sMHOXCHHIO CJIOKHOTO dyKapuoTtnyeckoro opranm3ma (Ibarra-Laclette et al., 2013).
HecmoTpss Ha 3TO, OONBIIMHCTBO TE€HOMOB, HMH(OpMAIMS O TMOCIEI0BATEIHHOCTIX
KOTOPBIX JIOCTYITHA Ha JaHHBI MOMEHT, BCE-TaKu COAEPKAT OOJIbIIOE KOJUYECTBO MO,
U OTO TOBOPHUT B MOJIB3y TOTO, YTO Hajauuue MD KakuM-TO 00pa3oM JeHCTBUTEIHHO
BIIUSICT Ha OPTaHU3M.

B 3akitoueHue 3TOM TEMbl CTOWUT MPUBECTH CIEAYIOLIYIO LMUTaTy, KOTOpas
SBJISIETCS AKTyaJbHOM BHE 3aBUCHUMOCTH OT TOrO, HYXKHBI JIM Ha camoMm jene MO
OpraHM3My WM HET W BBINOJHAKT JIMU B HEM Kakue-mubo (QyHKIuu: “ecnm amis
KoHKpeTHOoro yuactka JIHK BO3MOXKHO moka3arh, YTO OH pa3BUJI CTPATETUIO (TaKyl Kak
TPAHCIIO3UIIMS), OOECIEUMBAIOIIYI0 €r0 BBDKMBAaHHWE B TE€HOME, TO BOOOIIE TOBOPS,
OTCYTCTBYET HEOOXOIMMOCTh B KaKOM-TO JIOTIOJTHUTEILHOM OOBSICHEHHH €T0

cymectBoBanus” (Doolittle, Sapienza, 1980).

1.2. Non-LTR-perpoTrpancno3oHbl

MexaHu3Mbpl TNEpPEMEIIEHNUs B TE€HOME pa3Iu4HbIX TUIOB MD COBEpPIIEHHO
pa3inyHbl, U IMOSBWINCH OHM, CKOPEE BCETO, HE3aBUCHUMO Ipyr OT napyra. To ecTs,
dunorenernuyeck MO He SABIAIOTCS MOHO(MUIETHYHON TPYNION MOCle0BaTeIbHOCTEH
JJHK. Ha ocHoBaHMM (WIOr€HETHYECKHX B3aMMOOTHOIIEHUH W  MEXaHH3MOB
IIEPEMEILEHUsT  BBIACIAIOT JBa OCHOBHbIX Kiacca MO: JIHK-tpancnozonsl u

perporpanco3onsl. JJHK-TpaHCTIO30HBI NTepeMENaOTCA ¢ UCIOJIb30BAaHUEM MEXaHU3Ma



14

dunoreHeTnyeckue CTpykTypa
B3aMMOOTHOLLEHUS

ORF1 ORF2

Penelope

T e
y
e

— [ =t [ [RREL ] FAn
Non-LTR
[ APE | [ Rt [
CCHC
LTR (Ty1/copia) T T TR >
ORF1 ORF2
Bim LTR (Bel) C— > cas [ P RT [ rew ot >

ORF1 ORF2 ICR

Gag | RT | rn v HO—— >

Y

o)

1 DIRS

ORF1 ORF2

Gag H PR| RT ] RNH INT H:'\>

Y

LTR (Ty3/gypsy)

ORF1 ORF2

Gag H PRl RT IITD| RNH INT H:">

Puc. 1. CrpykTypa u (QUIOreHETHYECKHE B3aUMOOTHOIICHUSI PA3UYHBIX TPy

PeTtpoBupychbl

Y

peTpoTpaHcrio3oHOB. Ha  neBoii  wacTu  pUCyHKa  MpEeACTaBlI€Ha  CXeMa
(UITOTeHEeTUUECKOTO JepeBa PETPOTPAHCIIO30HOB, MOCTPOCHHOTO Ha OCHOBE JOMEHA
oOpartHoii TpaHckpunTassl (coracHo Eickbush, Jamburuthugoda, 2008). Bee anemenTs
COOTBETCBYIOIIECH TPYIIIIBI 0003HaYCHBI MPSIMOYTOTBHUKOM, coJiepKaIuM
oOmenpuHATOe Ha3BaHUE dJeMeHTa. Ha mpaBoil YacTu pUCYHKAa TOKa3aHbI CXEMBbI
CTPYKTYp DJIEMEHTOB U3 COOTBETCBYIOUIUX Tpymil. OTKpbIThIe paMKu cunuTbiBanus (ORF)
M300paKeHbl KAaK TOPHU3OHTAJIBHBIC MPSIMOYTOJbHUKU. J[TMHHBIE KOHIIEBHIE ITOBTOPHI
(LTRs) mokazansl B Bune crpenok. Cokpamenus: TD - coenquHuTeNnbHbIN 10MeH (tether
domain); Uri — 10MeH, TOMOJIOTUYHBIN SHIOHYK/IEa3e HEKOTOPHIX UHTPOHOB I'PyHIIHI I;
YR - TuposunHoBas pexombuHaza; ICR — BHyTpeHHHE KOMILIEMEHTAapHbIE ITOBTOPHI

(internal complimentary repeats); (A)n - poly(A) xBocT.
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BBIpe3aHHsT U BCTpoiiku — “cut and paste” (Wicker et al.,, 2007), B To Bpemsi Kak
pPeTPOTPaHCNO30Hbl sl 3Toro ucnonb3yor PHK-mocpegnuk wu  ABISIIOTCA  TeMH
AJIEMEHTAaMHU, KOTOPBIE COXPAHSIOT CBOIO UCXO/IHYIO KOIUIO B TEHOME.

JIJis OCyIIECTBIICHUS TEPEMEIIECHUsI B PETPOTPAHCIIO30HE 005S3aTeIbHO JOJKEH
ObITh 3akomupoBaH (epmeHT oOpatHoOi TpaHkpunTassl (RT), KOTOpbBI mMO3BOISET
ucnonb3zoBath PHK-nocpennuk mist cunre3a k/JIHK u e€ BcrpauBanusi B reHom. RT —
sto PHK-3aBucumas JIHK-momnmepaza. OnHa SBIs€TCS OTHOCHUTEIBHO JIPEBHUM U
HIMPOKO PACIPOCTPAHEHHBIM (PEPMEHTOM, O UEM CBUJETENHCTBYET OOJIBIIOE CXOACTBO €€
OpraHM3alid W AaMUHOKUCIOTHBIX IIOCJIENIOBATEIIBHOCTEM B TI'€HOMax BHUPYCOB,
MPOKApHOT U dyKapuoT. Hamnuue sxe B 3TOM (pepMeHTe 1oMeHOB, ToMoioruyubix PHK-
3apucumori PHK-monmmepase BupycoB, TOBOPUT O TOTEHIUAILHOM 0OIIEM
MPOMCXOXKICHUH 3TUX JBYX monumMepas (Xiong, Eickbush, 1990). Bo3amoskHo, uTo BpeMms
BO3HMKHOBEHMS pETPOTPAHCIO30HOB COBITAAeT co BpeMeHeM nepexoaa ot PHK k JTHK,
KaK OCHOBHOMY HOCHTENIO HACJIEICTBEHHOW WHPOpMaluu, TO €cTh OKojo 3.5
MWJUIMAPOB JIeT Haszaja. bojee TOro, BIIOJIHE BEPOSTHO, YTO HA PaHHUX CTaaUAX
pa3BuTHUsA U1 Tiepexojaa ot cucteM, ocHoBaHHBIX Ha PHK, k JIHK-cucremam, obparHas
TpaHCKpHIITa3a urpaja kioueByro pois (Heslop-Harrison, 2000).

Ha ocHOBe (UIOTCHETHYECKUX B3aMMOOTHOIICHHH, JceTalel MexaHHu3Ma
NEpPEeMEIIEHUsI W CTPYKTYPHBIX XapaKT€PUCTHK, PETPOTPAHCIO30HBI MOTYT OBITh
paszzaenensl Ha 4 6onpmiux rpymmsl (Puc. 1, Eickbush, Jamburuthugoda, 2008).

K mepBoil rpynmne OTHOCSATCS 3JIEMEHTHl HECYIIME JUIMHHBIE KOHIIEBBIE IOBTOPBI
(long terminal repeats — LTRS). LTR-perpoTpaHcmo3oHsl HE 00pa3yioT
MOHO(DUIIETUYHYIO TPYIIy, HO HMEIT cxomHoe crpoenue (Puc. 1) m mo cBoum
CTPYKTYPHBIM XapaKTEPUCTUKAM U MEXaHHU3MY IepeMEIEHHUsI CXOJHbI C PETPOBUPYCaAMU
(Wicker et al., 2007).

Bropyto rpynny o0pa3zytor DIRS perporpancnosonsl, kotopsie He HecyT LTRs u
JUTs BCTpaWBaHKsI B TEHOM KCITIOJB3YIOT THPO3HHOBYIO pekomOuHasy (Poulter, Goodwin,
2005).

B Tperbto rpynmy BxomaaT NON-LTR-peTpoTaHCnoO30HBI (MM Kak WX HHaye
Ha3piBatoT LINE-anmementsr — long interspersed elements). OTu anemMeHTH HEe copepkar
LTRs u ux MeXxaHu3M IepeMelIeHUs COCTOUT B mpocToMm BcTpaumBaHuu k/IHK komnuwn

matpuynoii PHK (MPHK) B TreHOM ¢ WHCIOJB30BaHUEM KOJAMPYEMOH DIIEMEHTOM
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sHnonyKIea3sl. NON-LTR-peTporpaHcmo3oHsl, Cyas HO BceMy, SBISIOTCS HambOoiee
JPEBHUMHU PpETPOTPAHCIO30HAMH U YK€ Ha MPOTSHKEHUM COTEH MMJUIMOHOB JIET
CYIICCTBYIOT B dyKaproTuueckux renomax (Malik et al., 1999).

Haxkownen, npeacraButeny nocienHeil U3 onucanHbIx rpymnm, Penelope, cxoaHsl o
ctpoeHuto ¢ non-LTR-perporpancno3zoHamu, HO  3aHUMAlOT  OTAEJIBHOE
(UIOreHETUYECKOE MOJOKEHUE U XapaKTEPU3YIOTCS OCOOBIM THUIIOM 3HIAOHYKJIEA3bl

(Evgen’ev, Arkhipova, 2005).

1.2.1. Ctpykrypa non-LTR-perpoTpancno3onon

Non-LTR-peTpoTpaHcno30Hbl SBISIOTCS JpPEBHEUIIEH TpyIIoil peTpo’IeMEHTOB.
RT, xomupyemass non-LTR-perporpancmo3zonamu, mmeeT BbICOKOe cXoacTtBo ¢ RT,
oOHapykeHHON y OakrepuaibHbIX HWHTpoHOB rpymnnel Il u Temomepasoit (Xiong,
Eickbush, 1990). Kpome toro, non-LTR-peTpoTpaHcio3oHsl ObLIM HalJIcHBI B TeHOMaX
JIpEeBHEHMININX syKapuoTHdeckux opranm3moB (Bhattacharya et al., 2002), yro Takxke
CBUJETENIbCTBYET B TMOJNb3y HUX JpEBHET0 mnpoucxoxiaeHusd. Cuuraercs, 4YTO
BO3HUKHOBEHHE  NON-LTR-perpoTpaHcno30HOB MO  BpEeMEHHM  COBHAJAaeT ¢
BO3HHKHOBeHHEM dykapuot (Malik et al., 1999).

[TonmHopasmepubiit NON-LTR-perporpancno3on oOb9HO MMeeT pa3mep 3-8 ThIC.
nap HyKJI€OTHAOB (II.H.) U COJEP’KUT JIB€ OTKPBITBbIX paMku cuuTbiBanus (ORF — Open
Reading Frame) — ORF1 u ORF2, kotopbie uHOT/Ia MOTYT OBITh OOBCIUHEHBI B OJHY
ORF. Cxembl CTpPYKTyp MNpEICTaBUTENEH HEKOTOpPBIX cynepcemeiictB Nnon-LTR-
PETPOTPAHCIIO30HOB IpeICTaBiIeHbI Ha Puc. 2.

ORF2 xomupyer Oenok ORF2p, wurparommii KiIoueByl0 pojib B Ipoliecce
nepemenieHus Non-LTR-perporpancmo3onoB. B »Tom 0Oenke MNpPUCYTCTBYIOT JBa
OCHOBHBIX (DYHKIIMOHAIILHBIX JIOMEHAa, HEOOXOMUMBIX JUIsi TpaHcrodunuu NoNn-LTR-
PETPOTPAHCTIO30HOB. L[eHTpabHbIM JOMEHOM, 0e3 KOTOPOro aBTOHOMHOE MepeMEeIIeHHE
aJeMeHTa HEBO3MOXHO, sBisietca noMeH RT. RT ocymectBiger cunres kJIHK mo
Marpuue PHK npu BcTpanBanum siemeHTa B reHOM. BTopol 1OMEH, IPUCYTCTBYIOIIUI
dakTryecku y Bcex NON-LTR-pTepoTpancno3oHoB — 3T0 A0MeH 3HI0HYKiIeas3sl (Feng et
al., 1996; Malik et al., 1999; Yang et al, 1999). Hecmorps Ha mmpokoe
pacnpoCcTpaHeHHe, COIJIACHO  COBPEMEHHBIM  MPEACTABICHUSM O  MEXaHU3Me

nepemenieHuss NON-LTR-peTpoTpaHcio30HOB, B 1I€I0M 3HIOHYKJI€a3HAs aKTUBHOCTh HE
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R2 (Bombyx mori)

— | RT REL _
CCHC CCHC
L1 (Homo sapiens )
ORF1
ORF2
—[ cc TIEE[cTo] [T are i= (A)n

CCHC

| (Drosophila melanogaster )
ORF1 ORF2

4 I [we] Tw
CCHG

Puc. 2. Cxema CTpyKTypHOM oOpraHu3anuu HEKOTOpbIX NON-LTR-perpoTpaHcno3oHOB

(TAA)n

(cormacuo Han, 2010, ¢ momuduxamusimu). RT — oOparnas tpanckpuntaza; REL —
sHAOHYKIIea3a pecTpukiuronHoro tumna; ORF — oTkpeitas pamka cunutbiBanus; CC — N-
KoHIeBas cynepcnupanb, RRM — nomen y3naBanust PHK; CTD - C-koHIieBol 10oMeH;

APE — anypunoBast/anupumuinHoBas s3HA0HYyK1ea3a, RNH — pubonykineasa H.

ABJISIETCS. aOCOJIOTHO HEOOXOAUMOM st peTpoTpaHcmno3uimu  non-LTR-snementa
(Morrish et al.,, 2002). CymectByer JaBa Tuma OdHAOHyKiIea3 non-LTR-
perpoTpoasieMenToB: (1) sHmonykieasa pecrpukimornHoro tuna (REL-endo - restriction
enzyme-like endonuclease) u (2) anypuHoBas/anupuMuanHOBas dHI0HYKIcaza (APE -
apurinic/apyrimidinic endonuclease). Caiit-cnenuduunas REL-endo xapaktepHa s
ABONTIOIIMOHHO Oojee ApeBHUX NON-LTR-perpoTpaHcno3oHOB, B TO BpeMs Kak Oojee
MOJIOJIBIE, TO €CTh TO3HEE TUBEPTHPOBABIIUE AIIEMEHTHI, KonupytoT APE, He umeromnyro
BBIpOKEHHOH cair-cienudpuunoct (Malik et al., 1999). OGbuHO non-LTR-
PETPOTPAHCIIO30H COICPKHUT TOJNBKO OJWH JIOMEH OJHAOHYKIeasbl. VckimoueHnem
sBisiercst nemeHT Dualen w3 Bomopocim  Chlamydomonas reinhardtii, xortopsrit
conepxut kak APE, tak u REL-endo u, no-suagumMomy, SBiseTcs NepeXOJHBIM 3BEHOM
MEeXy “npeBHUMHU” U “MojoasiMu’ anieMenTamu (Kojima, Fujiwara, 2005). Kpome toro,
y HEKOTOpeIX ceMmehcTB NON-LTR-preporpanHcrio3oHoB  ObIT  HalJIeH JOMEH

pubonykieassl H (RNH), pacnonoxennsiii B C-konie ORF2p (Malik, 2005), wu
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IIICTENHOBBIE MOTHUBBI, PAcHOJOXeHHbIE Kak B N-, Tak U B C-KOHIAX KOIHPYEMBIX
oenxos (Burke et al., 1999).

Hpyras otkpsitas pamka cunteiBanus (ORF1) kogupyet 0enox ORF1p, umerommuit
PHK-cBsa3piBaromiyio (Hohjoh, Singer, 1997) u maneponnyro (Martin, 2010) aKTHBHOCTH.
ORF1p non-LTR-peTpoTpaHCIIO30HOB BBITIONHSAET pPOJb, MOAOOHYIO pOJIM OEIKOB,
KOAMPYEMBIX TeHOM gag perpoBupycoB u L TR-perporpancno3onos, hopmupys BMecTe ¢
ORF2p pubonykieonporentoByto yactuily (RNP - RiboNucleoprotein Particle) (Doucet
et al., 2010). Ormerum, uro B cocraB RNP Bmecro PHK non-LTR-perporpancno3ona
MOKeT BKJtouyaThbes kierounas MPHK, 4To MokeT mMpUBOIUTH K MOSBICHHIO B T€HOME
ncepnorenoB (Mandal et al., 2013). HauGonee neranpHo m3ydena ctpykrypa ORFlp y
L1-non-LTR-peTpoTpancno3oHa yeiaoBeka. ITOT OEIOK COCTOUT M3 TpeX JOMEHOB: N-
konneBoir cynepcrmparm  (CC  — coiled coil, Puc. 2), HeoOxomumon s
dynkmonaneHol TprMepm3anuu Oenka (Martin et al., 2003; Khazina, Weichenrieder,
2009); uentpanpHoro gomena y3HaBanus PHK (RRM — RNA recognition motif, Puc. 2)
(Khazina, Weichenrieder, 2009); u C-xonueoro momena (CTD — C-Terminal Domain,
Puc. 2), xortopeiii yuactByer B cBs3piBanuu ¢ PHK (Khazina et al., 2011).
buoundpopmaruueckue uccienoBanus nokasanu, uro mHorue ORF1p npyrux non-LTR-
PETPOTPAHCIIO30HOB TAKXKE COJAEPKAT OJWH WU HECKOJbkO RRM M 1HMCTEHMHOBBIX
motuBoB (Heitkam, Schmidt, 2009; Khazina, Weichenrieder, 2009; Kanenutnckas u np.,
2011).

5’- m 3’-merpanciupyembie paiionsl (UTRS) non-LTR-perporpanco3oHOB
JOBOJIbHO BapuabenbHbl. boibmmucTBo NON-LTR-petpoTpancno3zonos B 5’-UTR umeror
BHyTpeHHM npomotop s PHK-momumepaser 11 (Mizrokhi et al., 1988; Schumann et
al., 1994; Ostertag, Kazazian, 2001). Hajuune BHYTpEHHErO MPOMOTOPA O3HAYAET, YTO
TpaHckpuOupyemass MPHK coxpaHuT nocienoBaTelbHOCTh IMPOMOTOpA, KOTOpas B
nporiecce OOpaTHOW TPAHCKPHIIIIMK OyIeT BKIIOYEHA B IOCIEIOBATEIHLHOCTh HOBOU
xoruu anemenrta (Takahashi, Fujiwara, 1999). HecmoTps Ha TO, YTO MHOTHE W3
oxapakrepu3oBaHHblXx 5’-UTR non-LTR-peTpoTpaHcno3oHOB coaepkKaT aKTHUBHBIN
IPOMOTOP, 3a4acTyl MPOMCXOJUT 3aMeHa ojaHoro mpomortopa apyrum (Haas et al.,
2001), 1 TOATOMY HX TTOCJICAOBATEIBHOCTH y PA3JIMYHBIX SJIEMEHTOB HE BCET/Ia SIBIISIOTCS
KOHCEepBaTUBHBIMU. Kpome TOro omnucaH psii JIEMEHTOB, y KOTOpPBIX HE ObLIO

oOHapy>K€HO BHYTPEHHUX MNpPoMOTOpoB. Hampumep, R2-ameMeHT HaCEKOMBIX,
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BCTPAMBAIONIUICS PSIIOM C pUOOCOMATBHBIMH TE€HAMH, HE COJEPKUT COOCTBEHHOTO
npoMoTopa. [Ipeamnonaraercs, 4ro B JaHHOM ciydae npoucxoaut Tpanckpumnuus PHK
R2-non-LTR-perporpancrnozona BMecte ¢ PHK pubocomansHoro rena (George,
Eickbush, 1999) ¢ wucnoms3oBanmem mpomoropa s3toro rena. 3’-UTR non-LTR-
PETPORIIEMEHTOB OOBIYHO COACPKHUT CIENU(DUIHYIO MOCIEI0BATEIHLHOCTD, Y3HABAEMYIO
oenxom ORF2p (Kajikawa, Okada, 2002; Anzai et al., 2005). UckinoueHneM SBISIOTCS
L1-non-LTR-snementsr miuekonurtatonux (Moran et al., 1996) u HEKOTOPBIX pacTEHHIA
(Ohshima, 2012), y kotopbix 3’-UTR He BamsieT Ha TpaHcno3uuio. 3’ -koHer Non-LTR-
PETPOTPAHCIIO30HOB MOKET CoJlepKaTh MOJINIE30KCHUAICHO3UHOBYIO
nocjenoBateabHOCTh (polyA) minm tanaemusie moBTopsl (Han, 2010). Kpome ocHOBHBIX
CTPYKTYPHBIX JIOMEHOB, HEKOTOpHIE non-LTR-perpoTpancno3oHs UMEIOT
nomonHUTENbHbIC  oMeHbl. Hampumep, ORF1p CR1-ameMeHTa COIEpKHT JOMEH
acrepasbl (Kapitonov, Jurka, 2003), cesi3siBatommiics ¢ GocHoTunuIaMu | JTAITOCOMAMHU
(Schneider et al., 2013).

MHuorue reHoMmHble komuu NON-LTR-peTpoTpanHcio3oHOB 3a4acTyio oOpe3aHbl ¢
5’-KOHIIa U3-3a HEMOJHOTO MPOXOXKICHUsT oOpaTHOM TpaHckpumimu (Szak et al., 2002).
Tonbko  HekoTOpble W3 Komuii  NON-LTR-aeMeHTOB B TreHOME  SIBISAIOTCS
MOJIHOpa3MepHbIMU M akTHBHbIMU. Hanpumep, u3z 500 teic. kommit L1-non-LTR-
AJIIEMEHTOB B FTEHOME YEJIOBEKA BCET0 OKOJIO 7 ThIC. LIEJIbIE, M U3 HUX TOJIbKO OT 80 1o 100

Komui crocoOHsl iepemeniathes (Brouha et al., 2003).

1.2.2. Mexanu3m nepemeniennsi NON-LTR-perpoTrpancno3onos

O6mas cxema nepemenienusi Non-LTR-perporpancno3ona nzobpaxkena Ha Puc. 3. [Tocne
Tpanckpunuuu #u Bbixoga MPHK »snemeHtra W3 siapa B UUTOIUIA3MY HPOUCXOJIMUT
tpancisiimst ORFs u coop RNPs (Hohjoh, Singer, 1996; Seleme et al., 2005). /{nst non-
LTR-peTpoTpaHCO30HOB, TPAHCKPHUMIUS KOTOPHIX MPOUCXOAUT C HCIOJb30BAHUEM
npomoropa mia PHK-nommmepaser 1, nepsas pamka, ckopee BCero, TpaHCIUPYETCs C
WCIIOJIb30BAaHUEM TPAJMLIMOHHON Mojaenu pacno3HaBaHusi k3ma PHK. DOtor Tun
TpaHCHAMU (B TPOTHUBOMOJOXHOCTh TpPAaHCISIUMU ¢ wucnoidb3oBanueM IRES -
BHYTPEHHETO CaiiTa CBS3BIBAHUS C PUOOCOMOI) MOATBEPKIACTCS SKCIIEPUMEHTAMHU Ha

MIJICKOIIMTAONINX, B KOTOPBIX OBLIO MpOACMOHCTPUPOBAHO, YUTO a) JaXXC 3HAYHUTCIIbHOC
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CTpeccoBblie
rpaHynbi

Puc. 3. OOmas cxema mnepememenus NON-LTR-perporpancnozona (cormacHo Han,
2010). Iukn nepememenust non-LTR-perporpancno3ona B kierke: (i) TpaHckpumims
MOJIHOPAa3MEPHOT0 akTUBHOrO aneMeHTa. (i1) skcnopt MPHK u3 snpa. (ii1) Tpancnsuus
OEJIKOB peTpOTpaHCIO30HA (1V) MPOXOXKACHUE Yepe3 IUTOIUIa3MaTUUECKYI0 TpaHyiy. (V)
Nmnopt pubonykinenHoBoit uactuiiel (RNP) B simpo. (vi) mHTEerpanus ¢ MOMOIIBIO

mexanu3zma PHK-onocpenosannoit unterpanuu (TPRT).

konuuectBO mytanuid B 5°-UTR, 3’-UTR u nocnegoBarenbHocty Mexay ORF1 u ORF2
HE BIIMSACT HA peTpoTpaHcrno3uiuio 3aeMeHToB (An et al., 2011; Moran et al., 1996); 6)
KOAMPYIOIIas MOCIEA0BATEILHOCTh MOYKET OBITh 3HAUNTEIFHO U3MEHEHA 0€3 BIMSHUS Ha
perporpancnosuiiuio (Han, Boeke, 2004); B) ununmanus tpauciasuuu ¢ S’UTR ORFl1p
L1-anemeHTa venoBeka 3aBUCHT OT Hamuums kama (Dmitriev et al., 2007). DiemenTsl,

tpanckpubupyemsle PHK-monumepazoit | Bmecte ¢ pubocomMallbHBIMU T€HaAMHU C HX
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IPOMOTOPOB, Takue Kak R1/R2- ameMeHThI, MOTYT TPaHCIUPOBATHCS C HCIOIB30BAHUEM
IRES (George, Eickbush, 1999) — oco6six ctpykryp PHK, cBs3bIBaOmuxcs ¢
pubocomMamMH M XapaKTE€pHBIX U1 BUPYCoB M HekoTopbix kietouHblx MPHK (Pfingsten,
Kieft, 2008). [ns mpoueccunra coeii PHK, a ummenno eé ormenenms ot MPHK
puOOCOMalIbHBIX T'€HOB, 3T NON-LTR-peTpoTpaHCcrno3oHbl KOOUPYIOT CHEUUaTbHBINA
prOo3uM,  KaTaJM3UPYIOMIMHA pACHICTUICHHE MOJEKYJIbl, B KOTOPOH OH HaXOAHMTCS
(Eickbush, Eickbush, 2010). B TtpaHckpumnTax, COACpKAIlUX OTAEIbHBIE OTKPHITHIC
pamku cuntbiBaHus, TpaHcasaus ORF2 ocHoBBIBaeTCS HA 0COOOM CITOCOOE MHUITHAIIHH.
UccnenoBanus non-LTR-perporpancno3zona START1 menkompsina u Ll-snemenra
YeJIoBeKa IMOKa3alld, YTO CYIIECTBYET OO MEXaHW3M WHUIHMAIUWA TPAHCISIUH, TPU
kotopoMm TtpaHcisuss ORF2 compsikena ¢ tpancisiueit ORF1 (Alisch et al., 2006;
Kojima et al., 2005). IIpu sToM npoucxoaut peuHunmanus tpanciasaiun ORF2 nmu6o Toit
xe pubocoMol, uro ocymiectisiia Tpancaauuo ORF1, nubo ¢ npuBneuenuem apyrou
pubocomsl. Hampumep, B ORF2p mHekotopeix non-LTR-perporpancno3onos
NPUCYTCTBYIOT 2A-IOMEH, KOTOPBI OCYIIECTBISET TMPOIMYCK CHHTE3a pPHOOCOMOU
OTIPEJICICHHBIX AMHUHOKHCIOTHBIX MOCIEA0BATEILHOCTEH, YTO MPUBOJUT K TEPMUHAIIUU
CHHTe3a moJsinmneTHaa u pennurpanuu tpancisuauu (Odon et al., 2013). RNP non-LTR-
PETPOTPAHCIIO30HOB B OOJBIIMHCTBE CIydaeB JIOKaIU3yeTcs ¢ ucnoiabzoBanuemM ORF1p
B KadyecTBe Mapkepa B IHUTOIUIa3me. MHTepecHoe HCKimoueHue ObLT0 OOHApPYXKEHO B
KJICTOYHOW KYJIBTYPE KPBIC JIMHHHM XPOHHUYECKOT'O0 MHUEIIOUIAHOTO JICWKO3a, TJIe CUTHAIBI
ORF1p L1-non-LTR-perpoTpancno3onoB Jiokanu3oBanuch B sape (Kirilyuk et al., 2008).
[TpyymHBI TaKOTO aHOMATBHOTO PpACHpPOCTpAaHEHHWS Oelka B KJIETKE HE SCHBI.
CyiiecTByeT MHEHHE, YTO B KJIETKaX JIaHHOW JMHUHM MPOUCXOTUT CHUHTE3 MYTAHTHOU
Bepcun ORF1p, xoTopas HE 3a7epKUBaeTCs B IIMUTOIUIA3ME, a cpa3y MOCTYIMaeT B PO
(Goodier et al., 2007; Kirilyuk et al., 2008). Crout taxxke ormetuthb, uto ORF1p non-
LTR-perpotpancno3onoB Drosophila melanogaster, yuactByrommx B AOCTpanBaHUH
TEJIOMEp, TAKKE JIOKATU3YeTCs B sApE.

HeranpHoe uccinenoanue RNP non-LTR-peTpoTpaHCIIo30HOB MIIEKONUTAIOIINX
BBISSBIJIO MX JIOKAJIM3AIMI0 B TaK HAa3bIBACMbIX CTpeccoBbIX TIpanynax (Puc. 3) —
IIUTOIUIA3MAaTUYCCKUX TEJ, acCOlMUpPoBaHHbIX ¢ P-tenbumu (anri. P-body) (Goodier et
al., 2007). P-tempua sBASIOTCS BakHOM dacThio cuctembl PHK-untepdepenmmu

(Jakymiw et al., 2005). bbuto moka3aHo, YTO CTPECCOBBIE TPAHYIBI SBISIFOTCS
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pe3epByapamu uisi HeTpanciupyemoir MPHK (Balagopal, Parker, 2009). Ocraetcs
HesiCHBIM, Hanpasisitorest i1 RNP non-LTR-peTpoTpancnio30HOB B CTpecCOBBIE IPaHYIIbI
JUISL TIOCHIEAYIOIIEr0 pPAa3pyLIEeHUs] WM MPOXOKIEHUE 4YEpe3 CTPECCOBBIE T'PAHYIIBI
ABJISIETCS. BaXHbIM »TanoMm B co3peBaHnd RNP perporpancnozona. Tem He MeHee,
U3BECTHO, YTO MOTEPS] CTPYKTYPHBIX KOMIIOHEHT P-Tenmen B Apoxokax HPUBOIUT K
yMeHbIeHnio akTuBHOCTH 1Y1- 1 Ty3-LTR-perpoTpaHcno30HOB, YTO TOBOPHUT B TOJIB3Y
TUIOTE3bl  aKTUBHOI'O  y4YacTHUsl  CTPECCOBBIX TIpaHyJdl B  JKM3HEHHOM  IUKIIE
perporpancrno3onoB (Aye et al., 2004; Checkley et al., 2010). Junamuxka RNP non-LTR-
PETPOTPAHCIIO30HOB OblLIa Hambojee TIIATENbHO HM3y4YeHa Ha mpuMepe |-anementa
npo3oduisl (Seleme et al., 1999, 2005). RNPs I-aneMeHTa MOSIBISIOTCS B MUTAIOIINX
KJIETKaX OOLMTAa M 3aTeM, BMECTE€ C APYrMMU KOMIIOHEHTaMH IHUTAIOIIMX KJIETOK,
IepeMenaTcs B HUTOoILIasmMy oonuta. B oonmre RNPs Murpupyror us 3agHel 4acTu
ooruta B mepenHioo (Seleme et al.,, 1999, 2005). Murpamus RNP I-anemenra
HarioMuHaeT TpaHcopt RNP rena bicoid w mpoucxomutr B HampaBiIeHHH IIEHTpPA
oprann3anuu MukpoTpyoOouek (Ferrandon et al., 1994; Seleme et al., 1999).
3aBucumocth ABukeHUsT RNP oT Hanmuums MUKpOTpyOOYeK, a Takke JaHHbIE,
noatrBepxkaaromme B3aumozeiicteue ORFlp ¢ mnpomexyrouneiMu — (uiiameHTaMu
(Kirilyuk et al., 2008), roBopsT B monb3y rumnore3bl awkeHus RNPs non-LTR-
pPTEpPOTPAHCIIO30HOB BJAONL IuTOCKeneTra. B  koneunom cuere, RNP non-LTR-
PETPOTPAHCIIO30HA TPAHCHOPTUPYETCS B SAPO, TJ€ U MPOUCXOAMUT Mpolecc oOpaTHOU
TPAHCKPUIILINH.

OxkazaBmKCh y MOAXOASILIEro caiita Ha XpomoMcome, NoN-LTR-perporpancno3on
MOXKET HadyaTb KONMPOBAaHHE CBOCH T'eHETWYeCKOW HH(POpPMAIMM B HOBBIH JIOKYC.
Mexanusm 3toro nporecca 6su1 HasBaln “PHK-omocpenoBannoit unrerpanueii” (TPRT -
target primed reverse transcription, cxema MexaHu3Ma mpeccTaBicHa Ha Puc. 4) u ero
HavyaJIbHbIC CTAJMU HauboJjiee yOCIUTENbHO OBLIM TPOJSMOHCTPHPOBAHBI IN VItro B
ucciefoBanusax R2-amemenra w3 reHoma Bombyx mori.  OuuineHHbIH  O€JoK,
KOAMPYEMBIA €TUHCTBEHHOHN pamkoii R2-amementa, cmemannbii ¢ PHK R2-snemenrta u
noaxoxsmieit moHopuoir monekynoi JIHK, cmocoben paspesars oany u3 meneit JJHK
(Puc. 4, ii). OcBoboxmaromuiics 3'-KOHEI[ 3aTeM CIIY’)KUT B KauecTBe Ipaiimepa oOpaTHOi
tpanckpuniuu PHK R2-smementa (cunte3 munyc-tienu, Puc. 4, iii). [Toxoxkue maHHbIE

ObLIM TOJNIYYeHBl M JJisi cucTeMbl ¢ L1-snemeHTta yenoBeka, JJisi KOTOPOM, OJHAKO,
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Puc. 4. Mexanusm PHK-onocpenoBanHoit wuHrerpaumun (mo Han, 2010, ¢
monudukarusmu). OCHOBHBIE 3Tanbl 0003HAUEHBI pUMCKUMHU Idpamu. OObsICHEHUS

JaHbl B Tekcte. TSD - nymukaius caiita BCTpauBaHMUs.

OpsIMOE OTCJIEKMBAHUE PE3YJIBTATOB IPOBOJMMOM pPEAKLUUU  OCJIOXKHSETCS HU3KUM
BBIXOZIOM €€ MPOJYyKTa U OTCYTCTBHEM CTPOTO olpejesieHHoro caiita paspeia JIHK (B
ormuune ot R2-non-LTR-perporpancmnozona). Cait  Bcrpodiku  non-LTR-
PETOPTPAHCIIO30HA OINpPEAENAETCS TUIOM JOMEHAa JSHJIOHYKJIEas3bl, KOAMPYEMOTO
KOHKpETHbIM 3JeMeHTOM. Kak yxke roBopwiock, JpeBHME TIpynnsl NON-LTR-

perporpaHcio3oHoB, Takue kak CRE, R2 u R4, xonupyiot sug0onykiIea3y tuna REL-endo
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(Malik et al., 1999), koropas y3HaeT cHelU(pHUUHBIC MOCIEAOBATEIBHOCTH. B 0Ooee
MOJIOJBIX TPYIIIax 3TOT AOMEH ObLI 3aMEHEH Ha sHaoHykieasy tuna APE (Malik et al.,
1999), uto, B OONBIIMHCTBE CIy4aeB, MPUBEIO K OCIIA0JCHUIO WM pellaKcalliu CauT-
cnenupUYHOCTU. 3HaUEHUE JOMEHA SHAOHYKJIEa3hbl 3aKIII0UaeTCsl B CO3[JaHUU TpaiimMepa
JUIsl 0OpaTHOM TPaHCKPUIIMU TpHU pa3pe3anuu qoHopHoi uenu JJHK. Ecnu cymecTBytor
JOTIOJTHUTENIbHBIE MEXaHU3Mbl CO3/laHus IpaiiMepa, TO TpaHcno3uuus Non-LTR-
AIIEMEHTAa MOXKET MPOUCXOAWTh U B OTCYTCTBUM HSHAOHYKJIEA3HOM aKTMBHOCTU Oelka,
koaupyemoro atemenToM (Morrish et al., 2002). Hanpumep, nepememenne TART-, Het-
A- u TAHRE-non-LTR-perpoTpancno30HOB apo30¢uiabl, GOPMHUPYIOIIMX TEIOMEPHI Ha
KOHIIBI XpOMOCOM, He TpeOyeT sHmoHykiIeasHoi aktuBHocTH (Levis et al., 1993; Sheen,
Levis, 1994; Pardue et al., 2005). IToxoxuii MeXxaHH3M SHIOHYKJI€a30-HE3aBUCHUMOTO
nepeMenieHus: ObT MICKyCCTBEHHO BOCTIPOM3BEACH C HCMOIB30BAaHHUEM CHHTETHYECKOTO
mytanTHOro L1-non-LTR-snementa venoBeka (Morrish et al., 2007). Bo3moxxHo, 4TO
npesHre NON-LTR-peTpoTpaHCoO30HBI, HE COAEpKAIM JOMEH SHIOHYKIEasbl, a
WCIIOJIb30BAJIM TI0 TEM WJIM WHBIM MPUYMHAM oOpa3oBaBiuecs cBoOoaHble kKoHIbl JJTHK
(Han, 2010). Kpome Toro, ObLIO IOKa3aHO BIMSHHE M JPYIHMX JIOMCHOB OCIIKOB,
koaupyemsbix NON-LTR-perporpancno3zonamu, Ha npouecc cBs3biBaHuss RNP anemenTa ¢
caiiToM BcTpamBaHus. B wacTHOcTH, momumnporenH R2Bm-perporpancro3zona na N-
KOHIIE HECeT JiBa IMCTEeMHOBBIX MOTHBa coctaBa CCHC, a taxxke Myb-cBsi3biBatomue
motuBbl (Burke et al., 1999), orcyrcTBue KOTOpBIX CYIIECCTBCHHO BIHSCT Ha
cnocoOHocTh nosunpoTenHa csa3biBaTh JJHK (Christensen et al., 2005).

[Tocnenyromme sTambl wHTErpanuu NON-LTR-peTpoTpanHcrio3oHa ocraroTcs He
COBCEM SICHBIMH, HO, CYJsl TI0 BCEMY, Jlajiee PeTPOTPAHCIIO3UIIUS MPOUCXOIUT COTIIACHO
MeXaHu3My, npuBeneHHOMY Ha Puc. 4. Ilocine wnm BO Bpems CHUHTE3a MHHYC-IICTU B
caiiTe BCTpamBaHUs MPOUCXOAHT pa3peiB BTopoit nenu JJHK (Puc. 4, iv). B 3aBucumocTu
0T KOHKpeTHOro NON-LTR-peTpoTpaHcio3oHa JaHHBIA pa3pbiB MOXKET MPOUCXOIUTH HIIH
B TOM JX€ MECTE, HIKE WJIHM BBIIIIC MECTa B KOMIIEMECHTAPHOW IICIH, TJC MPOU3OIISI
IIEPBbIA  paspbiB. EcimM BTOPOM paspelB INPOM3OLIET HWXKE IEPBOrO paspbiBa B
KOMIUIEMEHTApHOM 1IN, TO 00pa3yeTcs AYIUIMKAIUS CaiiTa BCTpauBaHUS (JIeBas 4acTh
Puc. 4, TSD — target site duplication); eciu BbIllie, TO ACNEIUs CailiTa BCTpAUBAHUS; TIPU
pa3peiBe TOrO K€ caiiTa B KOMIJIEMEHTapHOW NENu MNPOUCXOAUT BCTpauBaHue 0e3

aenenuyd W aymnukanuid. HecmoTrps Ha OTCYTCTBHE NPSIMOTO 3KCIEPUMEHTAIBHOIO
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JI0Ka3aTelbCTBA, CUUTAETCSA, YTO JOMEH 3HJIOHYKIea3bl NON-LTR-perporpancno3oHos
ocymecTBisgeT pa3psiB B Bropoit nenu JIHK. beino mokazano, uto ORF2p R2-non-LTR-
pPETPOTpPaHCIIO30Ha (YHKIMOHUPYET Kak ITUMEpP, Kaxaas M3 CyObEeIUHUI] KOTOpPOTO
MOJKET KaTaJau3upoBaTh oauH u3 pa3peiBoB (Yang, Eickbush, 1998; Christensen et al.,
2006). OcTaeTcst HEMOHATHBIM, KaK MPOUCXOJUT BHIOOP MECTa pa3pbiBa BTOPOH 1EMH, HO,
MOX0’XKE, YTO 3TOT MPOLECC MPOUCXOAUT MO-Pa3HOMY Yy pa3IU4HbIX 3JE€MEHTOB. B
HEKOTOPBIX CIIy4asX pa3pblB BTOPOM IIEMUM MOXET OMNPEAeNsThCS JOMEHOM
SHAOHYKIJIE€a3bl NON-LTR-perporpancrio3oHa. Jlas  SJIE€MEHTOB  MIIEKOMUTAIOIIUX
CYIIIECTBYIOT JJaHHBIE O TOM, YTO MECTO Pa3pbiBa BTOPOU IIEMH OMPEENIeTCS YPOBHEM
ero MACHTHYHOCTH CHHTE3MpyeMoi MuHYyc-mienu sieMenTa (Symer et al., 2002; Zingler
et al., 2005). Tem He MeHee, I OOJBIIMHCTBA CIydYacB, MEXaHHU3M TOr'0, KAk MMEHHO
MPOUCXOIUT Pa3pbIB BTOPOH LIETIH, OCTAETCSI HEU3BECTHBIM.

Pa3zpeiB  BTOpOM menu co3maer mnpaiimep s cuHTe3a noc-uenu  JHK
BcTpanBaeMoro NON-LTR-perpoTtpancnosona (Puc. 4, v-vi). To ecTh, CHHTE3MpOBaHHAS
munyc-tens JJTHK non-LTR-perpoTtpancnozona Bmecto PHK petpoTrpancnosona reneps
cBs3biBaeTcss co Bropol menbio JIHK caifta BcTpamBaHus. DTOT mepexoa MHUHYC-IENH
JIHK non-LTR-perporpancno3oHa, o Bceil BUAMMOCTH, IPOUCXOTUT C UCIIOIb30BAaHUEM
mraneponHoi aktuBHOCTH ORF1p (Martin, 2010). HiccienoBanus in Vitro mokasaiu, 4To
C-konenr Oenka L1Tc, comepxamuii aBa IMCTEUHOBBIX MOTHBA, BBITIOJNHSIET POJb
MOJIEKYJISIPHOT'O IIAN€pPOHa, CIIOCOOCTBYS OTXKUTY KOoMIUleMeHTapHbIX ydacTkoB JIHK u
npensaTcTBys TuiaBneHuro aymiekcoB JIHK (Heras et al.,, 2005). CooTBeTcTBEeHHO,
cuHTe3 Iuoc-enu NoN-LTR-peTpoTpaHcno3oHa HauWHAETCS B MECTE pa3pblBa BTOPOM
nenu caita BcrpauBaHus. s Toro utoObl ynanuth PHK, cBsizanHyl0 ¢ MUHYC HETIBIO
JIHK »snementa, Hekotopsie NON-LTR-perporpancmozonsl mpuobpenn gomeH RNH
(Blesa, Martinez-Sebastian, 1997; Malik et al., 1999). Ho wmHorue apyrue
PETPOTPAHCIIO30HKBI JINOO coBceM He cojaepkar nqomeH RNH, nubo mortepsiau ero B
pesynbtare 3Bojroiuu (Novikova et al., 2009). Bo3mosxkHo, uto s yaanenuss PHK stu
PETPOTPAHCIIO30HBI UCTIONB3YIOT O0eok RNH, xonupyemslil X034MCKUM OpPraHn3MOM U
byuknuoHupyromuM B sape B mpoiecce permtukaruu (Malik et al., 1999; Cerritelli,
Crouch, 2009), wmn xe PHK mpocto cMmeriaercs B pe3y/bTare CHHTE3a ILIFOC-IICTIH

sanmementa (Kurzynska-Kokorniak et al.,, 2007). Ilocie toro, kak cunate3 JIHK
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3dKaHYMUBACTCs, MPOUCXOAUT JIMTHPOBAHUC OCTABIIHUXCA Pa3pbIBOB W 3aBCPIICHUC

tpancno3uiuu (Puc. 4, vii).

1.2.3. B3aumoneiictBue NON-LTR-peTpoTpaHCcno30HOB H OPraHU3Ma X035iMHA

Cuuraercs, yTo B mpoiiecce nepemenieHuss NON-LTR-3nemeHT ucnonb3yeTr psn
KJIETOYHBIX (haKTOPOB, HEOOXOAUMBIX AJIs €ro MpaBUIILHOTO mpoxoxaeHus (Beauregard
et al., 2008). Takas Touka 3peHHsI BO3HHKJIA TI0 MHOTUM TpUYnHaM. Bo-mepBbix, He OBLIO
HaliieHo HU ojxHoro Non-LTR-perporpancno3ona, KOTOpbId Obl KOAMpOBaNl OENKU €O
BCEMHU HEOOXOIMMBIMHU JIJISi PETPOTPAHCIO3UIIMN aKTUBHOCTSIMHU. Hampumep, pa3pbiBbl,
co3naBaembie B pe3ynbTate TPRT, momxubl ObiTh 3ammtel nocie cuuTe3a JHK. Ipu
ATOM J0 CHX MOop He ObLT HaimeH NON-LTR-amemeHT, KoTopbiii OB KOJUPOBAT OCIOK C
aurasHoi aktuBHOCThIO (Han, 2010). B cinyuae ynanenus cailta BcTpauBaHUsI HESICHO,
KaKhe HyKJIea3bl OCYyIIeCTBISIOT yaaneHue HecnapenHod JIHK (mpaBas wacte Puc. 4,
vii). KpoMme Toro, MoJIHBIHA MpoIiecc peTpoTPAHCIIO3UITUH TIOKa He ObLT BOCIIPOU3BEIEH IN
VItr0 ¢ WCIONBb30BaHMEM OYHIICHHBIX CyOCTpaToB W OCNKOB, Koaupyembix non-LTR-
pPETPOTPAHCIIO30HOM. BrionHE BO3MOXHO, YTO PETPOTPOTPAHCIO3UIMIO IN VItro He
yJlaeTcs BOCIPOU3BECTHU IO MPUYUHE CIOXKHOW MHOTOLIArOBOM MPUPOBI EpEeMEIeHuUs
non-LTR-perpoTpancno3oHa ¥ HEBO3MOXKHOCTH MOA00paTh MoaXoasue ycaosus. Tem
HE MEHee, MPOBE/ICHHBIA aHANIW3 MOCIIeI0BAaTeIbHOCTEN caliTOB BCcTpauBanusi NON-LTR-
AJIEMEHTOB B T'€HOM IIPEANOoJaraeT BOBJICUYEHUE KIETOUYHBIX MEXaHHU3MOB pemnapaiuu B
sror mpouecc (Zingler et al., 2005; Ichiyanagi et al., 2007). W, HakoHne,
AKCIIEPUMEHTANIbHBIE TaHHbIE TOBOPAT B IMOJIb3Y 3aBUCUMOCTH TpaHcno3uiuu Non-LTR-
PETPOTPAHCIIO30HOB OT KIeTouHbIX (aktopoB pemaparuu JIHK. Tpanchexius
mia3Muabl, coaepxkameid  L1-non-LTR-perporpaHcmno3oH  4enoBeka, B KIETKU
MJIEKOMUTAIOMINX MPUBOAUT K SHIOHYKJIEa30-3aBUCHMBIM pa3pbiBaM B JIBOWHOW IEMU
JHK, u ycnemHoe npoxoJ1eHue TPAaHCIO3UIMU B 3TUX KJIETOYHBIX KYJIbTYpax 3aBUCUT
or ATM-kuHa3bl, BOBJIEYECHHOH B TMPOLECCHl TOMOJIOTUYHONW pEKOMOMHAMKA U
HETOMOJIOTHYHOTO COCTMHEHHUs KOHIOB Tpu pemnapanmu (Gasior et al., 2006). Kpome
TOT0, B KJIETKaX, JUIICHHbIX TakuX (akTopoB kak Ku70, Artemis u LiglV, yuacTByromumx
B HErOMOJIOTMYHOM COEJIMHEHUHU KOHIOB, TpaHcmo3uiusa L1-non-LTR-perposneMeHToB
He npoucxomuT (Suzuki et al.,, 2009). AmnanornyHoe HucclieqOBaHHE OaKTepUATbHBIX

UHTPOHOB Tpymmbl Il BeIIBMIO ydacThe B MX (YHKIMOHUPOBAHMH MHOTOYHCICHHBIX
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¢daktopoB JIHK-penapanuu (Smith et al., 2005). bakrepuajabHble HHTPOHBI HUMEIOT
obmero ¢ non-LTR-perporpancnozonamu mpenka (Malik et al., 1999) u mostomy
U3YYCHHE OTHX TCHETHUYECKHX DOJEMEHTOB HWIrpaeT OOJBIIYI0 pPOJb B IOHUMAHUU
MexaHu3MOB mepemenienus Non-LTR-perpoTpancnozoHoB. B nenom, Bce 3TH AaHHbBIE
FOBOPAT O BaXHOM POJIM KIETOYHBIX (akTopoB B mepememieHnn NON-LTR-
pPETPOTPaHCIIO30HOB. B 3TOM oOTHOWmEHMU NON-LTR-peTpoTpaHCHO30HBI HE SBISIOTCA
YHUKaJIbHOU Tpynmnoil MO, mockoibKy MHOTMM MD Ipyrux KJIaccoB Ha MHOTHX 3Tarax
UX MEPEMEIICHHSI TAKKEe HEOOXOMMBI KJIETOUHBIE (DAKTOPHI.

Jliis Toro utoObl kKommuu MO mepeaaBaliuCh W3 MOKOJICHUS B MOKOJICHHE, UMEET
CMBICIT TIPEANOJIOKUTh, YTO MDD JOKHBI AaKTUBHO TIEPEMEINAThCS B KIETKax
3apOJIBIIIEBOTO MYTH, BEIb UMEHHO U3 3THUX KIJIETOK OYyAyT MPOU3BEACHBI MOCIEAYIONUE
nokoJyieHus. Hamportus, mepeMenieHus B COMAaTHYECKUX KJIETKaX OYAyT SBOJFOIMOHHO
HENPOAYKTUBHBIMK, TaK KaK HOBBIC KOIMH PETPOTPAHCIIO30HOB OYAYT YTEPSHBI TPU
rubenu opranu3ma. B cooTBeTCTBUM ¢ TaKOW TOUKOW 3peHHUs OKazasloch, uTo NON-LTR-
PETPOTPAHCIIO30HBI JICUCTBUTEIBLHO DKCIPECCUPYIOTCS M TIEPEMEMIAIoTCS B KIIETKax
sapogasimieBor smauu (Trelogan, Martin, 1995; Seleme et al., 1999). B to Bpems kak
“ycmex” TpaHCMO30HA 3aBUCHUT OT €ro NMEPEMEIICHUsI B KJIETKaxX 3apOJbIIICBOM JIMHUU,
0O0JIBIIIOE YUCIIO BCTPAWBAHMI HOBBIX JJIEMEHTOB B T€HOM MOXET OKa3aTh HETaTUBHBIN
abdext Ha xo3sKckui opraHu3M. [lodToMy KIIeTKH OOBIYHO CTaparOTCs TOAABISITH
AKTUBHOCTh MO, U UIMEHHO B KJICTKaX 3apOJIBIIICBOrO MyTH MPOUCXOIUT O0pbhOa MEX Ty
MD u opranuzmom xo3siiHa. [loTepss KOHTPOJIA HAJ aKTUBHOCThIO MO MOXKET MpuBECTU
K CEPbE3HBIM IMOCIICJICTBUSM JJII OpraHu3Ma. M3BeCTHBIM MPUMEPOM SIBIISCTCS CHHAPOM
rHOpPUIIHOTO  JMCTeHe3a, HaONoJaeMblii  TpU  CKpeliuBaHuM camok  Drosophila
melanogaster, B reHome KOTOPBIX HE COJCPXKHUTCS aKTUBHBIX MD, ¢ camiamu,
UMEIONIMMHU aKTUBHO Tiepememniatomuecs M3, [IoTOMCTBO OT TaKOTo CKpEIIMBAHUS 4aCTO
CTEpWJILHO, W WX TEHOM XapaKTepHU3yeTcs pa3HOOOpa3HbIMM MYyTaIlUsIMU U
xpomocomHbIME Tiepectpoiikamu  (Kidwell et al., 1977). Drtor cuHIPOM BBI3BaH
HECTIOCOOHOCTBIO OpraHu3Ma KOHTPOJIUPOBaTh nepemenieHrne M3. Kpome Toro, HenaBHO
ObUT TIOKa3aH pa3pymUTENbHBIA 3()PEKT HEKOHTPOJUPYEMOTO VYBEJIICUCHHUS YHCIIA
TPAHCIIO3HWIIMA B KIETKAX 3apOJABIIIEBOTO IYTH MIJICKONMTAIOIINX, B KOTOPBIX, IIO-
BUIUMOMY, MMEHHO TMOBBIIIeHHas skcnpeccuss L1- u |AP-snemeHTOB mpUBOIUT K

crepuwibHOCcTH (Aravin et al., 2007; Kuramochi-Miyagawa et al., 2008).
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1.2.4. Peryasinus ¢ ucnoyb3oBanneM majibix PHK
Otkpeitie PHK-unteppepennmun (RNAi) (Fire et al, 1998) mpuBeno

BO3HUKHOBEHHMIO THMOTE3bl O ToM, uTo Manble PHK BoBineuensl B perymsiuio
TpaHcno30HOB TmocpenactBom metunupoBanus JIHK wu  perpamanmum  PHK  MDO.
['eneTnyeckue ucciaeaoBaHus BbIIBWIN, 4TO MyTannu RNA1 Ha camoMm Jiesie MpUuBOJAT K
peaktuBaiu MO (Ketting et al., 1999; Tabara et al., 1999). Ceiiyac u3BecTHO, YTO B
KJIETKaxX 3KCIPECCUPYIOTCS pasznuuHble BapuaHTbl Maibix PHK, cambie n3ydueHHble u3
koTopbix 3T0. Mukpo PHK (miRNA), suumorennsie mansie umHTepdepupyoomue PHK
(endo-siRNA) u PHK, B3aumoaeiictBytomme ¢ Oenkamu Piwi (piRNA). 3HauuTenbHas
gacth endo-siRNA u PIRNA COOTBETCTBYIOT IOCIEA0OBATEILHOCTSIM TPAHCIIO30HOB, YTO
MO3BOJIMJIO CJIENaTh MPENON0KEHUE O TOM, YTO MEXaHU3MbI pernpeccud M3 OCHOBaHbI
Ha y3HaBaHWU WX TocjemoBarenabHocTeit (Aravin et al.,, 2003; Houwing et al., 2007;
Ghildiyal et al., 2008). [ns ocyiiecTBICHHS CBOUX PEryasaTopHbIX (GyHkmmii 3t PHK
B3aMMOJICHCTBYIOT ¢ Oenkamu cemerictBa Argonaut (Hutvagner, Simard, 2008). piRNA
cuenuUYHBl JIS  KJIETOK 3apoJbIIeBOro IMyTH, B TO Bpems kak endo-siRNA
NPUCYTCTBYIOT BO BCeX KiieTkax opranu3ma (Han, 2010).

Mopnens perymsinun MO nocpeactBom piRNA B KIe€TKax 3apOJbIIIEBOTO MyTH
ObLTa pa3BUTa B DKCMEPUMEHTAX Ha Apo3oduie U Mblmax. B 3Toit Mojenu nBa kiacca
piRNA B3anMoJeHCTBYIOT ¢ pa3inyHbIMU Oenkamu cemeiicTBa Argonaut. Kinacc piRNA,
COOTBETCTBYIOIINI NPSIMOW OpUEHTALIMU TPAHCKpUNTa MO, B3aUMOJEHCTBYET ¢ OenKaMu
Piwi u Ago3 (B meimax — MILI) (Aravin et al., 2007; Brennecke et al., 2007), a xiacc
PIRNA, KOMIUIEMEHTApHBIH IOCIIC0BATEIBHOCTH MDD, B3aUMOJCHCTBYET C OEIKOM
Aubergine (MILI2 y mbimeit). 91u knaccesl piRNA HapabaTbiBatOTCs ¢ UCIOIb30BaHUEM
MeXaHu3Ma “TUHT-TIOHI”, B paMKax KoToporo mnpsmas menb piRNA Hampasiser
paspe3aHue U cuHTe3 o0paTHOM 1enu u HaobopoT. ObpaTHas uens piRNA mpoucxoaut
OT JUTMHHOW  MOJIEKYJIBI-TIPEIICCTBEHHUKA, TPAHCKPUOUPYEMO C  HEOONBIIIOTO
komdectBa piRNA-kinactepoB B renome (Brennecke et al., 2007; Aravin et al., 2008),
KOTOpas 3aTeM pas3pesaercs Hykieas3oi Zuccini (Voigt et al., 2012).

Mytanuu, TpUBOJSIINE K HAPYIICHUIO (YHKIIMOHHPOBAHUS OEIKOB CeMeicTBa
Argonaute, mpuBOASAT K TOBBINICHUIO AKTUBHOCTH TPAHCIIO3UIIMM BCEX TUNOB MO
(Meister, 2013). IToBeimeHHas sxkcnpeccus MO, B CBOIO ouepe/ib, CBsA3aHa ¢ ne)eKTaMu B

Pa3BUTUH KJICTOK 3apOAbIIICBOr0 IYyTH, YTO MOJYCPKHUBACT BAXHOCTL PCTYJIUU
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nepemerienuss TpaHncno3onoB (Carmell et al., 2007). CuwurtaeTcs, 4TO B KIETKaXx
3apoplieBoro nmytu Piwi-perynsiiusi paboTaeT HE TOJBKO Ha YPOBHE TPAHCIALMH,
ocymecTirsas paspesanne MPHK Tpancrio3oHa, HO ¥ Ha ypOBHE TPAHCKPHIILIUY, TaK KaK
ocymectrisier metuauposanue JJHK (Di Giacomo et al., 2013). B arom 3akmoyaercs
HBOJIIOLIMOHHBIN CMBICJI PEryJsiiud ¢ MOMOIIbl0 Piwi: HapabaThIBaroTCS TPaHCIIO30H-
cnenuduunsie piRNA, koTopeie ocymecTBisaoT MetunupoBanue JIHK MO B kierkax
3apOJIBIIEBOTO IMYTH. DJTO METEIMPOBAHUE 3aT€M MepeNacTcsl BCEM IOCIEIYIOUUM
KJIeTKaM, oOpa3yromuMcs B pe3ynbrate muto3a (Law, Jacobsen, 2010).

JlaBHO H3BECTHO, YTO TE€HOMHBIE Komuu MD YacTo METWIMPOBAaHBI U OTO
METHUJIMPOBAHUE WIPACT BAXKHYIO POJIb B JIOJITOCPOYHOM pErysisiliiM akTHUBHOCTH MO
(Yoder et al., 1997). beuto oOHapykeHO, YTO HapymieHHS B (YHKIIMOHUPOBAHUHU Piwi-
OCJIKOB TPHUBOMAAT, B TOM YHCIIC, U K HApPYyIICHUIO B METHJIUPOBAHUH MPOMOTOPHBIX
paiionoB LINE-1-anementoB y mbimm (De Fazio et al.,, 2011). Kakum o0Gpa3om 310
MIPOMCXOIUT, OocTaeTcs He A0 KoHma scHeiM (Han, 2010), HO cyuTaercs, 4To 3TOT
MEXaHU3M MOXEeT OBITh MOAOOCH MeXaHU3My O0O0pa3oBaHUsI TeTEepOXpoMaTHHA B

pa3nmuuHbIX opranu3max (Grewal, Elgin, 2007).

1.2.5. BHyTpuK/IeTOUYHAs 3alIUTA ¢ HCNOJIb30BaHue 0elkoB cemeiictBa APOBEC
BriepBbie aHTHBHpYyCHasi akTUBHOCTh HUTUAWH-AamuHa3zel APOBEC3G Oblia

NOKa3aHa MpH 0OHapyKeHUH e€ crmocoOHOCTH MHIHOUpoBaTh perpoBupyc BIY (Mangeat
et al., 2003). /IlezamuHupoBHUE UTO3MHA B cUHTe3upoBaHHOW 1enu k/IHK BUY mpu
nomommn  APOBEC3G mnpuBoaWT K TrumepMyTalusM T[yaHUHOB B aJ€HUHBI B
KOAMPYIOLIEN IOCIIE0BATENILHOCTH BHpyca. IIOCKOIBKY pEeTpO3IEMEHTHl IOX0XKUM
obpazom cunTe3upytotT 1ens kJIHK, mosBuiace runoresa o ToM, 4To OCJIKH CeMeicTBa
APOBEC Taxxe peryaupyroT NEpEeMELIEHUE PETPOTPAHCIO30HOB. JleHCTBUTEIBHO,
Obulo ycTaHoBieHo, uTo Oenku cemeiictBa APOBEC3 uHruOupyroT axTHBHOCTH
perporpancno3zonoB (Dutko et al.,, 2005; Muckenfuss et al.,, 2006). OgHako CTOUT
OTMETUTH, YTO B JIUTEPATYypE NPUCYTCTBYIOT HEKOTOPHIE HESICHOCTU OTHOCUTENIBHO POJIU
APOBEC3G B wunrubupoBanuu Ll-snementoB muekonutaromux (Kinomoto et al.,
2007). Bbeuto BbIABIEHO, uTO Mpu Ko3kcmpeccun OenkoB APOBEC3 ¢ non-LTR-
PETPOTPAHCIIO30HAMU HE NPOMCXOAUT TMIIEPMYTALM BO BCTPAMBAIOLIEMCS DJIEMEHTE, U
aKTUBHOCTh IUTUAMH-JUAMHHA3bI B OOJBIIMHCTBE, HO HE BO BCEX CIIydasX, OKa3aiach

HECYIIECTBEHHON Il aHTHUpeTpoTpaHCHo30HHOTO 3¢ dekra 3tux OenmkoB (Stenglein,
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Harris, 2006). Ckopee Bcero, CymiecTByeT 10 KpailHel Mepe J1Ba pa3Iu4HbIX MEXaHH3Ma
WHTUOMpOBaHUS TepeMenieHus NON-LTR-peTpoTpaHCrio30HOB MMpH MOMOIIM OEIKOB
cemeiictBa APOBEC: neamnHa3z0-3aBUCUMBIA M J€aMHUHA30-HE3aBUCUMBIN. MeXxaHU3M
JeaMUHa30-He3aBUCHON  peryisiuu NON-LTR-peTpoTpaHcio30HOB MMOKa ocTaercs
HESICHBIM, TeM HE MeHee, Jokanm3amus OciakoB APOBEC3 B kieTrke maeTr o Hem
HEKOTOpOE MPEACTABIICHHUE.

Nuru6utoper APOBEC3A, B, C u H L1-non-LTR-peTpoTpaHCIO30HOB YeloBeKa
JOKAIM3YIOTCS, 10 KpaitHeld mepe, yactnyao B syipe (Bogerd et al., 2006; Kinomoto et
al., 2007), 4To rOBOpHUT B MOJIB3y TOTO, YTO 3TH (AKTOPBI, CKOPEE BCETO, YYaCTBYIOT B
OnmoxkupoBanun  uHTerpauuu L1-smemenTtoB. JleWicTBUTENBHO, OKa3aloCh, UTO
APOBEC3C, B3aumonetictByst ¢ ORF1p, cHmkaer agdekTuBHOCT mporiecca oOpaTHOU
tpanckpunimu L1-3nementoB (Horn et al., 2014). APOBEC3D, E, F u G game Bcero
OKa3pIBalOTCI B 1mHTOIIa3Me. OHU MOTYT WrpaTh poJib B ITUTOILIA3MATHYECKOM
nzonupoBanuu RNP. Beuio nokazano, uto APOBEC3G nokanusyercs B P-tenpuax u
cTpeccoBbix rpanynax (Gallois-Montbrun et al., 2007). YuuteiBas npucyrcrBue L1-
RNPs B 3TuX CTpyKTypax, MOKHO MpPEAINOJ0XKUTh, YTO TyAa KX HAIPaBISIET s

uzonupoBanusi APOBEC3G.

1.2.6. OcoGennocTu peryassuuu MJ B reHoMax pacTeHui
Pacrenusi, Tak ke Kak M IKUBOTHbIE, HCIOJB3YIOT MEXAaHHU3M PETYISIHIU

aKTUBHOCTH MD, CBsi3aHHBIM ¢ wmcrosib3oBanueM Maibix PHK (Wassenegger et al.,
1994). B sToM mpouecce, nomumMo KoMmoHeHT RNA1, koTopsie paboTaroT y KUBOTHBIX,
pacTeHus UCIONB3YIOT JOoNOoJIHUTENbHBIC (hakTophl (Law, Jacobsen, 2010), B Tom ywucie u
cneuuduunsie s pactennii PHK-nomumepassl IV u V (Matzke et al., 2009). B nenom
CUMTACTCSI, YTO pPACTEHUS pPa3BWIM Oojee MOIIHYIO, YeM Yy JKUBOTHBIX, CHCTEMY
AMUTEHETUYECKONW perymsinuu akTuBHOCTH MO mytem metunupoBanus JITHK (Fedoroff,
2012). Y MIEKONUTAOIINX METHIMPOBAHNUE ITUTO3HHOB MIPOUCXOIUT TIIaBHBIM 00pa3oM B
CG-nuHyKineoTH1aX, B TO BpeMs KakK y pacTeHUH METHJIMPOBAHUE MPOUCXOANT B JTFOOOM
koHtrekcre (Law, Jacobsen, 2010). Kpome Toro, B OTIIMYME OT >KUBOTHBIX, KIICTKU
3apOJIBIIIEBOTO MYTH Y PACTEHUH 3aKiIaabIBalOTCS Ha OoJyiee MO3JHUX 3Talax pa3BUTHS,
4YTO HAaKJIaJbIBaeT OoJjiee CTpOrue OrpaHUYEHUs Ha COXPAHEHHE T'€HETUYECKOH
[IEJIOCTHOCTH, TaK KakK JIOObIE M3 Pa3BHBAIOIIMXCS KIETOK PACTEHHS MOTYT OKa3aThCs

[IEpEnporpaMMUpPOBAaHbl HA PAa3BUTHE PENPONYKTHBHBIX KiIeTOK. [lo Bcel BMammoctw,
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HMCHHO Pa3BUTHUC SIMUICHCTUYCCKHUX MCXAHW3MOB CJICJIAJI0O BO3MOKXHBIM TaKou BapuaHT

(GYHKIIMOHUPOBAHMS pacTUTENbHBIX oprann3moB (Fedoroff, 2012).

1.2.7. IBoawouus U kiaccupukamus NON-LTR-peTpoTpaHCcno30HOB HA OCHOBE
JI0MeHAa 00PaTHOH TPAHCKPHUNTA3DI

EnvHCTBEHHBIM JTOMEHOM, TPUCYTCTBYIOIIMM BO BCeX 0€3 HCKIIOUYCHUS
aBTOHOMHBIX NON-LTR-petpoTpancno3onax, ssusercs gomeH RT. [loaromy, a Taxxke u3-
32 BBICOKOM KOHCepBaTUBHOCTH jaoMeHa RT mo cpaBHeHHMIO ¢ JpyrMMH OEJIKOBBIMU
TOMEHaMH, KoAupyeMbiMH NON-LTR-perpoTpancrno3zoHamu, STOT JOMEH SBISETCA
HaumOojee yAOOHBIM IS UCIOJB30BAHUS B PEKOHCTPYKIUU (PUIOTCHETUYECKUX
B3anmooTHomenuii (Xiong, Eickbush, 1990).

Haunbonee  meranpHON  paboToii 1O  aHamu3y  HBomonuu  hon-LTR-
pPETPOTPAHCIIO30HOB, MPOBEACHHOW HA JAaHHBIK MOMEHT M IIHPOKO UUTHPYEMOU B
HAYYHOH JUTeparype, sBisercs padora Mamuka u ap. (Malik et al., 1999). Hecmotps Ha
TO, YTO C MOMEHTAa IMyOJWUKAIlMA JaHHOTO HMCCIEAOBAHMS TPOILIO JOCTATOYHO MHOTO
BPEMEHH, pe3yibTaThl, MPUBEJACHHbIE B HEH, BO MHOTOM OCTAIOTCS €IUHCTBEHHBIMH,
MOCBAILIEHHBIMA ~aHAJIU3y »SBOJIOLMH Bced rpymnmbl non-LTR-peTpoTpaHcno3oHOB.
[IpoBeaeHHBIN TOTNAa aHATU3 MO3BOJIWI BBIACIUTH cpeau non-LTR-perporpancno3zonon
OJIMHHAIIATh  (UIOTEHETUYECKUX  Tpymnm Wil  cynepcemeticmg  Non-LTR-
PETPOTPAHCIIO30HOB. B mocienHee necsATuieTHe OBUIM BBISBICHBI JOMOJHUTEIHHBIC
cymepceMeincTBa 3TuX MD, u ux uucio nocturiio aaanatd tpex (Puc. 5) (Kojima,
Fujiwara, 2005; Hosukoma, baunos, 2009; Novikova et al., 2009). B pamkax
MIPOBEJIEHHOTO (DMUIIOTEHETUIECKOTO aHAIIN3a, TOMUMO KilacCu(UKAIUU, ObLITN BBISBICHBI
KJIIOUEBbIE MOMEHTHI B 3BONIOIMU nhon-LTR-perporpaHcnio30HOB B Buje NproOpeTeHus
JOTIOJTHUTENILHBIX WJIM 3aMEHBI  «CTapbiX» (YHKIMOHAIBHBIX JOMEHOB (IOJ0HbBIC
IPOIIECCHI JIETTIN B OCHOBY IpeacTaBieHus o0 3Boiroruu non-LTR-peTporpancno3oHoB
KaK O MOOYJbHOU DBOJIONMH, TMOJapoOHee cM. paszaen 1.2.6.). Dtu coObITHS, TMO-
BUJIUMOMY, aBaJIM MIPEUMYIIIECTBA MIPH PETPOTPAHCIIO3UITMU MDD, Takue Kak, Halpumep,

penakacaius cat-cnenuduunoctu (Malik et al., 1999).
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REL-endo non-LTR-peTpoTpaHcno30HbI
CornacHo QuiioreHeTuYecKoMy JiepeBy Ha ocHoBe RT BbIeNAIOT 1IecTh Hanbosee

npeBHux (unorenerndyeckux rpymmn: CRE, R2, R4, Gil (mm GENIE) u NeSL (Puc. 5)
(Malik et al.,, 1999; Burke et al., 2002; Kojima, Fujiwara, 2005). Non-LTR-
PETPOTPAHCIIO30HBI, OTHOCAIINECS K 3TUM TPYIINaM, Jalle BCEr0 UMEIOT B CBOEM COCTaBe
ennHcTBeHHYI0 ORF. Ha C-xonne ORFp 3tux snementoB, nocie nomena RT, Bcerma
UIeHTH()UIUPYETCS TOMEH DHIOHYKIICa3bl C peCcTpuKTazHoN akTuBHOCTHIO (REL-endo)
(Malik et al., 1999; Yang et al., 1999). Kak yxe roBopwiochk panee (pazmen 1.2.2),
cUMTaeTcs, 4YTO SHAOHYKJIea3za NON-LTR-perpoTpaHCo30HOB ompenensieT BbIOOp caiTa
BCTpauBaHus 3yeMeHTa. [lostomy, yuuthiBas, uto REL-endo otHocuTCcs K
DHJIOHYKJI€a3aM PECTPUKIIMOHHOTO THWIIA, HEYAMBUTENBHO, 4TO JApeBHHEe NON-LTR-
PETPOTPAHCIIO30HBI 00Ja1al0T CAWT-CIeNH(PUIHOCTHIO BCTPAUBAHUS, TO €CTh BHEIPCHHE
HOBOHM KOTHU DJIEMEHTA MPOUCXOAUT TI0 OMPEACICHHBIM caiiTaM B reHoMe. OCHOBHBIMU
muteHsMu st BerpanBanus REL-endo-anemeHToB siBisitoTes TeH 28S pubocomanbHOU
PHK (Burke et al., 1995), mukpocaremmutsl (Kojima, Fujiwara, 2004), a Tarke
tenomepHbie moBTOophl (Okazaki et al., 1995), To ecTh BBICOKONOBTOPEHHBIC YYaCTKH
reHoMa.

Gil/ GENIE

Haubonee napeBHMMHM W3 W3BECTHBIX Ha CETOAHAIHUKA JAeHb NON-LTR-
PETPOTPAHCIIO30HOB CUUTAIOTCS 3JIeMEHThl (uiaoreHerndyeckor rpymmsl  Gil - (uau
GENIE). Ot non-LTR-perpoTpaHCIO30HBI OMUCaHBI Kak TeJIOMEp-CrenupuIHbIe
perporpancno3onsl npocteiiniero Giardia lamblia (Arkhipova, Morrison, 2001). dpyrux
AJIEMEHTOB, OTHOCSALIMXCS K ATOM rpynne, noka He HaiineHo. Non-LTR-anemeHThI 3TOI
rpymnmbl HecyT oany ORF, xomupyromyro 6enok, coaepkarumii fomeHsl RT u REL-endo,
a taxxe aBa 1uctenHoBbix MoTnBa CCHH nHa N-koHIlE, KOTOpBIE MPEANONI0KUTEIBHO
otBeyaroT 3a cs3biBanue ¢ PHK (Arkhipova, Morrison, 2001).

CRE

OnemenTsl punoreHernyeckoit rpynnsl CRE monroe Bpemst ObUn M3BECTHBI TONBKO
s tpunanocom (Teng et al., 1995). Omnako, mo3anee CRE-3jgeMeHTHI ObLIH
obHapyxenbl U B rpubax (Goodwin, Poulter, 2001; Novikova et al., 2009). O6mas
CTPYKTypa 3TuX 351eMeHToB uaeHtuuHa ctpykrype Gil/GENIE->nmemenToB.

NeSL-1
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NeSL-1-non-LTR-perpoTpancno3oHsl ObulM  BHEpBbIE OOHAPY)KEHBI y HEMAaTOJIbI
Caenorhabditis elegans (Malik, Eickbush, 2000). B npanbHeiiiiem, 3JeMEHTBI 3TOM
rpymmsl ObUTH OOHapykeHbl y KocTHBIX pbiO (Kojima, Fujiwara, 2004). YHukampHOH
0COOEHHOCTBIO CTPYKTYPHI 3TUX JIEMEHTOB SIBJISIETCS HAIM4YUE JoMeHa mpoTeasbl (Malik,
Eickbush, 2000), xapakreprnoro mis xwusneHHoro mukiaa LTR-perporpaHcrnio3oHOB u
OTCYTCTBYIOIIETO y OOJIbIIMHCTBA Apyrux NON-LTR-35eMenToB. 3HaueHue 3Toro 1oMeHa
i nepemenieHus NeSL-1-31eMeHTOB ocTaeTCsi HECHBIM.

R4

OnemeHTHl rpymnmbl R4 BeTpanBatoTes cnieniMpu4HO B TeHbl pudbocomanbHbix PHK
(Burke et al., 1995) u mukpocarrenutasie motopbl (Kojima, Fujiwara, 2004), u
ONKCaHBl y IMUPOKOTO Kpyra >KUBOTHBIX, Takux Kak Hacekomble (Kojima, Fujiwara,
2004), xoctueie peiobl (VolIff et al., 2001), smepunst (Novick et al., 2009), nHemaTo b
Ascaris lumbricoides (Burke et al., 1995), a takke y ame0sr Entamoeba histolytica
(Mandal et al., 2004). ORF y 3Tux 3J1eMEHTOB Tak)Ke CIUHCTBEHHAS, U OHA coepKUT RT
u REL-endo.

R2

HaubGonee  m3ydyeHHsiMH  cpeau  jApeBHUX  NON-LTR-peTpoTpaHCno30HOB,
conepxkamux REL-endo sBrstoTcst snemenTtsl rpymnmbl R2. FiMeHHO ¢ MCTOIb30BaHUEM
R2-anementa Bombyx mori Obuia nmomydena Oouibiast yacth AaHHBIX 0 Mexanuzme TPRT
nepemenienus NON-LTR-perporpancnozonos (Yang et al., 1999; Christensen et al., 2005,
2006; Eickbush, Eickbush, 2010). R2-anemMeHThI BriepBbie ObUIH OOHAPYKEHBI y BUIOB
poma Drosophila, u oHu siBistOTCS CaWT-CrCHM(PUUHBIMU ISl TEHOB PHUOOCOMAIbHBIX
PHK (Eickbush et al., 1997). Brnocneacteun 3tu Non-LTR-peTpoTpaHCio30Hbl ObLIH
omucanbl uis MHoOrux >kuBOTHBIX (Luchetti, Mantovani, 2013). ORFp, komupyemsrii
STUMH TpaHCIO30HaMH, OObIYHO comepxkutr nomensl RT, REL-endo, a Ttaxke N-
KOHIIEBOM JJOMEH, KOTOPBIM COAEPKUT ABa MucTenHOBbIX MoTuBa CCHH, Myb-moTuB n,
NPEOJI0XKUTEIFHO, OTBeuaeT 3a cBs3biBaHUs ¢ JIHK-calitom BcTpamBaHms snmemeHTa
(Christensen et al., 2005).

HERO

OTtu ameMeHThl onucaHbl B reHomax Branchiostoma floridaea w Danio rerio
(Kapitonov, Jurka, 2009). X OTIHYHMTENBHOH OCOOCHHOCTBHIO SIBJISETCS OTCYTCTBHE

CCHC-moTtHBOB B N-KkoHIIe Koaupyemoro npotenHa (Kojima, Fujiwara, 2004).
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APE non-LTR-perpoTpaHcno30HbI

B nanpreiimem, B mporecce sBomonun Non-LTR-perporpancnoszonos, REL-endo
ObLIa 3aMelIeHa APYyrou HI0HYKIIea30i, KOTopasi, Kak CUUTaeTcs, Obulia IpruoOpeTeHa u3
reHomMa ‘“xo3sitmHa” W pojcTBeHHa amypuH/anmupumuand JHK-sumonyknease (APE)
(Malik et al., 1999). 3a wuckmouennem RTE- wu Inkcap-amemenToB, Bce apyrue
¢unorenernaeckue Tpynnsl, odnamatonme qomeHoM APE, comepxkar ORF1 (Puc. 5).
[Tonasnsromee OonbinHCTBO APE peTposneMeHTOB He SIBISIOTCS CalT-crieu(pUIHbIMH,
a 3HAYUT MOTECHIMAIBHO UMEIOT OOJIBIIE BO3MOKXHOCTEH AJI paclpOCTpaHEHUs B TEHOME
xo3siuHa. Tem He MeHee, uccienoBanus Ooinbmoro uncia APE-conepyxkamnux non-LTR-
PETPOTPAHCIIO30HOB MOKA3aJi0, UTO, JaKe HE UMEs TaKOM CTPOroil cauT-cenuuaHoCTH,
kak snemMeHThl ¢ REL-endo, 3TH 311eMeHThl HHTErPUPYIOTCS B TEHOM IO OMPEIEICHHBIM
caiiTaM, KOTOpbIC, MO-BUIUMOMY, IIO3BOJISIIOT BHEIPHUBIIUMCS DJIEMEHTaM H30eraTh
nasyieHust oroopa (Zingler et al., 2005).

Cpenn  APE-peTpoTpaHCIIO30HOB BBIJEISIOT CEMHAANATh (PUIOTEHETUYECKUX
rpym, oaHa u3 kotopeix (Dualen) sannMaeT nmpomexyrounoe mnosoxenue mexay REL-
endo- u APE-non-LTR-perpotpancnozonamu (Puc. 5).

Dualen

OmauM M3 caMbIX HEOOBIYHBIX cyrmepceMeiicTB NON-LTR-peTporpaHcio3oHoB
SBIISIIOTCSL 3JeMEHThI Tpymmbl Dualen, oOHapy)keHHbIE B T€HOME 3€JI€HOH BOJOPOCIH
Chlamydomonas reinhardtii. Oxa3zanocs, 4ro kpome gomena RT, 3T sieMeHTHI
conepxat kak APE tak m REL-endo, a Taxxke ngomen mporeasbl (Kojima, Fujiwara,
2005). 3HaueHue MPUCYTCTBUS Cpa3y JIBYX Pa3IMYHBIX JIOMEHOB SHJOHYKJEa3, TaK ke
Kak M 3Ha4CHHME JIOMEHA MpOTeasbl, ocTaeTcsl HescHbIM. Kpome Toro, anemenTsl Dualen
SBJISIIOTCS TIEPBBIMU dJIEMEHTaMH, KOTopble mproopenu nomMmeHn RNH.

L1

dunoreHeTnuecku cymnepcemeiictBo L1 sBnsiercs nHanbGonee npeBHum u3 APE-
peTpOTpaHCIO30HOB. HeKoTophie 3J€MEHTHI 3TOr0 KiacTepa CTPOro CalT-creruuIHbI
(Tx1 u3 renoma sisarymniku Xenopus laevis, Zepp u3 renoma 3enenoit Bogopocau Chlorella
vulgaris) (Higashiyama et al., 1997; Kojima, Fujiwara, 2004), HO y OOJBIIHHCTBA
AJIEMEHTOB ATOT'O CYNEPCEMEINCTBA HET OTPAaHUUYECHUM HA MECTO BCTPAUBAHUS B T€HOM.

L1-s5eMeHThI OMYYUIIU OYEHb IIUPOKOE PACIPOCTPAHEHHUE B TeHOMaX 3yKapuoT. K

HUM OTHOCATCA MPAKTHYCCKU BCC IJJICMCHTBI YCJIOBCKA MW JPYTIUX MIICKOIMATAIONIUX.
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Kpome Ttoro, L1-kmactep BKiIIOYaeT B ceOsl 3JEMEHTHI M3 APYTHX TPYHI SYKApUOT —
rpuboB ackomuieToB (ZOrro-snementsl u3 renoma Candida albicans; Ylli-omement us
reHoma Yarrowia lipolytica), HacekombIx (MHOXKECTBO 37eMeHTOB U3 D. melanogaster) u
pacrenuii (Wright et al., 1996; Higashiyama et al., 1997; Malik et al., 1999; Goodwin et
al., 2001; Casaregola et al., 2002).

CrpykTypa 3THUX 3J€MEHTOB Xxopomo unzydyeHa Ha npumepe LINE-1-snementa
YyeloBeKa. OTHU DJJIEMEHThl CojAepX aT [IB€ paMKud cudThiBaHus. CTPYKTypHbIE
xapakrepuctuku Oenka ORFlp Ll-snemeHta yenoBeka J€TanbHO ONMCAHBI B pa3felie
1.2.1. nannoit pa6otel. ORF2p comepxutr nmomenst APE, RT (Puc. 5) u B HEKOTOPBIX
cnyuasx (L1-amements! pactenuii) qomeH RNH.

RTE

DEeMEHTBI 3TOT0 CyNepceMencTBa MPUMEYATENbHBI TEM, YTO CPEAN HUX JI0 CHX IOP
HE OIHKCAHBI 3JIEMEHTHI ¢ ABYMs paMmkamu cuuTbiBaHus. Kak u Ll-snementsi, RTE-non-
LTR-peTpoTpaHCIiO30HBl MOJTYYWIA IIHPOKOE PACIpOCTpaHEHHE U MPHUCYTCTBYIOT B
F€HOMax pa3jM4HbIX PACTEHHUUW M >KMBOTHBIX. CuMTaercs, 4yTo Bce H3BecTHble RTE-
3JIEMEHTHI UMEIOT OOLIMPHBIE ACNEIMH ¢ 5 -KOHIIa U UMEHHO H3-3a 3TOr0 y HUX J0 CHX
nop He ynamock oOHapyxuTh ORFI1. Opnako wusBectHo, uro ORF1 snemenToB
cynepcemeiictBa L1 we wumeer Hmuero obOmero ¢ ORF1 snemenToB w3 apyrux
CyNepCEeMENCTB U, CKOpee BCero, Obliia MprHoOpeTeHa MU HE3aBUCUMO. TakuM o0pa3oMm,
BO3MOXHO, 4TO RTE-31eMeHThl B AEHCTBUTENBHOCTH COJEP’KAaT TOJIBKO OJHY paMKy
cunuteiBanus (Zupunski et al., 2001).

Eme onHOM OTAMYMUTENBHONM 0COOCHHOCTHIO ATOM TPYIIIHI SBISETCS TO, YTO OJWH U3
HEMHOIMX  OINMCAHHBIX  CIIy4acB TOPU3OHTAJIBHOIO  IIEpeHoca non-LTR-
PETPOTPAHCIIO30HOB ObLI 3aMKCUPOBAH MMEHHO B 3ToM rpymme (Zupunski et al., 2001).

Crpykrypa ORF2p RTE-anementoB  crangaptHas miuss  APE-non-LTR-
perpotpancno3oHoB u coaepkut aoMmeHsl RT u APE. RNH-gomena B atux non-LTR-
PETPOTPAHCIIO30HAX OOHAPYKEHO He ObLIO, YTO, CKOpee BCEro, TOBOPUT B MOJIB3Y TOTO,
4TO OH OBLT OTEPSH y OJrbKakiiero npeaka 3tTux 3nemenToB (Novikova et al., 2009).

Inkcap u Deciever

Otn  naBe rpynmsl  NON-LTR-perporpancno3onoB oOHapykeHbl B rpudax.

CTpyKTYpHO OHHM CXO0XH C MOJOABIMU Tpynnamu NON-LTR-peTpoTpaHcno3oHOB U
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OTJIMYAIOTCS KOJIMYECTBOM HUCTEHMHOBBIX MOTHBOB B cBoux ORF1p (Novikova et al.,
2009).

Monoovie cynepcemeticmsea non-LTR-pempompancnozonos

K sTM peTpoTpaHCIO30HaM OTHOCAT 3JeMeHThl cymepcemeiictB Jockey, Rexl,
CR1, L2, Qutcast, Loner, Tad, LOA, R1, I, ingi, oOpa3ytomux oHy MOHO(PHIECTHUCCKYIO
rpynny U UMerIux cxogHoe crpoenue (Puc. 5). OObIYHO 3TH 3E€MEHTHI CeU(pUIHBI
JUTSL OTIPENIEIICHHOW TaKCOHOMHYECKON TpyNIbl OPraHU3MOB. B 4acTHOCTH, 3JIEMEHTHI
Jockey ObuTH OOHApYKEHBI TOJNBKO B TeHOMax wieHuncToHorux (Zingler et al., 2005), a
Rex1-anemMenThI TIpeacTaBieHbl B reHomax peio (Volff et al., 2000). ®unoreHeTrdeckue
rpynnel CR1 u L2 monyuywim Gojiee MIMPOKOE PacHpOCTpaHCHHE CpPEau 3YKAPUOT U
omnucaHbl y MHOTHX XMBOTHBIX (Zingler et al., 2005; Novikova et al., 2009). Outcast- u
Loner-non-LTR-peTpoTpaHcno3oHbl 0O0HAPYKEHBI HCKIOYHUTEIBHO B I€HOME KoMapa
Anopheles gambiae (Biedler, Tu, 2003). R1- u LOA-31eMEeHTBI IPUCYTCTBYIOT TOJIBKO Y
HACEKOMBIX, a rpynma Tadl u3BectHa Tosibko i rpuboB (Malik et al., 1999; Novikova
et al.,, 2009). R1-anemMeHTHI SIBISIOTCS CaWT-CHCNU(UYHBIMA H MOTYT BBIOJHSATH
dyHKIHMIO (QOpMUPOBaHUS TeloMep y HekoTopbix Hacekombix (Fujiwara et al., 2005;
Zingler et al., 2005). l-ameMeHTBI XapaKTepHBI Ui HACEKOMBIX, U Y JPO30QHUIbI ITH
9JIEMEHTBI OTBETCTBEHHBI 32 siBJIeHue ruOpumHoro aucrenesa (Bucheton et al., 1992). U,

HaKOHeIl, INGi -3JIeMeHThI 00HAPYKEHBI TOJIbKO y TpunaHocoM (Bringaud et al., 2004).

1.2.8. JBoatonusi non-LTR-peTrpoTpancno3oHoB Ha ocHOBe pudoHyKJjea3sl H

Kpome RT, ¢wunorenernueckuii aHanu3 oOTAenbHbIX rpynn  non-LTR-
PETPOTPAHCIIO30HOB TAaKKE€ MOXXHO IPOBOAUTH HAa OCHOBE JIPYrMX JOMEHOB,
CBOMCTBEHHBIX AaHHBIM rpynmnam. IIpexae Bcero, kK TakMM JOMEHaM OTHOCAT T€, YTO
00J1a1aI0T TOCTATOYHO BBICOKMM YPOBHEM KOHCEpPBAaTMBHOCTH (3HIOHYyKJIea3za, RNH),
KOTOPBIH 1MO3BOJIMI Obl OLIEHUThH SBOJIIOIIMOHHBIE PACCTOSTHUSL MEXKAY JOMEHAMHU JJaXke U3
oTHasieHHbIX Tpynm Non-LTR-perporpancno3zonoB. [loctpoenue ¢umorenernyeckux
JIepeBbEB Ha OCHOBE 3THUX JOMEHOB JaeT JOMOJHUTEIbHYIO HHPOPMAIIUIO 00 3BOIOIHH,
MPOUCXOXKIACHUN U (POPMHUPOBAHUHU pazNuWyHBIX rpynn Non-LTR-perporpancno3oHOB.
bonee Toro, B HEKOTOPBIX Cay4yasx YJAeTCs MOJYy4UTh 0OJiee JOCTOBEPHOE Pa3pelIEHUE
(WIOreHeTHYECKUX B3aMMOOTHOIIEHUN M, K NpUMEpY, BBISIBUTH COOBITUS «OOMEHa»

OTACJIBbHBIMU NJOMCHAMHU MCKAY HCPOIACTBCHHBIMHU PETPOTPAHCIIO30HAMH, YTO OBIII0 OBI
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HEBO3MOXXHO Ha OCHOBE TOJIbKO JIMmb goMeHa RT. KoMmiaekcHBIN mOoaXo 3aKI0daeTCs
B KOMOWHUPOBAaHUM JIOMEHOB, Ha OCHOBE IOCJIEIOBATEIBHOCTEH KOTOPBIX BO3MOXKHO
NOCTPOECHHE OOJIee JOCTOBEPHBIX (PUIOTEHETHUECKUX JEPEBHEB, a TAKKE UCIIOIb30BAHUE
pa3IMyHBIX  TMOAXOJOB U  METOJAOB  PEKOHCTPYUPOBAHUS  (PHIIOT€HETHUYECKUX
B3aMMOOTHOIIeHU. Tem He MeHee, 32 UCKIIOUYEHUEM HEKOTOPBIX CIIy4aeB, B ILIEJIOM
TOMOJIOTUSL (PUIOTEHETUUECKHUX JIEPEBBEB, NMOCTPOCHHBIX HA OCHOBE JIPYTUX JOMEHOB,
ormmyHblx  OoT RT, oOKkasplBaeTcsi CXONHOM, 4YTO ABJIAETCA  JONOJIHUTEIBHBIM
NOJATBEPKACHUEM €QUHOW cxembl 3Bojrouuu  Non-LTR-perporpancnozonoB. K
UCKJIIOUCHUSM OTHOCHUTCs, Hampumep, perposnementT DRE (Schumann et al., 1994),
KOTOpBIM mpuHamnexuT K L1-¢unorenernueckoir rpymnmne Ha ocHoBe RT ¢unorenun.
Opnako, Ha JepeBe, INOCTPOEHHOM Ha ocHoBe APE-nomena, 3TOT 3JIeMEHT
KIactepusyercst BMecte ¢ Jockey-aieMeHTamu.

Kak oTmedanoch BbIlle, HEKOTOpble rpymnmbl NON-LTR-perporpancno3oHoB B
nporecce HBomoin  npuodpenu gomMeH RNH. RNH o6namaer »HAoHYyKIIea3HOM
aktuBHOCThI0O W paspe3aer unens PHK B PHK/JJHK-rubpune. Kpome kak B
perporpancniozoHax RNH mpucyrctByer B reHOME Kak OTAEIbHBIA TI'€H, NPOIYKT
KOTOpPOTO OCYIIECTBISET yAaleHue ¢parMeHToB OKazakud B IMpoOLECCE€ PEIUTUKALUUA U
yuactByer B penapanuu JIHK (Cerritelli, Crouch, 2009). Takas kinerounas RNH
NPUCYTCTBYET B TE€HOMax OOJBLIIMHCTBA OPraHW3MOB, Ha4yMHAas OT OakTepuil u
3akaHuMBas 4denoBekoM. Cpenm kierounblx RNH Hambonee mnonHo wucclienoBaHHOU
seisiercst RNH Esherichia coli, kak ¢ Touku 3peHust QyHKIMA, TaK U ¢ TOYKH 3PCHUS
CTPYKTYPHBIX OCOOEHHOCTEH, ompeenstonmx e€ pepMEeHTaTUBHYIO aKTMBHOCTb. bbuio
YCTAaHOBJIEHO, YTO KJIIOUEBBIE AMUHOKHUCIOTBHI, BOBJICUEHHBIE B KaTAJIUTUYECKUUN
MexaHu3M RNH, sABnsroTCs 4pe3BblUaliHO KOHCEPBATUBHBIMU U coxpaHsatorcsa y RNH
JaKe W3 pa3InYHbIX IapcTB XKUBBIX opranu3MoB (Davies et al., 1991). B cBs3u ¢ atum
nmoMeH RNH wacro wucnomb3yerca Hapsgy ¢ gomMeHoM RT g peKoHCTpyKIMHU
(HITIOreHeTHUECKUX B3aMMOOTHOIIICHHH peTpoTpancno3onoB (Malik, 2005).

Kpome non-LTR-perporpancniozonoB, aomern RNH ects uw y LTR-
pPETPOTPAHCIIO30HOB U peTpoBHpYcoB. Cunrtaercs, uto nomeHsl RNH LTR- u non-LTR-
PETPOTPAHCIIO30HOB UMEIOT 00111ee IpoucxoxaeHue, B ommune oT RNH perpoBupycos,
KOoTOpast (PUIOreHETHYECKH OMKe K dyKaproThuueckoil kierounoir RNH (Malik, 2005).

[Ipeanonaraercs, uro qomed RNH B mpoiiecce sBomtoniuu Non-LTR-petporpancnozonoB
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Obul TPUOOpEeTEeH BCEro OAWH pa3. OTO TMOATBEPKIACTCS (UIOTEHETUIECKUMHU
HCCJIEI0BaHUSIMH, yKa3plBalomMMu Ha MoHodmietnuHocth RNH  non-LTR-
perporpancmno3onos (Malik, 2005).

Jlonroe Bpems cumTanoch, uro AoMeH RNH Obur mpuoOpereH oOmMM MpeaKoM
«monoapix» rpynn  APE-comepxkammx non-LTR-perporpancno3onoB (Malik, 2005).
DTOT OMEH OOHAPY)KEH Y HEKOTOPBIX 3JIEMEHTOB M3 (prutoreHeTHuYeckux rpymm Tadl,
R1, LOA, | u ingi. OTcyrcTBHE 3TOr0 JOMEHA y APYTHX DJIEMEHTOB U3 TEX K€ CaMBbIX
TPYII, a TaKke U3 OJU3KOPOJCTBEHHBIX rpym, Takux kak CR1 u Jockey, mpuBoauT K
BBIBOJIY 0 ero notepu B 3tux rpymmax (Malik et al., 1999; Zingler et al., 2005; Novikova
et al., 2009). Oxnako, mpHCyTCTBHE JTOTO JOMeHa y snemeHToB Dualen, kortopeie
SBIAIOTCS (PUIIOTEHETHUECKH Topasio 0oJiee IPEBHUMH 10 CPABHEHUIO C DJIEMEHTaMU U3
BBIIICNIEPEUYNCIICHHBIX CYNEPCEMENCTB, HAXOAUTCS B INPOTUBOPEYUH C ITOW TEOPHUEH.
dunoreHeTHYCCKUil aHann3 mokaszan, uyto qomMeH RNH snementor Dualen poacreenen
nomeny RNH napyrux non-LTR-perposneMeHTOB, U, COOTBETCTBEHHO, 3TOT Pe3yibTatT
otonBuraetr npuodbperenne nomena RNH non-LTR-perpoTrpancmo3zoHamu Ha ropasio
Oonee panuuii cpok. BepostHo, nomen RNH Obutr mpuoOpeTeH ropa3fo paHbllie, 4yem
chopmupoBaincs kinactep Monoabix APE-copepxamumx non-LTR-peTpoTpancno3oHoB u
Obul moTepsH apyrumu nementamu (Kojima, Fujiwara, 2005). AnbTepHaTUBHOU
THIIOTE30M  sIBJIsIeTCSl  pekoMmOuHanust  asnmementoB  Dualen ¢ non-LTR-
pPETPOTPAHCIIO30HAMU U3 YK€ c(hopmMupoBaBiIelics Tpymnnbl Mojoasix Nhon-LTR-
PETPOTPAHCIIO30HOB, K 3TOMY BpeMmeHu nonyuuBmnx RNH, u nepenoc storo nomeHa B
coctaB aeMenTa Dualen. TTonoOHbIe COOBITHS HE SIBISIOTCS PEIKOCTHIO 11t MD U Jieriu

B OCHOBY TpeJCTaBIIcHUs 3BoroIME MO kak modyavrou sBomonuu (Roberts, Mullany,
2009).

1.2.9. MoayJabHas 3BoJonusa NON-LTR-peTrpoTpancno3oHoB

BriepBbie Teopusi MOAYIBHOM 3BOJIONUH Obl1a cOpMYyTHUpOBaHA ISl BUPYCOB U B
e€ OCHOBE JIKHT Hes 0 (QyHKIIMOHUPOBAHUHU BUPYCA KAaK TPYMIIbI CKOOPANHUPOBAHHBIX
HE3aBUCUMBIX (YHKIIMOHAIBHBIX MOMyNeH. [ TTaBHBIM IBMKYIIMM (aKTOPOM SBOJIIOIHAN
TaKUX CHUCTEM SIBIISIOTCS COOBITHS oOMeHa/morepu/mpuoOperenust moxayieir (Botstein,
1980). ITo3anee manHas Teopus Obuta pacrnpoctpaneHa u Ha MD (Lerat et al., 1999).

Cumutaetcs, 4TO BBHUAY OTCYTCTBUs nHaBieHus orb6opa Ha MDD (Eddy, 2012) u
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MOJIBEPKEHHOCTH MYTAr€HHBIM PETYJISTOPHBIM MEXaHU3MaM XO35MCKOIO OpraHu3Ma,
MD oueHb OBICTPO MYTHPYIOT M TEpSIOT CHOCOOHOCTh K TmepemelieHuto. OOmeH
(yHKIMOHATIBHBIMU MOJIYJIIMH, B CBOIO OYE€PE/Ib, IT03BOJISIET MO mpoayliupoBaTh KOIUH,
CIOCOOHBIE HA TIEpPEMEIIIEHUE, a TAK)KE CO3/]aBaTh HOBBIE CTPYKTYPHBIE BApUAHTHI.

HenaBuue uccnemoBanus mokasaiu, 4yTo OakrtepuanbHbie MO MoryT npuodperartb
oTaenbHbIe GyHKIMOHANBHBIE Moayau (Roberts, Mullany, 2009) u, kpome Toro, ObuH
BBISIBJICHBI MHOTOUYMCJICHHBIE CIIy4au MPHOOPETeHUS OTIEIbHBIX (PYHKIIMOHAIBHBIX
enunun perporpancrno3onamu (Malik, Eickbush, 1999; Khazina, Weichenrieder, 2009).
TakuMm 00pa3oM, ujes MOAYJIHHON SBOIOIUY MO OTHOIICHHIO K MD 3aKIltouaeTcsi B TOM,
YTO MPUOOpPETEHUE AOTOTHUTEIHLHON (PYHKIIMOHATBFHON eIMHUIIBI B cocTaBe MO (Takoi,
kak RNH wnu npoteasa) unu oOMeH ogHoro Moayis Ha apyroi (3ameHa REL-endo Ha
APE) MoxeT mpuBecTH K MOBBILIEHUIO KU3HECIIOCOOHOCTH 3JIEMEHTA, K IOBBILICHUIO
IIAHCOB HAa BBDKMBAHUE B YCJIOBMSX MKECTKOM peryjsiiud CO CTOPOHBI XO3SIHICKOTO
OpraHu3Ma U, B KOHEUHOM CUeTe, K MOSBICHUIO HOBOMU T'ymiibl MD.

UccnenoBanus MoaynbpHOM 3BomonuH  NON-LTR-peTpoTpaHCIiO30HOB  BBISBUIU
HIKPOKOE CTPYKTYpHOE pazHooOpasue ATHX AieMeHTOB. B wactHocTH, nzydenue ORF1p
non-LTR-anementoB IIPUBEIIO K OOHAapyKEHHIO MHOTOYUCJIEHHBIX COOBITUI
npuoOpeTeHnsT HOBBIX (QyHKIMOHATBHBIX JoMmeHoB (Khazina, Weichenrieder, 2009).
[Tpuo6perenue aononuureabHoro RRM B coctaB ORF1p npuBesno k nosiBIeHHIO HOBOM
rpymmsl NON-LTR-perporpancno3onoB pactrenuit (Heitkam, Schmidt, 2009). Takum
o0pa3oM, MOJyJbHAs OBOJIIOLUSA SIBISETCS OJHUM W3 OCHOBHBIX HCTOYHHMKOB

CTPYKTYpPHOTO pa3zHooOpaszus NON-LTR-peTpoTpaHCcmo30HOB.

1.2.10. T'opuszoHTanbHbIil nepenoc NON-LTR-perpoTpancno3oHoB

Kpome MonmynbHON 3BONIOLMH, OJHUM W3 BAXKHBIX (PAKTOPOB, OMPEAEISIONINX
pazHooOpa3zue MD B XKHMBBIX OpraHu3Mmax, sBIseTcsl ropus3oHTaidbHbIN nepeHoc (I'TI).
Tepmunom [Tl o00o3HauaOT COOBITHS, KOTOpblE HE MOTYT OBITh OOBSICHEHBI
BEPTUKAJIBHBIM HACJIEJOBAHHEM TI'€HETHYECKOrO0 MaTepuajga M BKIIOYAIOT B cels ero
MEPEMEILIEHUE U3 OJHOrO OpPraHu3Ma B APYTrOM MOCPEICTBOM Pa3IuyHbIX BEKTOpOB. 11
IIMPOKO pacmpoctpaneH y npokaproT (Koonin et al., 2001), B To BpeMs Kak y 9yKapHOT
3TOT (PEHOMEH SBISIETCS ropas3fo Oosiee peAKUM coObITHEM, U INaBHBIM o0bekToM I'TI y

IYKapHOT SABISIOTCS Kak pa3 MO (Schaack et al., 2010). B ciywae MO, I'Tl nocrato4no
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YacTO WCIOJIB30BAICA ISl OOBSICHEHUS JMOO TPHUCYTCTBUS CXOXHX DJIIEMEHTOB Y
dbunoreHeTHYECKH JalleKMX OPraHu3MOB, JHOO HECOOTBETCTBHUSI MEXKAY SBOIOIUECH
opranm3moB-xo3sieB 1 MO (Burke et al., 1993). I'Tl npuBOAUT K YBETUYCHHIO TEMIIOB
nponudepanunun MD B HoBoM rerome (Silva et al., 2004), u HeKOTOpBIE HUCCIIEAOBATEIH
CUMTAIOT €r0 HEOOXOMUMBIM JTAloM >KHM3HeHHoro nukiaa MD (Janicki et al., 2011).
Bnepssie I'TI M3 B aykapuoTHYECKOM OpraHu3Me ObLT MPOJIEMOHCTPUPOBAH Ha MPUMEpe
P-anemenTa apo30¢uiabl, KOTOPBIA OKa3aics COCOOEH KOJIOHU3UPOBATh HOBBIE TEHOMBI
nocpenctsom I'TI (Daniels et al., 1990). IIpennonaraercs, uro I'Tl sBusercs omgHuM U3
MEXaHU3MOB, KOTOPBIA To3BoJIteT MO wu30exaTh DSIMMUHAIMKA TIOJ JCHCTBHEM
3allUTHBIX MEXaHU3MOB XO3AHCKOIO OpraHM3Ma IyTeM IepeMelieHuss B Ooiee
«TOJICPAHTHYIO» K KOHKpeTHOMY MD cpeny (Schaack et al., 2010). Takum oOpa3om, B
JOTIOJTHEHWE K MOAYJbHOM sBomoruu, [Tl sBasercs BTopbIM (yHIaMEHTaIbHBIM
croco0oM POTUBOAECUCTBUS MD perynsiTOpHbIM MEXaHU3MaM XO31HMHA: B TO BPEMsI Kak
MOJIyJIbHASI ABOJIIOIHS TO3BOJISIET OBICTPO M3MEHHTh caM MO M MOJCTPOUTH €ro MO
OoKpyxaromryto cpeny, I'TI npocto MeHseT 3Ty cpeny.

Paznuunsie MO, TeM He MeHee, ¢ pa3InyHOil YacToToi ucnoyb3ytoT [Tl B cBoem
»ku3HeHHOM 1ukiie (Tabmn. 2). HauGonbmee uncio coowituii I'TI (103 ciyuas) onucano
s JJHK-Tpancno3oHoB, uyTh MeHble - aiist LTR-perpoTpancno3onos (97 cinydaeB), u
coBceM HeMHoro s non-LTR-perpoTtpancnoszonos (14 cnyuaes, Ta0ma. 2) (Schaack et
al., 2010). Takas pasuuna B yactore [Tl oOwscusercst orcyrcrBueM JJHK-komuu non-
LTR-amemenTa B IiuTOIUIa3Me B MpoIiecce ero rnepeMenieHns. Kak ObUIo ONMMCcaHo paHee,
B X0Jie mepemenieHus non-LTR-perpoTpancno3ona B IUTOIIAa3Me KJIETKH MPUCYTCTBYET
tonpko PHK snementa, cBa3annas ¢ Genkamu B RNP. B mporecce nepemernienust kak
JIHK-tpancno3onoB, Tak u LTR-peTpoTpaHCIO30HOB B IUTOIUIA3ME HAXOJIUTCS rOpas3io
Oosee yctorumBas apyuenoueunas JJHK atux anementoB (Schaack et al., 2010). Kpome
Toro, N3BecTHO, uTo JIHK-Tpancmo30Hbl HE HYXIAIOTCS B JOMOJHUTEIBHBIX KIETOYHBIX
dakTopax g OCYIIECTBICHHUS CBOEro IepeMeinieHus, B To Bpems kak LTR-
PETPOTPAHCIIO30HBI, U 0cOOeHHO non-LTR-perporpancno3oHbl, BO MHOIOM I0JIAraroTCs
Ha KOJMPYEMbIC XO3SHCKHMM opraHu3mMoM Oenku (cMm. pasgen 1.2.3.) (Schaack et al.,

2010).



Ta6aunma 2. KonnyecTBO OMMCAHHBIX ciydaeB ropusoHtanbHoro mnepenoca (I'Tl) mms

pa3nmuuHbIX THIIOB MD (cornacHo Schaack et al., 2010).

Kaacce CynepcemeiictBo | Koin4uecTBO ONMUCAHHBIX COOBLITHIT
rn
Non-LTR- Jockey 3
PETPOTPAHCIIO30HBI RTE 6
CR1 1
Rex1 1
Tad 2
LTR-peTpoTpaHCO30HbI Ty3/gypsy 70
Tyl/copia 16
Penelope- Penelope 11
PETPOTPAHCIIO30HbBI
JIHK-Tpancno3oHsI P 28
Tcl/mariner 34
PIF 3
Mutator 1
hAT 38
IS5 1
PiggyBac 2
Bcero: 218

Tem ne menee, psa ciaydaeB [Tl non-LTR-perpoTpancmo3oHOB OblT Bce ke

nokazad. OTmeTuM, 4YTO B OOJBIIMHCTBE oOmNHMcaHHbIX ciay4yaeB [T non-LTR-

PETPOTPACHIIO30HOB YAAJIOCh OOHAPYXHUTHh aCCOLMMPOBAHHBIN C HUM BEKTOp MEPEHOCA.

OTO TakXke rOBOPUT B MOJIb3y TOro, uro, B ommuue ot JHK-tpancnozonos m LTR-

peTpOTpaHcno30HOB, NON-LTR-peTpoTpaHcno30Hbl, BBUAY O3BYYEHHBIX BbIIIE MPUYHH,

HE CIOCOOHBI Ha CaMOCTOSITEIBHOE NepeMeIleHHe W3 OJHOTO OpraHu3Ma B JAPYTOM.

HaubGonee neranpHo oxapaktepusoBaH ciydai I'TI non-LTR-perporpancno3ona Bov-B

u3 cymnepcemeiictBa RTE (Zupunski et al.,, 2001). Upe3BbluaiiHO BBICOKHII ypOBEHb
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TOMOJIOTHM MEXIy NByMs 3JieMeHTamMu BOV-B w3 reHomMoB demryiddarbix pentuinuii u
KBaYHBIX JKMBOTHBIX, KOTOpPBI HE BIHUCHIBAICA B TMPEACTABICHHE O CTPOTOM
BEPTUKAJIBHOW 3BOJIOLMU 3TUX NON-LTR-perporpaHCno30HOB, MPUBEN K BBIBOAY O €0
I'TT (Kordis, Gubensek, 1999). J[lanHas rumoTe3a BIOCIECACTBHH IOIy4HIIA
MOATBEPKJICHUE, TAK KAK YJIAIOCh HAWTH MOTEHUMaIbHbIM BeKTOp ['1l 3TMX 35eMeHTOB
MEXTy Pa3IMYHBIMHA BUJIAMH, COJICPIKAIINN CIIEIbl BCTPONKU AJIEMEHTa — UM OKa3aJCs
OKCBHPYC, 3apaxarornuii miuekonuraromux (Piskurek, Okada, 2007). Ipyroii ciydaii, B
KOTOPOM TaKXe yIaloCch OOHAPYKHUTHh TOTEHIMAIBHBIA BEKTOp TIEPeHOca - ITO
nepemernienne CR1-ameMeHnTa Mexay pasnuyHbIMU pojamu 6a6odek. B atom ciygae I'TI
CR1-smementa coBman c¢ [Tl JIHK-tpancmoszona Tcl/mariner. Takxke ymanaoch
oOHapyxuth pparmentsl CR1, BcTpoennsie B Tcl/mariner, yto mpuBeio K THIIOTE3E O
I'TT CR1 nocpencteom I'TT JIHK-tpancmoszona Tcl/mariner (Sormacheva et al., 2012).
Kpome toro, I'TI non-LTR-peTpoTpaHCIO30HOB Tak:ke OBLT OMUCAH MEXKIY Pa3IuYHBIMU

Bugamu Apo3odui (Sanchez-Gracia et al., 2005) u rpubos (Novikova et al., 2009).

1.2.11. JBomonus u pazHoodpasue NON-LTR-perpoTpancno3oHoB pacTeHuii

PerpoTpaHCHO30HBI HIMPOKO PacHpOCTPAHEHbl U MHOTOYHMCIEHHBI B T'€HOMax
pactenuii. K mpumepy, 6oiee 60% reHoMa KyKypy3bl COCTOUT M3 PETPOTPAHCIIO30HOB
pa3MUHBIX Tpynn. B omiMuMe OT MIIEKONMUTAIONMUX, Y KOTOpbix NON-LTR-
PETPOTPAHCIIO30HBI SIBJIAIOTCS OCHOBHBIM THUIIOM MO B reHOME, B PacTeHUSIX Tropasio
Oonpinyto mpeacTaBieHHOCTs nonyumin LTR-perporpancnozonsr (Kumar, Bennetzen,
1999) Tem ne menee, u NON-LTR-peTpoTpaHcno30HbI MOMYYHIIA paclipoCTpaHEHHUE, U Ha
JMaHHBII MOMEHT B T€HOMAax pacTeHudl oOHapyxeHbl NON-LTR-perpoTpaHcno3oHb!
OTHOCsIIHECS K TpeM cynepcemerictam: Dualen, RTE u L1.

Dualen-anementsr BmepBele Obutm  ommcanbl B renome Chlamydomonas
reinhardtii, a 3atem oOHapy)keHbl B JIPYrux 3eieHbix Bogopocisx (Kapitonov et al.,
2009) wu, mo-BUAMMOMY, cHeUU(PUYHBI TOJBKO JUId HHX. Otd  Non-LTR-
PETPOTPAHCIIO30HBI 3aHUMAIOT MPOMEXKYTouHOe moiokeHue mexnay REL-endo u APE-
coaepxamnuMu NON-LTR-perpoTpancno3oHamMu U cojiepkar o0a THIa SHIOHYKJIEas.
CpaBHUTENbHBIM aHANW3 3TUX JHJAOHYKIIEa3 MOKa3all, 4TO KIIOUYEBblE aMHHOKHUCIIOTHI,
BBITIOJHSIOIIME KaTaIUTHUYEeCKHEe (PYHKIIMHM STHUX JOMEHOB COXPAaHEHBI M 3TO O3HAYAET,

9T0 00€ 3TH SHAOHYKJIEA3bl COXPAHAIOT CBoM (yHKUMOHANIbHBIE cBoicTBa (Kojima,
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Fujiwara, 2005). Kpome 3Tux aByX IOMEHOB ayieMeHTHl Dualen coxepxar B cBoem
coctaBe RT, RNH u npoteasy (Puc. 5).

RTE-anemeHThI OblIM HalIeHBI B PACTEHUSIX IPU MOUCKE TOMOJIOTOB 3JIEMEHTA U3
reHoMa simoHckoi Memaku Oryzias latipes. CTpykTypa 3THX 3J€MEHTOB TaKas XKe, KakK y
npeacrasuteneit RTE-cynepcemeiictBa u3 apyrux BuaoB (cMm. pazgen 1.2.7). B cBszu ¢
Ype3BbIUAHO BHICOKMM YPOBHEM IOMOJIOTHH, HAOII0IaEMbIM MEXIY STUMHU JIEMEHTAMU
U3 pacTeHU u pblO, OBUIO cleJaHO TMPEANOJOKEHHWEe, YTO JaHHas CHUTyalus
npeacTaBiseT coboi emie oauu ciydaid ['TI non-LTR-perporpancmno3onos (Zupunski et
al., 2001).

N3 Bcex non-LTR-perporpancno3oHOB mnpeactaBuTenu cynepcemeiicta L1
MoJIy4uau Hauboyiee MIUPOKOE paclpoCTpaHeHWe B TeHoMax pacteHui. [lepBbiM
HaWJICHHBIM B pacTeHusXx NON-LTR-anemenTom Obut  Cind-3ieMeHT TeHOMa KYKYpY3bl,
otHeceHHbI K Ll-cymepcemetictBy (Schwarz-Sommer et al.,, 1987). 3arem L1-
AJIEMEHTHI ObUTH OOHApYXKEHBI B IMUPOKOM KPYTe€ PacTHUTENIbHBIX T€HOMOB: OT F€HOMOB
Bojopocineii (Higashiyama et al., 1997) u 10 réHOMOB HOKPHITOCEMEHHBIX PACTCHHI
(Noma et al., 1999). Kpome Toro, 6b110 mokazano, uro L1-non-LTR-peTpoTpaHcio30Hb
aKTHUBHO Tepemernatorcs B renomax Oryza sativa m Ipomoea batatas (Komatsu et al.,
2003; Yamashita, Tahara, 2006).

Xotsi uerkas kinaccudukanus L1-3eMeHTOB pacTeHUN OTCYTCTBYET, OJIHAKO,
OMHMCAHO HECKOJIBKO CTPYKTYPHBIX BapHaHTOB 3TuUX NON-LTR-perporpancno3oHOB,
NOKPBIBAIOIINX Bce pasHooOpasue uccienoBanHbix ORF1p u ORF2p (Heitkam, Schmidt,
2009; Wenke et al., 2009). Bo-nepsoix, BvL1-anement u3 rexmoma Beta vulgairis
¢umnorenernuecku Onm3kuit k L1-non-LTR-peTporpancno3onaM U3 Apyrux ABYIOJIBHBIX
pacrenuii comepxxut ORFlp, necymmuii uucremnoBsii motuB CCHC, m ORF2p c
nomenamu RT, APE u RNH (Heitkam, Schmidt, 2009; Wenke et al., 2009). Bo-BTopbIX,
y romosioroB Cind-smemeHTa KyKypyssl, o cpaBHeHuto ¢ BvL1-amementom, B ORFlp
npucyrctByer nBa CCHC-motuBa, a B ORF2p orcyrctByer nomen RNH (Schwarz-
Sommer et al., 1987). B-tpetbux, BNR-aemenT u3 B. vulgaris taxke orHocurces k L1-
non-LTR-perpoTpancno3zonam, Ho BmecTo IuctenHoBoro moruBa CCHC B ORFlp
umeer RRM nomen, u B ero ORF2p, takke xak y Cind-aiiemenTta, OTCYTCTBYeT JOMEH
RNH (Heitkam, Schmidt, 2009). U, nakoner, Temomep-crnenndudnsiii Zepp-non-LTR-

perporpancno3on u3 Bogopociau Chlorella vulgaris umeer crpykTypy, HaHOMHUHAIOIIYIO
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cTpykTypy BvVL1-perporpancno3ona, Ho He Hecer RNH (Higashiyama et al., 1997).
HNutepecno, uto L1-amemenTts! xuBoTHBIX He coaepkat HU CCHC, am RNH (Khazina,
Weichenrieder, 2009) u Hanuuue 3TUX CTPYKTYp y HEKOTOpBIX L1-371€eMEHTOB pacTeHHid,
10 BCEH BUIAMMOCTH, SBISCTCS CICIUGUYHBIM I TPEACTABUTEIICH STOW TPYIIIBI

PETPOTPAHCIIO30HOB B PACTUTENIBLHBIX T€HOMAX.

HecmoTpst Ha TO, YTO B IIEJIOM CUMUTACTCS, YTO PACTEHUS Pa3BWIIM 0OJiee MOITHYIO,
YeM Yy JKHUBOTHBIX CHCTEMY SIUTCHETHYECKOH pPETyIsnuyd akTUBHOCTH MD myrem
metrupoBanus JIHK, perpoTpaHCIIO30HBI MONYYHIN IIUPOKOE PACHpOCTPaHCHHE B
TCHOMax pacTeHHW W B cpelHeM uX conepxanue pocturaet 10-60% renoma (Kumar,
Bennetzen, 1999). /Ins Toro 4roObl MOHATH KAaKKE IMPHHIIMIIBI JIGKAT B OCHOBE TaKOI'O
pa3HooOpa3usi B paclpoCTPaHEHUH PETPOTPAHCIIO30HOB, HAa TMEPBOM dTarie HEOOXOIUMO
OIICHUTh MacmTadbl 3TOTr0 pazHooOpaszms. I[locpeacTBOM CpaBHHTENBHOTO aHAIN3a
pacrpocTpaHeHus: W Pa3HOOOpasusi PETPOTPAHCIIO30HOB CTAHOBUTCS BO3MOYKHBIM
noiaydeHne WHGOPMAIMM O BAXXHOCTH PETPOTPAHCIIO30HOB Il TeHoma. HHbIMHK
CIIOBaMH, B KOHTEKCTE IOJIyueHUS MHPOpPMAIMM O MOTEHIUAIBHOM pOJIM U 3HAYCHHUU
PETPOTPAHCIIO30HOB TSI TEHOMOB PACTCHHI, KIFOYEBBHIM aCIEKTOM SIBISIETCS BOMPOC
HBOJIIOLUN M PACIpPOCTPAHEHHUsI PETPOTPAHCIIO30HOB B ATHX T'€HOMAx M, B TOM YHCIIE,

POJIM B 3TUX IMPONHECCAX TAKUX MEXAHNU3MOB 3BOJIIOIMKU KaK MOAYJIbHAA 3BOJJIIOUA U I'TI.

OaHuMM U3 HaMEHee U3yYEHHBIX CPeId PETPOTPAHCIIO30HOB PACTEHUH SBIISIOTCS
L1-non-LTR-peTpoTpaHCO30Hbl. DIEMEHTBI U3 3TOW TPYIIBI IIUPOKO MPE/ICTABICHBI B
FeHOMax MJICKONUTAIOIMX M, B TOM 4Hcle, ueioBeka. Ll-anmemeHTsl uenoBeka K
HACTOSAIIEMY BPEMEHU JETAJILHO M3Y4YEHBI, B TO BPEMs KaK y pacTEHUN ONUCAHO BCETO
HECKOJIbKO OTHENbHBIX mpejcTaBuTeneil L1-perporpancno3onoB. Kpome mnonyueHus
uHpopMau 00 OTAETHHBIX CEMEUCTBAX, O CUX MOP HE OBLJIO MPEANPHHATO MOMBITOK
KOMIUIEKCHOM ~ WACHTH(UKAUMKU  OCHOBHBIX  (QuioreHernyeckux  rpymmn  L1-
PETPOTPAHCIIO30HOB PACTEHUM, YTO 3HAUUTEIBHO YIPOCTUIIO Obl paboTy ¢ MHGOpMalei
OTHOCHUTEJIBHO 3TUX DJIEMEHTOB M PACHIMPWIIO OBl HAIlM MPEACTaBICHUS 00 SBOJIIOLNU

3TOM rpynnsl MO.
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I'naBa 2. MaTepuaJjbl 1 METOAbI

2.1. buoundopmarudeckuii aHaIU3 pacnpocTpaHeHus v 3Boonnu L1-non-LTR-

PETPOTPAHCIIO30HOB B T€HOMAX pacTeHMii

2.1.1. Ilouck u pusorenerudeckuii ananus L1-non-LTR-peTpoTpancno3oHoB B

reHOMaXx pacTeHum

Jlist

OMOMH(POPMATHIECKOTO

ITOUCKa

L1->1emeHTOB B

IMPOYNTAHHBIX

MOCJICIOBATENILHOCTAX TIOJHBIX TEHOMOB pacTeHHil W B 0a3ax naHHbIX RepBase

(http://www.girinst.org/repbase/,

Jurka et

al.,

2005) u

Genbank

(https://www.nchi.nim.nih.gov/genbank/) (Ta6s. 3 u 4) Hamu ObLT pa3paboTaH aarOPUTM

MOMCKa IeNbIX Kot NoN-LTR-peTporpancnozonos (Puc. 6).

Tadauma 3. Coucok HCCIeayeMbIX BHUIOB.

(http://www.ncbi.nlm.nih.gov/taxonomy);

*Takconomusi cormacHo NCBI Taxonomy

*¥*Jl11 9THMX BHJIOB OBUIM HCCIICIOBAHBI

PETPOTPAHCIIO30HBI TONBKO u3 Repbase; ***]Ins 3Tux BUAOB MOCIEAOBATEIBHOCTU

PETPOTPAHCIIO30HOB ObLTH B35THI U3 0a3bl JaHHBIX Genbank.

[Mopsok CewmetictBo | Bun* Pasmep | Kommdectso | KommyectBo
rédomMa, HafI,I[eHHBIX Pa3JINIHbIX
10° H. | xommii L1-

nomeHoB RT | perpoTtpancn
O30HOB
Bryopsida | Funariales | Funariacea | Physcomitrella | 480 63 2
e patens
Isoetopsida | Selaginella | Selaginella | Selaginella 110 138 5
les ceae moellendorffii
Lilopsida | Alismatale | Hydrochari | Hydrilla - - 1

S taceae verticillata***

Liliales Liliaceae Lilium - - 1

speciosum***

Poales Poaceae Brachypodium | 272 1421 11

distachyon
Hordeum - - 2
vulgare**
Oryza sativa 372 750 12
Setaria italica | 515 1423 8
Sorghum - - 14
bicolor**
Triticum - - 2
aestivum**
Triticum - - 1
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monococcum**
Zea mays** - - 10
Arecales | Arecaceae | Phoenix 650 767 15
dactylifera
Eudicotyle | Lamiales | Phrymacea | Mimulus 430 649 7
dons e guttatus
Caryophyl | Amarantha | Beta vulgaris** | - - 2
lales ceae
Solanales | Solanaceae | Solanum 950 944 3
lycopersicum
Convolvula | Ipomoea - - 1
ceae batatas***
Brassicale | Brassicace | Arabidopsis 135 277 3
S ae thaliana
Caricaceae | Carica papaya | 135 549 2
Sapindales | Rutaceae Citrus 296 701 4
clementia
Myrtales Myrtaceae | Eucalyptus 691 2813 2
grandis
Fabales Fabaceae Medicago - - 8
truncatula**
Cucurbital | Cucurbitac | Cucumis 203 108 5
es eae sativus
Rosales Rosaceae Malus - - 5
domestica**
Cannabace | Cannabis - - 1
ae sativa***
Malpighial | Euphorbiac | Manihot 533 431 3
es eae esculenta
Salicaceae | Populus - - 2
trichocarpa**
Vitales Vitaceae Vitis vinifera 487 2878 8
Ranuncula | Ranuncula | Aquilegia 302 1133 9
les ceae coerulea
Bcero:
149

Jlnst sToro Ha mepBoM Jrame Ui nmoucka pernoHoB RT B menbix reHomax

pacteHuii u B 0a3ax JAaHHBIX Ucmosb3oBaics nHctpymeHnr HMMERsearch (HMMER?2)

u3 mnporpammaoro obecneuenuss UGENE (http://ugene.unipro.ru). DTOT WHCTPYMEHT

MO3BOJISIET MPOBOJUTH AHANU3 C TOMOIIBIO CKPBITBIX MapKoBckux wmojeneit (HMM

npodueit),

NPEICTABIAIONMX OO0

CTaTUCTUYICCKYIO MOJCJIb paBBICKI/IBaeMOI\/’I

aMUHOKHCJIOTHOU nocnenoBaTesnbHocTH (Eddy, 1998). MbI ncnions3oBanu yxe roToBbId
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MocnepoBaTenbHocTU reHomoB 16

o PaHee onucaHHble 3N1eMeHTbI
BUWOOB PaCTeHuun

(Repbase, Genbank)

RT1 RT2 ETA
HOMCK HAOcHOBE hmm-npoq)unﬂ - - reHomMHas nocrieaoBaTeribHOCTb
RT1 RT2 £TA
Mounck oTKpbITLIX paMOK 1 3 1
CYUTbIBaHUA ) SN —
—_— —
MHoOXecTBeHHoe SE
BblpaBHMUBaHue RT3I »

[ RT1
dunoreHeTUYECKNI1 aHanNu3 ‘__E B RT2
RT3

AHanus cTpyKTyp HaitfeHHbix _ oM APE RT3

LenbiX 3NeMeHTOB  S——
—

Puc. 6. Amroputm uaentudukanmm u anammsza Non-LTR-perporpancmo3onoB. RT —
oOpatHast  TpaHckpumnrtaza, RRM - nmomen y3naBamus PHK, APE -

anmypUHOBAs/aMPUMUJINHOBAS SHIOHYKJIIEa3a.

HMM npoduns mns permona RT L1l-snemeHTOB, HOCTYNHBI BMECTE C IMaKETOM
nporpamm  MGEScan-non-LTR (Rho, Tang, 2009) u otOupanu pe3yabTaThl C
nokazaresnem ‘“‘score” > 100. [lanee, mocne oOHapyxkeHust RT pernonos L1-anemeHToB B
KOHKPETHOM TE€HOME, NPOBOJWJIOCH BBIpaBHMBAaHWE M (UIOTCHETHUYECKUN aHAIIN3
HaWJICHHBIX MOCJIEA0OBATEIBHOCTEN C LEJIbI0 BBISBICHUS KONUKA OJHOIO M TOTO K€
JjeMeHTa. BrlpaBHUMBaHME NpPOBOAMIOCH C Hcnoiab3oBaHueM anroputMa MUSCLE
(Edgar, 2004). Jlns ¢uIoreHeTHYECKOro aHajan3a HMCIOJIb30BAJICS METOJ 00beIUHCHHS
Ommkaimmx cocexeid w3 makera nporpamMm MEGAS (Tamura et al., 2011).
TecTupoBaHue TOMOJIOTHH JEpeBa MPOBOJUIOCH ¢ omoIbio Oyrcpen metoaa (100-500
peIUIMKalMii B 3aBUCHUMOCTH O KOJIMUCETBa Komui B TeHome). Jims kaxzaoro wus
AJIEMEHTOB, BBHIOMpAIach OJHA «MAaCTEp-KOMHUsS» M3 BCEX MPEICTABICHHBIX B TE€HOME
KONUH, KOTOpasl MCIONB30BANACH JUIsl TMOCIEAYIONIET0 (UIOTCHETHYECKOTO aHAIH3a.
Bcero nns atoro ananusa ObUIO UCTONB30BaHO 149 pa3iMuHBIX 3IEMEHTOB: 99 U3 HUX

ObLTH UAEHTU(UIIMPOBaHBI B TeHOMax, U 50 B3sThl U3 0a3 maHHbIX Repbase u Genbank
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(Tabn. 3). [Tocme wnaeHTHUUKAUKA BCEX DIIEMEHTOB MPOBOIWICS €M OJIUH
buIoreHeTuUeCKui aHaau3 c HCIIOJIb30BaHUEM AMHUHOKHMCJIOTHBIX
nocnenoBaresbHocTEd RT BCeX HAWJIEHHBIX «MACTEP-KOIHI SJIEMEHTOB, a TaKKe
aMHUHOKHCIIOTHBIX TocieaoBaTenbHocTel RT anmemenToB u3 6aspl gaHHbIX RepBase. B
paMKax »3TOro aHajiu3a IMOCTPOCHHE (PUIOTEHETUYECKOro JepeBa IPOBOJIUIOCH C
nomouisio nporpammsl PhyML, ucnone3yromeit 1uist peKOHCTPYKIMH (PUIIOT€HETUYECKUX
OTHOIIIECHUH MeToJI MakcuMmaibHoro mpaspomnonoous (Guindon et al., 2010). Anamus
MIPOBOJUIICA c HUI0Jb30BaHUEM LG-monenn OTHOCHUTEJIBbHBIX
CKOpOCTEM 3aMEH aMHMHOKUCJIOT. J[JIsi CTaTUCTHYECKOTO TMOJATBEPXKACHUS TOIOJIOTUH
nepesa wucnonb3oBaics Tect alLRT (approximate Likelihood Ratio Test - Tecr

anpOKCHUMHPOBaHHOTO MpaBaonoaoous, Anisimova, Gascuel, 2006).

2.1.2. UnenTu(puKaAIUA CTPYKTYPHBIX XapakTepucTuk L1-non-LTR-

PETPOTPAHCIIO30HOB PaCTEHU

[IpoBogmiock  WcciaeOBaHHWE  CTPYKTYPHBIX — XapaKTEPUCTUK  HalIEHHBIX
AJEMEHTOB. /{151 3TOrO HaleHHbIe B reHoMe paroHbl RT pacmumpsinucs Ha S5 ThIC. I1L.H. B
o0e croponsl. [lanee, B 3THX MOCJIEIOBATEIBHOCTAX M B AJIEMEHTAaX W3 0a3bl JTAHHBIX
RepBase pa3bicKMBaNuCh OTKPBITBIE PAMKU CUHUTBHIBAHUSL W CTPYKTYpPHBIE JOMEHBI,
xapaktepHble Juisi NON-LTR-perporpaHcno3oHoB. [l moucka CTPYKTYpHBIX JOMEHOB
UCIIOJIb30Ballach 0a3a JaHHBIX KOHcepBaTUBHBIX nomeHOB B NCBI (Marchler-Bauer et
al.,, 2011), a Taxxke oHJIIAHH-peCypC IETEKIIMM TOMOJIOTHU M TPEICKa3aHUs CTPYKTYPBI

oenkoB HHPred (Soding et al., 2005).

2.1.3. CpaBHUTe/IbHBII aHAJIN3 JoMeHa pubonykiea3bl H L1-non-LTR-

PETPOTPAHCIIO30HOB

Ha mnepBom »srtanme mnpoBoawics mnouck romoioroB RNH, oOHapykeHHBIX B
perpoTpaHcrno3oHax w3 rpymmbl  Tall ¢ wcmoms3oBaHumeM Tporpammbl - blastp
(http://www.ncbi.nlm.nih.gov/). DTu mnoOCIEIOBATEILHOCTH Jaliee aHAIU3HPOBATHUCH
BMecte ¢ RNH, onucanneiMu panee (Malik, 2005). AMHMHOKHCIOTHbBIE
MOCJIeI0BAaTEIbHOCTH OOHAPYKEHHBIX IOMEHOB BBIPABHUBAIUCH C MCIOJIB30BaHUEM BeO-

cepBepa PROMALS3D (http://prodata.swmed.edu/promals3d/), koTopblii oCyIecTBIsIeT

BBIDABHUBAHUE C YUYETOM IPEICKA3aHHBIX BTOPUYHBIX CTPYKTYp AaHAIU3UPYEMBIX

nonunentuaoB. Gunorenernuecku ananu3 RNH npoBoauiicst Tak e Kak Ipy aHanu3e
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RT ¢ mnomompto mporpammel  PhyML ¢ LG-momenbsio  OTHOCHUTENBHBIX

CKOpOCTeI)'I 3aMCH aMHMHOKHUCIIOT.

2.2. JKCcnepUMeEHTAJbHbIE UCCIeT0BAHUS

2.2.1. KoncTpynpoBaHue IJIa3MU/l U OYNCTKA Oejika

JI1s1 KOHCTpYHpPOBaHUST PEKOMOMHAHTHOM TIa3Mubl, coaepkameid nomeHn RNH
non-LTR-perporpancmnoszona LIb u3 remoma Ipomoea batatas, Owina wucmonb3oBaHa
KOJIOH-ONITUMHU3HPOBaHHas Ut dkcnpeccun B Escherichia coli Bepcust HykieoTnmaHO#M
TIOCJICIOBATEILHOCTH 3TOTO JIOMEHA. OJTa IMOCIEI0BATEILHOCTh, COOTBETCTBYIOIIAS
amuHokuciaoram 1,205-1,366 ORF2p LIb-anementa (Homep Genbank: BAE79382), Obuta

CHUHTE3HMPOBaHa C MCHOJb30BaHueM mporpamMmbl GeneArt (www.lifetechnologies.com) u

kioHupoBana B pETM-22-ektop mias skcnpeccun B E. coli, conmepkamuii ren
YCTOMYHMBOCTH K KAHAMULIHY.

[Tonyuennas pexkoMOuHaHTHas 1asmuga  p22LIbRNHwt copepkana reH,
konupytomuii  RNH-momen LIb-perporpancmo3ona nukoro Tuma B CIHSHAH C
thioredoxin-6xHis-terom. DTOT Ter cojaepajl TI'€H THPEOIOKCHHA, YBEIMYHUBAIOIIEIO
pPacTBOPUMOCTh CHHTE3UpYyeMOro Oeika, M IMOCIeI0BaTeIbHOCTh, KOJIUPYIOIIYIO 6
OCTaTKOB THUCTUAMHA JUIS TOCJIEAYIONIEH OYUCTKH M PACHICTIJICHHS] CIUTHOTO Oelka.
Hpyroit ckonctpyupoBanHbiii Bektop p22LIbRNHmut conepsxkan Bapuant rena RNH
LIb-perporpancniosona, conepxamuii B nonoxenun 1,326 (D1326N) raumuH BMECTO
KOHCEPBAaTUBHOI'O OCTAaTKa aclapardiHOBOM aMMHOKHUCIOTBI, YTO JIOJDKHO OBLIO
NPUBOJUTh K HWHAKTUBAMK (EPMEHTATUBHOW AaKTUBHOCTH CHHTE3UpPYEeMOro Oenka
(Fisher, Pei, 1997).

Janee, wietku E. coli mramma BL21 TpanchopmupoBaniu Co3IaHHBIMU
PEKOMOMHAHTHBIMU BEKTOPaMH DKCIPECCUU METOA0M AJIEKTPOIIOPALIAH.
TpanchopmupoBannsie kiaeTkn BeipamuBany B cpeae TB (Terrific Broth) B mpucyrcTBum
50 MKr/Mj1 KaHaMMIUHA npu TeMneparype 37°C 10 mokasaresneil ONTHYECKOM IOTHOCTH
OD~0,6-0,7 (A = 600 uM), mociie 4ero temmeparypy noHmxanmd no 14°C, mpoBoauinu
UHAYKIHIO JKCIOPECCHMM PEKOMOMHAHTHOrO Oenka ¢ ucnonb3oBanuem 40uM IPTG
(u3omponmi-B-D-TroranakronupaHo3ua) U MPOJODKAIN KYJIbTUBUPOBAHHWE B TCUCHHUE

3 u. Jlanee Bce mpoueaypsl nposoawau npu temueparype 4°C. Kietku coOupanu

neaTpudyrupoanveM npu 5000 X g, MOTYYESHHBIA 0CAOK KIETOK PECYCIICHINPOBAIIN B


http://www.lifetechnologies.com/

51

oydepe, cogepxarmem 100mM Tris (pH 7.5), 1M LiCl, 500 mM NaCl, 0.1mM Tpuc(2-
kap6okcudTHA)pochun (TCEP), SmM nmunazon u 5% rIuiepos, a 3aTeM JIM3UPOBAIIH C
UCIIOJIb30BAaHUEM YIIbTpa3Byka. Jlanmee, MU3MpOBaHHBIC KJIETKU IEHTpUDYTHpOBaIM Ha
20000 x g W TOJNYYEHHBIM CyNepHATaHT HCIOJIB30BAIM A XpoMmaTorpadguu Ha
3apsSHKEHHOU Ni?* cedaposnoit kononke(GE Healthcare), ncrnons3ys B kauecTBe 3I0CHTa
oydep, comepxkaumit 100 mM Tris (pH 7.5), 500 mM NaCl, 0.1mM TCEP, 5%
runepo u 100 mM umuaazon.

[Tockonpky peKOMOWHAHTHBIA O€lOK cojepxan 6 OCTaTKOB THCTHUIWHA, TO OH
3anepxkuBanics Ha Ni2+ cedapo3HOil KOJOHKe MpH 0ojiee BBICOKMX KOHIICHTPAIUSIX
MMHJ1a30J1a, 4TO MO3BOJIMJIO OYMCTUTH €r0 OT OCHOBHOW Macchl OenkoB E. coli. 3atem
thioredoxin-6xHis tag ynansum ¢ ucnoiib30BaHUEM MpoTeasbl Precission (mpegocraBicHa
PepCore; EMBL, Heidelberg) u Genok ganee ouumiaics ¢ MOMOIIBIO Teilb-(QUIbTpaluu
Ha kosonke S200 (16/60). Yuctota pekoMOMHAHTHOTO OelKa JOTOJHUTEIHBHO
OIICHMBAJIACh C MOMOIIBIO ANMEKTpodope3a B MOTUAKPUIAMHUIIHOM Telieé B TMPUCYTCTBUU

noaemicyibdara nHarpus (SDS/PAGE).

2.2.2. UcciienoBaHue aKTHBHOCTH PEKOMOMHAHTHON pudonykieasbl H

Jlns uccnenoBanus aktuBHocTy joMeHa RNH non-LTR-perporpancmnosona LIb u3
reaoma |. batatas, omenuBamach cnocoOHOCTH dKcmpeccupoBanHoro B E. coli
PEKOMOMHAHTHOTO TOJIUIIPOTENHA, COOTBETCTBYIOIIETO JTOMY JIOMEHY, pa3pe3arb
PHK/JJHK tubpun in vitro. Jlns storo O0butk cuHTe3upoBanbl PHK-omuronykineorus,
cocrossimii u3 20 angeHuHOB, M KomIiuieMeHTapHbeli emy JIHK-omuromykneornn

(www.idtdna.com). Ilens PHK Obina meuena Ha 5'-koHie (ocdarom, coaepKaiium

paauoakTuBHBINA pochop P32.

Hanee, ¢ momoripto rubpunu3anuu mMedenoi nenu PHK Ha nBykpaTHbIil n30bITOK
JTHK-omuromepoB mnpurorasiuBaics PHK/JITHK-ru6pun (5°-P32—poly(rA)/poly(dT)).
Jns ananmza pacmeruienns nern PHK B PHK/JJHK-rubpuae in vitro umcciemyemsrii
oenoxk wunakyOupoBamu c¢ PHK//IHK-ruOpumom B Teuenume 1 waca mpu KOMHATHOM
temrepatype B 6ydepe, conepxkamem S0mM Tris-HCI1 (pH 7.0), 200mM NacCl, 0.1mM
TCEP, 5% rmunepon, 20 pg/mL BSA, u 5 mM MgCl2 unun MnCI2. Uccnenoancs
IpajiMeHT KOHLeHTpauuil Oenka B peakumu (ot 1 go 10uM) mnpu mnoctosHHOU

KOHLIeHTpauuu cyoctpara (100nM).
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Kpowme TorO0, 1S BBIABICHHS CrielMpuuHOCTH pactierieaus qomeHom RNH Lib-
perporpancniozona  PHK/JIHK-ruGpuaa, peakmuio TOBTOPSUIA C HCIOJIB30BAHUEM
onnouenoyeyHor Meuenoit PHK Bmecto PHK/JHK-rubpupma. Bcece peakiuu
OCTaHABIWBAJIM C TIOMOIIBIO J00aBiIeHUS TMpoTenmHaspl K ©  KpaTKOBpeMEHHOM
MHKYyOaluu, U, Jajnee, IpOIyKThl peaKyd OYUIIAIA OCAXIECHUEM B 3TaHOJe. Pe3ynbraThl
aHanusupoBain Ha 12% TBE (Tris-Borate-EDTA-urea) reas-anexkrpodopese u

BU3YaJIM3HPOBAIIH ¢ moMoIbio ¢ochopumamkepa Fuji FLA 7000.
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I'naBa 3. Pe3yabTathbl
Jlns  BeIsIBIEHUS pa3HOoOpa3us NON-LTR-peTpoTpaHcno30HOB pacTeHuil U3

cynepcemeiictBa L1 Obul mpoBeaéH OwoumHpopMaTHueckui aHamuz 29 TeHOMOB
HA3eMHBIX PACTEHUH, M3 KOTOPHIX 2 OTHOCATCS K HECEeMEHHBbIM pacTeHusiM, 11 x
OJTHOJIOJILHBIM U 16 K 1Bym0bHBIM (Taoi. 3).

B pamkax »3Toro anamm3a ObUT TIPOBENIEH TMOWCK PETHOHOB OOpaTHOM
TpaHCKpUINTa3bl L1-31eMEeHTOB MO0 B LENBIX FTEHOMHBIX MOCJIEI0BATENBHOCTAX, JTUO0 B
0azax manHbIX RepBase m Genbank ¢ momomnisio HMM-nipoduis. Bce HaliaecHHBIC B
IEIbIX TEHOMHBIX  mochenoBaTeabHOCTIX  RT-pernonsr  Ll-saemeHntoB — ObUIH
UCIIOJIb30BAaHbl JIJIs1 (PUIIOTEHETHYECKOr0 aHaiW3a M Ha OCHOBE PEe3yJbTaTOB TaKOIo
aHai3a OBUIM OTHECEHBl K KOMHMSM KOHKPETHOTO JjeMeHTa. Bcero Obuio
uneHTudumpoano 149 pasnmuuneix memeHToB (Tabmn. 4). [danee, s mpeacTaBuTenei
Ka)XJI0TO 3JIEMEHTa B paiioHe HaiieHHbIX RT-pernoHoB Mpou3BOAMICS TTOUCK OTKPBITHIX
pPaMOK CUMTHIBAHUS, U TIPOBEPSIIOCHh HAJTMYHE KOHCEPBATUBHBIX CTPYKTYPHBIX JTOMEHOB.
Kpome Toro, mis BbISBIEHHST OCHOBHBIX 3BOJIOIMOHHBIX Tpynn L1-peTpoTpaHcno3oHoB
pacTteHui Ha OCHOBE HaWJIeHHBIX RT-nocnenoBarenbHOCTEN MIPOBOUIICS
bunoreHeTHUECKHi aHaIu3 C KCIOJIb30BAHMEM BCEX HAWJIEHHBIX AJIEMEHTOB M3 BCEX
HCCJIEIOBAHHBIX TEHOMOB, a TAK)KE PaHEe OMUCAHHBIX AIEMEHTOB. B pe3ynbTaTe 1aHHOTO
UCCJICIOBAHUSI OBUIO BBISIBJICHO IIATh OCHOBHBIX (DUJIOTEHETHYCCKUX TPYII, WIN
cemeiicts, L1-3nementoB Hazemubix pacteHuit: NSLP, Tall, BNR, PUR u Cin4d (Puc. 7).
Jns kaxmod U3 rpynm Obljla yCTaHOBJEHA OO0IIash CTPYKTypa BXOASIIMX B €€ COCTaB
anemeHTOB (Puc. 8). MneHTndunupoBaHHble U KIACCUPUIIMPOBAHHBIC B TaHHOW paboTe
DJIEMEHTBI MOTYT TOCIYXXHUTh B KadecTBe Oa3bl JAHHBIX JUIsI TIOMCKAa M aHallu3a
PETPOTPAHCIIO30HOB B 3aHOBO OTCEKBEHHPOBAHHBIX T€HOMAaxX pPACTCHUN, YTO MOXKET
CYIIIECTBEHHO OOJIETYUTH padOTy C 3TUMU T€HOMAaMHU.

Kak u GonpmmHcTBO npyrux L1-amemMeHTOB, Ooka3aloch, 4TO pacTuTenbHbie L1-
non-LTR-perporpancno3ons! Bcex msatu rpyni cogepxar APE-, RT- u CCHC-nomens! B
ceoux ORF2p (Puc. 8). Kpome Toro, OblI0 yCTaHOBIEHO, YTO MHOTHE AyieMeHThl Tall
rpynnsl cogepxkaT RNH-momen, B To Bpemsi kak y JIpyrux rpymi pacTuTenbHbix L1-
AJIIEMEHTOB TaKOro JJOMEeHa HaiinieHo He Oblno. [lanee ObUIO MOKA3aHO, YTO AJIEMEHTHI

KaXI0H W3 AT WACHTU(UIIUPOBAHHBIX TPYIN 00JaAal0T YHUKAJIBHOM  CTPYKTYpPOM
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Puc. 7. Cxema (QuiIOreHeTHYECKOTO JepeBa

non-LTR-perporpancno30HOB,
PEKOHCTPYUPOBAHHOTO C MOMOIIBIO METoAa
MaKCHUMAaJIbHOTO TIPaBJONON00OMs Ha OCHOBE
IIOCJIEI0BATEIHOCTEN

AMHWHOKHUCIIOTHBIX

oOpatHbix  TpaHckpunrtas. CymnepcemericTBa

non-LTR-perpotpancniozonos (CRE, R2, R4,

L1, RTE, Jockey, I, Tadl, R1, LOA)
o0o3Ha4YeHbl cmpaBa OT JepeBa. Buytpu
cynepceMeincTna L1 BbIJICJICHBI

(buIoreHeTHYeCKNe TPYMIMbl, OTHOCSAIIUECS K

ompeIeIeHHBIM TaKCOHAM (pacrenwus,
KUBOTHBIE U T. a.). Kpome Toro, mis
KOMIIAKTHOCTH MPSMOYTOJIbHUKAMU
0003HAYCHBI ceMelcTBa L1-non-LTR-

petpotpancnozonoB pacrenmii (NSLP, Tall,
BNR, PUR wu Cin4). B kadectBe KOpHSI
HCIIONB30BAIMCH mocienoBarenpHoct  CRE-
anemMeHTOB. ClieBa OT HEKOTOPHIX Y3JIOB JepeBa
yKa3aHa MX CTaTUCTUYECKas JIOCTOBEPHOCTh
cornacHo aL.RT (ans y3ma, COOTBETCTBYIOLIEMY
cynepcemeiicTBy L1, 3HaUeHHE NTOCTOBEPHOCTH
BBIJIEJICHO bonee

XKUPHBIM  HIpUPTOM).

JACTAJIBHO ACPCBO npcaAcTaBJICHO B

[Tpunoxenun 1.
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Tab6muma 4. Cnucok peTpoTPaHCIIO30HOB, HCCIENOBAaHHBIX B JIaHHOM palore.

Uctoynukn redomoB. 1 - JGI  (http://www.jgi.doe.gov/), 2 - NCBI

(http://www.ncbi.nlm.nih.gov/), 3 - Weill Cornell Medical College (http://qatar-

weill.cornell.edu/research/datepalmGenome/), 4 - The International Tomato Genome

Sequencing Consortium

(http://solgenomics.net/organism/Solanum lycopersicum/genome), 5 - TAIR

(http://www.arabidopsis.org/), 6 - ASGPB (http://asgpb.mhpcc.hawaii.edu/papaya/), 7 -

International Citrus Genome Consortium (http://www.citrusgenome.ucr.edu/), 8 -

Genoscope  (http://www.genoscope.cns.fr/spip/Vitis-vinifera-e.html), 9 - Repbase

(http://www.qgirinst.org/repbase/index.html). DnemeHT cuuTancs HENBIM, €CIH COACPIKAT

y3naBaeMble ORF1 u ORF2.

Bup JieMeHT Hcrouynuk | IMo3unuda mesioro ajieMeHTa Breiome | Jlauna | IocaegoBatesbHOCTB RT, Ceme
reHoma WJIM Ha3BaHHe 3JIeMeHTa COrJIacHO , ILH. HCINO/Ib30BaHHAsA AJIA HCTB
Repbase PEKOHCTPYKIUH o
duoreHeTHYECKUX
B3aMMOOTHOIIEHUI
Aquilegia ACla 1 sc2_comp(8737255..8744064) 6810 sc2_comp(8740021..874131 | Tall
coerulea 3)
AC1b 1 sc39_(1673911..1680280) 6370 sc39_(1677263..1678552) Tall
AC2a 1 sc3_compl(2224800..2231967) 7168 sc3_compl(2226378..22276 | Tall
76)
AC2b 1 no intact no sc112_(3985..5283) Tall
AC2c 1 no intact no sc57_comp(377826.379124 | Tall
)
AC3a 1 no intact no sc59_(352149..353405) Tall
AC3b 1 no intact no sc83_(110032..111318) Tall
AC3c 1 sc60_(1134739..1140639) 5901 sc60_(1137734..1139020) Tall
AC4 1 sc10_compl(2207662..2214457) 6796 sc10_compl(2208917..2210 PUR
200)
Arabidopsis AT1 9 ATLINE1-10A 5670 ATLINE1-10A_(2805..4103) | Tall
thaliana AT2 9 ATLINE1-2 5814 ATLINE1-2_(2918.4213) Tall
AT3 5 chr3_comp(1555417..1560693) 5277 chr3_compl(1556566..1557 | Tall
852)
Beta BvL1-2 9 no intact no BvL1-2_(3967..5268) Tall
vulgaris BNR1 9 no intact no BNR1_(3610..4896) BNR
Brachypodiu | BD1a 1 Bd1_comp(42630246..42636851) 6606 Bd1_comp(42631311..4263 | Cin4
m 2597)
distachyon BD1b 1 no intact no Bd1_comp(45071375..4507 | Cin4
2661)
BD1c 1 no intact no Bd2_(53166536..53167822) | Cin4
BD1d 1 no intact no Bd4_(1519534..1520823) Cin4
BD2a 1 no intact no Bd4_comp(2205174..22064 | Cin4
60)



http://www.jgi.doe.gov/
http://www.ncbi.nlm.nih.gov/
http://qatar-weill.cornell.edu/research/datepalmGenome/
http://qatar-weill.cornell.edu/research/datepalmGenome/
http://solgenomics.net/organism/Solanum_lycopersicum/genome
http://www.arabidopsis.org/
http://asgpb.mhpcc.hawaii.edu/papaya/
http://www.citrusgenome.ucr.edu/
http://www.genoscope.cns.fr/spip/Vitis-vinifera-e.html
http://www.girinst.org/repbase/index.html
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BD2b 1 no intact no Bd3_comp(41372254..4137 | Cin4
3513)
BD3a 1 no intact no Bd5_comp(16762125..1676 | Cin4
3411)
BD3b 1 no intact no Bd4_(19695386..19696672) | Cin4
BD4a 1 no intact no Bd1_(21154322..21155629) | Tall
BD4b 1 no intact no Bd2_(52626443.52627840) | Tall
BD4c 1 no intact no Bd1_(40572839.40574134) | Tall
Cannabis LINE-CS 2 no intact no AB013908_(2186..3472) Tall
sativa
Carica CP1 6 no intact no s¢32_(901730..903010) PUR
papaya CP2 6 no intact no sc263_compl(40027.41283 | Tall
)
Citrus CC1 7 sc21_(3420704..3426728) 6025 sc21_(3423904..3425199) Tall
clementia cc2 7 sc19_(10..6808) 6770 sc19_(3835..5124) Tall
CC3 7 sc147_(179891..185312) 5422 sc147_(182509..183810) Tall
CC4 7 sc3_(5566745..5572694) 5950 sc3_(5569837..5571132) Tall
Cucumis Cs1 1 no intact no s¢.927_compl(86375..87658 | PUR
sativus )
CS2 no intact no sc.2242_(26974..28254) Tall
CS3 1 no intact no sc.1106_compl(30921..3212 | PUR
0)
CS4 1 no intact no sc.1305_compl(301511..302 | PUR
686)
CS5 1 no intact no sc.1221_(556365..557621) PUR
Eucalyptus EG1 sc2_comp(20649023..20654942) 5920 sc2_compl(20650233..2065 | Tall
grandis 1519)
EG2 1 sc2_(6081689..6087998) 6310 sc2_(6085125..6086423) Tall
Hordeum TREP52 9 no intact no TREP52 _(4237..5523) Cin4
vulgare TREP20 9 no intact no TREP20 _(1335..2606) Tall
Hydrilla no name 2 no intact no DV216735_compl(1..663) Cin4
verticillata
Ipomoea Llb 2 AB231841_(155..6486) 6332 AB231841_(3640..4935) Tall
batatas
Lilium Del2 2 no intact no 717425_(1696...2508) Cin4
speciosum
Malus L1-15Mad | 9 no intact no L1-15 Mad_(779..2077) Tall
domestica L1-13Mad | 9 no intact no L1-13 Mad _(2611.3900) Tall
L1-11Mad | 9 L1-11 Mad 5843 L1-11 Mad_(2981..4276) Tall
L1-12Mad | 9 no intact no L1-12 Mad_(2914..4203) Tall
L1-1 Mad 9 L1-1 Mad 6675 L1-1 Mad_(4160..5446) PUR
Manihot ME1 1 no intact no sc.4782_(177194..178414) Tall
esculenta ME2 1 no intact no sc.5497_(138350..139645) Tall
ME3 1 no intact no sc.2306_(132371..133636) Tall
Medicago LINE1H 9 no intact no LINE1H MT_(1054..2355) Tall
truncatula MT
SHALINE1 | 9 SHALINE16 MT 5758 SHALINE16 Tall
6 MT MT_(2892..4193)
SHALINE1 | 9 no intact no SHALINE10 Tall
0MT MT_(2580..3878)
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SHALINE5 | 9 no intact no SHALINES MT_(4473.5768) | Tall
MT
SHALINE1 9 SHALINE12 MT 5914 SHALINE12 Tall
2MT MT_(3056..4348)
SHALINE7 | 9 no intact no SHALINE7 MT Tall
MT _(2693..3982)
SHALINE1 | 9 no intact no SHALINE11 BNR
1MT MT_(1037..2329)
LINE1A 9 no intact no LINE1A MT_(749..2038) BNR
MT
Mimulus MG1 1 no intact no sc248_(5280..6575) Tall
guttatus MG2 1 no intact no sc369_(53062..54348) Tall
MG3 1 no intact no sc220_(84969..86264) Tall
MG4 1 no intact no sc17_compl(294331..29562 | Tall
6)
MG5 no intact no sc74_(334556..335827) Tall
MG6 1 no intact no sc78_(515490..516776) Tall
MG7 1 sc34_compl(303570..311308) 7739 sc34_compl(305662..30695 | Tall
1
Oryza sativa | OSla 9 LINE-05_0S 6739 LINE-05_0S_(4361..5647) Cin4
0S1b 2 no intact no chr12_compl(18879445..18 | Cin4
880737)
0S1c 2 no intact no chr7_(25180149..25181435 | Cin4
)
0Ss1d 2 no intact no chrl2_compl(23882786.23 | Cin4
884072)
OSle 2 no intact no chrl1 (23387969..2338925 | Cin4
5)
0S2 9 LINE-7_0S 7090 LINE-7_0S_(4736..6010) Cin4
0S3 9 no intact no RILN8_0S_(2737..4023) Cin4
0S4 2 no intact no chr5_compl(23612656..236 | Cin4
13939)
0S5 9 OSLINE1-3 6101 OSLINE1-3_(3479.4762) Cin4
0S6 9 OSLINE1-2 7128 OSLINE1-2_(4655..5941) Cin4
0Ss7 2 chr10_(10925263..10931688) 6426 chr10_(10928761..1093006 | Tall
8)
0S8 9 OSLINE1_2 6317 OSLINE1_2_(3422.4720) Tall
Phoenix PD1 3 no intact no PDK 30s1148721_(2650..38 | Tall
dactylifera 97)
PD2 3 no intact no PDK _30s902441_(8908..101 | Tall
10)
PD3 3 no intact no PDK_30s1101531_comp(86 | Tall
65..9993)
PD4 3 no intact no PDK_30s6550992_comp(27 Tall
968.29041)
PD5 3 no intact no PDK 30s1010751_(30113..3 | Tall
1285)
PD6a 3 no intact no PDK 30s973551_(31346..32 | Cin4
509)
PD6b 3 no intact no PDK 30s9031_41compl(563 | Cin4

1.6797)
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PD6c no intact no PDK 30s658771_compl(134 | Cin4
17..14667)
PD7 no intact no PDK_30s804151_compl(171 | Tall
02..18391)
PD8 PDK_30s1060841_(8851..15231) 6381 PDK_30s1060841_(12375..1 | Tall
3670)
PD9 no intact no PDK _30s791021_(2..1054) Tall
PD10 no intact no PDK_30s1126011_(11028..1 | Tall
2278)
PD11 no intact no PDK_30s1195861_compl(3.. | Tall
842)
PD12 no intact no PDK 30s1020141_compl(36 | Tall
835..38025)
PD13 no intact no PDK_30s963311_(2767..372 | Tall
9)
Physcomitrel | PP1 no intact no sc175_(27625..28836) NSLP
la patens PP2 sc127_compl(136674..144400) 7727 sc127_compl(139155..1404 | NSLP
35)
Populus L1-1PTr L1-1PTr 6095 L1-1 PTr_(3585..4871) Tall
trichocarpa L1-2 PTr L1-2 PTr 6167 L1-2 PTr_(3662..4945) BNR
Selaginella SM1a sc78_compl(240908..249177) 8270 sc78_compl(242854..24416 | NSLP
moellendorfi 4)
i SM1b sc76_compl(618206..625856) 7651 sc76_compl(619807..62111 | NSLP
7)
SMic sc2_compl(4452410.4460142) 7733 sc2_compl(4454378.44556 | NSLP
88)
SM2a sc153_compl(64802..72341) 7540 sc153_compl(66672..67988 | NSLP
)
SM2b sc103_(70199..78068) 7870 sc103_(74870..76183) NSLP
Setaria SI1 PROV_1_(33354788..33362351) 7564 PROV_1(33359999..333612 | Cin4
italica 85)
SI2 no intact no PROV_3_comp(44504320..4 | Cin4
45056006)
SI3 no intact no PROV_1_(9692309..969360 | Cin4
1
S14 PROV_2_comp(40195086..40201787) 6702 PROV_2_comp(40196227..4 | Cin4
0197513)
SI5 no intact no PROV_2_comp(4776645.47 | Cin4
77919)
Sl6 PROV_5_comp(39116340..39124037) 7903 PROV_5_comp(39117456.3 | Cin4
9118742)
S17 PROV_4_comp(21919686..21925467) 5782 PROV_4_comp(21921220..2 | Tall
1922515)
SI8 PROV_8_(20517477..20525038) 7562 PROV_8_(20522468..20523 Cin4
754)
Solanum SL1 ch01_comp(90218152..90225449) 7298 ch01_comp(90220063.902 | Tall
lycopersicum 21355)
SL2 no intact no ch00_compl(10162107..101 | Tall
63399)
SL3 no intact no ch00_(12020151..12021437 | Tall
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)
Sorghum LINE1-54 9 no intact no LINE1-54 SBi _(2..1294) Tall
bicolor SBi
LINE1-60 9 LINE1-60 SBi 5576 LINE1-60 SBi _(2738.4027) | Tall
LINE1-62B | 9 LINE1-62B SBi 7283 LINE1-62B SBi Tall
_(4317.5624)
LINE1-51 9 LINE1-51 SBi 7234 LINE1-51 SBi _(4756..6039) Cin4
LINE1-27 9 no intact no LINE1-27 SBi _(2910..4193) | Cin4
LINE1-73 9 no intact no LINE1-73 SBi_(166..1452) Cin4
LINE1-8 9 LINE1-8 SBi 6649 LINE1-8 SBi_(4288..5574) Cin4
LINE1-53 9 LINE1-53 SBi 7629 LINE1-53 SBi_(5218..6510) Cin4
LINE1-40 9 no intact no LINE1-40 SBi_(4752..6041) Cin4
LINE1-16 9 LINE1-16 SBi 6892 LINE1-16 SBi_(4557..5825) Cin4
L1-1 9 L1-1 SBi 6698 L1-1 SBi_(4306..5592) Cin4
LINE1-38 9 no intact no LINE1-38 SBi _(4755..6041) Cin4
LINE1-58 9 LINE1-58 SBi 7672 LINE1-58 SBi_(5174..6460) Cin4
LINE1-36 9 LINE1-36 SBi 6762 LINE1-36 SBi _(4274..5560) Cin4
Triticum TARZ2 TA 9 no intact no TAR2 TA _(580..1809) Tall
aestivum KARIN TA 9 no intact no KARIN TA _(548..1834) Cin4
Triticum ISABELLE 9 no intact no ISABELLE TM_(5878..7167) Cin4
monococcum | TM
Vitis vinifera | VV1 8 chr6_(6728195..6734544) 6350 chr6_(6732054..6733340) PUR
vv2 8 no intact no chr2_(14041764..14043062 | Tall
)
Vv3 8 no intact no chrl_(45595..46770) Tall
Vv4 8 no intact no chr8_compl(11243781..112 | PUR
45073)
VV5 8 chr16_compl(4508413..4514510) 6098 chr16_compl(4509568.451 | PUR
0860)
Vve 8 chr1l_compl(21309887..21316295) 6409 chrl_compl(21311223..213 | PUR
12515)
vv7 8 chr5_(20524966..20531062) 6097 chr5_(20528594..20529886 | PUR
)
vv8 8 chr19_(19453058..19459151) 6094 chr19_(19456769..1945806 | PUR
1
Zea mays LINE1-20 9 LINE1-20 ZM 7117 LINE1-20 ZM_(4718..6004) Cin4
LINE1-41 9 no intact no LINE1-41ZM _(2..1177) Cin4
LINE1-30 9 no intact no _(909..2192) Cin4
LINE1-37 9 no intact no LINE1-37 ZM_(4541..5833) Cin4
Cin4 9 CIN4E ZM 6822 CIN4E ZM _(4484.5776) Cin4
LINE1-39 9 LINE1-39 ZM 6690 LINE1-39 ZM _(4287..5573) | Cin4
LINE1-33 9 LINE1-33 ZM 5829 LINE1-33 ZM_(3473..4759) Cin4
LINE1-13 9 no intact no LINE1-13 ZM_(1282..2568) Cin4
LINE1-32 9 LINE1-32 ZM 6297 LINE1-32 ZM_(3635..4921) Cin4
LINE1-40 9 LINE1-40 ZM 7257 LINE1-40 ZM_(4572..5858) Cin4
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HeCceMeHHble
ORF1 ORF2
NSLP[__1 s =T 10
CCHC CCHC
OBYOONbHbIE OAHOAOMbHbIE
ORF1
ORF2
‘ Ta M T T =
CCHC
ORF1 ORF2
BNR A N APE RT
CCHC
ORF1 ORF2
PUR PUR R APE RT ﬂ
CCHC
Cnd[ 1Tl [T sl |
CCHC CCHC

Puc. 8. Ctpykrypa u pacmpocTpaHeHHE AJIeMEHTOB 3 msiTh cemeictB L1 non-LTR-
perpotpancno3onoB pactenuii (Cmbiuisie, biunos, 2011; Smyshlyaev et al., 2013, ¢
Moaudukaiusamu). KonnuectBo u pacnpocTpaHEHUE DJIEMEHTOB HACHTU(UIIMPOBAHHBIX
B HAIIeM WCCIEJAOBAHMM TIOKa3aHO B KpyroBeix rpadukax. [{udpsr otpaxator
KOJIMYECTBO AJIEMEHTOB, OTHOCSIIUXCS K CEMEWCTBY B BBIJIECJICHHON TpYIIE PACTECHUMN
(TeMHO3€JEeHBII — HECEeMEHHbIe, 3€J€HBbII — JABYAOJbHBIC, CBETJIO3EJCHBIH —
onHononbHble pacTteHus). ORF — ortkpeiTas pamka cuutbiBanusi, RRM — nomen
y3naBanuss PHK, N-RRM — N-konneBoit RRM perpoTtpancno3onHo u3 rpymnmsl BNR,
APE — amypuHoBas/anupuMuAMHOBas SHIOHYKIea3a, RT — oOparHas TpaHckpumnTasa,

RNH — pubonyxkneaza H, PUR — mypun-6oraterii JOMeH.

ORFlp u comepxar B cBoeM coctaBe paznuuyHbie PHK-cBs3bIBatonIMEe TOMEHBI, TaKHUe
kak RRM, CCHC u o6Hapy>xeHHBII BriepBbie B peTpoTpancno3onax PUR-gomen (6omnee

noapoOoHo omucan B pazgene 3.3). Hammume B ORFIlp paszsooOpasubix PHK-
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CBSI3BIBAIONIMX JIOMEHOB MOJTBEPKIAET TPEANoiiokeHne o ToM, uyto Oemox ORFI

HeoOxouM i (popMupoBaHUs PUOOHYKICONPOTEMHOBON YaCTHUIIBI JIEMEHTA.

3.1. NSLP-asemenThI ciennpuYHBI /151 HeCeMeHHbIX PacTeHUit

OtH 3neMeHThI, Kak crneayeT u3 HazBaHus (NSLP — NonSeed Plant-Specific), Obiiu
obOHapyKeHbl B T€HOMaX HECEMEHHBIX pacTteHuii, mxa Physomitrella patens u mrayna
Selaginella moellendorffii. Bcero B sTux reHomax ObLIO OOHAPYXKEHO 7 BJIEMEHTOB,
KOTOphIE Ha OCHOBE (PHIIOTCHETHYECKOTO aHajau3a JIETJH B 3Ty MOHO(DHIECTHYSCKYIO
rpynny (Puc. 9). B ORF1p aTtux peTpoTpaHCno30HOB HE yIaioch 0OHAPYKUTh HUKAKUX
PHK-cBsi3piBatonux nomenon, kpome CCHC-motuBa (Puc. 8). ORF2p NSLP-3nemenToB
cranaaptHeiid, conepxkut APE-, RT- u CCHC-nomens! u crpykrypHo cxonen ¢ ORF2p

OCTaJIbHBIX PACTUTENBHBIX L1-371eMEHTOB, KpOME PETPOTPAHCIIO30HOB U3 rpymnmbl Tall.

NSLP

Puc. 9. Dnementst NSLP Ha
cxeme (UITOTEHETHYECKOTO

Ta11 JepeBa L1-non-LTR-

PETPOTPAHCIIO30HOB  PACTEHUMU.

Bcero Obimo  oOHapyxkeHo 7

, BNR JJIEMEHTOB,  OTHOCSIIUXCS K
PUR 3TOMy  cemeicTBy. Bce aTH
: 9JICMEHTHI HA#CHbI B T'EHOMax
. HECEMEHHBIX pacTeHun
Cin4
(BBIICIICHBI TEMHO3€JICHBIM
IIBETOM).

3.2. BNR-371eMeHTbI cieuu4YHbI JAJ15 IBY10JbHBIX PACTEHHI U COiepKaT

yHuKaJIbHbIH RRM-10Men

DTH 3JIEMEHTHI HEe OBLIM HafII[eHBI HM B OAHOM M3 HCCICIOBAHHBIX I'CHOMOB

3JIaKOB. HOC-)TOMy MOXHO TOBOPUTH O TOM, 4YTO HJaHHAA TPYIIIa CHeHI/I(bI/I‘IHa JJIA
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IBYIONBHBIX pacTeHuid. OJHaKo BBUAY OTCYTCTBUS HMH(OpPMAUU OTHOCUTEIHHO
IF€HOMOB HE3JIAKOBBIX OJHOJOJBHBIX B CBOOOJHOM JOCTYNE, OYEBHJHO, YTO JUIs
IPOBEPKU 3TOM TUNOTE3bI TPEOYIOTCS JOMOIHUTENBHBIE TaHHBIE.

Panee Obuia mnpoBeaeHa paboTa, B KOTOpOM OBLIM OMHCAaHBl OCHOBHBIC
XapaKTEePUCTUKHU MpeacTaBuTeneit atoit rpymnmnsl (Heitkam et al., 2009). Oco6eHHOCTIMU
AJIEMEHTOB 3TOW T'PYIIIBI SBISETCS NPUCYTCTBUE BHICOKO KOHCEPBATUBHOIO N-KOHLIEBOTO
RRM (N-RRM), mneHTpaipHOro JOMeHA M OTCYTCTBHE IHHMCTEHHOBOro mMotuBa B ORF1.
RRM sBnsercs ogHuM H3 caMbIX pacnpoctpaHeHHbIXx PHK-cBsA3piBarommx MOTHBOB B
non-LTR-perpoTpancno3oHax W  XapaKTepU3yeTcsl KOHCEPBATUBHOW  BTOPUYHOU
CTPYKTYpOH.

Ham cpaBHuTENbHBINA aHaMM3 U aHAIN3 CTPYKTYp ¢ noMoinbto HHPRED BrisiBun,
YTO HECMOTPSI Ha OTCYTCTBHUE 3aMETHOM TOMOJIOTHH IeHTpaibHOro foMeHa U N-RRM Ha
OCHOBAaHWM aMHUHOKHUCJIOTHOM MOCIIEOBATEIbHOCTH, LEHTPAIbHBII TOMEH CTPYKTYPHO
cxoneH ¢ N-RRM (Puc. 12) u gpyrumu omnmcanHbiMH RRM. Takum o0pazom, ObLI
CHEJNAHO MPEIIOI0KEHUE O TOM, YTO LIEHTPAJIBHBIA MOTHB — 3TO BTOpoil RRM nomes,
uMmeromuii - otanyHoe ot N-RRM npoucxoxiaenune. B monp3y 3TOro mpearnonoKeHus
ropoput Haimuuue MHorouucieHHbix RRM B ORFlp Hekoropeix non-LTR-

perporpancno3onoB (Kanenuuckas u ap., 2011).

— NSLP
Puc. 10. Dnementst BNR nHa
1 cxemMe  (PHIOreHEeTHYECKOTO
Ta11 nepesa L1-non-LTR-
PETPOTPAHCIIO30HOB
pactenuii.  Bcero  Owwio

LINE1A MT L1 Medicago truncatula

SHALINE11 MT L1 Medicago truncatula]BNR obHapykeHo 4  dneMenTa,

96

L—— BNR1 Beta vulgaris

L1-2 PTr L1 Populus trichocarpa OTHOCAIIUXCS K 3TOMY

PUR CEMEHUCTBY. Bcee 9TH

SJIEMEHTHI  HaWJECHBI B

| F€HOMax JBYTOJIbHBIX

: Cin4 pacTeHui (BBLIEITICHBI
3€JICHBIM LIBETOM).
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ORF2 y BNR-anemeHnToB crannaptHas st L1-31eMEHTOB U COIAEPKUT JTOMEHBI
APE u RT, a rtaxxke mucrenHoBeii MotuB CCHC B C-xoHue. B mpoBeneHHOM
UCCJIEOBAaHUU MBI TaK)K€ OOHApYX WM, YTO TMpEJCTaBICHHbIE B 0a3e naHHBIX Repbase
sanmemeHTel SHALINE11 u LINE1A u3 remoma Medicago truncatula taxske oTHOCSATCS K

stoit rpymme (Puc. 10).

3.3. PUR-3j1eMeHTBI crienuuYHBI 151 ABYA0JbHBIX pacTenuii u coaepxkat PUR-

AOMEH

B pamkax mpoBeneHHOTr0 HCCIIEIOBAaHHMS HaM yIajdoCh BBISBUTH HOBYIO TPYIITY
non-LTR-perpoTpancno3oHoB pactenuid, Takxe kak U BNR-ameMenTsl cnenuduynyio
JUIS TEHOMOB JIBYIOJIBHBIX pacteHuid (Puc. 11). Dra rpynmna monyumia HazBanue PUR.
Hannure PUR-3eMeHTOB B OJHOM W3 CaMbIX NPUMUTHBHBIX JBYI0JbHBIX Aquilegia
coerulea v3 opsaka JIOTUKOIBETHBIX TOBOPHUT B TOJIB3Y MPOUCXOKIASHHS 3TON TPYIIITHI
JI0 TIOSIBJICHWSI TaK Ha3bIBaeMBIX OCHOBHBIX JYJIMKOTOB (aHTJ. core eudicots), TO €CTh

oosee 110 muH. et Ha3az (Chaw et al., 2004).

— NSLP
Ta11
BNR Puc. 11. Dnementsl PUR Ha cxeme
L1-1 Mad L1 Malus domestica ]
VV1 Vitis vinifera ¢unorenernueckoro gepesa L1-
é:ss15 CCucum_ls satt/vus
ucumis sativus
5 'CS3 Cucumis sativus non-LTR-perpoTpaHcno3oHOB
251 gar/c_;a papaya i PUR
egia coerulea >
. [ —wvi Vg‘t%u\'/[n‘ci;era H pacTeHuH. Bcero OBLIO
\\,/va \\//II;IS w,m_))‘rera
s vinitera
N ks vinitera oOHapyKeHO 13 3JIEMCHTOB,
VV8 Vitis vinifera _| o
OTHOCSIIMXCS K 9TOMY CEMEUCTBY.
Bce 3TM sneMeHTBHl HaWJIEHBI B
Cind F€HOMax [IBYAOJIbHBIX PpPACTEHUH

(BBIZIETICHBI 3€JICHBIM I[BETOM).




L1 ORF1p |

BNR N-RRM |
Tal1

BNR

PUR

Cind4

L1 ORF1p |

BNR N-RRM |
Tal1

BNR

PUR

Cin4
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ORF 1. ORF2
Ta11 [ [RRM] CC ArE [ [RNHT]
BNR [NRev[ | /N N 1
PURPRIT | [ T 1
Cnda [ IIT T /NN TN 1 |
CCHC

L1l Human_L19088
Ll M.musculus_M29324
BNR1 RRM1

L1-2 PTr_RRML

0s8 Oryza

ATl Arab:.dops:.s
PD8_Phoenix
MG’7__M1nu1us
SLl_Solanum
EGl_Eucalyptus
AC3c Aquilegia
BNR1_RRM2

L1-2 PTr RRM2
VV1_Vitis

VV5 Vitis
AC4_Aquilegia
SI6_Setaria
BD2a_Brachypodium
0S2_Oryza

BDla Brachypodium
SI8_Setaria

0S5 Orvza

Hs 2yko A

L1l Human _L19088

Ll M.musculus_M29324
BNR1 RRM1

L1-2 PTr_RRML

0S8 _Oryza

ATl _Arabidopsis
PD8_Phoenix
MG7_Mimulus
SL1_Solanum
EGl_Eucalyptus
AC3c Aquilegia
BNR1_RRM2

L1-2 PTr_RRM2

VVL _Vitis

VV5 _Vitis
AC4_Aquilegia
SI6_Setaria
BD2a_Brachypodium
0S2 Oryza

BDla . Brachypodium
SI8_Setaria

0S5 _Oryza

Hs 2yko A

-=---NLRLIGVPESDVENGTKILENTLODIIQENFPNIARQAN---VQ IQEFQRT PQR----Y SSR-RAT
===-=-NLRIIGIDENEDFQLKGPANIFNKIIEENFPNIKKEMP~---MIIQEAYRTPNR=--~--LDQK-RNS

-=-—--TCFVNHLPPSIT----------IPEJARIFRTHGA-----IAEITIPKT---=------QN-QTS
-----QIYFEGRPIWAD--~--------YHRIKASFNKFGS -----VLKLYVSRR- == === ----VN-KSG
KSIKDNLFINVSEINA --~-------EGDYNFVEQG-DPWIHRGD------ALINAEENGL---LNPSMVNLD
RIIDKGRVQFK@IQOS ---------EEAMNLVIRR-GPWSFNDW-~-----MLSIHRWYPN---LSEA--EMK
FSLADGVVAIR ---------GEDREEALRS-GPWTVAGQ------LLAMERWNRPN---F SGGAGGVG
HKINYRHVLIQ@SV--—-------LDDYSLLERR-SICYIDGL------PMRUFK¥TPG---FNILKN-ETS
AHFNSRHVYIDSDN=--=-=-=-=-ELDYNMVWT K-QRMTIAGQ-~-----IMREQAWNTP S---FKPDE-ETP
LANEDGFYFFIVPD---=-----NDFRRKILEDE-GRVTVARV=-----PLVLKOWHCN -- -MELKKE LQS
MVADKEY FF FK@ITL. == = == === -GEDKTTVIEA-GPVFIAGR - == ---IF ILQ PWTDM~---TEKDKSRIT
RPMGGMLHLETRDT == = == = == ~=FENKKAMIE S= = == == = == = == == = -GWLORWFSK ITNVNTR S-ASL
RFILGASQVLVIEDN -- - == = == -RDILME SWRK-NNKCWDVF = == =~ -FEEMRPWVET == -D=----TTL
ISARNGVFFVETIE---------EAIFIHDIRK--IKVGERN------IIQLRRWSPK---ENAE I-DGK
SNMRENLLFLEEF-——--————ADEI\ERVLNL—GEKSFRGR——————NFHLEKWKPS——VGCIKEDNGD
KLIEKGGALIFLES-===-----ENDVNKIMNL-PPLSSWNG------SFYFHKWSPD---AGSINLHEG
QPCPYGQAYVREIQOF == - == === -VHEKDF LIGG-GPHEYGQY - == ---RI SFSDHNKG---WNNLL- I ™
---GMGTALIQ -==-=----——-VCDRDTAUNS-GPYYIDDR~------VLRFVPONRG---INHRE-AVF
ISACRGAMILR@ITH---------SQDRDFAVDHQENLTAEGH~-----~-LVRLERPEDS -- -AARF I-QHN
SVEFGVGEFLNQ| —====———-PAVRNKAIGLQGALVLGGV----—~-TFMLS PWTRF -— -RRAR S-GKM
EDNEDNTFITT@PS -——------KSELQRAIAF-GGANVREDGVQ IGVRLQFE TWQE - -—— ——-KEE-GFL
KAMPNGT FQMRREIPN == = == === =K IKFEELSNF-DYFNVKGT D == --VOVNVKENTQE -- —- - SDA-VGK

—p - TN TN ™™ —l

PRHI IVRFTK----VEMKEKMLRAAREKH§RV- -= - -= === —— = TLKGKPIRLTV

SRHI ITRTTN----ALNKDRILKAVREK@QOV--= === === ==-TYKGRPIRITP

HKFABVQFHY---PQSLT----TAIRDENKR- === == === ~-=-KVETMVI SVH P

SLEGEVTIAS———NFSDK————VLLESVNDI————————————WFEYH LKANF

MK VREVEVO-EDGCNKHDF FRIRVDL

8lH VA DVJFD -— ENSNHT GF VRV RINW

8N PL.GL®JSF -TEERRRY GFARVKVE V

N PLEFSIDF -T ADRKKLSVARFCVE I

SA-S INKTRGSQARVKVQV

PL-TERMKRL SFAKVCVE I
5 FA -TAKKTRLNFARVCVE I
e|R /T, SV N YK - - —— = DF DCARVILF T
QMIGYIKT—TLKHFELSQL i (el

WR -T LKLFDLSRARLKIAM
EN-TAERRNLKWARIILIET
B8R VVOIVDGSVISNSEQCSALISVKD

EKEAKVVFYGI FHIRVAQVVE SLAKY

NCEVRIMLLGFNIDYWTKADLEKAIAE F@®RLLVWEED ------PNNLARIVIKI
THDVRIMLLNY ®JILECWDIEAVT DAF VP YIS FLVWNKE -- - —- - LSNRART IVK I
TMLSELDCI DFQPEMLF PNKIRNA FEN YgE IMEVSIDO ~C LYGDEQSS LELVV L H
QLKARVCLENVIgRDAWQ IETVKTLF DS SMI IEEQEFS ~TNSEEAT ACMTVWVWM
LPKV

RVHGLRKSIRE YMNEWATG SLI@S TO TV
MHTA VKVSGIDAMRGYQALYEVGSN TVMEV

—p

-MTRK--NEFGEICVAA
-TFRASN--VIBRFKVGM
—_— —

MA

D et e A et

Puc. 12. BeipaBHUBaHHE aMHHOKHCIOTHBIX MOCIEIOBATEIBHOCTEH OMEHA y3HABaHMS

PHK (RRM — RNA recognition motif) L1-non-LTR-peTpoTpaHCIIO30HOB U3 Pa3IMnIHBIX

rpynn BMecte ¢ RRM Ll-smementa muekonutaromux (Smyshlyaev et al.,

2013, c

monudukarusamu). [Tonoxenne RRM B mccneqyeMbIx dJIeMEHTax MOKa3aHO CBEPXY OT

BbIPABHUBAHUS TYHKTUPHBIM MPSIMOYTOJIbHUKOM. BbIpaBHUBaHUE NPOU3BOJIMIOCH C

ucnoib3zoBanueM Bed-cepsepa PROMALS3D, koTopslii OCylIeCTBIsSE€T BHIPABHUBAHUE C

UCTIOJIb30BAHUEM TPEJICKA3aHHBIX BTOPUYHBIX CTPYKTYp Oelka.

KoncepBatuBHbIE

MO3UIIMKM JIOMEHOB BBIJICJICHBI YEpPHBIM M cepbiM. Bropuunas ctpykrypa RRM L1-
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peTpoTpanciio3oHa yenoBeka [Protein Data Bank (PDB) ID xox 2LDY A] moka3zana
BHU3Y BBIpAaBHUBaHMS: alb(a-Criupalid B BUJAE BOJIHHCTHIX JUHHUM M OeTa-llenu B BHUJE
crpenok. ORF — oTkpeiTas pamka cuuthiBanus, RRM — nomen y3naBanus PHK, N-RRM
— N-xonmeBoit RRM perporpancno3zoHoB u3 rpynmbl BNR, APE -
anypuHOBAas/aMpUMHUANHOBAs 3HI0HYKIea3a, RT — oOpartHas tpanckpunrtaza, RNH —

pubonyxkneasa H, PUR — mypun-0oratslii 1omeH.
ORF1 ORF2
Ta11 -| A 0 Rt B BTN
BNR [NrRM[[ | |) [ ] I
PUR PRI 'po N 1
Cinda [ IL T T /NN TN T

CCHC

IGADGRRSOFY IAJlS TAAEFRBHMS SF S DY YAS LG PPNT DNL PEDG

Dm 3k44 A VEQELATKMLOIO SNRAY LDVKONRRGRF TKV

L1-1 Mad VRYKHILARDF VT LE VE DK S LG ER I CLTI#IR TR F~ RGF QI S FDUG CA SWllSVQIK TA T TASAR S= == == = == == = =
VVL Vitis —— = == -MVKV L IRIEGKQGCGEWC TR T SR G- S VFALG FEKDAVEMBVD Y iT KA LALKS HM= == == = == == - =
PUR| Ac4 Aquilegia PRAPLRSRSV V FEVHNS V-ADRE KGVN-GIFKGCISEEGGT GKCCQASIKEYAS——-—-——-——-—
VVS Vitis -MK PGGRCWF EINIEEQKGRVRG RGPK-S SSWERFGGK SL S I EGVE SCCELQE S Tm == == = == == = =
VVB Vitis KRRKRERKSFV E INLEEK RGK IQVEMWBIMKK G- I SSWVR LA SLGElSEGE YC I KDGK GG == == = == == = =
Dm 3k44_A > > = AN
Dm 3k44 A KLKSEMMI KD YEIR ¥y IDTKE§A HERERV S OT ITRGG P- - RS OFA
L1-1 Mad --BFRI¥RGLNY QFWVE S FNIKNE T |illVL S KS ENQGL -- - VRKI T
VVL _Vitis -GENKKER GK JRVHLMEV GFRT HERFTIRT S EY ATNH-- - PS VL T
PUR| Ac4 Aquilegia -GTAFREYEEISVIATVRKERGEF OL L LV ARARYKK S YS S C Fjg’
VV5 Vitis -PEKKFW S EG OgN ¥S TE L. RS NK AR B FC V VR DV E N-- - RF SLA I
VV8 Vitis -KWERGWK EN GgiS ¥S LV R GE K G&| T illREE VV DL E Kjd-- - RH ST T RG E KG gl TMAE K 10 QMG GF
Dm 3k44_A —

Puc. 13. BolpaBHUBaHHE aMMHOKUCIOTHBIX NocheaoBarenbHocteit PUR-nomena (mypus-
ooraroro), BMecte ¢ gomeHoMm PUR-o aposodumisr (Smyshlyaev et al., 2013, c
Monupukanusamu). KoHcepBaTuBHBIE MO3ULIMKA JTOMEHOB BBIJEICHBI YEPHBIM U CEPBHIM.
Bropuunas crpykrypa PUR-o aposzodunsr (PDB ID kom 3k44 A) mokazaHa BHU3Y
BbIPaBHUBAHUS: alb(da-Criupalid B BUJE BOJHUCTBIX JIUHUM U OeTa-11eu B BUJIE CTPEIIOK.
ORF — otkpeiTas pamka cuntbiBanusi, RRM — nomen y3naBanus PHK, N-RRM — N-
koHuesoi  RRM  perporpancno3onoB  u3  rpynnel  BNR, APE -
anmypuHOBAs/aMpUMHUANHOBAs dHJI0HYKIea3a, RT — oOpartHas tpanckpunrtaza, RNH —

pubonyxkieaza H, PUR — mypun-6oraterii 1omeH.

TpuHagaTh 371€MEHTOB, O0BEIUHAIOMMXCS B MOHO(mieTnyHywo rpynmy PUR-
7JIeMEeHTOB Ha ocHoBe »Boyonuu RT nomena (Puc. 11), guinorenernyecku OAM3KH K
rpynme BNR-anemenToB (Puc. 7), HO cTpykTypHO oT HUX orauuatrotcs (Puc. 8). Kak u

BNR-anemenTsl, oOHU cojepkaT JBa JIOMEHa, KOTOpbIE  MPEANOJIONKUTEIHHO
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¢ynknronansHo oTBevaroT 3a cBa3biBanne ¢ PHK, Ho BMecto N-RRM-nomena, kak y
BNR-anementoB, B ORF1p PUR-31eMeHTOB 0BT OOHApyKeH KOHCEPBATUBHBINM JOMEH,
CTPYKTYpPHO MOXOXHI Ha TaK Ha3bIBaeMblil mypuH-Oorarteiii (PUR - purine-rich) momen
(Puc. 13).

PUR-moMeHbl  sBISIFOTCSL  BbICOKOKOHcepBatuBHbIMU  J[HK- n  PHK-
CBSI3BIBAIOIIMMH JIOMEHAMH M BXOJST B COCTaB MHOTHX PETYJSITOPHBIX KJIETOYHBIX
OENKOB, KOTOPbIE UTPAIOT 3HAYUTENIBHYIO POJb B KJIETKE, B YACTHOCTH, O0ECIEUYUBAIOT
¢yHKIMOHNpoBaHne MexaHm3MoB pernaparuu (White et al., 2009). Bropsim PHK-
CBS3BIBAKOIIMM JTIOMEeHOM sBisiercss RRM, Ha ypoBHE mNEpBUYHOW aMHHOKHUCIOTHOU
MOCJIEIOBATENIbHOCTH HMMEIOIMK cxoacTBO ¢ neHTtpaibHbiM RRM  rpynmsr  BNR-
AIIEMEHTOB, YTO TOBOPUT B MOJIB3Y 001Iero npoucxoxaeHus 3Tux RRM B L1-snementax
pactenuii. Ocobenno MHorouucieHHsl PUR-smementsl B renome BunHorpama (Vitis
vinifera). bomee 2 Teicsu L1-non-LTR-perpoTpaHCro30HOB OBLIO HAMIEHO B 3TOM
reHome (Tabin. 3), Oomplmas 4acTh KOTOPHIX OTHOCHTCS MMeHHO kK PUR-amemenTam

(Tabum. 4).

3.4. Cind-3jieMeHTDI crienM(PUYHBI JIJIsi TEHOMOB OTHOAO0JILHBIX PACTEHHUI

DneMeHThl W3 3TOW Ipynmbl ObulM OOHApYXEHbI B T€HOMaX BCEX 3JIaKOBBIX
pacTeHui, uccaeA0BaHHbIX B JaHHOM pabote. Kpome Toro, Kk 3Toil rpymime oka3ajliuch
otHecensl anemeHT del2 u3 Lilium speciosum, a taxke anementsl u3 Hydrilla verticillata
u Phoenix dactylifera, He oTHOCSIIUXCSI K 3)1aKaM, 4TO TOBOPHT B MOJIB3Y TOTO, uTo Cin4-
AIIEMEHTHI TIPOU3OIILTH J0 TOSBICHUS 3TaKOBBIX PACTEHHIA.

B pesynbrare punoreHeTnyeckoro aHanusa OblIO BBISIBICHO HECKOJIBKO MOATPYIIT
anemeHToB Cind, 31eMeHThl M3 KOTOPBIX, BIPOYEM, MMEIOT CXOJIHYIO CTPYKTYpY W,
103TOMY, ObUTM OOBEOMHEHBI B oaHy Oonbmryto Tpynny (Puc. 14). Tlpu anammze
ctpyktypsl ORF1 snementroB u3 rpymmbl Cind Obi1 BbisiBiieH HOBbI T ORF1 L1-
anemeHToB pactenuit (Puc. 8). ORF1 snementoB Cind umeer RRM cxonmubiii ¢ RRM
BNR- u PUR-anemenToB (Puc. 12), Ho B oTiuuune ot HUX, 35eMeHThl Cind, B100aBOK K
stoMy RRM, Hecyr naBa muctenmHoBbix CCHC-MoTuMBa B mepBOil paMKe, KOTOpbIE
pacnionaratorcst B N-konie otHocutesibHo RRM. Kpome Toro, ORF1 anementoB Cind
NPOJOJKUTENIbHA, €€ CpeqHsis IJIuHa cocTaBisier Oosiee 3 Thic. m.H. [ cpaBHEHUs,

ORF1 uenoseka Bcero okosjo 1 teic. .H. B nuny (GenBank: U93570).
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NSLP

Ta11

BNR

PUR

BD3a Brachypodium distachyon

99| 0S4 Oryza sativa
LINE1-40°ZM L1 Zea mays
— LINE1-36 SBi L1 Sorghum bicolor

[ SI8 Setaria italica )
L KARIN TA L1 Triticum aestivum
U— LINE1-13 ZM L1 Zea mays
L 0OS6 Og/za sativa .
“ LINE1-58 SBi L1 Sorghum bicolor
— LINE1-38 SBi L1 Sorghum bicolor
BD3b Brachypodium distachyon
L— OS5 Oryza sativa
— R AL Zee e
ig——— ¢ Brachypodium distachyon
—— OS1e Oryza gat/va

0S81d Oryza sativa
—— -1rySB_i L1 Sorghum bicolor
100 SlaltNSetar/a italica

L_r— LINE1-33 ZM L1 Zea mays

LINE1-39 ZM L1 Zea mays

LIN-FA -40 SBi L1 Sorghum bicolor
Bd

Bd

EP52 L1 Hordeum vulgare
1b Brachypodium distachyon
1d Brachypodium distachyon

SI1 Setaria italica

LINE1-41 ZM L1 Zea mays

OS1a O9lza sativa )
LINE1-73 SBi L1 Sorghum bicolor

SI2 Setaria italica . )
BD1a Brachypodium distachyon
a . — LINE1 30 ZW L1 Zea mays
LINE1-8 SBi L1 Sorghum bicolor
0S1c Oryza sativa
L~ OS1b Oryza sativa
L— SI3 Setaria italica )
DIN_E1-53 SBi L1 Sorghum bicolor
Cind Zea mays
“ LINE1-37 ZM'L1 Zea mays
BD2a Brachypodium distachyon
OS3 Oryza sativa
gl ISAB
LINE1-20 ZM L1 Zea mays
L— Elﬁl Setaria italica

95 E1-51 SBi L1 Sorghum bicolor
S15 Setaria italica
L Karma Oryza sativa BAC15618

082 Oryza sativa )
LINE1-27 SBi L1 Sorghum bicolor
BD2b Brachypodium distachyon
| PD6c Phoenix dactylifera
Hydrilla verticillata

Del2 Lilium speciosum

©
~

LINE1-16 SBi L1 Sorghum bicolor

LE TM L1 Triticum monococcum

Cind

Puc.14. Daementor Cind

Ha cXeme
(UITOTEHETHYECKOTO
epeBa L1-non-LTR-
PETPOTPAHCIIO30HOB

pacteHnuii. Bcero Obu10
0OHApYXKEHO 52
JIEMEHTA, OTHOCSILUXCS
K 9TOMy ceMeucTBy. Bcee
3TU 3JIEMEHTBl HaWJIEHbI
B F€HOMAaX OJIHOJOJbHBIX
pacteHui

(BBLIETEHBI

CBCTJIO3CIICHBIM I_[BeTOM).
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bonpmass wacte ORF1, 3a wuckmouennem aByx CCHC-motuBoB u RRM,
3HAUUTEIBHO BapbUpPYyeT IO pa3Mepy MeXJAy 3JIE€MEHTaMU TIpYMIbI, YTO IO3BOJIAET
IPENNONIOKUTh €€ (PYHKIIMOHAIBHOCTh B KauyeCTBE CTAOWMIM3aTOpa MPOCTPAHCTBEHHOMH

cTpykTypbl cuHTesupyemoro ¢ ORF1 Genka.

3.5. Tall-3neMeHTHI NPUCYTCTBYIOT B TeHOMAaX KaK OHOA0JbHBIX, TAK U

JABYI0JbHBIX PACTEHMII U cOJep:KAT J0MeH puboHykJiea3nl H

OnemenTsl rpynnsl 1all okazanuce Hanbonee pacpOCTPAHEHHBIMU Y PACTEHHIA,
0 CpPaBHEHHWIO C JPYrMMU HaijeHHbIMH TpynnamMu. OHu Obut OOHApYyXXEHBI B
OONBIIMHCTBE W3 HCCIEIOBAaHHBIX TE€HOMOB. M3 Tex BUIOB, M1 KOTOPBIX
aHAJIM3UPOBaAach MOJHAS TE€HOMHAs MOCJIEOBATEIILHOCTh, TOJBKO s Zea Mmays He
yaanochk oOHapyx uTh konuii Tall-anmementoB. Tem HEe MeHee, BO3MOXKHO, YTO T€HOM Z.
mays Ttakxe coaepkuT Tall-ameMeHTh, HO B pa3pylUIEeHHOM BHUJE U B MEHBIIEM
KOJIMYECTBE, H3-32 Yero OHM TOoKa He ObUIM OOHapy>KEHbl HCIHOJIB3YyEeMbIM HaMU
anroputMoM. Takum oOpa3om, Tall-snemMeHTHl OKa3aluCh EIWHCTBEHHOH TIpYMIION,
MPE/ICTABIICHHOW B IN€HOMAax KakK OJHOJOJIbHBIX, TaK U JBYAOJBHBIX pacTeHHU. Takoe
IIUPOKOE PACIPOCTPAHEHHE STOM TPYMIbl TOBOPUT O €€ JPEBHEM MPOUCXOXKICHUU U
BO3HUKHOBEHHMH €IIE J10 Pa3[CICHUs] OJHOJOJIbHBIX U JBYAOJBHBIX PACTEHUU, TO €CTh
oonmee 150 mun. nmet Hazax (Chaw et al., 2004). ORF1p Tall->neMeHTOB COACPIKUT
RRM, 3a kortopeim crnenyetr muctrenHoBblii mMotuB CCHC (Puc. 8). CpaBHuTenbHBIN
aHaJIU3 aMUHOKHUCIIOTHBIX mocienoBarenbHocTeii RRM Beex obnapykennbix RRM L1-
PETPOTPAHCIIO30HOB PACTEHUI BBIABUI BBICOKHM YpOBEHb KOHCEpBAaTMBHOCTH RRM
BNR-, PUR- u Tall-snementoB (Puc. 12), yto roBoputr o0 00IIeM MpPOUCXOKICHUH
RRM Bcex L1-non-LTR-peTpoTpaHcno30HOB U3 CEMEHHBIX PACTEHUH, 32 UCKIIIOUEHUEM
N-RRM BNR-3nemeHTOB, KOTOpBIE, MO-BHAMNMOMY, UMEIOT HHOE (UIOTEHETHIECKOE
npoucxoxaeHue. RRM ©  UHUCTEHMHOBBIM MOTHB  SIBJISIOTCS  €IUHCTBEHHBIMH
koHcepBatuBHbIMU peruoHamu ORF1p Tall-anemeHTOB, ocTajibHasi YacTh 3TOro Oeyka
3HAUUTENIbHO BapbUPYET MEXIY OJIEMEHTaMH, YTO, CKOpee BCEro, TOBOPUT 00

OTCYTCTBHUHU €€ ITPAMOTO (bYHKIII/IOHaHI)HOFO 3Ha4YCHUA.
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NSLP

-5 um bicolor
TARZ TA L1 Tn cum aestivum
BD4b Brachypodlum distachyon
OSB O a Sativa
dlum distach
LINE1-60 SBi L1 Sorghum color
TREP 20 L1 Hordeum vulgare

aria ita

‘ bicolor
BD4a Brach od:um’gtstach on
o 0S7 O a s}g;wa b

Cin4

Ta11

Puc. 15. DnemeHTHI
Tall Ha cxeme
(UITOTEHETHYECKOTO
nepea L1-non-LTR-
pPETPOTPAHCIIO30HOB
pactenuii. Beero 6pu10
oOHapyKEHO 80
AJIEMEHTOB,
OTHOCSIIIIUXCA K ITOMY
CEMEUCTBY. Ot
3JIEMEHTHI HaWJICHBI B
reHOMax KaK
OJTHOJTOJTBHBIX
(BBIICTICHBI
CBETJIO3€JIEHBIM
IIBETOM) TaK u
JIBYJIOJIBHBIX PACTEHUI
(BBIICTICHBI  3EJICHBIM

LIBETOM).

ORF2p, xpome cranmaptabix ais Ll-snementoB APE- u RT- nomenoB u CCHC-

MotuBa, koaupyeT enié u 6emok RNH (Puc. 8). Hu omHa U3 npyrux paHee OMUCAHHBIX

rpymn L1-3nemMeHToB sykapuoT He KoaupyeT 3ToT Oenok. boiee Toro, mosisnenne RNH B
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non-LTR-perporpancno3zonax cuuraercs Oosiee MO3JHUM COOBITHEM: BIEpPBBIE OEJIOK
RNH y non-LTR-peTpoTpaHcio30HOB MOSBISIETCS B (DHIOTCHETHICCKHA 00JIE€ MOJIOJAOM
cemeiictBe Jockey (Malik, 2005). I[lostomy, Mbl npemmnosiaraeM, uyto RNH Obuta
npuobpereHa B rpynne Tall-saemeHTOB pacTeHMil He3aBucMMO. B moiw3y s3Toro
IPEINONIOKEHUS] TOBOPUT M TOT (aKT, 4YTO y oOcTalbHbIX NON-LTR-3nmemenTtos,
obmamaronmx RNH, CCHC-motuB pacnosaraercst mociae RNH (Puc. 5), B To BpeMs kak
y Tall-snementoB B C-konue pacrnonaraercs umeHHo RNH (Puc. 8). Tem He meHee,
Hamuune RNH xapaktepHo He nams Bcex sneMmentoB rpymmbl 1all. Hekoropsie
aJIeMeHTHI, Takue kak BD4a u3 renoma Brachypodium distachyon, OS7 u3 renoma Oryza
sativa u LINE1-62B u3 remoma Sorghum bicolor, ne umeror RNH. Ckopee Bcero, atot
JIOMEH ObUT MOTEPSIH Y 3TUX AJIEMEHTOB, KaK 3TO MPOUCXOIMIIO B 3BOJIOLUU IPYrux NON-

LTR-perporpancmniozonoB (Novikova et al., 2009).

3.6. Jlomen pudonykiaeassl H Tall-peTrpoTaHcno3oHoB pacTeHuMit

I'omonoru pubonykineazst H (RNH) oOnapyxkuBaroTcsi NpakTUYeCKH BO BCeX
OpraHu3Max, Ha4MHas OT BUPYCOB W 3akaHuWBas Beicmumu dykapuotamu (Malik et al.,
1999; Cerritelli, Crouch, 2009), u gemarcs Ha RT-acconuupoBaHHBIE U
HeacconuupoBaHHbie (kineTounbie) RNH. ®epment RNH ocymectBisier cnenududeckuit
ruaponu3 PHK-nenu B PHK/IHK-rubpuae, u pons kinerounoit RNH B kierke
3aKiro4aeTcs B yuactuu B perviukaru reHoma (Cerritelli, Crouch, 2009). Ha ocHoBanuu
AMMHOKHUCIIOTHBIX IOCJIE0BATEIBLHOCTEH M HAJMUUs OINpPENETICHHBIX (YHKIIMOHAIBHBIX
caiitoB Bce kietouHele RNH pasgensior Ha OakTepuanbHble, 3YKApUOTHUUECKHE U
apxeiinpie (Marchler-Bauer et al., 2011). Tem He meHee, Ha3Banus 3Tux RNH He Bcerna
COBIIAAIOT C peanbHbIM pacnpocTpaneHneM RNH B xuBbIx opranuszmax. Hanpumep, tak
Ha3bpiBaeMas apxeriHas RNH Obuta oOHapyxeHa U B OaKTepUaNbHBIX, 1 B PACTHUTEIBHBIX
renomax (Ohtani et al., 2004).

Kak y>xe oTMeuanoch BhbIllle, B peTpoBHpYycax u perporpancrno3zonax RNH o6sraH0
KOJIUPYETCSI B COCTABE OJIHOTO MOJUNpOTenHA BMecTe ¢ JoMeHOM RT. B manHom ciydae
dbynkuss RNH 3akmiouaercs B yaanenun Matpunsl PHK Bupyca unu perposnementa
nociie mporecca oO0paTHOW TpaHCKpumiuu. B 3aBucumoct oT mpoucxoxuacaus, RT-
accormupoBanasie RNH noapaszaensrorcs Ha RNH LTR-perpoTrpancno3onos, non-LTR-

PETPOTPAHCIIO30HOB U peTpoBUpycoB. Cumrtaerca, uro NON-LTR-perporpancrnozonam
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HeoOxomuMa depmeHTatuBHas akTUBHOCTH RNH B mporecce mepemerieHus, OIHAKO,
HalIM4ue COOCTBEHHOTO JIOMEHAa HE SBJSETCS O00s3aTEeNbHBIM YCIOBUEM, IOCKOIBKY
npouecc o0paTHol TpaHCKpunuuu y NON-LTR-peTpoTpaHcno30HOB NPOUCXOANUT B SIpE,
I7IE 3TH 3JIEMEHTBl MOT'YT MCIoiab30BaTh RNH, kogupyeMyro X0351UCKON KIETKON. DTUM
non-LTR-perpoTpancno3oHs OTJINYAOTCS oT LTR-peTpoTpaHcio30HOB u
PETPOBUPYCOB, y KOTOPBIX OOpaTHas TPAHCKPHUMLMSA HPOUCXOAUT B LUTOIIA3ME, a
3HAYUT UM HEOOXOJIMMO UMETh coOcTBeHHYI0 RNH.

Tem He MeHee, MHorue NON-LTR-peTpoTpaHCNO30HBI KOIUPYIOT COOCTBEHHBIN
nomeH RNH. ITo ogHo#t u3 rumore3 cunurtaercs, 9yto gomeH RNH Obu1 mproOpeTen oauH
pa3 obmuM mpeakom «Mojoabix» rpymnn  APE-comepxkamiux non-LTR. D1y snemeHTHI
MOSIBWINCH 3HAYUTENbHO Toke Ll1-smementoB, mostomy mnosiBienne RNH y L1-
AIIEMEHTOB JOJDKHO HMMETh COBCEM JIpyroe IpPOUCXOXIeHHWE. B 3ToM KOHTEkcTe
oOHapyxxenue RNH B 5BONIOIMOHHO J0OCTaTOYHO JApeBHEM cymnepcemeiictBe L1-
AIIEMEHTOB SIBJISIETCSl HEOKUJAaHHOM Haxo/ikol. bonee Toro, kak BunHo Ha Puc. 5, Bo Bcex
alieMeHTax M3 «Monoaeix» rpynn  APE-coxepxammx non-LTR-perpoTpancno3oHOB
nomen RNH naxomutcst nepen C-xonneBsim CCHC-nomenom, B To Bpems kak B Tall-
non-LTR-perporpancno3zonax u3z cynepcemeiictea L1-RNH Haxonutcs B camoMm KOHIE
ORF2p nocne CCHC (Puc. 8).

B cBs3u ¢ TakuM HeoObIyHBIM TONIOkeHHEM noMeHa RNH kak B coctaBe ORF2p
TaKk U B DBOJIIOIMOHHOM KOHTEKCTE, JUISl BBISICHEHHs JETaleil ero MpOUCXOKJICHUS Mbl
NpOBENM  CPaBHUTENbHBIA  (uioreHernyeckud  ananu3 gomena RNH  Tall-
peTpoTpaHcno3oHOB. [lisi 3TOro ObUIO MPOU3BEIEHO MHOKECTBEHHOE BBIPABHHUBAHUE
RNH #3 pa3inuHbIX pPEeTpOTPaHCIIO30HOB, PETPOBUPYCOB, a Tak ke KieTouyHbix RNH
(Puc. 16).

IIpoBeneHHbI1  cpaBHUTENbHBIM  aHanu3  BeisIBWII, uyro RNH  Tall-
PETPOTPAHCIIO30HOB HE COAEPKHUT KOHCEpBATHMBHOW aMHMHOKHCIOTHI His, xapaktepHoii
g MmHOTUX RNH, BKITFOUas KIeTOYHbIE MPOKAPUOTUYECKYIO U dyKapuoTudeckyro RNH,
M, 4TO camoe yauBuTeiabHOe, BKIouass RNH npyrux non-LTR-perporpancrno3oHOB.

Bmecto storo RNH Tall-peTpoTpaHCO30HOB COACPKUT B OITOM TMO3UIUHU
aMHHOKUCIIOTY Arg, uto cOmmwkaer ee ¢ kietouyHod RNH apxeir (Puc. 16).
KoncepBatuBHocth 370N mno3unuu RNH o0bscHseTcss TeMm, 4YTO aMHHOKHUCIOTHbBIE

ocratku Arg i His HaxonsTces B kKatamtudeckoM ieHTpe RNH.
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Puc. 16. BrlpaBHMBaHME AMUHOKHUCIOTHBIX MOCIEAOBATEIBHOCTEN Pa3IUYHBIX THUIIOB
RNH (Smyshlyaev et al., 2013, ¢ moguduxamnmsmu). HazBaHus Tpex THUIOB KICTOYHBIX
RNH (ne accomuupoBannbix ¢ RT) Bbimenensl xupHbIM KypcuBoMm. Haszpanme Tall-
CEMEHNCTBA BBIJCIICHO XUPHBIM MIPUPTOM H 3€JeHBIM HBETOM. “‘OCHOBHOHN BBHICTYIT’
0003HaYeH MNYHKTHUPHON paMKOW. AMHUHOKHCIOTHI B KOHCEpBaTUBHOW mno3zunuu 164
BBIPABHUBAHUS, BapbHUPYIOMICH MEXIy apXelHOW M OaKTepuaTbHOWU/IYKapHUOTUUYECKOM
RNH, o6o3HaueHbl yBeIMUYCHHBIM MIPUPTOM U KpacHbIM mBetoM (R - Arg, H - His).
YpoBeHb KOHCEPBATUBHOCTH OCTAJIbHBIX AMHUHOKHCIOT TOKa3aH YEepHbIM M CEpbIM
¢onom. Bropuunas ctpykrypa RNH E.coli (Protein Data Bank ID xom 1G15_A)
MOKa3aHa K HU3Y OT BbIpaBHHMBAaHUS: ajb(a-crupalid B BUJIEC BOJHHUCTHIX JIMHUN U OeTa

Oenu B BUAC CTPCIIOK.

[TomuepkueMm, uto RNH LTR-perporpancnozoHoB e cogepxut uu His, Hu Arg B
9TOM MO3ULUU U CYUTAETCA, YTO U3-3a ITOIO OHA KATAIUTUYECKU MEHEE aKTUBHA, YEM BCE
npyrue tunsl RNH. Ipeanonaraercs, 4to nmpeumyInecTBo Takoil MeHee aktuBHOoM RNH
3aKJII04aeTcss B TOM, YTO 1no3BoiseT coxpaHutb PHK-mpaiimep B paiioHe

MOJIMITYPUHOBOTO TpaKTa, € KOTOPOro HauumHaercs cuHTe3 Bropod 1enu JHK
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perporpancno3ona (Malik, Eickbush, 2001). Non-LTR-perpoTpaHCIIO30HBI TEM HE
MEHee ToJjiaraloTcs Ha Haimuuue BhICOKoakTHBHOM RNH (6yns To knerounas RNH wam
KOAMpYyEMasi CaMUM PETPOTPAHCIIO30HOM), IOCKOJIbKY CUMTAETCA, YTO 10 KpailHell mepe
JUTst HeKOTophIX M3 HUX ux PHK martpuia gomkHa ObITh MOJHOCTBIO pa3pyllieHa Mpexe,
4yeM HayHeTcsi cuHTe3 Bropoi nenu JHK B mpomecce maTerpanun tpancnosona (Malik,
2005). DT pa3nuuus MOTyT OOBACHUTH 0OJIee CepPhEe3HOE JIaBJcHHEe 0TOOpa HAa HAJTUYHE
6onee aktuBHOM RNH co BcemMu KOHCEpBAaTUBHBIMH IMO3UITUSAMH aMHHOKHCIOT B RNH
non-LTR-perporpancno3zonoB mo cpaBHeHuto ¢ RNH LTR-perporpancnozonos. C
JIPYroi CTOPOHBI, PETPOBUPYCHI B TOW ke creneHH, uro U LTR-perpoTpancrno3oHb!
M0JIaratoTCsl Ha COXpaHEHHe MpaiiMepa Ha MOJUITYPUHOBOM TPAKTe, HO, TEM HE MEHEE, UX
RNH conepxxur His B mo3urmuu aktuBHOro 1ieHTpa (Puc. 16). B 3toM ciyuae
NpEearojaracTcsi, YTO TaK Ha3bIBAGMbIH «COCAMHHUTENBHBIN gomeH» (Puc. 1),
orcyrerBytommii y LTR-perporpancmo3onoB, moayiaupyetr aktuBHocth RNH (Malik,
2005).

Takum oOpa3oM, MPOBEECHHBIN CpaBHUTENbHBIN aHanu3 nokasan, yto RNH Tall-
DJIIEMEHTOB OoJbine moxoxa Ha apxeiHyto RNH, wem ma RNH nppyrux non-LTR-
peTpPOTpPaHCIO30HOB. MIHTEpecHO, YTO MPHUCYTCTBHME ToMosioroB apxeiHodt RNH Osi10
paHee BbBIABICHO B Xpomocomax pactenuit (Ohtani et al.,, 2004), a Takke B wuX
XJIOPOIUTACTHBIX M MUTOXOHIpHAIbHBIX TeHoMax (Stoppel, Meurer, 2012).

C uenbio BBISICHEHMs] TIPOUCXOXKJICHHS apxee-mogooHoro nomena RNH B Tall-
PETPOTPAHCIIO30HAX, MBI IMPOBEIM AHAIU3 TOMOJOTMYHBIX IIOCIEAOBATEIBHOCTEH C
ucnosib3oBanueM apxeiiHoit RNH B kauecTBe 3ampoca anst moucka blastp B 6a3e JaHHBIX
GenBank. B pe3ymbprare Mpl OOHAapyKWJIM HECKOJIbKO apxee-mogooHeix RNH B
OpraHu3Max U3 pa3jIMYHbIX TAaKCOHOMMUYECKHMX TpYII, HauWHas OT NPOKAPUOT U
3akaH4MBas pacTeHusMU. OJIHAKO, HAM HE YJaJ0Ch HalTH romosoros apxeiiHoil RNH B
reHoMax rpuOOB M JKMBOTHBIX. VcHonb3ys aMHUHOKHCIOTHBIE IOCIEI0BATEIbHOCTH
HalJICHHBIX HAaMM M ONHUCaHHBIX paHee apxee-monoOHsIx RNH Bmecte ¢
MOCIIEZIOBATENILHOCTSIMU ~ DYKAPUOTHUYECKUX,  OAKTePHUAIBHBIX M KOJAHPYEMBIX
perpotpancnozoHamMu RNHs, MbI pekoHcTpyupoBanu ¢unoreHeTuueckoe aepeo RNH
(Puc. 17).

[TpoBenenusbIit ananu3 npoaemMonctpupoBai, uto RNH Tall-petporpaHcio3oHoB

u kinerouHas apxeitnas RNH o0wseaunstores B Monodmiernueckyto rpymry. RNHs LTR-
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PETPOTPAHCIIO30HOB (DOPMHUPYIOT MPHIETAIOLIYI0 K HEHl TIpynmy, KOTopas BHYTpPU
paszzensieTcss  Ha ~ BETBHM,  COOTBETCTBYIOIIME  OCHOBHbIM  rpymmam  LTR-
PETPOTPaHCIIO30HOB. M3 MpoBeNeHHOr0 aHanu3a CIeAyeT €€ OJUH BBIBOJ O TOM, YTO
RNH Tall-perporpancmo3oHoB He poactBenHa RNH  apyrmx  non-LTR-
PETPOTPAHCIIO30HOB M3 Bcex cynepceMelcTB. Ilocnennue ¢uioreHeTH4ecku ropasao
ommxe k RNH perpoBupycoB knacca 2. RNH perpoBupycoB kimaccoB 1 u 3
dunorenernuecku otneieHsl oT RNH npyrux perpoBupycoB u 001analoT YHUKAJTIBHON
OCOOCHHOCTBIO, OTCYTCTByIOIIeH Yy Jnpyrux RT-accomuupoBanubix RNHs, — Ttak
Ha3bIBAEMBIM “OCHOBHBIM BBICTYNIOM’’, KOTOPBIA Y NMPUCYTCTBYET Y FYKAPUOTHUECKUX U
OaktepruanbHpix RNH M mpenmnonoXuTenbHO OTBETCTBEHEH Yy HHUX 3@ CBA3BIBAHHE C
PHK/JIHK ru6punom (Tadokoro, Kanaya, 2009).

Ocraerca  HEACHBIM, IOYEMY  “OCHOBHOM  BBICTYI'  OTCYTCTBYET Yy
PETPOTPAHCIIO30HOB U PETPOBUPYCOB Kiacca 2. Bo3MOXKHO, y 3THUX 3JE€MEHTOB pOJib
CBSI3BIBAHMS C THOPUIOM BBIMIOJHSIOT APYTrUe CTPYKTYpbl moiumnporenHa. Kpome toro
MPOBEJICHHBIN aHAJIN3 BBISIBWI MOTEHIMAbHBIE ICTOYHUKH 3TUX RNH: B cooTBeTCTBUM €
dunorenueit, perpoBuUpychl kimacca 2 ckopee Bcero B3smu RNH y non-LTR-
PETPOTPAHCIIO30HOB, B TO BpeMsl KaK PETPOBUPYCHI KiaccoB 1 M 3 HE3aBUCUMO OT
pPETPOBUPYCOB  Kilacca 2  “3axBaTWiIM’ ~ KJIETOYHYIHO  DYKAPUOTHYECKYI0  WIIU
npokapuotndeckyro RNH, nmeromnryro “oCHOBHOW BBICTYN .

Otmuuune RNH petpoBupycoB or RNH LTR-perporpancno3onoB, kotopoe He
BIIUCBHIBAJIOCH B CTPOTYI0 BEPTUKAIBHYIO IBOJIIOLHUIO 3TUX CTPYKTYp OBLIO BBISBICHO
paHee, u, 6oJsiee TOro, 66110 CHOpMYyIUPOBAHA TUIIOTE3A O TOBTOPHOM TosiBieHnn RNH B
perpoBupycax (Malik, Eickbush, 2001; Malik, 2005). Boxnee Toro, Bapuant pa3BHTHUS
cOOBITHI, TP KOTOPOM HambOoJiee paHHUN OOIMNA TpenoK Mnpuodpen coOCTBEHHBIN
RNH-gomen u3 reHoma xo3siuHa, npenmnosnaraer, uro 3ToT RNH-gomen He wumeet
Hukakoro otHomeHuss Kk RNH apyrux non-LTR-peTpoTpancno3onoB. DTOT (hakT XopoIiio

COTJIACYETCsl C PEKOHCTPYUPOBaHHOW HaMmu ¢uiorenueir RNH.
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Puc. 17. ®unorenernueckoe nepeBo pasznnuHbix TMNoB RNH, nmoctpoeHHoe Meronom
MakcuMalibHOTO mpaBaononoous (Smyshlyaev et al., 2013). Ha nepeBe mpucyrcTByer
uH(popMalMsg 0 HOMEpax IMOcie10BaTeIbHOCTEN, NCIOJIb30BAHHBIX JUIsS aHallu3a, B Oa3e
nanabix GenBank. HaszBanus tpex tumnoB kietounbix RNH (#e accomuupoBanubix ¢ RT)

BBIJICJICHBI )KUPHBIM KYPCUBOM.

Eme onxuuM  BaXHBIM  pPE3ylbTaTOM  HAmero  (PHIOTEHETHYECKOTO |
CPaBHUTEJILHOTO aHAIM30B SIBJISIETCS OOHAPYKEHUE BHICOKOM CTETIEHH TOMOJIOTUN MEXIY
apxee-nofo0Ho# ki1etouHoi RNH u3 paznuuHbIX apCTB )KUBBIX OPTaHU3MOB: pacTEHUH,

63KTepHI>'I 151 apxeﬁ. OcTaeTcss HEICHBIM TOJBLKO MCTOYHHK TAaKOW TOMOJOTHH. biuskoe
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¢mnorenernueckoe monoxenne kimetouHod RNH stux oprammsmos m RNH Tall-
PETPOTPAHCIIO30HOB COJEPKUT MOTEHIIUAIBbHOE 00BICHEHHE TaKOMY PaclpOCTPaHEHHUIO,
a umenHo, [Tl RNH wmexny »Tumu rpynnamu opraHu3MoB mnocpeinctsom lall-
peTpoTpaHcno3oHoB. PaHee ObLJIO BBICKa3aHO MHEHHE O TOM, YTO TOMOJIOTH apXeiHO
RNH B 0OakTepusx M pacTeHHMSIX MOIJIM NOSIBUTBCA B 3TUX opranusmax myreM [Tl u3
apxeit mocpenctsom perporupycos (Ohtani et al., 2004). Non-LTR-peTpoTpaHCHO30HbI,
XOTh MU B MeHbleW crteneHu, 4eM LTR-peTpoTpaHCro30HBI M PETPOBUPYCHI, TaKKe
CIIOCOOHBI MEpEeMENIaThCsl TOPU3OHTAIBHO M, MO3TOMY MOTJHM SABIATHCS CPEICTBOM
nepemenienus reHa RNH mexny reHomamu apxei, pacteHuit u Oaktepwit. i Toro
YyTOOBl KOCBEHHO TIPOBEPUTH ATy THUIOTE3Y Mbl PELIWIM HPOTECTUPOBATH
OMOXMMHYECKYI0 aKTUBHOCTh qomeHa RNH Tall-perporpancmo3oHoB in Vitro. I'enbr,
KoTopele moxasepratorca [Tl mexxny BUaaMu, MOTYT NMPUHECTH TOJb3y OPraHHU3MY, B
KOTOpBIM OHU MEPEHOCATCS, TOJBKO B TOM CIy4yae, €CIM MX aKTUBHOCTb COXpaHSETCs
nociie nepeHoca. B apxesx, 6akTepusix W pacTEHHUSX KieTouHas apxee-mojgoOHas RNH
He acconuupoBaHa ¢ RT, mostomy, Toimbko B citydae coxpaHeHus RNH-aktuBHOCTH
3TOTO JJOMEHa Kak oTjenbHoro nonunporenHa BHe ORF2p, MoxHO ObL7I0 OBI TOBOPUTH O
BO3MOXXHOCTH BBIMIOJTHEHUSI 3TUM JOMEHOM (DYHKIMH XapakTepHbIX ISl KJIETOYHOU
RNH. Kpome Toro, npoBepka aktuBHOcTH RNH Tall-peTpoTpaHCHO30HOB MOTra ObI
MOATBEP/IUTH MPEJCTABICHUE 00 ABOJIIOIMM  PACTUTEIbHBIX L1-non-LTR-
PETPOTPAHCIIO30HOB KaK O MOJYJIbHOM 3BOJIIOLMH, MOCKOJIBKY B HEH IMOA MOIYyJIEM
MOHUMAETCsI JOMEH (YHKIMOHAJIBHO HE3aBUCHUMBIA OT JAPYTUX JOMEHOB U CIIOCOOHBIM

CBOOOTHO BBITIOJIHATH CBOIO (DYHKIIMIO.

3.7. AktuBHocTh 1oMeHa RNH Tall-perporpancno3onos in vitro

Jlis mpoBepkH OMOXUMHUYECKOW aKTUBHOCTH wu3oiupoBaHHoro RNH-momena
Tall-peTpoTpaHCIIO30HOB MBI MPOBEIW IN VIr0 aHamM3 aKTHBHOCTH PEKOMOWHAHTHOW
RNH Llb-perporpanciozona (LIbRNH) wu3 renmoma Ipomoea batatas. O3ror
PETPOTPAHCIIO30H OBLT BBIOPAaH MOTOMY, YTO JJIsi HETO0 OBLJIO TOKa3aHO AaKTHBHOE
nepemerienne B renome (Yamashita, Tahara, 2006). Dto, ckopee Bcero, 03Ha4yaeT, 4TO
BCE CTPYKTYpPHBIE JOMEHBI KoaupyeMmbix OciikoB LIb-anmementa ¢ynkumnonamsHO
aKTUBHBI. [[71 mpoBeAeHUs ATOTO aHajdu3a peKoMOWHaHTHBIM mosmmnpoTenH LIbRNH

ObL1 3KcipeccupoBad B E. coli.
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Puc. 18. SDS/PAGE paznuunbix cTaauii skcnpeccuu pekoMounHantHoro Oenka LIbRNH.
Psamer 1 u 2 — akcrpakt E. coli 6e3 sxcnipeccuu u ¢ axcrnpeccuei o6enka (0/n - overnight)
COOTBETCTBEHHO. Psinpl 3 u 4 — 6enku E. coli mociie mu3upoBaHus, OCTAIOIINECS B OCA/IKE
U B DPaCTBOpPE COOTBETCBEHHO. Psampr 5-11 — oOpasmpl, B3ATbIE NpPU Pa3IUYHBIX
KOHLIEHTpAalUAX  HMMHJa30jJa B  KadyecTBe  djroeHTa.  HauOonipmas  4acTb
IKCIIPECCUPYEMOTO OeliKa ITIOUPOBANACh MPU KOHIEHTparuu umugazona 100-150 mM.

[Tocnennuii psig — Mapkep JUTMHBI.

Ha Puc. 18 npuseneno nzobpaxenne SDS/PAGE paznudHbIX cTaamii SKCIIPECCHU
Oenka, U3 KOTOPOro BUAHO, YTO Oenok skcrmpeccupoBaics (pan 2, Puc. 18), HO ero
Oosblas 4acTh 1uIa B ocagok npu BeiaeneHuu (psg 3, Puc. 18). Tem He MeHee, 4acThb
Oenka Haxoawiach B pactBopumoi ¢aze B 100-150mM rpanuente umugazosna u jnanee
OYMIIAJIACh B COOTBETCTBUH C MPOTOKOJIOM, YKa3aHHBIM B pazziene 2.2.1. marepuasioB u

MeronoB. ['enb-punptpanuss u SDS/PAGE ounmienHoro Oenka MTOATBEPAUIIUA €TO
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Puc. 19. Oxkcnpeccuss pexomOunantHoro Oenka LIbRNH. A. Tenp ¢unbTpanus
ounnieHHoro Oenka. Iluk 1 — arperupoBanHnblil 6enok; nuk 2 — moHomep LIbRNH. b.
SDS-PAGE ounmennoro Oenka, B34TOTO TMOCie Telb-QuUiabTpamuu U3 GpaKmui

COOTBETCBYIOILIUM IHKY 2.

guctoty (Puc. 19A u b) u mamoe konmmdectBo arperanuu (muk 1, Puc. 19A), kotopas
Morja Obl HapylHUTh HaTHBHYIO KoH(popmaruio Oenka. Tombko Te ¢pakumuu LIbRNH,
KOTOpBIE DJIIOUPOBAINCH KaK MOHOMEp Mpu renb-punbrpamuu (muk 2, Puc. 19A),
MCIOJIb30BAJIUCH JI MOCJEIYIONIET0 aHalln3a aKTUBHOCTU. TOYHO TakuM ke crocoOooM
MIPOBOMIIACH IKCIIPECCUs U OuuCcTKa MyTaHnTHOro O6enka LIbRNHD1326N.

Jlanee mpoBepsiin criocoOHOCTh 00oux OenkoB pazpe3ats PHK 1ens B rubpuae 5°-
P32—poly(rA)/poly(dT). Ilpu uukyOamuu LIbRNH c usbweitkom cyOctpata (100nM),
PHK-uens 8 PHK/ITHK-rubpuae paspesanace B npucyrctBun Mg2+ unu Mn2+, npuueM
katayutuaeckuii mytant LIDRNHD1326N nHe nposiBiisin nogo0HoW akTuBHOCTH (PuC.
20). Bonee Toro, oOHapyxkeHHas aKTUBHOCTh OKa3aJoCh CHenUu(PUIECKON s
PHK/IHK-rubpuna: mnukybauust LIbRNH c¢ omgnomnenoueunoit PHK He mpuBommna x

THIPOIHN3y cyOcTpara.
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Puc. 20. ®depmenrtaTuBHas akTHBHOCTH jomMeHa RNH LIb-perporpancnosona
(Smyshlyaev et al., 2013); ‘wt’ o6o3nauaer LIbRNH nukoro tuma; ‘mut’ obo3HauaeT
mytanTHbIl LIDRNHD1326N Genok, comeprkamiuii 3aMeHy B KOHCEpBATUBHON MO3UIIUU
RNH. O6pasupl, coaepxamue omHorenodeuynyro PHK (ssRNA) u ssRNA Bmecre ¢
LIbRNH B mnpucyrctBun Mg2+, mokazanbl B psaax 2 u 3 coorBeTcTBeHHO. [Ipum
nobasnenuu LIbRNH k ssRNA cyOcTpary pacmiennenust He Habmonaercs. Psabr S u 13
npeactasisitor PHK/JIHK-rubpun 6e3 nob6asnenus pepmenta. Pacmennenne PHK/JIHK-
rubpuga npu nodasnenun Oenka LIbRNH mnpencraBieno B psmax 6-8 u 14-16 (B
npucyrctBun  Mg2+ wim  Mn2+ coorBercTBeHHO). OTCYTCTBUE pacllerIeHUs
Habmogaercs npu nodasneHnu mytantHoro 6enka LIbRNHD1326N (psast 9-11 u 17-19

B NpucyTcTBUU Mg2+ nnu Mn2+ COOTBETCTBEHHO).
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I'naBa 4. O6cyxnenune. Moay.abHas 3BoJiionusi L1-non-LTR-perporpancnozonos
pacTeHui

Teopuss MOAyIbHOW 3BOJIIOIMHU JJIS BHUPYCOB, BIEPBBIE CHOpMYyIHpOBAHHAS
bormiteiiHoM riacuT, 4TO pe3yabTaTOM HBOJIIOIMH BHUPYCOB SIBISETCA HE OTACIbHBIN
BHUPYC, HO CEMEUCTBO OOMEHHUBAEMBIX N'€HETUYECKHX 3JIEMEHTOB, KaXKJbIH U3 KOTOPBIX
obmamaeT omnpeacneHHo Ouosiormueckoit Qymkuueii (Botstein, 1980). ITostomy
MOAYJIBHOCTh, WM “KJIacTepu3alusl »SIHUCTATHUYECKUX B3aUMOJCHCTBUN~ SIBISETCA
OTIPEJICNIAIONIMM CBOMCTBOM BHPYCO-TIOAOOHBIX cucteM. CuuTaercs, 4yTo MOJ0OHBIM
cBoiictBoM oOnamaroT u MD (Lerat et al., 1999), a 3Ha4uT, U MX 3BOJIOLHUS MOXKET
XapaKTEepPU30BaAThCS KaK MOAYIbHAS SBOJIOLIHS.

bakrepuansupie MD MOryT 3aXBaThIBaTh OTJEJbHBbIE (DYHKIIMOHATIBHBICE MOIYIH
(Roberts, Mullany, 2009), u, kpome TOro, HM3BECTHBI MHOT'OYHCJCHHBIC MPUMEPHI
PHOOpPETEHUs HOBBIX MoayIei perporpancno3onamu (Malik, Eickbush, 1999; Heitkam,
Schmidt, 2009; Kramerov, Vassetzky, 2011). O0Men Moayasmu Mexay MO u mexay MO
U TEHOMOM CIOCOOEH TPOU3BOJIUTH HOBBIE CTPYKTYpHBIE BapuaHTel MO ¢
MOTCHIIMATFHBIMA ~ SBOJIIOIMOHHBIMU ~ TPEUMYIIECTBAMH U BIIOCIEJICTBUHU, IPHU
aMIUTMpUKaIUd Takoro M3, MOXXeT NPHUBECTH K MOSBIECHUIO HOBOro cemeicTtBa MO
(Lerat et al., 1999; Roberts, Mullany, 2009).

B pesynbrate mnpoBeaeHHOW paboThl, ObIIO omucaHo msATh cemeiicTB L1-
PETPOTPAHCIIO30HOB, KaXJI0€ W3 KOTOPBIX XapaKTepU3yercss 0co00il CTPYKTYpHOU
opraHu3ainued BXOASAIIMX B HeE 0JJeMeHTOB. B pamkax OHOMHPOPMATHYECKOTO
UCCJICIOBAHUSl CTPYKTYpHOTO pPa3zHOOOpa3usi ObUIO BBISBIEHO CEMb CTPYKTYPHBIX
JIOMEHOB, COCTaBJISOMUX MHOrooOpasue ¢opm L1-non-LTR-perporpancno3onos
pactenuii: nBa tuna RRM, PUR-gomen, CCHC-motuB, u nomensl APE, RT, u RNH.
[Mpuyem mns nomena RNH ynamocs moaTBepauTh €ro crmocoOHOCTh (PYHKIIMOHUPOBATH
KaK OT/ENbHAs €IMHUIIA, a 3HAYUT KaK (YHKIIMOHAJIBHBIA MOJYJIb B TEPMHHOJIOTHHU
Bormreitna. Takoe CTpykTypHOE pa3HOOOpa3we MO3BOJISET MPEANONIOKUTh, YTO,
BO3MOXXHO, U 3BOJIOLHUIO pacTuTenbHbIX L1-non-LTR-peTpoTpaHcno3oHOB MOXKHO
paccMaTpuBaTh Kak MOJYJbHYIO, B CBSI3M C 4YeM Jajiee Obljia MpPEeANpUHSTA IMOMbITKA

BBISIBUTH OCHOBHBIE COOBITHSI B MOTYJILHOM 3BOJIOIINN ATHX dneMeHToB (Puc. 21).
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Puc. 21. MonaynsHas »3Bomonusa  L1-non-LTR-peTpoTpaHCco30HOB — pacTeHui
(Smyshlyaev et al., 2013). CxeMbI CTPYKTYp COBPEMEHHBIX PaCTHTENBHBIX L1-351eMeHTOB
noKa3aHbl B NYHKTUpHOM pamke. CoObITHS 5SIUMHHALMKM WM TPUOOpETEeHHUs
(GyHKIMOHANBHBIX JOMEHOB TIOKa3aHbl CHapyku paMmku. [Ipeamonaraemble cXeMbl
CTPYKTYP 2JI€MEHTOB-TIPEIIECTBEHHUKOB 3aKiIt0ueHbl B ckoOku. ORF — oTKpbITas pamka
cunteiBanusi, RRM — gomen y3HaBanuss PHK, N-RRM - N-konmesoii RRM
perpoTrpancno3oHoB u3 rpynnsl  BNR, APE — anypuHoBas/anupuMHINHOBAs
’HNOHYKJea3a, RT — oOparnas tpanckpunrasza, RNH — pubonykieaza H, PUR — mypun-

OoraThelii JOMEH.

3a ocHoBy »Bomroiuu L1-non-LTR-petpoTpaHcnio3oHOB pacTeHuid Oblia B3ATa
PEKOHCTpYUpOBaHHas ¢ moMolibio JoMeHa RT ¢wmtorenus stux snementoB (Puc. 7). B
COOTBETCTBUU C ATOM (unoreHuer, Haumbosiee ApeBHEH M3 BBIABICHHbIX Tpymnm L1-
AIIEMEHTOB pacTeHui, sBisiercs rpynna NSLP, cneunduunas ans mxoB u miayHoB. Kak
ObU10 ckazaHo paHee, B ORF1p 3Tux 35eMeHTOB HE ObUIO UACHTUPHUIIMPOBAHO HUKAKUX

PHK-cBs3piBatommx gomeHoB 3a uckiatouennemM CCHC-motuBa (Puc. 8). L1-non-LTR-
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PETPOTPAHCIIO30HBI CEMEHHBIX PACTECHUM, HAIIPOTHUB, COAEPIKAT, IO KpaliHEN Mepe, OUH
RRM. Ilo 3toii mpuyuHe MbI mpeanonoxuian, 9to NSLP-351eMeHTs MOTJIH COXpaHHUTh
CTPYKTYpPY MpeamecTBeHHUKa L1-peTpoTpaHCo30HOB CEMEHHBIX PacTeHHM, KOTOpbIE
3aTeM, B Tporecce sBomonuu, npuodpenn RRM. Ilouck romonoroB ¢ moMomibio
HHPRED-ananmu3a BeisiBu1, yto RRM L1-perporpaHcnio30HOB pacTeHHil, BO3MOKHO,
ABJIAETCA CTPYKTYPHBIM TI'OMOJIOTOM HYKJeojinHa U (¢akropa craiicuara UNAF(65),
KOTOPBIC IPUCYTCTBYIOT, B TOM YHCIIE, © B TeHomax pacrenuii (Domon et al., 1998;
Tajrishi et al., 2011), 4ro MO3BONSAET MPEAIOIOKUTH, YTO UMEHHO 3TH PAaCTUTEIHHBIC
reHsl ObutH ncTouHHKOM RRM B L1-3memenTax pacrenuid. [IproOpereHue 3Toro Moysis
SBJIIETCA MEPBBIM LIATOM B PEKOHCTPYMPOBAHHON HAMM CXEME MOJIYJbHOH 3BOJIOLUU
L1-non-LTR-perporpancmno3onoB pacrennii (Puc. 21).

CrnemyrouM HBOJIIOIMOHHBIM IIIarOM K TOSIBICHUIO COBpeMeHHBIX ¢opm L1-
PETPOTPAHCIIO30HOB, BO3MOKHO, CTajla MOTEps Yy HEKOTOpPhIX U3 HUX (C-KOHLIEBOIO
CCHC-motuBa B ORF1p m ero 3amena na apyroit tun PHK-cBsi3piBarorero qomena. Te
e dJIEeMEHTHI, KoTopbie coxpanmmn ucxoaabiii CCHC-MoTHB, mpucyTCTBYOMUN eme y
NSLP-snementoB, ganu nHagano Tall-snementam. ToT ¢akt, uro Toapko Tall-anmeMeHTsI
IpEe/ICTaBICHbl B TEHOMAX Kak JBYJOJIbHBIX, TAK U OJHOJOJIbHBIX PACTCHUI HaXOAUTCS B
COOTBETCTBUM C TaKOW PEKOHCTPYKIMEHW, KOTOpas IpPEaIoyiaraeT, 4ro 3JIEMEHTHI C
COOTBETCTBYIOLIEH CTPYKTYpOU SIBJISIOTCA HanbOosiee APEBHUMHU M3 YEThIPEX OCTABIIMXCS
dopwm (Puc. 21). BiocneactBuu 3Tu 351eMeHTHI mpruodpenu qomeH RNH.

CrnenyromuM cOOBITHEM B MOJIYJIBHON BOJIONMU B paMKax Halllei MOJENH CTalia
3ameHa mnorepsHHoro CCHC-motuBa HoBeiMHM PHK-cBsi3bIBaronmmu — J10MEHaMH.
[Tpuobperenne RRM-, PUR-momena wmm nBoitHoro N-konmeBoro CCHC-moTuBa
MIPOM30IILIO0 COOTBETCTBEHHO B Hanbosee panHux oobmmx mpeakax BNR-, PUR- u Cin4-
anemeHTOB (Puc. 21). Hanmune RRM nomena Bo Bcex L1-non-LTR-perporpancnozonax
CEMEHHBIX PAcCTEHHIl TOBOPUT O BAXXHOCTU €ro (DYHKLUMH B ATUX 3JIeMEHTax. TeMm He
MeHee,  o0s3aTelbHOE€  HajdMuuMe  JOMOJHHUTENbHBIX  cTpyktyp B ORFlp,
MPEIOIOKUTEIIEHO Takxke orBevaromux 3a cBs3biBanne ¢ PHK (takmx kak CCHC-
motuBbl, PUR-nmomen u N-RRM) rosopur o TtoM, uro camoro mo cebe RRM He

JOCTAaTOYHO /7 BimosiHeHus: pynkuuit ORF1p.
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3akiaroueHue
Hecmotpss Ha To, 4TO 3a MOCIEIHUE NECATUIICTUS B I€HOMaxX pacTeHHil ObLIO

0OHapyXEHO J0CTaTOYHO OoJbmioe KoiaudecTBO L1-non-LTR-peTpoTpaHCmoO30HOB, K
HACTOSIIIEMY BpEMEHU HE ObUIO MPOBEACHO JIETAIBHOIO aHallM3a UX PacHpOCTpaHEHUs,
pazHooOpa3usi U 3BOJIOLUMHU JUIsl IIMPOKOTO Kpyra pacteHuil. B naHHoil pabote Mbl
MIPOBENTM MICHTH(PHUKAIIMIO U ABOMIONMOHHBIN aHanmu3 L1-non-LTR-perporpancno3zoHoB
u3 29 reHOMOB pacTeHWil U3 Pa3IMYHBIX TAaKCOHOB. MBI OOHapYXUJIM MHOIOYUCIIEHHbIE
HOBBIe L1-371€MEeHTHI M BBISSBUIM MHOroo0Opasue ux ctpoeHus. Ham ynamoch mokasars,
9TO Ha OCHOBAaHMHM (WIOTCHETHYECKHX  B3aMMOOTHOIICHWH ©  CTPYKTYPHBIX
ocoOeHHocTel Bce HakjeHHbIe L1-peTpoTpaHCmo30HBI MOTYT OBITh OOBEIWHEHBI B 5
OCHOBHBIX rpytil. Kpome Toro 6bu1a mpeanpuHsaTa MOMbITKa PEKOHCTPYHUPOBATH COOBITHUS
B »BOMIOIIMUA NON-LTR-peTpoTpaHCO30HOB pacTEHUN MOTJIM MPUBECTU K MOSBICHUIO
CTPYKTYPHBIX BAapUaHTOB COBPEMEHHBIX AJIEMEHTOB. B 1enoM, B JaHHON paboTe MbI
IPOJEMOHCTPUPOBANIM, YTO JBOJIOIHS PACTHTENBHBIX L1-peTpoTpaHCio30HOB MOXKET
ObITh OINKCaHAa B BUAEC CEPUU COOBITUNA TPHOOPETEHHUS W 3aMEHBl Pa3TUYHBIX
(YHKIMOHATBHBIX JIOMEHOB W MOXET OBITh OXapaKTepH30BaHA KaK MOJYyJIbHAs
somoniusg. Ilpmobperenne u moreps PHK-cBs3pBarommx JTOMEHOB, a TakKxke
npuobpeTreHrne (yHKIIMOHAILHO aKTHBHOW apxeenonobHoir RNH, Bce 3T0 mpuBeno k
NOSIBJICHUIO  HOBBIX  (uuiorenernyeckux rpynn  L1-non-LTR-perporpancno3oHoB
pactennii. Kpome Toro Mbl mokaszanu, 4uto mpuodpereHHbIH goMeH RNH aBroHOMHO
aKTHBEH iN Vitro u npeanonoxuiy, yto L1-non-LTR-peTpoTpaHCo30HBI MOTIIH CHITPATh
pons B I'TI u pacnpoctpanenun RNH mexny pacteHUsIMU, apXesiMu U OaKTepUSIMHU.

BriBoabI:

1. B pe3ynbTare mpoBeAeHHOr0 OMOMH(OPMATHUECKOTO aHalIHM3a B3ATHIX U3 0a3
JAHHBIX HYKJICOTHUIHBIX MOCIEI0BATEIILHOCTEH, OTHOCAUIMXCA K TeHoMaM 29 BHIOB
pactenuii, 6pu10 HaeHTUGUIMpoBaHo 149 paznuunbix L1-non-LTR-peTpoTpancno3oHoB.

2. CpaBHUTENbHBIM aHATN3 HICHTH(PHUIMPOBAHHBIX 3JEMEHTOB IMoKa3ai, uro L1-
non-LTR-perpoTpancno3onsl pacteHuid  o0pa3yroT MATh (PUIOrE€HETHUYECKUX TPYII:
NSLP, Tall, Cin4, BNR u PUR. Kaxnmast U3 3TUX TpyIn XapaKTepu3yeTcsi YHUKaIbHOU
CTPYKTYpPOM BXOIAIIMX B HEE HJIIEMEHTOB, BBIPAKEHHOM HaJIMYMEM Cleuu(UUHBIX
dbyakmmonaneHbix nomeHoB: N-RRM, RRM, PUR, CCHC u RNH. Tall-snemeHTbI
conepkat RRM u CCHC-motus, Cind-snementst — RRM u nsa CCHC-motuBa, BNR-
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snemeHTEl — N-RRM u RRM, PUR-snementsr — PUR-gomen 1 RRM u, nakonern, NSLP-
AIIEMEHTHI HE COAepkKaT HU OJNH U3 TIEPEUUCICHHBIX (PYHKIIMOHATBHBIX JOMEHOB.

3. IlpoBeneHnsblit (UIOTECHETHYECKH aHANW3 TMOKaszaid, 4to jJoMeH RNH,
npuoOpeTeHHbIN B miporiecce 3Bororuu L1-non-LTR-perpoTpancno3oHamMu pacTeHUi U3
cemeiictBa Tall, ¢unorenernuecku Onmxe k apxeiHoit kierounoir RNH, yuem k RNH
npyrux Non-LTR-peTpoTpaHCcno30HOB.

4. beuto ycraHosieHo, uto gjomeH RNH LIb-perporpancno3ona ¢pyHKIMOHAIEHO
aKTUBEH 1IN Vitro, ® cHOemaHo npeamnojoxeHue o Tom, uTto L1-non-LTR-
PETPOTPAHCIIO30HBI MOTYT SIBISTHCS BeKTOpamu mepeHoca RNH mexny pacreHusmu,
apxesMU U OAKTEpUSIMH.

5. CpaBHUTENbHBIN aHAIN3 CTPYKTYPHOM OpraHu3aluud HUASHTU(QUIIUPOBAHHBIX
SJIEMEHTOB MOATBEPAI MOJYJIbHBIN XapakTep SBOJIIOLINHT L1-non-LTR-
PETPOTPAHCIIO30HOB PACTEHUM, KOTOpas COMPOBOXKIANACh MPUOOPETCHHEM U 3aMEHOU

OTACIBHBIX (bYHKI_[I/IOHa.TILHI)IX JOMCHOB.
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[punoxenne 1. Dunorenernueckoe  naepeBo  nhon-LTR-peTpoTpaHCio3oHOB,
PEKOHCTPYUPOBAHHOE C TIOMOIIBI0 METO/Ia MaKCHMAJIBLHOTO MPaBIOINOI00Us Ha OCHOBE
AMUHOKHCJIOTHBIX MOCIIEA0BAaTENILHOCTEH HX OOpaTHBIX TpaHCKpHUMTa3. CepbiM LBETOM,
0003HAYCHBI AJIEMEHTHI PACTCHHA, UCCIIEIOBaHHBIC B TaHHOW pabote. [[ist 0603HaYeHNUs
DJIEMEHTOB HAMJICHHBIX B TEHOME HCITOJIb30BAIMCH WHUITMAIBI BUA, B TEHOME KOTOPOTO
ObLT Hai/IeH 3JIEMEHT W HOMEp dJeMeHTa, Hanpumep, OSla — »to anmement u3 O. sativa
o HomepoMm la. [l oOo3HaveHHWs 3JIEMEHTOB, B3SATHIX M3 0a3bl maHHBIX RepBase,
HCTIOJIH30BAJIOCHh NCXOAHOE Ha3BaHUE B 0a3e JAHHBIX, IO KOTOPOMY JIEMEHT MOXKET OBITh
B Hell Haiinen, Hampumep SHALINE12 MT L1 Medicago truncatula. Ha3Banus Bcex
OCTaJIbHBIX 3JIEMEHTOB Ha JIEpeBe 00pa30BaHBI HA3BAaHHEM DJIEMEHTA, MCIOJIb3YEMBIM B
JaWTeparype, Ha3BaHHMEM BuJa W HoMepoM goctyna B GenBank, nHampumep,
Karma Oryza sativa BAC15618. B Ka4ecTBe KOpHS UCITOJIB30BAJINCh
nocnenoBarenbHocTH CRE-amementoB, a Takke Ll-snmementsr Bomopocneit. CieBa oT

HCKOTOPLBIX Y3JIOB ACPCBA YKA3aHa UX CTATUCTHYCCKAA NOCTOBECPHOCTDL COIJIACHO aLRT.
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