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BBEJIEHUE

AKTYaJIbHOCTH Te€MBbI HCCJICI0BAHUS

MooOwibpHBIe TeHeTnueckue anemeHTl (MID) — mocnempoBatensHOoCcTH JIHK,
CIIOCOOHBIE MEHSTh CBOIO JIOKAJIM3alMI0 B reHoMe. MI'D omucaHbl NpakTUYECKU IS
BCEX JYKapHOTUYECKUX OPTaHU3MOB M MOTYT COCTaBISITh 3HAYUTENIbHYIO (DPAKLUI0 UX
TE€HOMOB.

MI'D sBAsItOTCS KIIOYEBBIMH (DakTOpaMu HECTaOWUIIBHOCTH T€HOMOB 3YKApuOT U
Y4acTBYIOT B UBMEHEHHH CTPYKTYPHI U pa3Mepa TeHOMOB, HapylIeHUH (HYHKIIUNA T€HOB U
MOSIBICHUU HOBBIX (YHKIHMI. AKTUBHBIE HccienoBanus MI'D mokaszanu, 4To ¢ HUMH
CBSI3aHO Pa3BUTUE CHUCTEMbl MOJAECPKAHUS MPOJOKUTEIBHOCTH KU3HH KJIETOK,
dopmupoBanre  mporecca  V(D)J-pexomOuHaIiy, BO3HHKHOBEHHE  HEKOTOPBIX
3a00JIeBaHMI YeJIOBEKa, MPOLECC CTApeHHsl, 1 MHOTHE JIPYrHe CBOMCTBAa OpraHHU3MOB-
xo3sieB (Feschotte, Pritham, 2007; St. Laurent et al., 2010; Rostant et al., 2012; Kaer,
Speek, 2013).

brnarogapst cmrocoOHOCTH K TOPU30HTAIBHOMY TiepeHocy, MI'D MoryT y4acTBoBaTh
B Tepefavye IeHeTUYeCKoW WH(OpMaluu MEXIy PEenpOAyKTUBHO H30JUPOBAHHBIMU M
ABOJIIOIIMOHHO  ynajdeHHbIMH  Bugamu. OcoOblii  uwHTEpec y wHcchefoBareneit
TOPU3OHTAIBHOTO TiepeHoca BbI3bIBaIOT MI'D mopsiaka non-LTR perporpaHcio3oHOB
(xnacc | perporpancnosonsl) u TIR JIHK tpancnozonoB (knacc |l JJHK tpancno3zonst).
['opusontaneubiii mepeHoc xapaktepeH st TIR JIHK Tpancmo3oHoB, Ha JaHHBIE
AJIeMEHTHI NpuxoAuTcs: okono 40% OT Bcex ciayyaeB rOpU30HTaIbHOTO nepeHoca MI'D,
BBISIBJIEHHBIX MEXJAY TIE€HOMaMH »JyKapuoT. l'opu3oHTanpHbIi niepeHoc non-LTR
PETPOTPAHCIIO30HOB HAMPOTUB YPE3BBIYANHO pEeIKOe SIBJICHHE, U HACJeI0BaHUE JAaHHOU
TPYIIBl 3JIEMEHTOB MPOMCXOAUT BEPTUKAIBHO OT pOAUTENEH K moTomkam. M3yueHue
JAHHBIX TPYII SJEMEHTOB TMO3BOJIMT TIOJYYUTh HOBBIE JIaHHBIE O pa3zHOOOpa3uu,
0COOEHHOCTAX pacnpocTtpanenuss MI'D 1 MexaHU3Me TOPU30HTAIBLHOTO MIepeHoca.

Hecmotpss Ha akTyanpHOCTH TpoOJeMbl u3yueHus MID, B kapTuHe
MIPOUCXOXKICHUS, pasHooOpa3us U pacrnpoctpaHeHuss MI'D ocTtaeTcs psll HEpemIeHHBIX
BOIIpOCcOB. M3yueHue [aHHBIX BOMPOCOB OCIIOXKHSETCS TEM, 4YTO B JHUTEpaType
HAKOIUIeHbI AaHHble 0 MI'D, mpencTaBieHHbIX B T€HOMAaX MOJEIbHBIX 00BEKTOB, TAKUX

kak Drosophila melanogaster, Saccharomyces cerevisiae, Escherichia coli,



Caenorhabditis elegans, Arabidopsis thaliana u Homo sapiens. Hccienoanus
ocobeHHocteii MI'D Ha HOBBIX «HEMOACIBHBIX)» 00BEKTAX MO3BOJIUT IIOJIYYHUTD

JIOTIOJTHUTENbHYIO0 HH(POPMAITHIO 00 3BOJIIOIIMH TEHOMOB X03sieB 1 MI'D B 11emom.

Otpsin Lepidoptera (Yemyexkpbuible) - camblii KPYHOHBIM OTpsii HACEKOMBIX
(Insecta), Bkirogaronuii B ceds 47 cynepceMeiicts, 124 cemelicta, 332 mojacemMeicTBa U
oonee 157000 BumoB (Kristensen, 2003; van Nieukerken et al., 2011). [IpeacraButenu
JMAHHOTO OTpsiia SIBIISIOTCS 3HAUYUMBIMHU KOMIIOHEHTAMH MPHUPOAHBIX SKOCHUCTEM,
OKa3bIBAIOT BIMSIHUE HA JEATEIBHOCTh YEIOBEKA U SIBISIFOTCS YAOOHBIMH OOBEKTAMU IS
HAyYHBIX HCCJIEIOBaHUN. DBONBIIMHCTBO NpENCTAaBUTEICH OTpsiia HUMEIOT CIOKHBIN
KU3HEHHBIN LHMKI, YTO MOJKET IMPEACTaBIATh OCOOBI MHTEpPEC B CBA3M C H3yUYECHUEM
MEXaHu3Ma TOpU3OHTaNbHOro mnepeHoca MID. HcecnenoBanma MID u3 reHomos
npencraBureneii  orpsan  Lepidoptera  mo3BoiAT  MOAy4yuTh  MHQOpMAIMIO O
pacrpoCcTpaHeHUH, pa3HOoOOpa3uu u BoIoIUH MI'D 351eMEHTOB B TeHOMaX HACEKOMBIX

H 3BOJIFOIIWMHU I'CHOMOB XO35CB.

B pamkax naHHOH pa0oThI OBLTO TPOBEACHO HCCIIECAOBAHHE PACIPOCTPAHCHHS,
pasHooOpasus u 3Bororu CR1 non-LTR perporpancno3onos u mariner-like TIR JJHK
TPAHCIIO30HOB B TeHOMax MpejacTraButenei orpsnaa Lepidoptera ¢ momorbro
OnonmH(pOPMATHIECKUX " IKCTIEPUMEHTATEHBIX METOIHK. [Tpumenenue
HKCIEPUMEHTAIBHBIX IOJXO0J0B TO3BOJWIO MOJYyYUTh MocieaoBaTensHoctd MID
NpeJCTaBUTENICH OTpsAa, IS KOTOPHIX K HACTOSIEMY MOMEHTY HE CEKBEHHPOBAaHbI
TIOJTHOTEHOMHBIC ~ TIOCJIeIOBAaTeNbHOCTH. bromHpopMaTHUecKnii aHaTU3  TO3BOJIMII
OCyIIECTBUTh TMOUCK MID B cekBeHHMpOBaHHOM reHome Bombyx mori wu
IPOaHATU3UPOBAThH TIOCJIeIOBATEILHOCTH, MOJTy4YeHHBIC B pe3yabTare

6I/IOI/IH(1)OpMaTI/I‘I€CKOl"O 1 OKCIICPUMCHTAJIBHOI'O ITIOUCKA.

eapb 1 32124 UCCJIEI0BAHUS
[lenpro maHHO# pabOTHI SBISIIOCH M3YYCHHE PACIPOCTPaHEHHs, pa3HOOOpa3us u
spommoriu CR1 non-LTR perporpancnozonos u mariner-like TIR IHK tpancno3oHoB B
reHomax npejacraBureneit otpsaa Lepidoptera.

JI71st MOCTHIKEHUSI TaHHOM 11eJT OBLIN MTOCTABICHBI CIICAYIOIINE 3a0a9H:



1. UccnenoBanue paznoobpazus CR1 non-LTR perpoTpaHcio30HOB B réHOME TYTOBOTO
wenkonpsina Bombyx mori u remomax apyrux mpezncraButeneit orpsima Lepidoptera

(Insecta).

2. Anamms sBomonnu CR1 non-LTR peTpoTpaHCnO30HOB B reHOMax MpeACTaBUTENEH

otpsna Lepidoptera.

3. UccnenoBanue pasunoodOpasus mariner-like TIR JIHK TpaHcmo30HOB B TI'eHOME
TYTOBOTO MIeJAKompsima Bombyx mori m remomax Apyrmx MpeIACTaBUTENCH OTpsiaa

Lepidoptera u xnacca Insecta.

4. Ananu3 sBomoruu mariner-like TIR JIHK TpaHCo30HOB B TeHOMaXx IpeACTaBUTEIICH

otpsna Lepidoptera.

5. BreisBiienue (hakToB BO3MOXHOTO TOPH30HTAIBHOTO mepeHoca mariner-like TIR JTHK
tpaHcno3oHoB 1 CR1 non-LTR peTpoTpaHCro30HOB B reHOMaX MPEICTaBUTENEH OoTpsa

Lepidoptera.

6. Tlouck W aHanM3 XUMEPHBIX KOHCTPYKIHWH, coaepxkamux mariner-like TIR JHK
tparcmo3oHbl 1 CR1 non-LTR peTpoTpaHCcno3oHbl, B TeHOMaX MpeACTaBUTENEH OTpsa

Lepidoptera.

HayuHnasi HOBU3HA

BriepBbie OBIJIO TPOBENEHO HCCIIEIOBAaHHE PACIPOCTPAHEHUs, pazHOOOpa3ws H
sposmroriu mariner-like TIR IHK TpaHcro30HOB B reHOMax MpEJCTaBUTENCH OTpsia
Lepidoptera. beut BeisiBiien HoBbiii mariner-like JIHK tpancno3on BmmarY B renome
Bombyx mori. TloarBepxkaeH ropusoHTalmbHbI mepenoc CR1B  non-LTR
pPEeTPOTPAHCIIO30HOB Mexy Oaboukamu cemeiictBa Lycaenidae m momsiMu cemeiicTBa
Bombycidae. IIpomemoncTpupoBaH ciydail ropH30HTaIbHOTO mepeHoca mariner-like
JHK TpaHCIO30HOB W BBISBICHBI XUMEPHBIE KOHCTPYKTHI, conepxarmrue mariner-like

JIHK tpancnozons! co Berpoiikoit CR1B snemenToB.

Teopernueckasi M NPAKTHYECKasA 3HAYUMOCTH
B pe3ynbpTaTe npoBeeHHOTO UCCIIEA0BaHUS ObLT OOHAPYKEH YHUKAIBHBIN CITydait
ropusoHTanbpHOro nepexHoca mariner-like JIHK TpaHCHo30HOB MeX1y MpPeACTaBUTEISIMU

cemelicte Lycaenidae m Bombycidae. Bein moarBepkaeH TOPH30HTAIBHBIA IEPEHOC



CR1B non-LTR perpoTpaHCIio30HOB MeXIy MpeICcTaBUTEISIMU ceMelcTB Lycaenidae u
Bombycidae. Brun o6HapyKeHBI CBUICTEIBCTBA COBMECTHOTO TOPU3OHTAIILHO MEpPEeHOCca
CR1B u mariner-like snemenToB u yuactuss mariner-like siemeHTOB B TOpU30HTAITBEHOM

nepenoce CR1B.

Pe3ynbTaThl, IOTydeHHBIE B paMKaX HACTOSIIETO MCCIICOBaHUS, BHOCAT BKJIAJ B
MOHUMAHUE pacIpocTpaHeHMs, pa3HooOpasus u spomoruu  CR1B  non-LTR
perporpancrno3onoB u mariner-like JIHK TpaHCmo30HOB B TreHOMax IMpeACTaBUTENCH
orpsima Lepidoptera. ITony4deHHbIe qaHHBIE MOTYT OBITH BHEIPEHBI B 00pa30BaTEIIbHBIM
NPOIIECC M HMCIIOJIb30BAaHbI TIPU Pa3padOTKe BEKTOPHBIX KOHCTPYKIMA ISl TPAHCTEHE3a,

OCHOBAaHHKIX HA MI™D HACEKOMBIX.

Ilos10:keHNe, BLIHOCHMOE HA 3AIIUTY

Pacnpoctpanenne Bmmarl-like, BmmarY-like JIHK tpancmnoszonos u CR1B non-
LTR peTpoTpaHCIIO30HOB B TeHOMax IMpeacTaBuTeneid cemeilictB Lycaenidae wu
Bombycidae mnpousonio B pe3ynbTaTe TOPU3OHTAIBHOTO  TMEPEHOCa  MEXIY
MpEeACTaBUTEISIMUA TAHHBIX CEMENCTB.

Anpodauus pe3yibTaToB

Marepuansl guccepTaluy JOKIaAbIBaIuCh Ha MexayHapoaHod MOCKOBCKOM
KOH(EpEeHIINH TI0 KOMIIBIOTEPHOU MOJeKysapHoi 6uonoruu (Mocksa, Poccus, 2011), Ha
6-om MexayHaponHoM cumnosuyme 1o MonekynspHoit buonorun Hacekombix
(Amcrepnam, Hunepmanner, 2011), nHa 8-0if koH(pepeHIMH MeXTyHAPOIHON
KOH(pepeHIH 1Mo OMOMH(OPMATUKE PEryjsiiuud M CTPYKTYphl T€HOMOB M CHCTEMHOM

ouosorun (BGRS\SB’12, HoBocubupck, 2012).

JIn4yHBINA BKJIA aBTOpa
OcHoBHBIE  pe3yJbTaThl  pabOTHl  MOJYYEHbl aBTOPOM  CAMOCTOSATEIBHO.
OkcnepumenTanbHbIi ouck CR1 non-LTR perpoTpaHco30HOB MPOBOAMIICS COBMECTHO
¢ k.0.H. HoBukoBoii O.C. u CmpinsieBoiM ['.A. buonndopmaTtudeckuii aHaius renoma

Bombyx mori ocymectsisiics B corpyaauuectBe ¢ HoBukoBbiMm A.C.

yo6ankanun

ITo marepuanam nuccepranyu ObLUIO ONYOJIMKOBAHO 6 paboT:
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CTpykTypa u 00beM padoThl
HuccepranmonHass paboTa COCTOMT U3 BBeJeHUs, 0030pa JUTEpaTyphl,
MaTEpHUaIOB U METOJIOB, PE3YJITATOB U OOCYXICHUIA, BHIBOJOB, CIIMCKA COKpAIEHUN U
YCJIOBHBIX 0003HAUCHUM, CIIMCKA JIUTEpaTyphl U npuioxkeHuit. Pabora uznoxxena na 137
cTpanunax, coaepxkut 30 pucyHkoB u 3 Tabmuiel. bubnmorpaduueckuii ykaszarenb

nuteparypsl BkirodaeT 200 ICTOYHUKOB.
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I'JIABA 1. OB30P JIUTEPATYPBI

1.1. [TousiTHE «<MOOHJILHBIE TEHETHYECKHE 3JIEMEHThD»

MoOwibHbIe TeHeTHYeCKHe eMeHThl (MI'D, CHHOHUMBI: MOOMJIBLHBIC 3JICMCHTHI,
TPAHCIIO30HbI, «IPBITAIOIINE TeHB» - «jumping genes» u ap.) — ¢parments JHK,
CIOCOOHBIE MEHSTh CBOIO JIOKaNW3aluMio B TreHoMe. B mocnemoBarenbHOCTSIX MID
colep)Karcs JeTalbHble WHCTPYKLMU, HEOOXOIUMBIE ISl TMEepeMEelIeHUs] 3JIEMEHTa U3

OJHOTO caifTa B npyrou caiit renomHor JJHK kneTku-xo3sivuna.

MI'D Obutn OTKpBITHL OoJiee monyBeka Hazad bapOapoit MakKinHTok B reHome
KYKYpY3bl KaK T€HETUYECKHE areHThI, OTBEUAIONINE 32 M3MEHEHHs MUTMEHTAINH 3epeH
(McClintock, 1951). ITozmgaee MI'D ObuUTH BBISBICHBI B T€HOMax JPYTHUX MOICIBHBIX
00BekTOB, Takux Kak, Drosophila melanogaster, Saccharomyces cerevisiae, Escherichia
coli u Caenorhabditis elegans. AxTuBHOE pa3BUTHE METOJOB ITOJHOIC€HOMHOTO
CEKBCHMPOBAHMS TMOKa3alo, 4To MI'D ABASIOTCA 3HAYUTEIBHBIMA KOMIIOHEHTAMH
TeHETUYECKOT0 MaTepuaia OOJBIIMHCTBA dYKAPUOTUUECKUX OpraHu3MoB. [IporieHTHOE
coaepkanne MI'D B reHomax NpenCTaBUTENEH Pa3IMYHBIX TPYNH JYKAPUOTHUYECKHUX
OpraHU3MOB CYIIECTBEHHO BapbHpyeT. Tak Ha MOOWIbHBICE TEHETUYECKUE DIEMEHTHI
npuxoautcs MeHee 3% renoma peiObl Fugu rubripes, okono 45% renoma venoBeka U OT
50 mo 90% renomoB HexoTopbix pactenuit (Lander et al., 2001; Meyers et al., 2001;
Aparicio et al., 2002; Feschotte et al., 2002; Schulman, Kalendar, 2005).

JlmutensHoe Bpemss MI'D OTHOCWJIM K KaTErOpuMU TaK Ha3bIBAEMOM «MYCOPHOM
JHK» («junk DNAy»), dynkuus xotopoir Obuta HeusBecTHa. OpHako, B HacToslIlee
BpEMS YCTaHOBJEHO, 4TO0 MI'D OKa3bIBalOT 3HAUYMTEIBHOE BJIMSHUE HA HBOJIIOLMIO
reHoMoB Xxo3sieB. [lepemenienne MI'D MokeT MPUBOIUTH K HAPYIICHUIO QYHKIIUN T€HOB,
U3MEHEHHUIO PETYJSALMU TE€HOB, XPOMOCOMHBIM IEpecTporKaM, MPUOOPETEHUIO0 HOBBIX
byHKIUH, U3MEHEHHUIO pa3Mepa TeHOMOB, OOMEHY T'eHeTHYecKol MHpopmarueit Mmexmay

PEIpPOIYKTUBHO M30IMpoBaHHbIME Buaamu u ap. (Chenais et al., 2012).

B Hactosiee Bpemss MI'D He TOJNBKO aKTMBHO M3Y4arOTCsl, HO M UCIIOJIb3YIOTCS B
KayecTBE MOJIEKYJISIDHBIX MapKepoB B 00JIACTM (UJIOT€HUM Ppa3IUYHbIX BUJIOB,

IFCHCTUYCCKHUX HHCTPYMCHTOB B o0JlacTH  TECHHOM HHXXCHCpHUU OJIs1 BBCICHMUA
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TCHCTUYCCKOIo Marcpuaja M B KAYCCTBC BCKTOPOB IIPpH T'CHOTCPAIINU 3a001eBaHuil
gyenoBeka (Ohlfest et al., 2004; Bowers et al., 2006; Ott et al., 2006; Aronovich et al.,
2007; lzsvak et al., 2009; Peng et al., 2009; Kalendar et al., 2011; Di Matteo et al.,
2012).

1.2. Knaccupukanusa MOOMJIbHBIX T€HETHYECKUX 3J1€MEHTOB JYKAPUOT

MI'D 3HauMTENbHO PA3IMYAIOTCS MO CTPYKTYpe M MEXaHH3MY IEpEeMEIICHHUS,
€IMHCTBEHHBIM OOIIUM CBOMCTBOM MI'D sBisieTcss CIOCOOHOCTh K IEpPEMEIICHHIO.
[lepBass knaccudukamuss MI'D osykapuor Obuta mnpemniokeHa @OUHHETaHOM U
OCHOBBIBAJIACh Ha PA3IMYMIX MEXaHU3MOB MEpPEMEIIEHHUs, B YACTHOCTH HUCIOIb30BaHUS
PHK wmmm JJHK B kadectBe mocpenHuka (MHTepMenuaTta) B IMPOIECCE MEPEMEIICHHS
(Finnegan, 1989). Ha ocHOBe MaHHOTO KPHUTEPHS BBIACISICTCS JBa OCHOBHBIX Kiacca:

kiace | perporpancnosons! u kiace |1 JIHK tpancnosons! (Pucynok 1.1).

MobunbHble reHeTUYecKne arnemMeHThI

/ \

Knacc | Knacc Il

[ I

+ TpaHckpunuua

BbipesaHue
PHK nocpegHuk

v

O6paTHasa TpaHcKpunums

KonuposaHue

BcTtponika

T |
i W

: - [OHK KNeTKM X03aMHa . - UcxogHas BCTpoMKa MobuneHoro
rEHETUYECKOT0 3reMeHTa

. - HOBas BCTPOWKa MOBUNLHOMO

reHeTU4eCcKoro anemeHTa

Pucynox 1.1. Krnaccupukanuss MOOWIBHBIX TE€HETHMUYECKHX 3JIEMEHTOB JYyKapHoT,
OCHOBaHHas Ha OCOOCHHOCTSX MEXaHW3Ma IepeMelIeHusT 3JeMeHTOB (cormacHo Finnegan,
1989). B neBoii yacTH pUCYHKA MPEICTABICHA CXeMa MEXaHNU3Ma «KOMHPOBAHUSI-BCTPOUKIY, MO
KOTOPOMY MPOHMCXOAWT IIEpPEMEIICHHE 3JIEMEHTOB Kiacca |, B NMpaBoil 4acTH INpeacTaBiIeHa
cXeMa MEXaHHM3Ma «BBIPE3aHUA-BCTPONKI», 10 KOTOPOMY MPOUCXOUT NEpEMEIICHHE 3JIEMEHTOB
knacca |l
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DOneMeHThl Kiacca | mepeMemnarTcs o MEXaHUu3My «KOIMHUPOBAHUS — BCTPOUKM»
(«copy and paste») u wucnonesyior PHK B kawectBe mnocpemanuka. B pesynbraTe
NepeMelIeHus 3JEMEHTOB Kkiacca | MpoucXoauT YBEIWYEHHUE KOJIIMYECTBA KOMUMN
pPETPOTPAHCIIO30HA 3a cueT 00pa3oBaHMA HOBOM KOMUU MOOWJIBHOTO »JJIEMEHTA H
COXpaHEHUsI UCXOJHOM Komuu (peruiukaTuBHBIN MexaHu3M) (Pucynok 1.1). DneMeHTHI
kiacca |l BbIpe3aroTcs M3 OJHOTO caiiTa U BCTPAMBAIOTCS B HOBBIN CalT MO MEXaHU3MY
«BBbIpe3aHus — BCTpoiku» («cut and paste»), ne ncnonn3ys PHK-nocpeanunk. Mexanusm
«BBIPE3aHUS — BCTPOMKU» SIBISETCS HEPEIUIMKATUBHBIM, TAKUM 00pa3oM, B OTJIHYHE OT
AIIEMEHTOB Kiacca | B pesynbpTaTe mepemelieHus 3yieMeHToB kinacca |l He mpoucxonut
YBEJIUYECHUSI KOJIMYECTBa Komuii mMoOuibHOro 3neMmenTa (Pucynok 1.1). O6HapyxeHue
MUHHUATIOPHBIX ~ TPAHCHO3UPYIOLUIUX  DJIEMEHTOB, COJEPXKAIIUX HWHBEPTUPOBAHHbBIC
noBTopbl (Miniature inverted repeat transposable elements — MITEs), nepemeratonuxcs
[0 MEXaHU3MYy «KONUPOBAHUS — BCTPOMKW», HO He ucnoib3ytomux PHK B kadecTBe
NOCpeHNKA, MOTPeOOBaAIO MEpexoAa K CHUCTEME TpeX KIAcCOB WIIM KiIacCHU(PUKaLUU
AIIEMEHTOB B 3aBUCUMOCTH OT (P€PMEHTOB, 3aKOJMPOBAHHBIX B MX IOCJIEI0BATEIHHOCTH

(Curcio, Derbyshire, 2003).

Uepapxuueckas knaccudukaius, npeanoxennas Baitkepom u xkomteramu B 2007
roay, yuutbiBaer oba moaxoma (Wicker et al., 2007) (Pucynox 1.2). [lannas
KJaccu(uKanys BKIIOYAET CIEAYIONME TAKCOHOMUYECKHE €AMHULIBI B MEPAPXUUECKOM

MOPSAJIKE: KJIACC, MOJIKIACC, MOPSAI0K, HAJICEMEMCTBO, CEMENCTBO U MOJACEMENCTBO.

Ha camom BbicOKOM ypoBHe Kiaccudukanuu («xmace») MI'D noapasaenstorcs B
3aBHCHMOCTH OT HCIOJIb30BaHus/He wucnonb3oBanus PHK mocpennunka B mporecce
nepemertienus (Pucynok 1.2). TakcoHoMHYECKas €IUHHUIA «ITOAKIACCY» HCIOIB3YETCs
JUTSL pasziesieHusl dJIeMeHTOB kiacca |l obpasyromux u He 00pa3yromux KOMHIO TepeT
BBIPE3aHHEM W3 HCXOAHOro (JOHOpHOTO) caiita. Ha ypoBHe «mopsakoBy MID
MOJIPA3JIEISIIOTCS. B 3aBUCUMOCTH OT OCOOEHHOCTEW MEXaHW3Ma BCTPOUMKH, 0OIei
OpraHu3aIuy dJEMEHTa U HAIMYUIO TOCJIeIOBATEIbHOCTEH, KOIUPYIOUUX (epMEHTHI
nepemenienusa. CynepcemeicTBa (HaJCeMEHCTBAa) B TMpeAeiiax OJHOTO TMOpsAKa
XapaKTEepU3YyIOTCsl CXOJHOW CTpaTeruedl peruiMKalud, HO OTJIHWYAKTCS MO0  psay

XapaKTEPUCTUK.



[Topsanox CynepceMeicTBoO Crpykrypa
Kanacc I - Perporpacnio3onbt

LTR Copia —»[GAG_AP_INT RT RH_|—)>
Gypsy —)[GAG AP RT RH INT |—P>

Bel-Pao — GAG AP RT RH_INT |
Retrovirus —)[ GAG AP RT RH_INT ENV|—)>
ERV —{GAG AP _RT RH_INT ENV}—p>
DIRS DIRS p—{GAG AP_RT RH YR =
Ngaro —{GAG AP _RT_RH YR |l
VIPER —»[GAG AP RT RH VR =P
PLE Penelope <« _RT EN —>
LINE R2 —] RT EN -
RTE | APE RT
Jockey —{ orF1 H__APE R
L1 —| ORF1 H _ APE RT
1l ——| ORF1_|__APE__RT___RH |
SINE tRNA O
7SL T
58 T —
Kaace I1 - JHK TpaHcno3oHbI
[Tonknacc 1
TIR Tcl/mariner »—i Tpancnosasa —e(
hAT »— TpaHcnosasa —<
Mutator — TpaHcnosasa —<«
Merlin )—rl TpaHcnozaza |—(
Transib p——{___Tpancnosaza —<
P )—I TpaHcnosasa I—(
PiggyBac P Tpancnosasa —a
PIF-Harbinger ~ p=—{___Tpancnosasa p{ _ORF2 e
CACTA »—] TpaHcnosasa je{  ORF2__Je
Crypton Crypton —] YR e
[Toaxnace 2
Helitron Helitron ] RPA ffe]  Y2HEL i

Maverick Maverick ] C-INT [==| ATP |e=ff=| CYP |=[POLB
H/)— —( - KOHLEBLIC HHBEPTHPOBAHHBIE [TOBTOPAI —/—— HEKOJUPYIOIIKI paiioH

_>- JUIHHHBIE KOHIIEBBIE [IOBTOPhI == - DETHOH COJIEPkKallHii ononuuTebHbie ORF

—:I—/—:— - KOAHPYIOWHii paoH MOOHIIBHOTO FeHETHHECKOTO J/IeMEHTa
--/-_- - crnietrduUeckas XapakTepHCTHKA MOCTeI0BATENEHOCTH

Pucynok 1.2. CoBpeMeHHasi yHUBEpcajabHas KJIACCU(PUKALUA U CTPYKTypa MOOMIIBHBIX
TeHEeTHYECKUX AJIEMEHTOB 3ykapHuoT (cormacuo Wicker et al., 2007). A66pesuatypa: AP (APE) —
apurinic/apyrimidin endonuclease (anypuHoBas/anupuMUAMHOBasS SHIOHYKJIeaza); ATP —
ATPase (AT®aza); C-INT — C-integrase (uuterpaza Ttuma C-int); CYP — Cysteine protease
(uuctemnoBas mpoteasza); DIRS — Dictyostelium intermediate repeat sequence (mepexo/Hbie
noBTopsitolecss nocienosarenbHoctu Dictyostelium); EN — endonuclease domain (momen
sumonykieassl); ENV — Envelope protein (6emok o6omoukn); HEL — DNA helicase (JIHK
renukasa); HYR — tyrosine recombinase (tupo3un pekom6unasa); INT — integrase (unrterpasa);
LINE — long interspersed nuclear element (miuHHBINA AUCTIEPTHPOBAHHBIA SACPHBINA MOBTOP);
LTR — long terminal repeat (mnuuHbIi KOHIIEBOI MoBTOP); ORF — 0pen reading frame (otkpsiTas
pamka cunthiBanus); PLE — Penelope-like elements (Penelope — nogo6ubie smementsi); RH —
RNase H (RNH) (pu6Gonykneaza); RPA — replication protein A (Oenox wuHUIMANIUK
perumukarun); POL B — DNA polymerase B (JIHK momumepasza B), RT — reverse transcriptase
domain (momen oOpatHoii Tpanckpuntasbl); SINE — short interspersed nuclear element
(kopoTKuil aucreprupoBaHHbIN saepHbiii oBTOp); TIR — terminal inverted repeat (koHIeBbIC
WHBEPTUPOBaHHBIC TOBTOPHKI); TSD — target site duplication (mymimukanus caiita-MuIieH!).
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K TakuM XxapakTepuCTHKaM OTHOCSATCS ~CTPYKTypa KOAUPYIOUIMX  HJIH
HEKOIUPYIOIIMX 00JacTell, HAIMUie U pa3Mep AyluIMKanuu caiira muireru (target site
duplication — TSD). TSD mpencraBnser co0oif KOPOTKHIA TPSMOH  TIOBTOP,
reHepUPYEMbIii TPH BCTPOMKE ClpaBa W CjieBa OT IOCIIEIOBATEIBHOCTH DICMEHTA.
CynepcemeiicTBa  MOJpa3NeNsIOTCS ~ HAa  CEMEWCTBa  COIJIACHO  TOMOJIOTHH
MOCIIe/IOBATEIBHOCTEH  DIIeMEHTOB. [loJceMeiicTBa OMPENENsIOTCS Ha OCHOBAHHU

pesynbTaToB (unorenerndyeckoro ananusa (Wicker et al., 2007).

ABTOHOMHBIE M He AaBTOHOMHBbIE JJIeMeHThI. BHe 3aBucumocTn OT
ocobeHHOcTel MexaHu3ma nepemenieHus MID  MoxHO Ki1accuuUUpoOBaTh IO
CIIOCOOHOCTH K CaMOCTOSITENIbHOMY nepemenenuto. Cpenu petpoTpancno3zoHos u JJTHK

TPaHCIIO30HOB BCTPCYAKOTCA aBTOHOMHBIC 1 HCABTOHOMHBIC 3JICMCHTEI.

ABTOHOMHBIE 3JIEMEHTHI CIIOCOOHBI K CAaMOCTOSITEIbBHOMY IEpPEMEIICHUIO, B TO
BpeMsl KaK HEaBTOHOMHBIE UCIIONB3YIOT (PEPMEHTHYIO CUCTEMY aBTOHOMHBIX 3JIEMEHTOB
s nepemenieHust (Feschotte et al., 2002). HeaBToHOMHBIE 3JE€MEHTHI, KaK MPaBHIIO,
MPEJICTABISIOT COOOW KOMWKM aBTOHOMHBIX DJIEMEHTOB, HAKOMHBIINE pa3InYHbIC
MyTalldd, HO HHOTJAa OHM HWMEIOT JIUIIb HE3HAYUTENIHHOE CXOJCTBO IO
MOCNIEZIOBATENILHOCTH € HMX AaBTOHOMHBIMH  IpejaliecTBeHHUKamu. KommdecTtBo
HEABTOHOMHBIX JJIEMEHTOB B TE€HOME MOJKET 3HAYUTEIBHO IMPEBBIINIATh KOJUYECTBO
aBTOHOMHBIX. Tak, ceMelcTBO HeaBTOHOMHBIX LTR perporpancnozonos Dasheng

SBIISIETCSI HanboJiee BHICOKOKONUIHBIM ceMelicTBoM MI'D B renome puca (Jiang et al.,

2002).

AKTHBHBIe W HEAKTHBHbIE JJ€MEHTBI. AKTHUBHBIC DJIEMEHTHl B OTJIMYHE OT
HEaKTUBHBIX CIIOCOOHBI MEpEeMeNaThCs M0 TeHOMY U CO3/1aBaTh COOCTBEHHBIC KOIHU B
HOBBIX caiiTax mumeHsx. Kak mpaBuiio, aKTUBHBIMHU SIBJISIFOTCS TIOJIHBIC aBTOHOMHBIC
DIIEMEHTBI, OJHAKO HEABTOHOMHBIC KONHU JJIEMEHTOB MOTYT  HCIOJB30BaTh
(epMCHTATHBHYIO CHCTEMY ABTOHOMHBIX U OCYIICCTBJIATH AKTUBHOE TEPEMEIICHUE B
reHoMme. Tak, HeaBTOHOMHbIE ykopoueHHble JIHK Ttpancnozonsr rpynmer MITE,
CXOJICTBO KOTOPBIX C OJIM)KAWIIMMH aBTOHOMHBIMH JJIEMCHTAMH OTIPAHUYHBACTCSI
TIOCJIEZIOBATEIFHOCTHIO KOHIIEBBIX HHBEpTUPOBaHHBIX oBTopoB (TIR — terminal inverted
repeat), MOTyT HCIOJB30BaTh (DEPMEHTHI aBTOHOMHBIX JJIEMEHTOB ISl TIEPEMEIICHUS U

yBenudyeHus umciaa komuii B renome (Feschotte et al.,, 2003). Haubomee netanbHO
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u3yueHHOU sBiseTcs cuctema MPing/Pong wu3 renoma puca. Tpancnosuius MITE
samementa MPing 3aBucur ot aktuBHOcTH JIHK Tpancmoszona Pong cymepcemeiicTBa

PIF/Harbinger (Jiang et al., 2003).

1.3. Knace | — Perporpancno3onst

Perporpancnozonsr (kmacc 1) — MID, wucnomssyromme PHK-nocpennuk B
npolecce nepemMenieHus (perporpaHcnosunuu). Ilyrem oOpaTHOM TpaHCKpUNLIHMU C
PHK-nocpennuka cunresupyercs k/IHK komnus, kotopas BIOCIEACTBUM UHTETPUPYETCS
B HOBBIH CaliT reHoMa. 3a MOJHBIA LUKJ pEIUIMKAlUKA 0Opa3yercss OHa HOBas KOIHUS
peTpoTpancno3oHa. Ha ocHoBaHMM pa3nuuuii CTPYKTYpPHOM OpraHU3alvd U (PUIOTeHUU
MOCJIEIOBATEIbHOCTEN  KIIIOYEBOTO  (pEpMEHTa  PEeTPOTPAHCIO3ULMH,  OOpaTHOU
TpaHcKpunTassl (reverse transcriptase — RT), B kilacce peTpOTpaHCIIO30HOB BBIIEISAETCS
OJIMH TOAKIAacC U TATh mopsiakoB: LTR perporpancno3onsl, DIRS-mogo0HbIE 251EMEHTHI,
Penelope-nogo6usie snementsl (PLES), LINE (non-LTR retrotransposons — non-LTR
perporpancrno3onbl) U SINE snementsr (short interspersed nuclear element - xopotkue
JUCIIEPTUPOBAaHHBIC sifiepHbIC TOBTOPHI) (PucyHoK 1.2).

HaubGonpmmit unTepec ans uccineposareneir MI'D mpencrasisieT mopsaok Non-
LTR-peTpoTpaHCio30HOB. DJIEMEHThl JAHHOTO TMOPAJIKa LIMPOKO IMPEACTaBIEHbl B
reHOMax IIO3BOHOYHBIX M OECII03BOHOYHBIX JKMBOTHBIX. B omimume oT Apyrux
IpeJICTaBUTENe Kilacca peTpoTpaHCcHo30HOB st NON-LTR-perporpancno3oHoB panee
ObUIO OMHMCAHO WCKJIIOYUTENBHO BEPTHKAJIBHOE HACIIEOBAaHHUE. IMepeaaya JIEMEHTOB OT
ponutenedt Kk moromkaM. OJIHAKO, IS SJIEMEHTOB JTAHHOTO TMOPSIKA, ObLI BBISABICH DS
UCKJIIOUEHUNM XapaKTepU3YIOLIUXCsA Iepelayeil 3JIEMEHTOB «TOPU30HTAIBHO» MEXKIY
reHOMaMH PENPOAYKTHBHO M30MpoBaHHBIX BuaoB (Zupunski et al., 2001; Novikova et
al., 2007). Mexanu3M JaHHOTO SIBJICHUS 70 HACTOSIIEr0 MOMEHTA HE yCTaHOBIICH. Takum
oOpa3oMm, wu3ydeHHE pa3HooOpasuss W OCOOCHHOCTeW pacmpocTtpaneHus Non-LTR-

PETPOTPAHCIIO30HOB SABJISACTCA aKTyaHLHOﬁ 3aJ1a4eu.

1.3.1. Hopsiaox non-L TR-peTpoTpancno3oHbI
Non-LTR-perporpancniozonst win LINE snementsr (Long Interspersed Nuclear
Elements — mimHHBIE quCHeprUpoOBaHHbBIC sACpPHBIC deMeHThl) — MI'D, oTHOCsIMecs K

KJIIaCCy PpPCTPOTPAHCIIO30HOB HW HC COACpKAIIUC MOJIHMHHBIX KOHICBBIX IIOBTOPOB,
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XapaKTEepHBIX I ApYruX peTpoTpaHcno3oHoB. NON-LTR peTpoTpaHcno30Hbl MIMPOKO
pacmpocTpaHeHbl B TEHOMAax Ppa3lIMYHBIX JYKAPUOTHYECKUX OpPraHW3MOB, HO
npeoOiafaloT B TreHoMax KUBOTHbIX. KommitHOCTs UM pa3HooOpasue non-LTR
PETPOTPAHCIIO30HBl  3HAYUTENBHO BAPBUPYIOT B  Pa3IMYHBIX TPYNNax  KUBBIX
OpraHu3MoB. DneMeHThl cemeiicTBa L1 mpencTtaBieHbl OOJBLIIMM KOJIMYECTBOM KOIUMN
(~10°) B reHOMax MJICKONMTAIOLINX ¥ cocTasisior 20% renoma uenoseka (Wicker et al.,
2007). C npyroii ctopoHsl B reHoMe Mockuta Anopheles gambiae npencraBineno okoio
100 pazaumunbix cemeicTB NON-LTR peTpoTpaHCco3oHOB, cocTaBismonmx He 6onee 3%
reaoma (Biedler, Tu, 2003). B renomax pacteruii NON-LTR peTrpoTpaHCIio30HbI
BcTpeuaroTes pexe, yeM LTR perporpancno3onsl. bonpmuHcTBO M3yyeHHbIx NON-LTR-

PETPOTPAHCIIO30HOB B T€HOMAaX pacTeHUW oTHocATcs K cymnepcemeiictBam L1 m RTE

(Zupunski et al., 2001).

1.3.2. O6mas crpykrypa non-LTR perporpancno3oHos

CTpykTypHasi opraHu3alus TpeX MOJEIbHBIX JJIEMEHTOB IMopsaka Non-LTR
perpotpancno3onoB (R2 u3 reroma Bombyx mori, L1 u3 renoma yenoseka u | factor us
renoma Drosophila melanogaster) npencrasiena Ha pucynke 1.3.

Non-LTR perpoTpaHcno3oHbl HMMEHOT pasmep oT 3 1o & Thic. T1I.O.
[TonHOpa3mepHble KOMUU aBTOHOMHBIX NON-LTR  perpoTpaHCnO30HOB  cojaepKaT
CJIENIyIOIEe OCHOBHBIC CTPYKTYpPHBIE KOMIIOHEHTHI: 5’-HeTpaHciupyemas obnacts (5’
UTR), uentpanbHas wacth u 3’-HeTpaHciaupyemas obOnacte (3° UTR). 5°- u 3’-
HETpaHCIUpyeMble 00JIaCTH 3JIEMEHTOB SIBJISIIOTCS BapuadenbHbIMU ydacTkaMu (PucyHok
1.3).

5’-nerpancaupyemasi o6aactb. bonpmmHcTBO 5’ UTR comepxkar BHYTpeHHMIA
npomorop PHK mnonumepasst |l, ogHako BCTpeyaroTCsi 3JIE€MEHTHI, HE COJEpKalue
AH/IOT€HHbIE TPOMOTOpHI. Tak s1nemeHThl R2, 0OHapyKeHHBIE B JIOKycaXx pUOOCOMHBIX
IFE€HOB HACEKOMBIX, HE COJEpP’KaT COOCTBEHHBIX IPOMOTOPOB M TPAaHCKPUOUPYIOTCS
BmecTe ¢ renom 28S pPHK (George, Eickbush, 1999) (Pucynoxk 1.3).

IenTpajgbHasgs 4YacTb. B 3aBUCUMOCTHM OT CTPYKTYpbl LEHTPaJIbHOM 4YacTH
SIIEMEHTA BBIACIAIOT aBe rpymmbl NON-LTR perporpancnosonos: REL-endo snemenTs! u

APE-snementsi (Malik et al., 1999) (Pucynok 1.3).



18

R2 (Bombyx mori)

— ORF —

RT REL
L1 (Homo sapiens)
W e [ b
LZ BD APE RT REL

| factor (Drosophila melanogaster)

- — - e e

APE RT RNH

s - [IOC/IE40BATENLHOCTL MOBUIBHOIO rEHETUYECKOIO aNemMeHTa I- LMCTEUH-TUCTUOMHOBLIA MOTUB

- (PYHKUMOHANbHbIA AOMEH MODWUMBHOMO rEHETUYECKOrO 3nemMeHTa
—p= - TSD - target site duplication (gynnukauus caira - MuLLeHn).

Pucynoxk 1.3. CtpykrypHas opranusanus NOn-LTR perporpancno3onoB (cornacHo Han,
2010) Ha mpuMepe THUIMMYHBIX MPEACTaBUTENICH JaHHOTO mopsaka: R2 u3 remoma Bombyx mori,
L1 u3 renmoma uenoBeka u | factor u3 remoma Drosophila melanogaster. IlseTHbIME
IpSMOYTOJIbHUKAaMH BBIIENICHBI OTKphIThIe paMku cunthiBanus (ORF — open reading frame) non-
LTR perporpancrno3onoB. AOOpesuarypa: APE — apurinic/apyrimidin  endonuclease
(anmypHHOBas/anmMpUMHIHHOBas dHI0HYKIea3a); BD — C-terminal nucleic acid binding domain
(C — KoHIIEBOHM JIOMEH CBS3BIBAIOIIMI HYKJIeWHOBbIe Kuciotel); LZ — leucine zipper domain
(momen nefituHOBOTO 3Mmmepa («MomuuK»)), RT — reverse transcriptase domain (momeH
obparHoit Tpanckpunrassl); REL — REL-endo restriction enzyme-like endonuclease domain
(IOMEH pPEeCTpPUKIMOHHOW »HHAOHYKIEa3bl). (A), — mnonuageHwibHbIl XxBocT, (TAA), —
TPUHYKJICOTUIHBIN TOBTOp TAA.

REL-endo non-LTR perporpancno3onbl uin RE-type perpoTpaHcmo3oHsl
CoJZIepKaT OJIHY OTKPBITYI0 paMKy cunuthiBanusi (ORF2), kogupyromiyio n1Ba Gepmenrta —
obOpatHyro TpaHckpumnrtasy u oSHIoHykieasy REL-endo (restriction enzyme-like
endonuclease) (Malik et al., 1999). IIpumepom REL-endo non-LTR perporpancmno3ona
sBJsieTcst aneMeHT R2 u3 renoma Bombyx mori (Pucynok 1.3). OGpaTtHas TpaHCKpHITa3a
npencrasnsier coboit PHK-3aBucumyio JIHK momumepasy. RT sBnsercss kimo4yeBbIM
dbepMeHTOM OOpaTHOW TPAHCKPHIIIIMM W HWMEET OO0Iee MPOWCXOXKICHUE IS BCEX
perpotpancno3onoB. JuaoHykiea3a (EN) REL-endo perporpancno3oHoB Hambosee
Onmu3ka K OdHAOHYKIeaze pectpuknuum tuma 1S, comepxkameit otnmensHble JIHK-

pacmersromuii 1 JIHK-cBsa3piBarommii  qomensr (Yang et al., 1999). Hanuuue
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PECTPUKIIMOHHON SHIOHYKII€a3bl 00ECIIEUYMBAET CAMT-CIIEIUPUUCCKYI0 BCTPOMKY HOBBIX
xornmii maHHeIXx d1ementoB (Eickbush, 2002). OcHoBHBIMEH calTaMU-MHIICHSIMH IS
unrerparmu REL-endo non-LTR peTrpoTpaHCO30HOB SIBISIOTCSI MUKPOCATEILTUTHBIC U
CcyOTeTOMEpHBIE IOBTOPHI, @ TaKKe€ BBICOKOIIOBTOPEHHBIE TI'EHBbI, TaKWe KaK TI'EHBI

pubocomuoit PHK (Xiong, Eickbush, 1993; Burke et al., 1995; Eickbush, 2002).

Hentpanenas yacte APE non-LTR peTrpoTpaHcmo30HOB COAECPKUT JIBE
otkpeiThie pamku cuuthiBanus (ORF1 u ORF2) (Moran, Gilbert, 2002). ITpumepamu
APE non-LTR perpotpaHncmno3oHoB siBisitorcst aeMent L1 u3 renoma Homo sapiens u
amemeHnT | w3 renoma Drosophila melanogaster (Pucynox 1.3). IlepBas pamka
CUUTBIBAHUS, COOTBETCTBYIONIAsl TeHY gag, COAEpKUT MOTHUBHI, onpeneistomue PHK -
CBS3BIBAIONIYIO aKTHBHOCTH M IanepoHHyro aktuBHocTh (Dawson et al., 1997; Hohjoh,
Singer, 1997; Kolosha, Martin, 2003). Jlns muorux rpymn snemeHtoB B ORF1 Oblin
BBISIBJICHBI MOTHBBI THIIA «I[HHKOBBIC MajbIbD»y («ZN-finger»), obecneunBaronme PHK-

cBs3bIBaroNIyto aktuBHOCTh (Martin, Bushman, 2001).

Bropas otkpeiTas pamka cuntbiBanus (ORF2) komupyer, o kpaiiHeit mepe, 1Ba
bepmenTa: obpaTtHyro TpaHckpunrTaly u sHgonykieasy (Dlakic, 2000; Hofmann et al.,
2000). DHmoHykjea3a, Koaupyemas JaHHOW TPYIIOW PETPOTPAHCIIO30HOB, HambOoee
Onm3ka K  almypUHOBOW/aMMPUMHIUHOBOW  SHIOHYyKIease  (apurinic/apyrimidin
endonuclease - APE) 1 moMrMO 3HIOHYKJICa3HOH aKTHBHOCTH 00J1aJaeT CIIOCOOHOCTHIO
k penapanuu JJHK (Martin et al., 1995; Feng et al., 1996; Weichenrieder et al., 2004).
Kpome mnepeuncnenusix nomeHoB B ORF2 psima s1eMEHTOB 3aKOIUPOBAHBI JOMEHBI,
(GYHKIIMU KOTOPBIX K HACTOAIEMY MOMEHTY HE yCTaHOBJIEHBI. Hekoropbie cemeiicTBa
sneMeHTOB cojepkaT C-koHieBoit gomen pubonykieassl H (RNase H) (Eickbush,
Jamburuthugoda, 2008).

3’-HeTpaHcaupyemasi  o0jaacTh. 3’-HeTpaHciaupyemas obOmacte hon-LTR
PETPOTPAHCIIO30HOB BapbhHPYyeT MO JJIMHE W HYKICOTHUIAHOHN IMOcieqoBaTeabHOCTH. Kak
NPaBUJIO, JaHHAs 00J7aCTh CONEPKUT Crienn(PUUECKUe TTOCIEeI0BATEILHOCTH, Y3HaBaeMbIe
obpartnoii Tpanckpunraszoi (Kajikawa, Okada, 2002; Osanai et al., 2004; Anzai et al.,
2005). 3’-xonmeBas 4actb NON-LTR  peTpoTpaHCnO30B  MOXKET  COAEPKATh

MOCJICIOBATEILHOCTE OOraTyio moBTopamMu ajaeHo3uHa (monmuA (pPolyA)) wnm curHan
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nonuanenwmposanus (Blinov et al., 1997; Chambeyron et al., 2002; Kajikawa, Okada,
2002).

NunuBuayansHeie NON-LTR peTpoTpaHcno3oHbl MOTyT 001aiaTh CTPYKTYPHBIMU
0COOCHHOCTSAIMH, OTIMYHBIMH OT BbImeonucaHHbix. Tak, B ORF1l psama smemeHTOB
rpynmel APE non-LTR perpoTpaHCcmo30HOB 3aKOAMPOBAaH JOMEH ACTEpa3bl, KOTOPBIH,
MO-BUMMOMY, MOXKET Yy4acTBOBaTh B mpoiiecce perpoTpancnosunuu (Kapitonov, Jurka,
2003). Kpome Toro, GombIIMHCTBO Komuii NON-LTR peTpoTpaHCIIO30HOB COAEPIKATH
neneunu B odnactu 5°-UTR, Takum oO6pazom, imie yacts NON-LTR perporpancno3oHoB
SIBIITIOTCS TIOJTHOpa3MepHbIiMU M akTUBHBIMH (Szak et al., 2002). Hanpumep, u3 500000
konmii snmemeHTOoB L1 B TeHome denmoBeka Toimbko okono 7000  sBisroTcs

noJIHOpa3MepHbIMU, B 0k0s10 90 u3 Hux sBisoTcs aktuBHbIMU (Brouha et al., 2003).

1.3.3. ®ujioreHeTH4YecKne B3aNMOOTHOIIEHHs H Kiaaccuukamus non-LTR
PeTPOTPAHCIIO30HOB

EnuncTBEHHBIM o0umMM AJIIEMEHTOM CTPYKTYpBI BCEX non-LTR
pPETPOTPAHCIIO30HOB  SABISIETCS  JIOMEH  OOpaTHOW  TpaHCKpunTasbl.  Bpicokas
KOHCEPBATUBHOCTh CEMH KATAIMTUYECKHMX MOTHBOB OOpAaTHON TpPAHCKPHIITA3bI,
TIO3BOJIMJIA TIPOBECTH CPAaBHEHUS JAaHHBIX ITOCIEJOBATEIBHOCTEH MEXIY pa3iIHuHBIMU
non-LTR perporpancno3zonamu. B mnepBoHayanbHBIX HCCIEAOBAHUSAX C TMOMOIIBIO
(UIOTEeHETHYECKOTO aHaIN3a MOCIIEA0BATEILHOCTE 00paTHON TPAaHCKPHIITA3Hl B TPYIINE
non-LTR perporpancno3onoB Obu1 BeiAeneHo 11 rpymnm anementoB (Malik et al., 1999).
AKTUBHBIE HCCIIEIOBaHMUS pa3HooOpa3usi NON-LTR peTpoTpaHCrio3oHOB B TeHOMAax
Pa3IMYHBIX OPTaHU3MOB TTO3BOJIMIIA BHISSBUTH HOBBIC JIEMEHTHI M B HACTOSIIIEE BpEMs B
rpynne NoN-LTR peTpoTpaHCcno30HOB BBIAETSAIOT 5 KIacTepoB U 23 QuiioreHeTuyecKue
rpymmsl (Novikova, Blinov, 2009) (Pucynoxk 1.4).

[To pe3ynbraTtam (HUIOTEHETUIECKOTO aHATN3a ObLIN BBISBICHBI MPUHIUITHAIBHBIE
ATambel ABOMIOIKMU NON-LTR  peTpoTpaHClO30HOB: MpHOOpETeHHE JOMOTHUTEILHOMN
oTkpbiToii paMku cuuthiBanus (ORF1) u HOBBIX (yHKIMOHAIBHBIX qomeHOB (Malik et
al., 1999) (Pucynok 1.4). DBomroronHo Ooisee aApeBHue NON- LTR perporpaHCcmo3oHb
REL-endo (GENIE, CRE, R2, NeSL, HERO u R4) comepxar OfHy OTPBITYIO pPaMKy

(ORF2) cunThiBaHUSA W KOTUPYIOT JAOMEH OOpaTHOW TPAHCKPUIITA3bl U DHIOHYKJICA3BI
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perpukimun  (REL-endo). J[IpeBaue non-LTR peTpoTpaHCHO30HBI, MO-BHIANMOMY,
NPOHM30LLIH OT HMHTpOHOB Tpymmbl II Gakrepmii (Martinez-Abarca, Toro, 2000) wm
CUMOMOTHYECKUX OpTraHeill W Onarojgapss HAJIUYUI0 PECTPUKIMOHHOW SHIOHYKIIEa3bl

O6J'IaI[aJ'II/I BO3MOXKHOCTBIO Cl'IeI_II/I(bI/IIIHOFO BCTpanBaHUA B TCHOM.

Knapn Knactep
Gil [GENIE]| T[] | &t [[lrel]| ci (siardia tambiia) v
=]
CRE | || I Cre2 (Crithidia fasciculata) —Il §
c 0
NeSL -I_IIEI NeSL-1 (Caenorhabditis elegans) o~ g 5
(14 I
R2 | | | Rt | |{re| R2Bm (Bombyx mori) '§ 8
=
@ 0
|— HERO | | rrt [|Ired| HeroFr (Takitugu rubripes) |.|_||J E
— X o
R4 | | rr | R4 (Ascaris lumbricoides) ]
Dualen I I APEI I RT "RNHI Dualen (Chlamydomonas reinhardtiii) o

I— L1 - I APE I I RT I I |L1 (Homo sapiens) ]

J — Loner - {ape| | RT | |RNH]| || Ag-Loners (anopheies gambiae)
= _[ I - [ape] T rt [TrNu[ ] (orosopniia meranogasten
ingi -_IAPEI—I RT | |RNH| u Il | ngi (Typanosoma brucei)
LOA - |ape] | RrT | |RNH| | | LOA (Drosophila siivestris)| =
R1 - |are| | Rt | ||Rr1(0rosophita melanogaster)

Tad -_IAPEI_I RT I IRNHI "Tad1-1 (Neurospora crassa)

-
-l
REP - I I APE I I RT I I IREP2-2 (Tetrahymena thermophila)
L
— RTE Im-l RTE1 (Caenorhabditis elegans) E 5
— CR1 -_| APE| | Rt | | |criPs (Pratemys spixi) 3
(%)
— Rex1 ” APE I I RT I I IRex1 (Xiphophorus maculatus) g
= -
— L2 - I APE I I RT I I IMaui (Takifugu rubripes) 2 §
Q
[=]
— Jockey Im-. Jockey (Drosophila melanogaster) _O’ E-
Q
Q
— Outcast - I [APE[ I RT I IAg-Outc.ast-6 (Anopheles gambiae) o
A 5
|
c
[}
c
1]
o
<

I:I- ORF REL-endo non-LTR peTtpoTtpaHcno3osa - - ORF1 APE non-LTR peTpoTpaHcnosoHa

D— ORF2 APE non-LTR peTpotpaHcnosoHa - foMeH 0bpaTHON TpaHCKpUNTa3bl

- AOMEH ®HOOHYKNeasbl - anypuHoBaa/anMpMMUAMHOBAA 3HAOHYKNeasa - AOMEH 3HAOHYKNEeasbl
I - LMCTEVH - TMCTUAMHOBIA MOTUB

Pucynox 1.4. OunoreHerndyeckoe APEeBO M CTPYKTypHas OpraHM3alUsl TUITHYHBIX
npe/ICTaBUTENeH pa3nuuHbIx Kinag NoN-LTR perpotpancmno3onos (coriacHo Malik et al., 1999 u
Novikova, Blinov, 2009). B neBo#i yactu pucyHka m3oOpaxeHa ¢uiorenus kiag non-LTR
peTpoTpaHcrio30HOB. B mpaBoif wactTM pucyHKa HM300paxkeHbl CTPYKTypbl Non-LTR
peTpoTpancnio3oHoB cooTBeTcTBYyrOmuUX kinan. ORF1 u ORF2 snemenToB kiax Outcast u REP
U300pakeHbl CO CMEIIEHUEM IOCKOJIBKY HAaXOJSTCsA B pas3HbIX pamkax. CTpenkaMu yKa3aHo
npenoiiaraeMoe BpeMs TOSIBICHHS JIONOJHUTENbHBIX JOMEHOB B CTpykType non-LTR
perporpancno3oHoB. AOOpeBuarypa: APE — apurinic/apyrimidin endonuclease (momen
amypuHOBOW/anMprUMUAMHOBOM 3HI0HYKIeassl); ORF — open reading frame (oTkpsitas pamka
cunthiBanus); REL — REL-endo restriction enzyme-like endonuclease domain (momen
pecTpUKIIMOHHON 3Ha0HYyKIea3sl); RNH — momen pubonykieasst H; RT — reverse transcriptase
domain (momeH 0OpaTHO# TPAHCKPHUIITA3HI).
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B npanbueitmiem REL sHponykneaza Oblna 3ameHeHa Ha APE sHuonykieasy,
NpUOOPETEeHHYI0 M3 T'eHoMa Xo3siMHa. J[aHHas 3aMeHa MpOoM30Iia Ha paHHEW CcTaauu
spomronmn  non-LTR  perporpancno3oHoB, Ha  ypOBHE  NPEAIIECTBEHHUKOB
cymepcemeiictea L1 (Pucynox 1.4). VYrTparuB »sHIOHYKIcasHbli gomen REL,
PETPOTPAHCIIO30HBI YTPATWIIA CIIOCOOHOCTh K CalT-crienu(Pru4eckoil BCTPONKEe B T€HOM.
OnnoBpemenHo ¢ mpuodbperennem APE nomena Oblna mpuoOpeTeHa BTOpas OTKPBITAs
pamka cunteiBanusa (ORF1), xoTopas coxpanmmach y smeMeHTOB Bcex kiactepoB APE
non-LTR perporpancmnosonos, kpome RTE (Malik, Eickbush, 1998) (Pucynoxk 1.4).

ORF1 mo3Bomuna non-LTR perpoTrpaHcmozoHaM NMPHOOPECTH TOMOJHHUTEIbHBIC
GyHKIMKM U sBIeTCS 00s3aTenbHON A perporpancno3uuun APE-anementoB. JlomeH
PHKa3er H, mpencraBieHusil y anemMenToB duimorenerndeckux rpymnm Loner, Outcast,
Tad, ingi, LOA, R1 u |, Obu1 3aMMCTBOBaH U3 T€HOMA XO3sSMHA Yepe3 HEKOTOPOE BPEMsI
nocie npuobperenus: sHnonykieazsl APE (Malik et al., 1999). B rpynmax R1 u Tad
IIPUCYTCTBYIOT KakK 3J€MEHTHI, conepxkamue noMeH PHKaser H, Tak u snemeHTsI, He

coJiepKaIye JTaHHOTO IOMEHa.

1.3.4. Pa3noo6pa3ue u pacnpocrpanenue Non-LTR perporpancno3onos

Jpesaue REL-endo non-LTR perporpancmo3onbl. K sBomonnonHo Oojee
npeBHUM NON-LTR peTpoTpancno3zoHaM OTHOCSTCS JIEMEHTHI EeCTU (PHIIOTEHETUYECKUX
rpynmn: GENIE, CRE, R2, NeSL, HERO u R4 (Malik et al., 1999; Eickbush, Malik,
2002; Novikova, Blinov, 2009) (Pucynok 1.5).

Onementsl ¢pmirorenernueckux rpymn Gil [GENIE] u CRE oOnapyxeHsl B
reHomax mnpejacraButeneid mapcra [Ipocreiimme (Protozoa). ®unoreHeTuveckas rpyrma
Gil [GENIE] cuuraercs oaHoii w3 Hauboyiee apeBHMx rpymn  Non-LTR
pPETPOTPAHCIIO30HOB, MPEACTABUTEIN JAaHHOW (PUIOTEHEeTHMYECKOW Tpynmbl  ObLIH
BBISIBJICHBI HCKIIOYHUTEIILHO B TeHOME MpHMHUTHBHOro mpocteimero Giardia lamblia
(Arkhipova, Morrison, 2001) (Pucynoxk 1.5).

[IpencraBurenu ¢unorenernueckoid rpynnsl CRE BbisiBIeHBI B TreHOMax
napa3suTUYCCKUX MPOCTEHINNX, Takux Kak Trypanosoma brucei, Trypanosoma cruzi,
Crithidia fasciculata u Leptomonas seymouri u rpu6a Cryptococcus neoformans (otaen
Basidiomycota) (Bellofatto et al., 1988; Aksoy et al., 1990; Villanueva et al., 1991;
Goodwin, Poulter, 2001) (Pucynox 1.5).
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Gil [G EN I E] Protozoa

C R E Protozoa

brucei

Osteichthyes,

NeSL Ascidiacea,

Nematoda

— R2 Ascidiacea,
Arthropoda

H ERO Actinopterygii

REL-endo non - LTR
pPEeTPOTPAHCNO30HbI

R4 Amoeba, Insecta,
Nematoda,Osteichthyes

Chlamydomonas

Dualen reinhardtii

reinhardtii histolytica nigroviridis

APE non - LTR peTpoTpaHCno30HbI

Pucynox 1.5. ®dusorenernyeckoe apeBo u pacrnpocrpanenune REL-endo non-LTR
peTPOTpaHCIIO30HOB. B neBoii wactu pucyHka m3obpaxena ¢uiorenus kiaax REL-endo non-
LTR perpoTrpancno3onoB. B mpaBoii yacTu pHCYHKAa NPUBEICHBI TIPYMHIbl OpPraHU3MOB, B
reHoMax KOTopsiX pacnpoctpanenbl REL-endo non-LTR perpoTpaHCcio30HOB.

[IpencraBurenu rpynmnbsl NeSL BbisiBIIeHbI B reHOMax 0eClO3BOHOYHBIX (HEMATOJ,
Nematoda), xopmoBbix (acuuamii, kimacc Ascidiacea) u KocTHbIX pbiO (Kiacc
Osteichthyes) (Eickbush, Malik, 2002) (Pucynoxk 1.5).

BriepBrie anemenTsl kiana R2 Obutn o0Hapyxenbsl y Drosophila, 3atem onu Obuin
BBISIBJICHBI B reHomax acuuauii Ciona intestinalis m MHOrMX YWiIeHHMCTOHOTHX (THII
Arthropoda) (Eickbush et al., 1997; Permanyer et al., 2003). DnemenTsl knana HERO
IIMPOKO TMPEJCTaBJICHbI B TeHOMax pbIO (Haakmacc Pisces, kmacc Actinopterygii) u, mo-
BUIMMOMY, ABJISIIOTCS OJHMM U3 cemeiicTs kinaga R2 (Kojima, Fujiwara, 2005).

OnemenTsl Kiaga R4 onMcanbl i IIUPOKOTO Kpyra 3yKapHOTUYECKUX
oprann3moB: ame0 (Sharma et al., 2001), nacekomsix (kmacc Insecta) (Xiong, Eickbush,
1993; Kojima, Fujiwara, 2004); nemarox (Burke et al., 1995), xoctubix psio (Volff et al.,
2001) (Pucynok 1.5).

MoJoasie APE non-LTR perporpancnosonsl. K APE perporpancnozonam
OTHOCATCSI YEeThIpe KJIacTepa M IIeCTHAIaTh ¢umoreHernueckux rpymm (Malik et al.,
1999; Eickbush, Malik, 2002; Zingler et al., 2005, Novikova, Blinov, 2009) (Pucynox
1.6).
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REL - endo non - LTR peTpoTpaHCNO30HbI
Dualen
L 1 Plantae, Ascidiacea, '
- Insecta,Fungi, Mammalia Drosophila
-
REP Tetrahymena Tetrahymena -
thermophila
- — RTE Insecta, Nematoda, Caenorhabditis E
Vertebrata elegans o 3
_ | C R1 Insecta, Invertebrata, Maculinea (I)
Aves, Reptilia teleius ™
o
H Fugu
— Rex1 Pisces rubripes (&)
X
Macropus ©
— L2 Insecta, Vertebrata . il > o
gilis QO
i~
,. 0 8_
| Arthropod Mesobuthus (o}
JOCKey ropoca ¢ gibbosus = 5
(o}
— Outcast o
Anophgles | Anopheles -
] gambiae gambiae |
— Loner I
o
| Insecta, Mollusca s,’:gggalaria c
(11
= = Trypanosoma brucei, Trypanosoma o
ngi T. cruzi v Leishmania major oruzi <
Ciona
LOA intestinalis -
Ascidiacea, Invertebrata Bombyx
R1 mori
Tad Basidiomycota e

Pucynox 1.6. ®unorenermueckoe apeBo u pacrpoctpanenne APE non-LTR
peTpoTpaHcio30HOB. B neBoit wactu pucyHka mzoOpaxena ¢umiorenus kiaax APE non-LTR
PETPOTPAHCIIO30HOB. B mpaBoif yacTW pHCyHKa TPUBEACHBI TPYIIBI OPTaHU3MOB, B T€HOMax
KoTOpbIX pacnpoctpanensl APE non-LTR peTpoTpaHCO30HOB.

L1 xaacrep. Knactep L1 cumraerca naubonee apesuum cpeau APE non-LTR
PETPOTPAHCIIO30HOB U HIMPOKO PACIPOCTPAHEH B PA3TUYHBIX IPYMIAX dYKAPUOTUIECKHIX
opranm3moB. Hecmorps Ha Hammuume APE sHuoHykieaspl, psa 371€MEHTOB JaHHOTO

KJacTepa COXpPaHWJI CIIOCOOHOCTh K CHEHU(UYECKON HMHTErpaluyd B TE€HOM XO3SHMHA.
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OnemeHThl cemeiicTBa Tall naHHOro Kiactepa sIBISIOTCS OCHOBHBIMM IIPEICTABUTEISIMU
non-LTR perpoTpaHCio30HOB BhIsBIEHHBIMU B TeHomax pactenuii (Malik et al., 1999).
Kpome Toro, smementsl L1 mpejacraBieHbl B reHomax Hacekombix (Berezikov et al.,
2000), rpuboB (Goodwin et al., 2001), acuuauii (Permanyer et al., 2003), npumatos,
YenoBeka M Apyrux miekonutaronmx (Babushok, Kazazian, 2007) (Pucynok 1.6). Ilpu
U3yYCHUH CBOOOJHOXUBYIIMX JyKapUOTHUCCKUX MHKpPOOpraHu3MoB Tetrahymena
thermophila Obur BbIsIBIeHAa HOBas ¢uioreHernyeckas rpynma REP wmacrepa L1
(Fillingham et al., 2004). B macrosiinee Bpemsi CTaTyC JAHHOW TPYIIIBI YTOYHSCTCS

(Pucynok 1.6).

RTE kuaacrep. Knactep RTE o00pa3oBaH eaMHCTBEHHOM (UIOr€HETUYECKON
TPYIIIOHN, AIIEMEHTHI KOTOPOH CONEpKaT OJHY PaMKy CUHUTHIBAHHS U XapaKTEPH3YIOTCS
3HaYUTEeNbHBIMU aenerusaMu B 5’ obiactu (Malik, Eickbush, 1998; Zingler et al., 2005)
(Pucynok 1.4). RTE snemMeHTbI NPUCYTCTBYIOT B TEHOMaX HACEKOMBIX, OECIIO3BOHOYHBIX
(memaron) u no3BoHouHsIx (Malik, Eickbush, 1998; Zupunski et al., 2001; Zingler et al.,
2005) (PucyHnok 1.6).

Jockey kumacrep. Jockey kmactep CONEPKUT  JJIEMEHTHI  CIICAYIOIINX
dbunorenernueckux rpymm: Jockey, CR1, Rexl1, L2, Loner u Outcast. DnemMeHThI Ki1aja
Jockey ObuM 0OHapy KeHBI MCKIIOYMTEIBLHO B TeHOMax uieHuctonorux (Zingler et al.,
2005). CR1 sieMeHTHI BBISBJICHBI B TEHOMaxX HACEKOMBIX, OCCIIO3BOHOYHBIX, MTHI[ U
pentuauii (Burch et al., 1993; Marin et al., 1998; Zingler et al., 2005; Shedlock, 2006).
Rex1 sBisiercs rpynmoi Non-LTR perpotpancno3onos, cnenuduanoit s peio (Volff et
al., 2000). L2 smeMeHTBI XapaKTepHBI IS Pa3IMYHBIX TPYII HACEKOMBIX M IIO3BOHOYHBIX
(Lovsin et al., 2001). Dnementsl ¢Quiorenetnyeckux rtpynn Loner wu Outcast
OoOHapy»XEeHbl HCKIIOUUTENBHO y mpexacraBureneii Anopheles gambiae (Biedler, Tu,
2003).

| kaacrep. B xmactepe | BBIAEHAIOT HATh KPYMHBIX (DUIOT€HETHUYECKHX TPYIIIL:
Tadl, R1, LOA, | u ingi. DnemenTsl kiaga Tad omucaHbl TOJIBKO B IeHOMax IpuOOB
(Malik et al., 1999). Dmementsi kmax R1, LOA, | wusHayaabHO CUYHUTAIKCH
cnenupUUEeCKUMU  TPYIIIaMUd  PETPOTPAHCIIO30HOB  OECIIO3BOHOYHBIX,  OJHAKO
BITOCJIEICTBUU ObUIM BhIABICHBI B reHome acumauu C. intestinalis (Malik et al., 1999;

Permanyer et al., 2003). | a71eMeHTBI IPEACTABICHBI B TEHOMAX Pa3IMYHBIX HACEKOMBIX U
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B reHoMe Mmouttocka Biomphalaria glabrata (Mollusca). [IpencraBurenu rpynmsr ingi
BBIAIBJICHBI HCKIIOYHUTCIBHO B I'CHOMAX IIAPASUTHYCCKUX HpOCTeﬁHIHX Trypanosoma
brucei, Trypanosoma cruzi u Leishmania major (Aksoy et al., 1990; Villanueva et al.,
1991; Bringaud et al., 2006). DaemeHTsl iNQi COCTABISAIOT 3HAYUTENBHYIO (PAKIIHIO

T€HOMOB JIAHHBIX OPTaHu3MoB (10 6%).

Deceiver m Inkcap. /lsa noBeix kiama Deceiver u Inkcap APE non-LTR
pPETPOTPAHCIIO30HOB OBLIM BBISIBICHBI B TIeHOMax rpuOoB rTpymnmbl Basidiomycota
(Novikova et al., 2009). /lanHble rpymibl OTCYTCTBYIOT Ha pPHCYHKE 1.6, Tak Kak UX

TaKCOHOMHMYECKHUH CTATyC K HACTOSAIIEMY MOMEHTY HE YCTaHOBJICH.

I'pynna Dualen. B renome 3enenoii Bomopociu Chlamydomonas reinhardtii
ObUTH BBIABJICHBI YHHKalbHBIC 3jeMeHTH rpymmbl Dualen (Kojima, Fujiwara, 2005)
(Pucynok 1.5). /lanHbBIe 351eMEHTBI cofiepkaT B cBoel cTpykType ogny ORF, B koTopoit
3aKOJIMPOBAaHBI TOMEHBI 00paTHOU TpaHckpumntassl, REL-endo u APE snnonykieas u
PHKa3st H (Pucynox 1.4). Takum oOpasom, rpynma Dualen mnpencraBiser coOoit
npoMexXyTouHyro (mepexomuyi) ¢opmy w™exay REL-endo u APE  non-LTR
perporpancno3zoHamu. Kpome toro, mannume nomeHa PHKaszer H cBumerenbcTByeT o
TOM, 4TO JIAHHBIM JOMEH ObLT mprobpereH NON-LTR perporpancnozoHamu paHblie, 4eM
obpazosaincs kinactep | (Malik et al., 1999; Kojima, Fujiwara, 2005). AnbTepHaTHBHBIM
00BsICHEHHEM JAHHOTO (DaKTa SBISETCS BO3MOXXHOCTh HEOJHOKPATHOTO MPUOOpPETEHUS

nomena PHKa3w1 H B aBostoriun Non-LTR peTpoTpaHCIo30HOB.

1.3.5. Ilepememienue NON-LTR perpoTpanHcno3oHoB (peTPOTPAHCIIO3UIIUS)

[Tonuplii 1wk perporpancno3uiu NON-LTR  peTpoTpaHcno3oHOB BKIOYAET
CIIEIYIOUINE CTaJUH: TPAHCKPUIILHUS, TPAHCIALUSA, cOOpka pPHOOHYKICONPOTEUIHBIX
KOMITJIEKCOB, TPAHCIIOPT B PO KIETKU-XO039MHA, 00paTHAsi TPAHCKPUIILUS, UHTETpaIus
B T'€HOM.

Ikcnpeccusi NON-LTR perporpancno3oHoB. [ TpaHCKPUNIIIMK U TPAHCIISIIUU
non-LTR petpoTpaHcno30Hbl UCMONB3YIOT (DEPMEHTATUBHBIN amnmapar KIeTKU-XO3SHHA.
Tpanckpunius non-LTR perporpancno3onoB ocymectsiusercss PHK-noaumepasoii |l
win PHK-nonumepazoit | ¢ BHyTpeHHEro mnpoMoTopa, WM MPOMOTOPAa COCETHErO

xo3siiickoro reHa (Han, 2010). [Ins TpaHCKpUNTOB, MONy4YeHHBIX C momoinsio PHK-
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nonumepassl |, waummanus tpancisuuun ORF1, mo BuaMMOMY, OCYIIECTBISETCS TIO
CTaHJAPTHOMY «CKaHHUPYIOUIEMY» MeXaHu3My uHunuanuu. llogTBepxkaeHus A
TAHHOTO TIPEITOJIOKEHUS OBLUTH TOJYYEHBI B SKCIIEPUMEHTAX 110 U3YYCHHIO SKCIIPECCUN
L1 omementa (Han, Boeke, 2004). Wuunmanus TpaHCISIUH  3JIEMEHTOB,
TpaHckpuOupyeMbix ¢ mnomoinbto PHK momumepasbr |, Takux kak R1/R2, moxer
OCYIIECTBIAThCA 3a cueT mocienosarenbuocTei IRES (Internal Ribosomal Entry Site -
y4acTOK BHyTpeHHeW nmocaaku pubocomsl) (George, Eickbush, 1999).

B cnyuae snmeMeHTOB cojiepkalux J1Be pamMKd cUMThIBaHUA, TpaHcisiuus ORF2
MOJKET OCYIIECTBIATHCS MYyTEM PpEUWHUIMAIMKM CUHTEe3a OelKa WIM CHIBHra paMKu
cunThbiBaHus. [lepBbIii MEXaHHM3M MPEAIONIaracT HE3aBUCHUMYIO TPAHCISAIUI0 OEIKOB
ORFlp u ORF2p, BrOpOii HampoTUB, o0OOECIEUMBACT CHHTE3 OOBCIMHECHHOTO

noymnporenHa ORF1p - ORF2p.

Coopka pHOOHYKJICONMPOTEHAHBIX KOMILIEKCOB. benkn u TpanckpunTel NON-
LTR perpoTpaHCmo30HOB coOHparoTcsi B  PHOOHYKICONPOTCHIHBIC KOMIUICKCHI
(ribonucleoprotein particles-RNPs), nokann3oBaHHBIE TPEUMYIIECTBEHHO B IIUTOILIA3ME
KJIETKUA-X035iMHa. B HCKIIOUMTENBHBIX CIIy4asX JaHHbIe KOMIUJIEKCHI MOTYT OBITh
nokanu3zoBanbl B sjape: RNPS osmementa L1 KJIETOYHBIX JIMHHM XPOHUYECKOTO
MuenougHoro Jsenko3a Kpeic, RNPS snemeHTOB wuHTErpupyroumxcs B 00JacTh

TenoMepHbIX oBTopoB (Matsumoto et al., 2004; Kirilyuk et al., 2008).

TpancnopT pudOHYKJI€0ONPOTEHAHBIX KOMILIEKCOB. [locnenyromuii Tpancnopt
RNPS koMIuiekcoB B siApo, O-BUAUMOMY, OTIOCPEIOBAH IUTOCKEIETOM KIETKU-XO3IUHA.
B uccnenoBanusax tpancrnopra RNPsS snementa L1 Obuto mokazaHo B3auMojielCTBHE
ORF1p B cocraBe RNPs ¢ dumamentamu nurtockenera kiaetku (Kirilyuk et al., 2008).
[Marrepn mepenoca B simpo RNPs | snementa y Drosophila coBmagaer ¢ tpancnoprom
RNPs 6enka bicoid (Seleme et al., 1999). Britreniepeunciiennbie GpakThl TOATBEPIKAAIOT
Bo3MOHOCTh TpaHcnopta RNPS non-LTR perporpaHcnio30HOB M3 LUTOIIa3MbI B PO

3a CUYCT 2JICMCHTOB LIUTOCKCJICTA KIICTKHN-X03sHMHA.

OOpaTrHass  Tpanckpunuus. COIVIacCHO COBPEMEHHBIM  TPEACTABICHUSM,
oOpaTtHast TpaHckpunuus NON-LTR perpoTpaHCHO30HOB MPOUCXOIUT IO MEXaHU3MY
TPRT - target-primed reverse transcription (Han, 2010). TPRT wmozaens o0paTHOM

TPaHCKPHUITIHUHN OnL1a OKCIICPUMCHTAJIbHO IMOATBCPIKACHA JIA R2 »snementa TYyTOBOI'O
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menkonpsga Bombyx mori  (Christensen, Eickbush, 2005). In vivo u in vitro
HCCTIE0OBaHUs TIOKA3aJld, YTO MEXaHHU3M OOpaTHOM TpaHCKpumiuu Apyrux Nnon-LTR

perpoTpancmo3onoB cornacyercs ¢ TPRT moxensio (Chambeyron et al., 2002; Cost et
al., 2002).

Mogaeabr TPRT peaknuu non-LTR perporpancno3onoB. Mexanu3Mm oO0paTHOU
TpaHCKpunImu jaetaibHo u3ydeH st R2 REL-endo non-LTR perporpancmosona. B
€AMHCTBEHHONW paMKE CUWTHIBAHUS [IaHHOTO DJIEMEHTAa 3aKOJUPOBAH IOJHUIIPOTEUH,
coaepxanuit N-konneBoit JIHK cBsi3piBaromuii 1oMeH, EHTPaIbHbIN JOMEH 00paTHOM
TpaHckpunTazsl W C-KOHIICBOW  SHAOHYKJIEa3Hbli  nmomeH  (Pucynok — 1.7).
[Ipeanomaraercs, yto C-KOHLEBOM NOMEH conepkuT otnaensHble JIHK-cBsa3bBaromuin n

SHIOHYKJICa3HbIN TTOIMOTYIIH.

[Tonubrit kommieke GpepMeHTOB R2 (yHKIIMOHHMPYET B BHJIE AUMEpPA U UMEET JIBE
KOH(GOpMAallUM, BBHIMOTHSIONIME pa3uyHble Katanutuueckue GyHkuuu. Komruieke
dbepmenToB R2 B koHpopMaIuu mepBoro Tuma (mepBas CyObeAWMHHUIA) CBS3BIBACTCS C
PHK tpanckpuntom R2, a xomiuiekc ¢epMeHToB R2 B KOH(MOpMaIMU BTOPOTO THIIA
(BTOpasi cyObeauHUIIA) B3aMMOJEHCTBYET C MEpPBOM CyObeIMHHIIEH B 00JacTH caiTa

mumenn JJHK (Pucynok 1.7).

TPRT peaknuus cocrout u3 4 stanos (Christensen, Eickbush, 2005):

(1) IepBas cyowenununa cesassiBaercs ¢ PHK tpanckpuntom u renomuoit JJHK
BBIILIE caliTa MHWIIEHH, U paspe3aer oxaHy u3 nener JHK caira wmumenn.
O6pa3zoBapmmiics cBoboanwiii 3°-OH konen reHomuoi JIHK ucnonb3yeTcs B kauecTBe
3aTpaBKH JJIs1 0OpaTHOW TpaHCKpUMIUHU. BTopas cyObennHuIa cBA3bIBaeTCsl C TEHOMHOU
JIHK Hue caliTa MUILIEHH.

(2) KonppomanumoHHble HU3MEHEHUS TMEPBOM  CYObEIUHUIBI  IO3BOJISET
NO3ULMOHUPOBATh JIOMEH OOpAaTHOM TPAHCKPUIITAa3bl HANPOTHUB OJHOLIETIOYEUHOTO
paspe3a renomuoit JIHK. OOparnas tpanckpunrtaza, wucnons3ys JIHK 3arpaBky,
cunresupyet IHK ¢parment (Munyc nens) mo PHK matpure.

(3) Bropas cy0benuHuIa MPOU3BOIUT pa3pe3 BTopoi 1enu reHomuoi JTHK.

(4) Tocnegnwii ran BkitoYaeT B ceOs cuHTe3 BTopoit memm JIHK mo matpuie

PHK. K nacrosimeMy MOMEHTY HE YCTaHOBJIEHO, Kakue (PEpMEHTHI OCYIIECTBISIOT
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cuare3 Bropoit nenu JIHK: ¢epmeHTs pemapanuu KISTKH WM OAWH U3 (DepMEHTOB

anemenTa R2 (PucyHok 1.7).

yTam 1 q MepE LI paspHIE
yTam 2 g odpaTHAR
TP AHCKPHITITHA

P s \(-\ l )
3TAIl 3 r{LL‘j} BTOPOI pAspBIE
N, g

CHHTe3? BTOpoH

werm THE,

PEIapAIEA

yTaI 4

N-xomen RT C-KoHer1
N
YHIOHYEIe A3HBIA JoMeH
JHE- ce A3 BIE AL ToMeH JHE-ceA3 BB AKIIOT J0MeH
OepBafA cyObeqIHIIA BETopadA cyOh e HIIIA

Pucynox 1.7. Mogens TPRT peakmmu REL-endo non-LTR perpoTtpaHcno30HOB
(cormacno Christensen, Eickbush, 2005). B nmanHO#l peakuumy NPUHUMAIOT YYacTHE JIBE
CcyObenuHHIle OEIKOBOTO KOMILJICKCa, SIPKAM IIBETOM BBIJCICHA CyObEIAMHHIIA AKTHBHAs Ha
ompeneneHHoM dTarne. CTpyKTypa OTKPBITOH PaMKH CUMTHIBAHMS U KOMIUIEKca GepMeHToB R2
JJIeMEHTA MPEACTaBIeHa BHI3Y PHCYHKA.

DepMEeHTaTUBHBIN KOMIUIEKC 3JeMeHTa caMocTosTenbHo yaansier PHK matpuny,
nociue 3aBepureHus cuHTe3a JJHK ogHonenoyeunbsie pa3pbiBbl CHIMBAKOTCS, TEM CaMBIM,
3aBepiiras BcTpoiiky snementa (Christensen, Eickbush, 2005). [ns cimBKu pa3pbhiBOB,

MMO-BUAUMOMY, HCIIOJIB3YIOTCA Q)epMeHTBI KIICTKH-X035MHa4, TaK KaK HH OJHWH H3
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dbepmentoB NON-LTR perporpancnio3oHOB He 00NagaeT urazHoi akTuBHOCTHIO (Moran,
Gilbert, 2002).

OcHoBHble dTanbl Moaenu [PRT peaknum omwmcanmHod mms R2 snementa
BeImonHsAOTCS B ciydae APE non-LTR perporpancnosonos (Christensen, Eickbush,
2005). APE sHionykiea3a, 3aKOIMpPOBaHHAsI B CTPYKTYpPE AJIEMEHTOB JTaHHOW TPYIIIIHI,
o0ajaeT aKTUBHOCTSAMH OJM3KUMHU K aKTHBHOCTSM 3HIOHYKIeassl REL-endo non-LTR
perporpancrno3onos (Malik et al., 1999). K HacrosiimeMmy MOMEHTY HE yCTaHOBJICHA POJIb
nponykra ORF1 B TPRT peakumu. UccnenoBanus snementa L1 mokazamu, 4ro 6emok
ORFL1 sBasercss 00s3aTebHBIM IS () (PEKTUBHOW TPAHCIIO3UITMU JAHHOTO AJIEMEHTA H,
obnanast Beicokoi PHK-cBsi3pIBaroliell akTHBHOCTBIO, BBIMOJNHSET (DYHKLHMIO HIANIEpOHA

(Martin, Bushman, 2001).

1.4. Knacce |l — JHK Tpancno3onsl

JHK Ttpancnozonsr (kmace Il) — MI'D, we ucnons3yromme PHK mocpenauk B
npoliecce nepemenieHus (Tpancnosunun). B 3aBucumoctu ot xonuuectsa neneit JJHK,
pazpeszaeMbix B mpouecce Tpancnosunnu JIHK, TpaHCcro3oHbl moapa3aenstoTcss Ha JiBa
nozaknacca (Wicker et al., 2007) (Pucynoxk 1.2). TpaHcro3uius 3J1€MEHTOB MOJKIacca 2
IPOUCXOIUT IO MEXAHNU3MY CXOKEMY C MEXAaHU3MOM «KOIHMPOBAHMS - BCTPOUKN» («COPY
and paste»), BKIIOYAIOMIEMY PEIUTMKAIMIO 0e3 BHECCHHUsS ABYICTIOUCYHBIX Pa3pPhIBOB B
JJOHOPHOM U aKLIENITOPHOM caiTax.

B moaxnacce 1 BwimensitoT aBa mopsaka, IR u Crypton, xapakrepusyromiuecs
NPUHIHMITHATEHBIME Pa3Iu4usiMu B cTpykrype MI'D (Pucynok 1.2). DnemMeHTHI mopsiaka
TIR conepkaT KOHIIEBbIE HHBEPTUPOBAHHBIE MMOBTOPHI M KOJUPYIOT OCJIOK TPAaHCII03a3y,
B TO BpeMs Kak ayeMeHThl nopsiaka Crypton ne cogepxat TIRS u komupyror Genmox
THUPO3MHOBYIO pekoMmOuHazy. OnemenTsl rpymm Helitron u Maverick ortHocsTes K

noakiaccy 2 (Wicker et al., 2007) (Pucynoxk 1.2).

Cpenun mpencraButeneit knacca JIHK TpancmozoHoB snemenThl mopsnaka TIR
HauOoJee aKTUBHO M3ydaroTcs uccienoBatemsimu MI'D. MHTepec k naHHON rpymnmne
DIIEMEHTOB CBSI3aH C BBICOKOH CIIOCOOHOCTBHIO K ropu3oHTaibHOMY mepenocy (I'TI).
Oxomno 40% ommcannbix cirydaeB ['TI Opwto BeisiBneHo B rpynme TIR JIHK tpancmozonos
(Wallau et al., 2012). J1omogHUTEIbHBIM CTUMYJIOM K AKTHUBHOMY HM3YYCHHIO SBIISCTCS

HUCIIOJIb30BAHUC JJICMCHTOB JAaHHOI'O IIOPAAKa B obnactu MOHGKYHHPHOﬁ 6I/IOJ'IOFI/II/I,
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reaHoit umkenepun u menuimHe (Ohlfest et al., 2004; Bowers et al., 2006; Ott et al.,
2006; Aronovich et al., 2007; Izsvak et al., 2009; Peng et al., 2009; Kalendar et al., 2011;
Di Matteo et al., 2012).

1.4.1. Mopsinok TIR. O6mas crpykrypa TIR JJHK Tpancno3onos
TIR JHK TpaHCmo30HBI XapaKTepU3YIOTCS OTHOCHTEIBHO MPOCTON CTPYKTYpHOU
opranm3anueii. OCHOBHBIMH CTPYKTYPHBIMH KOMIIOHCHTAMH JIAHHBIX JJICMECHTOB
SBIISIIOTCSL TE€H OelKa TpaHCIo3a3bl W KOHIIEBBIE HMHBEPTUPOBAHHBIC TIOBTOPHI,

¢nankupyromue Teao nementon (Pucynok 1.8).

GRPR

Tc1
> o M = | [ —

NLS

GRPR

Mariner

= o
Pogo/Fot
o I N = T e B S
)— —( -TIRs | | - Teno TIR OHK TpaHcnosoHa _ - paired-like pomeH

[ -HTHwmotus : - homeo-like nomer [ - katanuTuyeckuii fOMeH

- -NLS ®m | [] , [] - pasnuuHble TMNa caiiToB cBA3biBaHKUA (BS)

Pucynok 1.8. Ctpykrypa TIR JIHK Tpancrno3oHOB Ha npumepe 3iementoB TC1l, mariner
u pogo/Fot (cormacuo Plasterk et al., 1999). Ao66pesuarypa: BS — binding site (caiit
cesa3piBannsa), GRPR — aMHHOKHCIOTHas TOCIEIOBATEILHOCTh TIIMIMH-apTUHHH-TIPOJIHH-
aprunuH, HTH motu — helix - turn — helix (MmotuB crimpanb-ioBopot-criupains), NLS — nuclear
location signal (curnan snepHo#t nokammsamuu), TIR — terminal inverted repeat (konieBoit
WHBEPTUPOBAHHBIN TIOBTOP).

JlnmuHa ¥ mociea0BaTebHOCTh KOHIIEBBIX MHBEPTUPOBAHHBIX MTOBTOPOB SABJISIOTCS
cnenupUUHBIMU I OnpeneseHHbIx cynepcemeiictB TIR snemento. Teno snemeHToB,
KaK MpaBUJIO, COJCPKUT €AMHCTBEHHYIO PAMKY CUMTBIBAHUS, KOJUPYIOIIYI0 OCHOBHOWU
depmenT nepemerenus TIR anemenToB — Tpancno3asy (PucyHok 1.8).

Tpancmo3zasza. @epMeHT TpaHCIo3a3a pPaClO3HAaeT  IOCJIEN0BATEIBbHOCTH
KOHIIEBBIX HMHBEPTUPOBAHHBIX IIOBTOPOB, OCYILECTBISAET BBIPE3aHUE OJJIIEMEHTA U

MOCJEAYIONIYI0 BCTPOWKY B HOBBIM calT-mumeHb. Tpancnosaza JHK tpancnozoHos

OTHOCUTCS K CcylepceMercTBy OenkoB (DepMEHTOB — PETPOBUPYCHBIX HWHTErpas.
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CTpyKTypa TpaHCIO3a3bl JIETaIbHO HM3yY€HAa Ha MpUMEpe NpEeICTaBUTENeH Hambosee
IIMPOKO PACIPOCTPaHEHHOIO cymepcemMeiicTa Tcl/mariner. B ctpykrype OONbIIMHCTBA
Tpancno3a3 mnopsaka TIR Beimenmsror Tpu kimoueBbix gomeHa: JIHK-cBs3biBarommii,
katanmutudeckuii 1 NLS (nuclear location signal) (Pucynox 1.8).

N-xonneBoit JIHK-cBsi3pIBatomuii  y4acTOK COCTOUT M3 OJIHOTO WM JBYX
JIOMEHOB, KKl U3 KOTOPBIX MPEJICTaBICH MOTHBOM THIIA CIIMPAJIb-TIOBOPOT-CIIUPAIIb
(HTH-helix-turn-helix) (Pietrokovski, Henikoff, 1997). Ilepssiii momen (paired-like
domain) obpaszosan mepeeiM HTH MoTHBOM U 0051aaeT CXOACTBOM CO CBSI3bIBAIOIIMMU
JIOMEHAaMH  HEKOTOPBIX  TpaHCKpuUIUIUOHHBIX (aktopoB (lvics et al., 1996).
AmuHOKHCTOTHas mocneaoBatenbHocTh GRPR - (rmmmuH-apruHUH-TIPOIMH-apTHHYH),
ces3piBaroras paired-like momen co BropeiMm HTH motuBoM (mim homeo-momoOHBIM
noMmeHoB — homeo-like domain), koHcepBatuBHa JUIsi TpaHcmo3a3 TCl u mariner

snemeHToB (Pucynok 1.8).

JIoMeH, cOoAepsKalliuii CHTHAIBbHYIO II0CIIE0BATEIBHOCTh, HEOOXOIUMYIO IS
nepenoca Oenka B sapo (NLS), ugactuuno mnepekpoiBaetcs ¢ JIHK-cBsizpiBarommm
nomeHoMm Tpancmno3asel (lvics et al., 1996) (Pucynok 1.8). Hammume NLS nomena
II03BOJISIET TPAHCIIO30HAM HCIIONIB30BaTh PELENTOP-3aBUCHMYIO TPAHCIIOPTHYIO CHCTEMY

KIICTKU-XO03AMHa IJI IIPOHUKHOBCHUS TPAHCIIO3a3bl B AJPO.

Karanutnuecknii nomMeH TpaHcmo3as3el oTBedaeT 3a paspesanue uenen JIHK u
PEaKIMIO MPUCOEIUHEHHUS] B IPOLIECCe TPAHCMO3UIMM. J[aHHBI JOMEH TpaHCIO3a3bl
XapaKTepHU3yeTcss TPOWKOH aMUHOKHCIIOT: JBYMS aclapardiHOBBIMH aMHHOKHCIOTaMH
(D) u tpetbeii rmyramunoBoi (E) wim acnaparunoBoii kuciotoii (D) (DDE/D moTuB win
DDE/D box) (Pucynok 1.8). 3ameHa TpeTheil KOHCEPBATUBHOW aMUHOKUCIOTHI D u3
Tpuazabl Ha E y mpexacraBuTeneil OTAENBbHBIX CEMEWCTB MOKET NPHUBOJAUTH K IOJTHOU

norepe QyHKIIMOHATBHOCTH TPAHCIIO3a3bl.

[TomumMO Hanmuuyusi KOHCEPBATUBHOW TpUAJbl aMUHOKHUCIOT, KIIOUYEBYIO POJb B
(bYHKIMOHUPOBAHUH ¢depmenTa urpaer paccTosiHUAE MEXIY JaHHBIMU
AMUHOKHCJIOTHBIMU OCTaTKaMH, KOTOPOE MOKET BapbHUpPOBaTh B PA3IUYHBIX TPYIIax
TIR. DDE/D mMOTHB WrpaeT KIIFOYEBYIO POJIb B CBSI3BIBAHWHW JIBYXBaJICHTBHIX KaTHOHOB
(Mg® wmm Mn®"), sBrstrommxcst KodakTopamu (hepMenTa, u GopMHUPOBAHUN PA3PHIBOB B

nonopHom caiite JIHK nipu Beipe3anuu snementoB (Richardson et al., 2006).
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Kpome Bblmeonucanubix gomeHoB, psaa TIR 31eMeHTOB MOryT cojaepKatb
JOTIOJTHUTENIbHBIE ~ JIOMEHBI, TaKhe KaK WHCEPUHMOHHBIH  JOMEH  dSJIEMEHTOB

cynepcemeiicta hAT (Zhou et al., 2004; Hickman et al., 2005).

KoHueBble nHBepTHPOBaHHBbIE MOBTOPBLI. Hanbosiee mpocTo opraHn30BaHHBIE
rpymnel TIR JIHK TpancmosonoB (Tcl um mariner) xapakTepu3yrOTCS KOPOTKHMHU
WHBEPTUPOBAHHBIMH TIOBTOpPAMH, COJEPKAIMMU 110 OJHOMY CalTy CBSI3bIBAaHUS
TpaHcmo3a3bl Ha 1oBTOp (PucyHok 1.8). Bosee cl0HO OpraHM30BaHHBIC 3JEMEHTHI
MOTYT COJEpKaTh IO JIBa CailiTa CBS3BIBAaHUSA HA TMOBTOP (BHYTPEHHUN U BHEIUIHUN),
OJTHAKO 3a4YacTyI0 JIMIIb OJIHA Tapa SIBJISEeTCS KpuThueckou i nepemenicnus (Plasterk
et al., 1999). B cimyuae snemenToB, JIHK cBs3pIBarommii JOMEH TPaHCIO3a3bl KOTOPBIX
cofepkuT homeo-mogoOHbI ¥ paired-mogoOHbIH  AOMEHBI, CaWThl CBSA3BIBAHUS,
JIOKAJIM30BaHHBIE HA KOHIIEBBIX WHBEPTHPOBAHHBIX MOBTOPAaX, COCTOST W3 JBYX 4YacTel
(Pucynok 1.8). C 5'-koHIIeBOM YacThiO caiiTa CBA3bIBacTCsI NOMEO-moao0HbIH JOMEH, a ¢
3'-KOHIIEBOM YacThio paired-momoOHbIN JoOMEH TpaHcmo3assl. [Ipu Haauunu oxHoro JJTHK
CBS3BIBAIOIICTO JOMEHA TpaHcmo3a3bl (NOMeo-m1omen) caiitel cBsi3biBanus T IR sBistoTCS

HemapHbIMU U KopoTkumH (12 m.0. y anemenrta pogo) (Wang et al., 1999) (Pucynox 1.8).

1.4.2. Knaccupukanus TIR JHK TpaHcno3oHoB

B ocnoBy knaccupukamuu TIR JIHK TpaHCnO30HOB MONOXKEHBI pa3iauydus B
MOCJIEIOBATENIbHOCTA TPAHCIIO3a3bl, JJWMHE U TmocienoBarenbHocT T1RS u pa3mepe
TSDs, ¢opMupyembix Tpu BCTpauBaHUM KOMUU DJIEMEHTOB B HOBBIM CalT-MUIIICHD.
CornacHo coBpemeHHo# kiaccudukanuu nopsgok TIRS JIHK Tpancno3oHOB BKITIOUaeT B
ce0s 17 cynepcemeiicte hAT, Tcl/mariner, Merlin, Transib, PiggyBac, Zator, Academ,
Kolobok, P, Novosib, Ginger, PIF/Harbinger, MULE (Mutator-like), CMC, Solo1, Solo2
u Solo3 (Yuan, Wessler, 2011) (Pucynoxk 1.9).

Cpenu  BBIIIEONMCAHHBIX ~ TPYNN  CaMbIMU  PacOpOCTPAHEHHBIMH U
pa3Ho0Opa3HbIMK dJIEMEHTAMHM SBJISIOTCS MPEACTaBUTENN CynepceMericta Tcl/mariner.
[lepBbie TpenCTaBUTEIN MaHHOTO CyIMEepceMencTBa ObIIM OOHApPYKEHBI B TEHOME
Drosophila mauritiana, a k HacTosIeMy MOMEHTY OBUTH BBISBIICHBI B TEHOMAaX IUIOCKHX

qepBeﬁ, KHIICYHOIIOJIOCTHBIX, HACCKOMBIX, paCTeHHP’I, MIJICKOIIMTAIOIIIUX M YCJIOBCKaA

(Robertson, 1993; Feschotte, Wessler, 2002; Arkhipova, Meselson, 2005).
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CynepcemeincTBo TSD Katanutuyecknin pomeH Onuna
TIRs, n.o.
Tc1/mariner TA D D (3041)DE| 17-1100
Merlin 8-9 n.o. [D (58-70) D (34-38) E| 21-462
190 piF/Harbinger TWA D D @sanE 15-270
= : oo o el
&[ MULE 9-11 n.o. [
P 7/8 n.o. BTGB @ETGITET  13-150
63
—— hAT sno.  [DINCNDINNGHNNEN 1025
60
—— Kolobok TTAA [D_ @77 D (124173 E| 11-35
Novosib ? o o =2 E] ~»
>4 —— Solot 4no. [D 8163 D 045, 30-60
71
5&[ Solo2 4n.o. [D (75e5) D (38-41)D| 10-900
Solo3 4n.o. [D (s0-91) D (4056) D | 20-1100
PiggyBac TTAA G 1219
15 EEEEE o
o[~ CMC 2/3 n.o. 10-54
L Transib 5n.o. IO G0sR) TE]  9-60
Academ ? o b 2 El ~?
Ginger Lurr/uurT DD @5 E 40-270
Zator 3n.o. [D"(117) D (44)E 25-34

Pucynox 1.9. Jlennporpamma cynepcemeiicte JIHK Tpancnozono mnopsaka TIR,
PEKOHCTPYHpPOBAaHHAsI HA OCHOBE TIOCJIEIOBATEIBHOCTEH KaTATUTUIECKOTO JOMEHA TPAHCIIO3a3blI
(cormacHo Yuan, Wessler, 2011). CripaBa npuBe/icHa cCXeMa CTPOCHHS KaTATUTUIECKOTO JOMEHA
U OTpakeHbl OCHOBHBIC OCOOEHHOCTH Kaxmoro cymepcemeiicrBa (TSD u mmuna TIRS). s
DDE/D Tpuaabl yKka3aHbl PpACCTOSIHUSI MEXIy KOHCEPBAaTUBHBIMH aMHHOKHCIOTAMU (B
AMHUHOKHCIIOTHBIX OCTaTkax). AOOpeBuartypa: 1m.0. — mapa ocHoBanuii; TIRS - terminal invert
repeats (KOHIIEBBIC MHBEPTHpOBaHHBIE MOBTOPHI); TSD - target site duplication (mymamkarms
caiita - mutrenun); W — 0003Ha4yaeT Haauune HykieoTHa A win T B MOC/IeI0BaTeIbHOCTH.

Tpancno3onsl cynepcemeiictBa Tcl/mariner sBiasiOTCS OTHOCHTEIbHO KOPOTKUMU
MoomitbHBIME 37ieMeHTamMu (0T 1000 mo 5000 1m.0.) ¢ KOHIIEBBIMH WHBEPTUPOBAHHBIMU
NIOBTOpaMH, BapbHpyrommMu 1o jinuae oT 17 mo. go 1100 m.o. (Plasterk et al., 1999;
Leroy et al., 2003). [lanHbIc 3JIeMEHTHI KOJUPYIOT €AMHCTBEHHBINH O€JI0K — TPaHCI03a3y,
pasMep KoTopoil BapeupyeT ot 282 nmo 345 a.o.. B nmamHOM cymepcemeiicTBe
NPUCYTCTBYIOT JJIEMEHTHI, cojaepkamue kak DDD-box, tak u DDE-box B
KaTaJIUTUYECKOM JIOMEHE TpaHcno3as3bl. [IepBbIi U BTOpOH aMUHOKHUCIOTHBIE OCTATKU
Tpuaasl pasaeneHsl 92 a.0., a pacCTOSHUE MEXIY BTOPHIM OCTaTKOM M TPETHHUM MOXKET

BapbupoBath ot 30 10 41 a.o. (Brillet et al., 2007).
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B cynepcemeiictee Tcl/mariner Bezensitor 7 cemeiicts: maT, DD37E, Tcl-like,
Gambol, DD39D, mariner-like, ludens (Rouault et al., 2009; Munoz-Lopez, Garcia-
Perez, 2010). CemeiictBa B coctaBe cymepcemerictB TIR JHK TpaHCIO30HOB MMEIOT
CIIOKHYIO CTPYKTYpY. Tak, COBpeMeHHO# Kilaccu(UKaIlMK B COCTaBe ceMeicTBa mariner-
like (DD34D) Beimenstor 15 moacemeticte (Rouault et al., 2009). U3 15 nmonacemeiicTs
cemeiictBa mariner, 6 umerot crpykrypy kiana (DTTMarBRI (briggsae), DTTMarCAP
(capitata), DTTMarCRI, DTTMarELE (elegans), DDTMarIRR (irritans), DTTMarROS
(rosa)), 4 npexacrasmstor coboii cepum kimanoB (DTTMarAtl (atlantis), DTTMarCec
(cecropia), DTTMarMel (mellifera), DTTMarMau (mauritiana)). OcraBimmecs 5 rpynm
DTTMarLin (lineata), DTTMarUrt, DTTMarVer (vertumana), DTTMar u DTTMarGGS
umeroT craryc nmoacemerictB (Rouault et al., 2009). DnemMeHTHI pa3TUYHBIX MOJICEMEHCTB,
KaKk TpPaBWJIO, BBISBICHBI B ONPEICIICHHOW TpYIIE OPraHW3MOB-X03s€B. Tak,
nojaceMericteo DTTMarMau oGpa3oBaHO 3leMEHTaMH TOJIBKO W3 T€HOMOB HACEKOMBIX
orpsina Diptera, a kman DTTMarBRI o6pa3oBan snementamu u3 renomoB C. elegans u C.

briggsae (Witherspoon, Robertson, 2003).

1.4.3. Pa3nooOpa3ue u pacnpocrpanerue IR JJIHK Tpancno3zonon
Hexoropeie cynepcemeiictBa TIR JIHK TpaHCO30HOB HMMEIOT MIMPOKOE

pachpoCTpaHEeHUE CPEeIU PA3IUYHBIX TPYII KUBBIX opranu3MoB (Pucynok 1.10).

[1o3BOHOYHbIE

Becno3BoHO4YHbI 000 ?MGbI
o 000
Pactenusa
Entamoeba o0
Wdpyaopum 3eneHble BOgopocnu
o0 aop
OuatomoBble
o
Phytophthora TpuxomoHaab!
o o
JykapmoTbl
MpokapmoTsl

QybakTepun Apxeu

. - Te1/mariner = hAT = Merlin . - PiggyBac
® -r @ -riFHarvinger @ - Transiv @ - cmc

Pucynok 1.10. Pacnpoctpanenue ocHoBHbIX cemeirictB TIR JIHK Tpancmo3oHoB B
pa3IMUHBIX TPYIIAX KUBBIX OpraHu3MoB (coriacHo Feschotte, Pritham, 2007).
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Tak, cynepcemeiictBo hAT siBisieTcst KpyIHBIM M IpeBHUM cyriepcemeiictBom TIR
JIHK TpaHCIO30HOB, MOSIBUBIIMMCS B T€HOMAax JYKapHOT 3aJ0Jr0 10 AUBEPreHIUU
pactenuii, ®uBOTHBIX M TpuOoB (Feschotte, Pritham, 2007) (Pucynok 1.10). JIpyrue
cylepceMeicTBa, HAllPOTHUB, PACTIPOCTPAHEHBI JIMIIb B OFPAaHUYEHHBIX TPYIAX KUBBIX
CYIIECTB.

Tak, pmurenbHOE Bpemsl cuMTainock, urto mnpeactaButenu rpynnsl CACTA TIR
JIHK Tpancno3onoB (cymepcemerictBo CMC) pacnpocTpaHeHbl HCKIIOYHUTEIBHO B
reHOMaX PacTUTENbHBIX Opranu3MoB. Briocieacteuu, anemenT SMTRC1 nanHo# rpymmbl
Obu1 OoOHapykeH B TeHoMe mapasuta Schistosoma mansoni (DeMarco et al., 2006)
(Pucynox 1.10).

1.4.4. Ilepememenne TIR JHK TpaHcno30HOB (TPaHCIO3HIIMS)

Tparcnosunius TIR JIHK TpaHCIO30HOB — HEPEIUIMKATUBHBIA  IMPOIECC
MEPEMEIICHU KOIMUM 3JIEMEHTOB W3 JOHOPHOIO B AKUENTOPHBIM CAWT MUIIEHb IO
MEXaHU3MY «BBIPE3aHUA-BCTPOUKI». JJaHHBINA IIpoliecC AETAIBHO U3YUYEH ISl 3JIEMEHTOB
cymepceMerictBa Tcl/mariner m BKIrO4YaeT 4eThipe OCHOBHBIX 3Tama (Munoz-Lopez,
Garcia-Perez, 2010):

(1) Ha mepom o9rame JABE  MOJCKYJIbl  TPAHCIO3a3bl  PACIO3HAIOT
MOCJIEIOBATENILHOCTh KOHIIEBBIX MHBEPTUPOBAHHBIX TTOBTOPOB JIEMEHTA, CBA3BIBAIOTCS C
aumu uepe3 JIHK-cesspiBatonue pomensl (HTH motuBbl) M dopmupyror Single-End

Complex (SEC).

(2) Ha BTOpOoMm sTame 06a ¢pepmMeHTa GOPMUPYIOT OTHOICTIOUYCYHBIH Pa3phiB ¢ 5’-

koHIIOB TIRS myTem ruaponusa GpocdonuszpupHoii cBsA3H.

(3) Ha tperbeM sTame MpOMCXOIUT CBSI3bIBAHHE IBYX MOJIEKYN (DepMEeHTa, 4TO
npuBoAMT K cOmmkenuio TIRS u obpasosanuto Paired-End Complex (PEC). Ha nannoii
ctaguu (EepMEHT y4acTBYeT B Ipoiiecce B popMe auMepa. 3aTeM MPOUCXOAUT TUIPOITU3
dbochoamddupHbix cBszeit ¢ 3’-konna TIRS. J[BylenoueuHslii pa3pbeiB B JOHOPHOM caiiTe

penapupyercs 3a cueT GEepPMEHTOB KIIETKH-X0351HA.

(4) Ha 3aBepmraromem 3tane PEC cesaspiBaetest ¢ JIHK B obnacTu caiita MuiieHu
1 (GopMupyeT Tak Ha3bIBaeMbIii KOMILIeKC 3axBara muineHu (Target Capture Complex -

TCC). CaiitoM-MuIlIeHbIO B CiTydae TCl/mariner sjeMeHTOB MOXKET SABIAThCS 000k TA
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TUHYKJICOTUA. S5’-KOHEI[ caiiTa MUIICHW TMOABEPraeTcs HYKICOPMIHHOW aTake Cco
cTtopoHbl cBoOonHoi 3°-OH rpynmel Tpacmo3oHa, oOpa3oBaBIIEHCS B pe3ynbTare
BEIPE3aHUS AJIEMEHTA. Pa3phIBbI CIIMBAIOTCS 33 cUeT (PePMEHTATUBHON CHCTEMBI KIIETKU-
X03siMHa, B pe3yiaprate uero dopmupyoTcs [SDS  daaHKUpyOM#A BCTPOCHHBIN

tpancmno3oH (Pucynok 1.11).

TA TA
a1 € Tpancnosow AT
(1 ) @-' TpaHcno3oH @
Single-End komnnekc Single-End komnnekc
¢ - nocnegoBaTtenbHOCTE
reHomMa X03AWHa

AT

< ) -rs

TA D T TA
AT paHcno3oH Car O - bepMmeHT TpaHcnosasa

D -Teno JHK TpaHcnosoHa
(2) TpaHcno3oH
VL A" _15D

3)

Paired-End komnnekc

P

TpaHcnosoH

(4)
ol

Cair BblpesaHusa
Penapaums paspbiBa 3a cyeT

CaiiT BCTpOiikM l (hepMEHTATUBHOIN CUCTEMBI
¢ KNETKM X035MHa

TAL | TA

AT LIAT
TA
ATI_I TpaHcnosoH |:|

TpaHcno3oH

TA
AT

TA
AT

Pucynoxk 1.11. OcnoBHble 3Tambl «CUt and paste» TpaHCHO3WIMK Ha pUMEpE
npejcraButeneii cynepcemeiictea Tcl/mariner JIHK tpancmo3onoB (corimacao Munoz-Lopez,
Garcia-Perez, 2010). Ao6G6peBmarypa: TIRS - terminal invert repeats (KOHICBBIE
WHBEPTUpPOBaHHBIC MOBTOPHI); TSD - target site duplication (myrmuukarus caiita — MUIIICHN).

I[JISI OCYHCCTBJICHHA BbINICOITMCAHHOTO IMPOIECCa HE Tpe6yeTC$1 JOITOJIHUTCIIIbHAA

sHeprust AT®, mockoyIbKy 3HEprus HeoOxoaumas 11t popmupoBanus dhochoaudrpupHoi
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cBA3M BhlAensercs B mpouecce paspezanus JHK B caiite Bcrpoiiku (Munoz-Lopez,

Garcia-Perez, 2010).

Jlns BeIpe3aHuss U BCTPOWKH TPAHCIO30HA (PEPMEHTY TpaHCIo3a3e TpeOyeTcs
TONBKO HByXBaNeHTHBIH xaton (Mg?" wmm Mn?") (Liu et al., 2007). OrcyrcrBue
3aBHCHMOCTH TpaHCHO3UIMK Tcl/mariner ot coeruduueckux (GpepMeHTOB U (PaKTOPOB

KIICTKU-XO0341Ha JCJIaCT JAaHHBIC 3JICMCHTBI HACAJIbHBIMY HHCTPYMCHTAMU TPAHCICHE3A.

1.5. ’Ku3HeHHBIA UK MOOMJIBLHBIX T€HETHYECKUX DJIEMEHTOB
MI'D npencraBusitor coboit srouctuueckyto JIHK, ocHOBHOI 1enbio KOTOpOit
SABJISICTCS. KOMUPOBAaHUE M PACIPOCTPAHEHUE COOCTBEHHBIX KOMUW B T€HOME XO3SMHA.

Kusznennsiii nukin MI'D npencrasieH Ha pucynke 1.12.

FrOpPU3OHTAMNBHBbI
nepeHoc

FopU30OHTaNbHbIN

YeBenudeHne
yKcna Konui nepeHoc
—
MHBa3uaA B reHoM
33p0AbILIEBON NUHUA
- PacnpocTpanenme [OpU3OHTanNbHbIN
OSAIBMEHWSA HOBOIO 8 nonynsumm NepeHoc

aKTUBHOIo anemeHTa -
JKMBHEHHbIN LUK
H MOBOUMBHBIX rEHETUYECKUX 3NeMEHTOB

Oueepcudukaymn

HcuesHoeeHne
3NEMEHTA

BepTukansHas
WMHaKT1Bauma

Pucynox 1.12. JXu3HeHHBI NIHMKI MOOWJIBHBIX TE€HETHYECKHX JIIEMEHTOB (COTJIACHO
Schaack et al., 2010; Munoz-Lopez, Garcia-Perez, 2010).

JKW3HEHHBIN LUK COCTOUT U3 CIECAYIOIIMX ATAIOB: MOSBJICHUS HOBOI'O aKTUBHOTO
3JIEMEHTA B OpPraHM3Me-XO35MHE, KOJOHU3alUHUs TEHOMa 3apOAbIIIEBOM  JIMHUM,
YBEJIIMUCHUE 4YHUCIa KOMUW  dBJIEMEHTa U  pacOpoCTpaHEHHWE B MOMYJISLHH,
TUBEpCU(PUKAIINS, WHAKTUBAIIUS KOMHMHA 3a CYET HAKOIUICHUS MYTalui (BepTUKaIbHAs
WHAKTUBALIUS) WK HETATUBHOTO 0TOOPA, NCU€3HOBEHUE HEAKTUBHBIX KOIUM 3JIEMEHTA U3

reroma (Schaack et al., 2010) (Pucynoxk 1.12).
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Haubonee s>ddextuBHON ansi pacnpocTpaHeHus W coxpaHeHuss MI'D B psze
IIOKOJICHUH SIBJISIETCS IIEPEMEIEHNE B KIETKAaX 3apoAblIeBOil nuHUM. Hamporus,
TpaHcno3unuss MI'D B coMaTH4ecKUX KIETKax HE SBJIAETCA MPOJYKTUBHOM C TOYKHU
3peHMs 3BOJIOLUM, TaK KaK HOBbIE KONMMIO OYAYT yTepsiHbl C THMOENIbI0 OpraHu3Ma-

xo3suHa (Han, 2010).

Opranu3M-xo3UH BBIPA00OTaT MEXAHU3Mbl 3alUThl MPOTHUB PaCHPOCTPAHECHUS
MI'D B reHome, BBUJY HETaTUBHOTO BO3JEHCTBUSI BCTpoek MI'D B omnpenereHHBIX
caiiTax, AKTONMMYECKOW pexkoMOMHanmuu Mexay MID um Mmeraboinuueckux 3aTpar Ha
«conepxkanue» MI'D. CymecTByer JBa OCHOBHBIX CIoco0a HM30e€KaTh HCUE3HOBEHUS
MI'D (BBINTH W3 BBIMICOMMCAHHOTO ITUKJIA): CHYDKEHUSI HETaTUBHOTO Bo3nmercTBus MI'D
Ha TEHOM M TEPEHECEHUE OJJIEMEHTAa B T'E€HOM HOBOTO XO35iMHA (TOPU3OHTAJBHBIN

nepenoc) (Schaack et al., 2010).

1.5.1. Cuuskenne HeraTuBHOIO Bo3aeiictBuss MI'D Ha reHoM X03sIMHA

VYcnemHoe pacipoCTpaHEHUE TPAHCIIO30HA 3aBUCUT OT AKTUBHOM TPAHCIIO3UIIUM B
KJIETKaxX 3apojbliieBoil JuHuu. OJIHAKO, YPE3MEPHO BBICOKUWA YPOBEHb TPAHCIO3UIINH,
OKa3bIBACT IMOTEHIMAJIBHO HETaTMBHOE BO3JCHCTBME HA T€HOM XO35iMHA M Ha CaMm
TPAHCIIO30H, Y€l «yCIeX» TaKKe 3aBUCUT U OT BbDKMBaeMocTH xo3smHa (Munoz-Lopez,
Garcia-Perez, 2010). Takum 00pa3om, BbIpaOOTKa CTpaTETUHl CHWKCHUS HETATHBHOTO
BO3/eicTBUS MI'D Ha reHOM MyTeM CTa0MIM3alMK YUCia KOMUM DJIEMEHTa SBIISICTCS
BBITOJIHOM KaK JUIsi OpraHuM3Ma-xo3siuHa, Tak v ana MI'D. Crparerun CHMXXEHUS
HETaTUBHOTO BO3AcHCTBUA MID Ha TreHOM MOXKHO pa3JeiuTh Ha JBa THIA:
CaMOpPETYJISAIUS M PEryJsins, OCYIIecTBIseMas opranuzMom-xossHoMm (Blumenstiel,
2011).

Camoperyasimusa.  Camoperynsiniudsi  OpPEANoJiaraeéT  CHUKEHHE  YPOBHS
TPAHCIIO3ULIMK 0 OIpPEACIICHHOr0 3HaueHus. lIpumepoM HaHHOrO THNA PETyIsSUUU
SBJSICTCS. MHruOupoBaHue runeprnpoaykiuuu (overproduction inhibition - OPI)
ormucannoe it 1cl/mariner JHK tpancmo3onoB (Lohe, Hartl, 1996). depment
TpaHCII03a3a JaHHOW TPYIIbI 3JIEMEHTOB BHICTYMAEeT B KaueCTBE MHTHOMTOpa Mmpoliecca
TpaHcno3uuuu. [Ipyu TOCTHKEHMM KOHUEHTPALMU TPAHCIO03a3bl HOPOrOBOIO 3HAYCHUS —
aKTUBHOCTb TPAHCIIO3ULMU CHUWXaerca. [IpeamosaraeMbIM MEXaHU3MOM CHHXKEHUS

AKTHUBHOCTH ABJIACTCA (bOpMI/IpOBaHI/Ie HCAKTUBHBIX JIHUMCPOB TPAHCIIO3a3blI. HpI/I
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yBeIMUeHHH KoyimdecTBa koruii Tcl/mariner [IHK TpaHCIO30HOB B T€HOME BO3pacTaeT

MMpoayKOUsA TpaHCIIO3a3bl, YTO IIYTCM OPI camxkaer YPOBCHb TPAHCIIO3UIIUU 3JICMCHTOB

(Lohe, Hartl, 1996; Lampe et al., 1998).

PeI‘yJIHIII/IH TPAHCHO3NIIUA OPTraHU3MOM-XO035IMHOM. I[aHHBIﬁ THUIT PEryIsanun
TPaHCIIO3UIINN MOXCT OCYHICCTBIIATHCA HAa CTAAUH TPAHCKPUIIIUH, TPAHCIIAINH, CHHTC3a
HOBOM KOIIMKU, UHTCIrpalliid B TCHOM. OCHOBHBIC MEXaHU3MBI peryisanun TpaHCIIO3UINH:
TpaHCKpI/IHHI/IOHHHﬁ CaﬁHeHCHHF, HOCT'TpaHCKpI/IHI_II/IOHHHﬁ CaMJICHCUHT u

moaudukaius xpomatuna (Slotkin, Martienssen, 2007).

1.5.2. 'opu3oHTAJILHBIN MEPEHOC

1.5.2.1. IlonsAiTHE «KTOPU3OHTAJBHBII NEPEHOC)

I'opuzonrtaneusiii neperoc (I'TI) — mporece nepenayn reHeTHIeckor nHpopMauu
MEXJy PpENpOAYKTHUBHO H30JIHPOBAaHHBIMU BUIAaMU. OOBEKTOM TOPHU30HTAIHLHOTO
MEPEeHOCa MOXKET SBIATHCSA Jt00as reHeTHueckass MHGOpMallus — TeHbI, PETyISITOPHbIC
nocyenoBareabHOCTH, MI'D. BONBIIMHCTBO CilydyaeB TOPU3OHTAJIBHOTO MEPEHOCA
BBISIBIICHHBIX MEXIY 3YKApUOTHYECKHMMHU oOpraHusmMamu mnpuxoautcs Ha [TI MID.
Cnoco6nocte MI'D Kk mepeMeleHnio U UHTETpallid B HOBBIE CAWThl TEHOMA JIeNIaeT UX
HaubOosnee ynoOHbiMu oObekTamMu [Tl MO cpaBHEHWIO € JPYTUMH KOIUPYIOIMIMUMU U
HEKOIMPYIOLIMMH MocieoBaTebHoCcTssMU TeHoma (Schaack et al., 2010).

K mnacrosimieMmy MOMEHTY CQOpMYIUPOBAHBI TPU KPUTEPHUS TOPU3OHTAIBLHOTO

nepenoca (Silva et al., 2004):

1) nepaBHOMepHOe pacmpenencHue oObekra [Tl MexIy BHIAMH ONpEAETICHHON

TaKCOHOMMYECKOU TPYIIIIBI;

2) BBICOKOE CXOJCTBO  IIOCJIEIOBATEIbHOCTEH M3 T'€HOMOB  PEMPOTYKTHBHO
M30JIMPOBAaHHBIX BHJIOB, MPEBBIIAIONIEE OXUIAEMbII YpPOBEHb CXOACTBA C Y4YE€TOM

BPEMCHU AUBCPICHINUN BUIOB XO35CB.

3) HecooTBeTCTBHE (DUIIOTEHHUH TOCTPOCHHONW Ha ocHOBe oObekta I'Tl m ¢unorenun

BHUJIOB XO35CB.
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1.5.2.2. I'opuszonTanabublii nepenoc MI'D Mexny 3yKapuoTH4eCKMMH OPraHu3MaMu

IlepBbIM M3 3amokyMeHTHpOBaHHBIX cirydaeB 1l aBmsercs nmepenoc P aneMeHTa
MEK Iy mpeacraButenssmu poaa Drosophila - D. melanogaster u D. paulistorum. (Daniels
et al., 1984). K mnacrosimemy wmomeHTy BbisiBIeHO 330 cilydaeB TOPH30HTAIBHOTO
nepenoca MI'D mexny sykapuoTuueckumu opranuzmamu. OcHoBHast Macca ciaydaeB 11
ObuTa BBIsABICHA B IapcTBe XUBOTHBIX (94.37%) M MeHee 3HAYUTEIBHOES KOJIHUYCSCTBO
ciydaeB B napcrBax pacrenuii (4.30%) u rpuoos (4.30%) (Wallau et al., 2012) (Pucynoxk
1.13).

A B Mammﬂg
— Repm‘
)

Amphibia

Animalia Chordata

Fishes

D
&

Echinodermata

Fungi PN

Plantae ’ Arthropoda

Rhizaria i
Others
®

Drosophila

=

Rotifera

Chromalveolates Animalia
Mollusca
Excavates
— Platyhelminthes
Cnidaria
Non-LTR LTR
PeTPOTPAHCIIOZ0OHEBI pPeTpoTPaHCIIO30HEBI :';H:K TPAHCIIOZ0HBI KOJ-BO

Penelope-like
Pucynok 1.13. Pacnipenenenue ciydaeB rOpU30HTAIBHOIO MEPEHOCA PA3UYHBIX TPYII
MI'D B reHomax 3yKapHOTHYECKMX OpraHu3MoB (A) M TeHOMax IpeJcTaBUTENIel IlapcTBa

XKusotubix (B) (corimacuo Wallau et al., 2012). JIns rpynn MI™D He npeicTaBICHHBIX Ha JAHHOM
PHUCYHKE Ha HACTOSIINN MOMEHT HE BBISIBJIICHO CITy4aeB TOPU30HTAIBLHOTO TIEpEHOCa.

FIFHnbinger LB B

Paznuune B wactore Berpeuaemoctu [Tl Mexay mapctBaMu MOKET OOBSCHSITHCS
pa3IMYHOM BOCHPUMMYHMBOCTH OPraHU3MOB K II€PEHOCY, MEHBIIMM KOJIWYECTBOM
T€HOMHBIX IPOEKTOB IPEACTaBUTENEN LapcTBa PacTeHuil mO CpaBHEHHIO C LAPCTBA

JKUBOTHBIX M FpI/I6OB, HanOoJiee aKTUBHBIM HCITOJIb30BAHUEM >KUBOTHBIX MOJeNeH as
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uccienoBanusi ouonornueckux mpoieccoB. Tak 178 u3 330 coyuaes ['TI Obu10 BEISBICHO

B TeHOMax mpezctaBureneit poga Drosophila (54%) (Loreto et al., 2008).

OcHoBHoe konuuectBo ciydaeB [Tl ommcano ans JJHK tpancnosonoB um LTR
PETPOTPAHCIIO30HOB, a Ha NON-LTR perpoTpancno3onsl npuxoautcss He Oosiee 5%
cydaeB (Silva et al., 2004; Loreto et al., 2008; Schaack et al., 2010). HepaBHomepHoe
pacrpesieleHne CIy4aeB TOPH30HTAIBHOTO TepeHoca Mexay rpymmamMu MI'D cBszaHo ¢
OCOOCHHOCTAMHU CTPYKTYphl ¥ (GYHKIMOHUPOBAHUS OSJEMEHTOB JAHHBIX TPYIIIL

O} PeKTUBHOCTH TOPUIOHTAILHOTO NIEPEHOCA, TO-BUIUMOMY, ONPEICIISIECTC:

1) craOunbHON wmHTerpammeir MI'D B reHom, isi KOTOpOH TpeOyeTcs 0Opa3oBaHHUE

CTaOMIBLHOTO BHCXPOMOCOMHOI'O HHTCPMECAUATa B IIPOLECCC MCPCMECIICHU A,

2) 2>Q(PEKTUBHBIM YBEIMYCHHEM YHUCIIa KOMUH B HOBOM T'€HOME, KOTOPOE OMPEICIIICTCS
HaJU4YMEeM WIH OTCYTCTBHEM TNOTpeOHOCTH B (¢depMeHTax M (akTopax OpraHu3Ma-
XO035lMHAa JJid TpaHcno3uuuu MID U  HamuyueM MEXaHU3MOB CaMOpEryIsiuu

tparcnozunuu (Silva et al., 2004).

JHK TpaHcnmo3oHbl 007aJal0T pPSIOM  MPEUMYINECTB JUIS  YCICIIHOTO
TOPU30HTAILHOIO TMEePEHOCA: OTHOCHUTEIBHO MPOCTOE CTPOCHME, HAJIHYKME CTAOMIBHBIX
WHTEPMEINATOB B MPOIECCe IMEePEMEIEHU; aBTOHOMHOCThL TMpoIiecca IepeMeIICHHUs
(TpaHCITO3UIUS JAHHBIX 3JICMEHTOB HE 3aBHCUT OT ()epMEHTATHBHON CHCTEMBI XO3SIMHA);
001a/1al0T MEXaHU3MaMH CaMOPETYJISAIUA aKTMBHOCTH TPAHCIIO3UIIMH, YTO IO3BOJISET
¢ dexkTuBHO coxpaHsaThcsi B HoBoM reHome (Lohe, Hartl, 1996; Wicker et al., 2007;
Munoz-Lopez, Garcia-Perez, 2010; Schaack et al., 2010).

Beimeonucanneie  coiictBa no3sossiroT JIHK TpancnozoHam nepeHOCUTBCS
TOPU30HTAIBHO MEXIY SBOJIOIHMOHHO YJAJICHHBIMH BHIAMH JYKapuOT C BBICOKOU
apdextuBHOCTRIO. M3 153 ommcaHHBIX CllydaeB TOPH30OHTAIBHOTO mepeHoca 25.49%
MPOM3ONUTA MEXAY TNPEJCTaBUTEISIMA pa3HbIX HApcTB, 3.26% MexXIy pa3IuuHbIMH
knaccamu, 17.54% wmexny nopsakamu, 11.76% mexnay cemeiictBamu, 3.26% mexmy

pomamu, u 37.90% cinyvaeB sBiustorcsa [Tl Mexay mpeacTaBUTEISIMH OJHOTO poja

(Wallau et al., 2012).

LTR  perpoTpaHcmo30Hbl  XapaKTePU3YIOTCS ~ HaJMYMEM  CTaOMIIBHOTO

HHTCpMCAHATa B IPOUECCC INMCPEMCUICHUA U CIIOCOOHOCTBIO K CaMOCTOATCIIBHOMY
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ropusoHTanbHoMy nepenocy (Wallau et al., 2012). Kpome toro, LTR perpoTpaHcio30HbI
IBOJIIOIMOHHO OJM3KH K TPYIIE PETPOBHPYCOB M MOTYT OO0JIagaTh CIIOCOOHOCTHIO
CHUHTE3MpOBaTh Oestok obostoukn BupycHbix yactull (ENV) (Kim et al., 1994; Song et al.,
1994). Hudexunonnas crmocobHocts LTR peTpoTpaHCno3oHOB SBISIETCS OCHOBHOIM
XapaKTEepUCTUKON omnpenenstoneil 3QpQeKTUuBHbIA TOPU3OHTAIBHBIA MEPEHOC TaHHOU

TPYIIIBI DJIEMEHTOB.

B mporecce Tpancmosumuu NON-LTR  perporpancno3onsl obpasyercs PHK
WHTEpPMEIMAT, KOTOPBIA  MOJABEpPraeTcsl OOpaTHON  TPAHCKPUIIIIMK B SsApE,
HENOCpEeJACTBEHHO BONMM3U caiita Oymymer Berporiku (Christensen, Eickbush, 2005). B
JTAaHHOM ciydae He (opmupyetcs crabuibHbI BHexpomocoMmHbii JIHK unTep™menuar,
kak B cinydae JIHK tpancmozonoB u LTR perporpancnozonoB. CoriacHO MHEHHIO
OOJBIIMHCTBA HCCIENOBaTENeH, OTCYTCTBUS BO3MOXHOCTH CTAaOWIJIBHOTO TEpeHoca B
HOBBIM TE€HOM JIOCTaTOYHO i oOOBsicHeHuss Hu3zkoro ypoBHs [Tl non-LTR

PETPOTPAHCIIO30HOB.

1.5.2.3. MexaHu3M ropM30HTAJIBLHOIO NepeHoca

Mexanusm ['TI MI'D Mexay pa3iuyHbIMM OpraHu3MamMH u3ydyeH ciabo. Jlis
yenemHoro I'TI Tpebyercs nocraBka MI'™D oT JOHOpa K HOBOMY XO3SMHY WJIH B JIMHUIO
KJIETOK 3apOJBIIIEBOr0 MyTH (B CIydae MHOTOKJIETOYHOIO OpraHM3Ma) W MHTErpaunus B
renom. Jlna nmepenaun MI'D tpelyetcst Hanuuue BekTopa, 3ammiatoniero JJHK nu PHK
OT JeTpajlaliiy ¥ OCYILIECTBIISIIOLIETO Nepeaady MaTepuala, 1 HUIMUME KOHTaKTa MEXAy
F€HOMOM JIOHOPOM M TeHOMOM peuunueHToM. Hekoropeie LTR perpoTpancno3oHb!
CHOCOOHBI CaMOCTOSITENIFHO (POPMHUPOBATH BUPYCIIOMOA00HBIE YAaCTHIIBI, KOTOPHIE MOTYT
CIyXuTh B KadecTBe BekTOopoB I'Tl. B ciyuae apyrux MI'D B kauecTBe BEKTOPOB MOTYT
BBICTYIIaTh BHYTPHUKJIETOYHBIE Mapa3uThl 3YKApUOT, TaKUe KaKk OaKTepuud U BHUPYCHI.
JlaHHBIE BEKTOPHI MOTYT IPOHMKATh W IOKHJIATh KJIETKY M B3aUMOJIEHCTBOBATH C
reHoMoM. OCHOBHOE TPENATCTBHE JUIsl HCIOJb30BAaHUS TOJOOHBIX  BEKTOPOB
3aKJII0YaeTcs B HHU3KOM BEpOATHOCTH (UKCAuu M coxpaHeHus uyxkepoxnor JHK B
reHOMax BUPYCOB M OaKTepuil.

Bupycubie BexkTOopsbl. CyliecTByeT psa npumepoB rnepeHoca MI'D u3 reHoma
JyKapuoTHYecKoro opranusma B renom Bupyca. s THK tpancmo3oHoB piggyBac u

LTR perporpancno3zona TED B nmabGopaTopHbIX yCIOBHSX OBLI TOKa3aH IMEPEHOC W3
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TCHOMOB HaceKoMbIX oTpsja Lepidoptera B rermoma OGaxynoupycoB (Friesen, Nissen,
1990; Jehle et al., 1998). B ecrectBeHHBIX YycioBusAxX Obl1 mokazan I'TI non-LTR

pETPOTpaHCIIO30Ha U3 reHoMa 3Meu B renoM mokcBupyca (Piskurek, Okada, 2007).

BHyTpHK/IeTOYHbIE Mapa3suThbl. J[pyrMM IOTEHIHMAIBHBIM BEKTOPOM MOTYT
ABJSIThCs OakTepun poxa Wolbachia, mopakaromime HaceKOMbIX W HeMaToJ. bakrepuu
JTAHHOTO POJia aKTHBHO B3aMMOJCHCTBYIOT ¢ TEHOMOM Xo03suHa, psja reroB Wolbachia
Obul OOHapykeH B TreHOMe HacekoMbix-xo3seB (Dunning Hotopp et al., 2007).
AHaornyHasi BO3MOYKHOCTh ITEPEH0CA COOCTBEHHOIO T€HETHIECKOTO MaTepraa B TeHOM

X03siMHa ObLTa Mmoka3aHa Jijis Tpunanocom (Hecht et al., 2010).

Jkronapasursl. [Ipeanonaraemeim Bektopom ['II MI'D mexay HacekOMbIMHU
MOTYT SIBISITBCS OKTONMAPAa3UTHYCCKUE KJICIIH, HAMpUMep MPEACTABUTEIN BHUjA
Proctolaelaps regalis. He cmorpst Ha TO, 4TtO mocnemoBatesibHocTH MI'D He ObLIH
BBISIBJICHBI B TCHOME JTAHHOTO Mapas3uTa, i (QYHKIIMOHUPOBAHUS B KAUECTBE BEKTOpA HE
TpeOyercss ero wuHTerpammss B rTeHom (Houck et al., 1991). I'emom mapa3ura
TpuatroMoBoro kioma Buaa Rhodnius prolixus conmepsxur uetbipe cemeiictBa JIHK
TPAHCIIO30HOB, JIEMEHTBI KOTOPBIX MPEICTABICHBI B TEHOMAaX MO3BOHOYHBIX JKUBOTHBIX,

Ha KOTOPBIX JaHHbIi kion napasutupyet (Gilbert et al., 2010).

1.5.2.4. Bausinne ropu3oHTaIbHOr0 nepeHoca Ha MI'D u renom xo3siMHa

I'TT saBusgeTcs KIIOYEBBIM DJTaloM >KH3HEHHOrO MukiIa MID, mo3BONSIOMMM
AlIeMEHTaM u30eXaTh MHAKTUBALMU, CTOXACTUYECKON MOTEPH U KOJIOHU3UPOBATH HOBBIE
rerombl (Venner et al., 2009) (Pucynox 1.12). I'TI MI'D sBisieTcss HICTOYHHKOM HOBOTO
TEeHETUYECKOr0 Marepuaia W MOAU(PUKATOPOM ApXUTEKTYyphl T'€HOMa XO34MHA.
Maccosbiii I'TI reHernueckoro Marepuanga MOXET IIPUBECTH K 3HAYUTEIBHOMY
YBEJIMUCHHUIO pa3MepoB TreHoma. Tak, B reHome Jerydeir wmbimu Myotis lucifugus
npexacrasieHsl JJHK TpaHcro30HB! 4eThIpeX pa3nuuHbIX ceMelcTB (oOmeit pmuHoi B 21
MJIH.I1.0.), KOTOpble ObLIM NepeHeceHbl B TeHoM mytem ['T1 okono 30 muH. JieT Hazaj
(Pace et al., 2008). Kpome Toro, I'Tl MoxeT MPUBECTH K TMOSBACHHIO HOBBIX T'C€HOB,
M3MEHEHHIO CYILECTBYIOIMX I€HOB U PETYJSATOPHBIX MocienoBaTenbHocTel. Hampumep,

red Tpancno3asbl u3 cemerictBa JIHK tpancnozonoB SPACE INVADERS, 611 3axBaueH
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T€HOMOM pPEUUIIMEHTOM W (OPMUPYET HOBBIM CMEIIAHHBIA T€H CHEHU(UYHBIA IS

MBIIICBUAHBIX TpeI3yHOB (Pace et al., 2008).

1.6. Biausinue MOOMJIbHBIX TeHETHYECKHX 3JIEMEHTOB HA TeHOM XO03sIMHA

MI'D  coCTaBiSIIOT 3HAUUTEIBHYIO (PAKLIUI0O TEHOMOB 3YKapPUOTUYECKUX
OpraHMW3MOB M OKa3bIBAIOT CYIIECTBEHHOE BIIMSIHUE HAa HSBOJIOLUI0 T€HOMOB XO3SEB.
bnarogaps yHUKaJgbHBIM CBOWMCTBaM pa3iuuHble TUNBI MI'D O0Ka3bIBaIOT paziInyHOE
BIMsiHME Ha reHoM xo3suHa (Feschotte, Pritham, 2007). Tak, a¢pdext ot Berpoiiku JJHK
TPAHCIIO30HOB MOJKET SIBJISITCS BPEMEHHBIM, IOCKOJIBKY IMpU TPAHCIO3UIUU U3
JIOHOPHOT'O CalTa BBIPE3AE€TCsl UCXOJHAsl KOnusA. BCTpONKH K€ peTpOTPaHCIIO30HOB, Kak
MIPaBUJIO, SIBJISIFOTCS IOCTOSIHHBIMU, ITOCKOJIBKY IIPU PETPOTPAHCIIO3ULIMN HE TIPOUCXOIUT
BBIPE3aHUE MCXOMHOrO 3ieMeHTa. MI'D OKa3pIBalOT BIMSHUE HA T€HOM XO3sMHA ITyTEM

M3MEHEHHUS COCTaBa I'eHOB, (DYHKIIUN T€HOB, CTPYKTYPHI U pa3Mepa reHoMa.

1.6.1. Bo3aeiicteue MI'D Ha reHbl reHOMA X035IMHA

Xapaktep Bo3AeicTBUsS BCTpoiikn MI'D Ha reH-MullleHb 3aBHCUT OT MO3UIUU
BcTpoiiku. IlepBeiM BapmanTtoM sBisercsa BceTpauBaHne MI'D HemocpeaCTBEHHO B
KOAMpYolTyto obnacTk reHa. Haubonee o4eBUAHBIM PE3yIbTaTOM TaKoW BcTpoiiku MI'D
ABJISICTCSL TMPSAMOE HApyLICHUWE KOAUPYIOIMIEWM 4YacTH TIeHa, 4YTO MPUBOJHUT K
MHTHOMPOBAHUIO O0pa30BaHMs MPOJYKTa JIaHHOTO reHa. OmgHako, BcTtpoitka MID B
T€HOM MOJKET TMOBIUSTH Ha DKCIPECCUIO0 TEHOB Pa3IUYHBbIMH crnocobamu. MI'D moryt
COoZEpKaTh B CBOEU CTPYKTYpE CHUTHAJbl MOJHAJACHUIMPOBAHMS, B JAHHOM Cllydae
BcTpoiika ~ MI'D  mpuBemer kK (QOpMUpOBaHHMIO  BHYTPUTCHHOTO  CHUTHaja
MOJIMAICHUINPOBAHUS U MPekAeBpeMeHHON TepMmuHaiuu Tpanckpuniun (Roy-Engel et
al., 2005). Ipyrum npumepoM Bo3AeHCTBHS BCTpoiikun MI'D sBISeTCS «IK30HU3AIMS -
sBJIeHWE 00pa30BaHus HOBOT'O K30Ha U3 nocaeaoBareabHocTd MI'D. Tak, C — KoHLIeBOH
9K30H perenTopa JsentuHa 219.1 y uyenoBeka SBISETCS MPUMEPOM HOBOTO IK30HA
chopMHUPOBAHHOTO M3 TIOCIEI0BATEILHOCTH HeaBTOHOMHOTO 3eMenta SINE-R (Ostertag

et al., 2003).

BropslM BapuaHTOM sBIseTCs BcTpauBaHue MID B IpPOMOTOPHYHO WU
HHXAHCEPHYI0 00JacTh reHa. J[aHHOE SBJIEHME IIMPOKO PACHpPOCTPAHEHO B Pa3IMYHBIX

rpynnax sykapuotT. [Ipaktuyecku 25% nOpPOMOTOPHBIX paiOHOB TE€HOB YeEJIOBEKa
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coliepkaT TocienoBaTeNbHOCTH, mpousomenmue u3 MID (Jordan et al., 2003).
Berpoiika MI'D B 3HXaHCEPHYIO O00JIAaCTH TEHOB MOXKET MPUBOJWTH K Pa3BUTHIO

pa3nuuHbIX 3abosneBanuii yenoseka (Chen et al., 2005).

1.6.2. MI'D u u3MeHeHUs Pa3MepoB reHoMa
Pacripoctpanenne MI'D sBnsieTcs NpPUYMHOM H3MEHEHHMS pa3MEPOB T'€HOMOB
pacTeHMil, XUBOTHBIX M NPOCTEHIINX, NOCKOJIbKY MI'D sBiIseTcs HCTOYHUKOM
KOAMPYIOLIETO M HEKOIUPYIOIIEro IeHeTHYecKoro Marepuana. OCHOBHOM BKIax B
M3MEHEHHE pa3MepOB I'€HOMOB BHOCAT peTpoTpaHcno3onsl. Oanako JJHK tpancno3onst
TaK)ke MOTYT BHOCUTH BKJIAJI B HF3MEHEHHE Pa3MepOB TCHOMOB, HaripuMep y Trichomonas

vaginalis u Myotis lucifugus (Feschotte, Pritham, 2007).

MI'D oka3anu 3HAYHWTEIbHOE BIMSHHEC Ha W3MCHCHHE pPa3MEPOB TEHOMOB
pactenuil. Tak, pacnpoctpaHeHue MID mnpuBeno kK (QOpMUPOBAHHMIO 3HAYUTENBHBIX
pa3uyuii B pa3Mepax TeHOMOB MPEICTaBUTENCH pa3iuuHbIX BUAOB puca (pox Oryza)
(Zuccolo et al., 2007). KonmngectBo MI'D B reHOMax »KMBOTHBIX TaKKE CYIICCTBEHHO
BapbHpyeT, oT 77% B cinyuyae reHoma nsrymku Pelophylax esculentus mo 12% B renome
C. elegans (Biemont, Vieira, 2006). Pacripoctpanenue u smumuHamss MI'D okaszanu
3HAYHUTENILHOE BIMSHUE Ha (POPMHUPOBAHUE HOBBIX BHJIOB KHBOTHBIX, HAIPHUMEP B CITy4ac
rpei3yHoB. Pacnpoctpanenne MID okazano BiIMSHUE W HAa HM3MEHEHHE pPa3MepoB
reHoMoB mpocreiimux. Tak, reHom oomwuiiera Phytophtora infestans sinsiercs cambim
KPYITHBIM B TpyIie XpoMucT u Ha 74% coctout uz MI'D (Haas et al., 2009). CpaBHenue
Tpex BuaoB poaa Phytophthora (P. infestans, P. sojae u P. ramorum) mokasaio, 4To B
reaome P. infestans, coxepxwurcs B 5 pa3 Oomnbmie LTR perpoTpaHCcno3oHOB 10

cpaBHeHHIo ¢ reHomamu P. sojae u P. ramorum (Haas et al., 2009).

1.6.3. MI'D u xpoMocoMHBIe NlepecTPoiiKn
[ToMuMoO m3MeHeHUs pa3MepoB TeHOMOB, MI'D BIUSIIOT Ha CTPYKTYpy T'€HOMOB,
CIIOCOOCTBYSI ~ XpOMOCOMHBIM  mepecTpoiikam. MID  MoOryT  crmocoOCTBOBAaTh
dbopMHUpPOBaHUIO JENCIUi, TpPaHCIOKAIMM W WHBEPCHH B TEHOMAax pacTeHUH,
MO3BOHOYHBIX M Oecro3BoHOUYHBIX >KUBOTHBIX (Chenais et al., 2012). AkTtuBHOCTBH
aieMeHToB Kiacca | takux xak BEL, roo, Doc u | u snemenroB kinacca ||, Takux kak

Hobo, FB u P, cBs3biBaioT ¢ (hOpMUPOBAHHEM XPOMOCOMHBIX IEPECTPOEK Y BHIOB pojaa
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Drosophila (Lim, Simmons, 1994). Dnementsl L1 u Alu, mmupoko mpeacraBicHHbIC B
TeHOME YCJIOBEKa, YYaCTBYIOT B HeallIeIbHOM rOMOJIOrH4HO# pekomounaiuu (non-allelic
homologous recombination - NAHR) wu, kak cneacTtBue, SBISIOTCS TPUYHHON
(bopMupOBaHus JAeTCUUi, AYIUTMKAIMKA, WHBEPCHH WIM TpaHciokanuii. Kpome Toro,
XPOMOCOMHBIC MepecTporiku, Bbi3BaHHBIC L1 u AlU syeMeHTamMu, SBJSIOTCS MPUYUHOM
pasBUTHs pPa3JIMYHBIX 3a00JICBaHUI YEIOBEKAa, TaKUX KaK OHKOJOTHYecKue. Tak
TpaHCIIOKanuss Mexny 9 m 22 XpoMmocoMmMoill dbeloBeka, BbI3BaHHas Alu, moryuwmia
nasBanue Philadelphia, u mpuBOAUT K pasBUTHIO XPOHHYECKOTO MHEJIOHIHOTO JEHKO3a

(Jeffs et al., 1998).

1.6.4. Moaeky.sipaasi ioMmecTukanus resos MI'J

OIHUM W3 OCHOBHEIX BKJIagoB MID B DBOJIOIMIO T€HOMa XO3IWHA SBISIETCSA
MPEIOCTaBICHUE TeHETHUECKOr0 MaTepuaia Jjisi COOPKH HOBBIX T€HOB M (hOPMHUPOBAHUS
HOBbIX  (QyHKUUNA. JlaHHOe  sABJEHHE  TOJYYWIO  Ha3BaHHE  «MOJEKYJspHas
ToMecTUKaIus». B Hacrosimee BpeMsi B I€HOMAaxX pacTeHHH, JKMBOTHBIX M TPUOOB
BBISIBJIEH psAJ TeHOB jgoMectuiupoBaHHbix oT MID. Ot 50 mo 100 renHoB
MJICKOTTUTAIONIMX U PACTCHUN MNPOU30IUIN OT KOAUpYyromuX nociegoBarenbHocter JJHK
TPaHCIIO30HOB ¥ peTpoTpancno3oHoB (Alzohairy et al., 2013).

Jdomectuxkanmusa redoB JIHK  TpaHcmo3oHoB.  BoJBIIMHCTBO  T'€HOB
npousomenamux ot JHK Ttpancnmo3oHoB komupyroT Oenku OJIM3KHE K TPaHCIO3a3e.
HckinroueHne COCTaBIAOT c-uHTerpa3bl u  Oenku, coxaepxamme MADF  nomewn,
nomecturmpoBannbie oT rpynn Maverick u PIF/Harbinger, coorBerctBenno (Alzohairy
etal., 2013).

Spkum  mpumepom npomectukanus TeHoB JIHK TpaHcmozoHOB — sBhsieTCs
NPOHMCXOXK/ICHHEe MMMYHHOH CHCTEMBI TO3BOHOYHBIX (B KadecTBe 0030pa Feschotte,
Pritham, 2007). Mexnay V(D)J pekomOuHanuel (mporecc coMaTHUeCKON peKOMOMHAIIUN
JHK reHoB ummyHornoOynuHoB) u TpaHcnosuimeid JTHK Tpancrno3oHoB HaOoqaeTCs
3HAYUTEIbHOE CXOJACTBO. CXOJICTBO JAaHHBIX MPOIECCOB CBSA3aHO C BBICOKHM CXOJICTBOM
wiroueBoro ¢epmenra V(D)) pekomOunanmun RAGL wu TpaHCno3asel, KOIUPYEMOit
aneMeHTamu cyrepceMerictBa Transib. CaifTel cBsi3pIBaHUS JaHHBIX (PEPMEHTOB MMEIOT
BBICOKOE CXOACTBO Ha YpPOBHE HYKICOTHUIHBIX IOCIEIOBAaTEILHOCTEH M IO

NPOCTPAaHCTBEHHON CTpykType. Kpome Ttoro, Tpancmosasa Transib u Oemoxk RAGL
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dbopmupyroT Xxapaktepubie 1SDS mnuHONW 5 m.o. BermenepeuncienHbie  (akThl
noarBepxkaat, uro V(D)) pexoMOWHAIMS SIBISETCS Pe3yJbTaTOM CIIydailHOM

JAOMCCTHKAIIUU TPAHCII03a3bl 3JICMCHTA Transib.

JloMecTUKANMsl TeHOB PeTPOTPAHCHO30HOB. [eHBI, TpoM3OLIEANINEe B
pe3ynapTaTe JOMECTHKAllMM pETPOTPAHCIIO30HOB, KOAMPYIOT O€lKM OJIM3KHE 10
CBOMCTBaM K WHTerpa3e W reHy gag. MHTepecHbIM MpUMEpPOM IOMECTHKAIIMH TEHOB
PETPOTPAHCIIO30HOB SBJISIETCS (POPMUPOBAHHE CUCTEMBI MOJEPKAHUS AJIMHBI TEIOMEP
(B xauecTBe 0030pa Alzohairy et al., 2013). TenoMepsl MPEACTABIAIOT COOOH MACCHBBI
TaH/JEMHBIX KOPOTKHUX ITOBTOPOB, NMPHUCYTCTBYIOLIME HA KOHIAX JIMHEHHBIX XPOMOCOM
9YKapuoT. B pe3ynpTate KaKJoro HUKIA PEIUIMKAIMHA MPOUCXOJUT YKOPOUYCHUE IITHHBI
tenromep ((heHOMEH KOHIIEBOM HeAOoperuMkanuu), a crnenuanuupoBanHas PHK
nojauMmepasa (TeJoMepasa) BOCCTAHABIMBAET HOPMAJIBHYIO JUIMHY TejaoMep. Tenomepasa
3TO pUOOHYKJIEONpPOTeUAHbIN (epmeHT, KoTophlii conmepxkutr PHK, BwicTymaromiyro B
KadyecTBe 11a0I0Ha IS peIUIMKalMK TeoMep. Bbicokoe cX0ICTBO Mociea0BaTeIbHOCTEN
U AKTHUBHBIX IIEHTPOB TEJIOMEpa3bl 3YKApUOT M (PEpMEHTOB KoaupyeMbix nNon-LTR
peTpoTpaHciio3oHaMu ObLIO BhIsBICHO B paborax Nakamura et al. (1997) u Malik,
Eickbush ~ (2001). Takum  oOpa3oM, oOpartHas  TpaHckpunraza non-LTR
PETPOTPAHCIIO30HOB  ObUIa  TOMECTHUIIMPOBAHA JYKAPUOTHYECKHMH TEHOMAMH |

nprobpena GyHKIUIO COXpaHEHUs JJIUHBI TeIOMED.

1.7. MeToabl u3y4eHunsi MOOMIbHBIX T€HETHYECKUX 3JIEMEHTOB

buounpopmarnueckue metonsl aHanuza MI'D MOXHO YCIOBHO pa3JenuTh Ha
HECKOJIBKO TPYII:

(1) MeToBI MOMCKA HYKICOTHAHBIX U aMHHOKHCIOTHBIX TOCJEIOBATEILHOCTEH B
0a3ax JaHHBIX U TPOYNTAHHBIX TEHOMAX;

(2) MeTOTBI CPAaBHHUTEIHLHOTO aHAJIN3a TIOCIICI0BATEILHOCTEH;

(3) MeToIBI (DUITOTEHETHYECKOTO aHAIN3a TOCIICI0BATEIbHOCTEH.

OtpenbHyr0 Tpymmy (GOPMUPYIOT METOJNBI aHajdn3a TOPU30HTAILHOTO IEepeHoca

MI'D (Jordan, Bowen, 2004) (Pucynok 1.14).
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MaTpUYHbIE
MeTofbl
dunoreHeTUYecKnin
aHanus
CUMBOIBHO -
OPWEHTUPOBAaHHbIE
MeToabl

Pucynox 1.14. Cxema OCHOBHBIX Ipymnm MeTofoB u3yueHus MI'D cormacHo Jordan,
Bowen, 2004.

1.7.1. MeToabl NOUCKA HYKJIEOTHIHBIX 1 AMHHOKHUCJIOTHBIX MOC/I€10BaTeILHOCTEH
MI'D B 0a3ax JaHHBIX U NPOYUTAHHBIX FTEHOMAX

Metoapl uaeHTuuxkamuun MI'D de NOVO MO3BOJISIOT OCYHICCTBIATH IOUCK
MOBTOPEHHBIX TIOCJIEIOBATEIPHOCTE B MPOYMTAHHBIX TEHOMaxX O€3 HCIOIb30BAHUS
JAHHBIX O CTpyKType miu cxojactee MI'D (Bergman, Quesneville, 2007). Haubomee
pacmnpocTpaHeHHas crpareruss e NOVO TMOMCKa 3aKiIiYacTcs B OOHApY)KCHUHW TMap
CXOJHBIX TOCIEIOBATEIBHOCTE B PA3JIMYHBIX MO3UIUSIX TIE€HOMAa MpPU CpPAaBHEHUH
JMAHHOTO TEHOMa C caMHM Co0O0#. BOJNBIIMHCTBO MpOrpaMM HCIOJB3YIOT OJHY U3
KJIACCUYECKUX CTpATeTUl BBISBIICHUS] TOBTOPOB, TAKUX KakK Cy((PHUKCHBIE TEPEeBhs, TOUCK
C MOMOIIBIO MaTpHIlel cxojacTBa, xamupoBanue (hashing), k-mepubiit moaxoxa. Ilocie
UACHTH(PUKAITUU MIOBTOPOB MPOBOAUTCS KJIacTepu3alus BBIPOBHEHHBIX
nocJeoBaTeNbHOCTeH B cemeiictBa MI'D u oTGuiIbTpOBBIBaHUE MOCIEAOBATEIILHOCTEH

He oTHocsuuxcss k MID. De nOvO Meroasl HE TMO3BOJISIIOT  OCYIIECTBIISTH
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cnenu(uUecKuil OUCK TocieoBaTeNbHOCTE MI'D U BBISBISIOT pa3IUYHbBIE TPYIIIBI
MOBTOPEHHBIX IOCIEJ0BATEILHOCTEN: TaHAEMHBIE IOBTOPBI, CATTEIUTHBIE ITOBTOPBHIL,
MI'D. [Ipumepamu nporpamm de NOVO moucka siBisiroTest Reputer, RepeatFinder, ReAS,
SSAHA, BLAT, PASH, WindowMasker, RepeatGluer, RepeatMasker, P-Clouds u
apyrue (Kurtz et al., 2001; Ning et al., 2001; Volfovsky et al., 2001; Kent, 2002; Kalafus
et al., 2004; Pevzner et al., 2004; Li et al., 2005; Morgulis et al., 2006; Gu et al., 2008).

MeTtoab! naentupukanun MI'D mo romosiorum ocyiecTBisiIOT mouck MI'D 3a
CYeT BBISBJICHHS IOCJIEI0BATEIBHOCTEH MMEIOMINX CXOACTBO C O€JIOK KOIUPYIOIIUMU
nocjenoBaTenbHOCTAMU U3BecTHRIX MI'D (Bergman, Quesneville, 2007). B otnuume ot
MeToauK (e NOovOo, MeToabl WACHTH()HUKAIMU TIO0 TOMOJIOTHH ITO3BOJISIIOT BBISIBIISITH
HU3KOKOIUMHBIE AJIEMEHTHI M KJIacCU(UIIMPOBATh IMOJTYyYEHHBIE TOCIEAOBATEILHOCTH.
Opnnako oHu Haunbonee 3(P(PEKTUBHO OCYIIECTBISAIOT MOMCK paHee omucaHHbIX MI'D u
AIIEMEHTOB, KOTOPBIE COXPAHUIIM TIOCTATOYHO BHICOKYIO TOMOJIOTHIO HA YPOBHE OEITKOBOM
IIOCJIEIOBATENBHOCTU. J[aHHBIE METOAMKHA HE MO3BOJISIOT BBIABIIATH ONPEICICHHBIE
rpynnsl MI'D, B MOCIENOBAaTENBHOCTSAX OSJIEMEHTOB KOTOPBIX OTCYTCTBYET O€NOK
koaupytomas yacte (MITES u SINES). [Ipumepamu nporpamMm moucka mo romMoJOTHU
seisiroress BLAST, FASTA u HMMER (Pearson, Lipman, 1988; Altschul et al., 1990;
Eddy, 2011).

Metoabl morcka MI'D 1mo CTpyKTypHOMY CXOACTBY OCHOBAaHbI Ha BBISIBJICHUU
crenu(UUecKuX YYacTKOB CTPYKTYpPbl 3JIEMEHTOB, TaKWX KaK JUIMHHbIE KOHIIEBBIC
noBTopbl B cinydae LTR perporpancrnoszonos (Bergman, Quesneville, 2007). Kak u
METOJIbl TIOMCKAa IO TOMOJIOTMH TpYIIa METOAOB IOUCKA MO CTPYKTYPHOMY CXOJICTBY
NO3BOJISICT  BBIABIATH ~ HHU3KOKONMMWHBIE ~ 3JEMEHTBl W KIacCH(PHUIHUPOBATH
nocnenoBareabHoctTh  MI'D, oaHAaKo, HEIOCTAaTKOM JIaHHOW TPYNIbl  SIBIISAETCS
HE00X0AMMOCTh Pa3pabOTKH OTIEIBHOTO METOAA MOoJ OTAenbHy0 rpynmy MI'D. Kpome
TOTO, HEKOTOphIe rpynnsl MI'D MeHee HE MMEIT OpraHW30BaHHOM CTPYKTYpBI, UTO HE
MO3BOJISIET BBIABIIATH MX C IOMOILBIO JAHHBIX METOJO0B. IIpumepaMy TaHHONM TpymIbl
metozoB siBisores LTR_STRUC, LTR_FINDER, SINEDR, RTAnalyzer, FINDMITE,
MUST, MITE Analysis Kit (MAK), HelitronFinder u npyrue (Tu, 2001; Yang, Hall,
2003; McCarthy, McDonald, 2003; Tu et al., 2004; Lucier et al., 2007; Xu, Wang, 2007,
Du et al., 2008; Chen et al., 2009).
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1.7.2. MeToabl CpAaBHUTEIBHOI0 aHAJIN3A NocJaeoBaTeIbHocTel MI™D

Jns cpaBHUTENbHOro aHainza MI'D mOpoBOAAT NOCTPOEHHWE BbIPAaBHUBAHUM
TOMOJIOTHYHBIX OCTATKOB B IPYyIINE MoclenoBareabHocTel. OnpeaeneHne ToMOI0TUYHBIX
YY4aCTKOB  TPYIIbBI  TMOCIEIOBATENIbHOCTEH  SBISETCS  HEOOXOJWMBIM  YCIIOBHEM
U3BJICUCHHUS] OHOJOTMYECKHM 3HAUYUMOW HH(POPMAINH, TO3BOJISIONIEH MPOBOAUTH
PEKOHCTPYKLIUIO  DBOJIOLMOHHOM  HMCTOpUM  TOCHENOBaTeNbHOCTEH  ((puioreHus),
npeackazanue GyHKIUM KaXJA0ro ocraTka, MojenupoBaHue 3D - CTpyKTyphl, nu3aiiHa

npaiimepoB s [P ananu3za u ap.

B 3aBucMMOCTM OT KOJM4YECTBA AaHAIM3UPYEMBIX IIOCIEA0BATEIBLHOCTEH
BLIDABHUBAHUS TOJPA3JCISIIOTCS Ha TApHblE M MHOXECTBeHHbIe. KoMmbroTepHbie
NOJIXO/Ibl BBIPAaBHUBAHUS IMOCJIEOBATEIbHOCTEN MOAPA3JEISIIOTCS Ha JIBE TPYIIIbL:
rnobansHeie M JokanbHble (Pucynok 1.14). ['moGanbHble TOIXOIBI BBIPABHUBAIOT
KOKIBIH OCTaTOK B JOOOH TOCIIENOBATEIbHOCTH aHAJU3UPYyeMOro Habopa U
NPUMEHSIIOTCSI, B CJIy4ae €Cld MOCIEOBATeIbHOCTH B Habope o00JalaioT BBHICOKUM
CXOJICTBOM W HMEIOT OJIMHAKOBYIO JUIMHY (mpuMep anroput™ Humnmana-ByHia).
JlokasibHbIE BBIpaBHUBAHUS, KaK MPABUJIO, IPUMEHSIOTCA JIJIsl O0JIee pa3sHOPOIHBIX IPYII
MOCJIE0BATEIbHOCTEN. JIaHHBIM THUI BBIPABHMBAHUM Ha IEPBOM JTalle OINPEICIAET U
BbIPABHHUBAET PallOHbI C BHICOKUM CXOJICTBOM U 3aT€M BBIPAaBHMBAET OCTABUIYIOCS YacTh
nocjenoBarenbHocTel (mpumep anroputm Cmurta-Batepmana).

B Hactosiiee Bpemsi paspaboTaHa Iienas rpynna ajJropuTMOB BBIPAaBHUBAHUS
IIOCJIEZIOBATENIBHOCTEM,  BKJIIOYAIOIIAsl ~ MEJJIEHHBIE  QJITOPUTMBI  JIMHAMUYECKOTO
IpPOrpaMMHUPOBAHUS, a TaKkKe ObICTPbIE IBPUCTHUECKHE aITOPUTMbI HJIM BEPOSATHOCTHbBIE
Metonbl. [IpuMepamMu  COBPEMEHHBIX  METOJOB  IIOCTPOCHUSI ~ MHOYKECTBEHHBIX
BeIpaBHUBaHui sBistorcs: ClustalW - mambonee mmpoko ucnonbzyemsrii (Thompson et
al., 1994); Muscle - owicTpeiii u Tounstii (Edgar, 2004); T-COFFEE - 3HauutesnsHo Oolee
TOYHBIH, YeM JIBa BBIIICONMCAHHBIX, HO CyliecTBeHHO Oonee memnennbiii (Notredame et

al., 2000).

1.7.3. MeTtoab! ¢puioreHeTH4eCKOro aHaJIM3a nocjeaoBareabHocTeir MI'D
Mertoasl (PHIOrEHETHUECKOTO aHAlM3a MOKHO pasfeiWTh Ha JBE TPYIIIHL:
METO/Ibl, OCHOBaHHbBIC Ha OIICHKE PACCTOSHUHN WM MarpuuHbie Metonsl (distance-based

methods), u cumBonbHO-OpHUeHTHpOBaHHBIE MeTOABI (Character-based methods) (Jordan,
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Bowen, 2004) (Pucynok 1.14). ITlepBas Tpymnmbsl METOAOB BBIUUCISET IOMApHBIC
PacCTOSIHUSL MEXJy MOCJICIOBATEIILHOCTIMH U CTPOUT JEPEBO, B KOTOPOM PACCTOSIHHUS
MEKAY BEpIIMHAMH HAWJIYYIINM 00pa3oM COOTBETCTBYIOT MATPHIE ITOTApHBIX
paccrosinuii. Hanbosee MIMPOKO HCIOIB3YEMbIMH MATPHYHBIMH METOIAMHU SIBJISIOTCS
aneopumm nonapnou epynnupoexu (Unweighted Pair Group Method using arithmetic
Averages - UPGMA) u memoo coedunenusi baudicatiuux coceoeti (Neighbor-joining -
NJ). Anroputm NJ sBusercs momudukamnueit anroputma UPGMA u ocHoBaH Ha
NPUHIMIIE TOMCKA Map OJIMKAWUIIMX IOCICI0BATEIBHOCTEH TakuM 00pa3oM, YTOOBI

CyMMapHas JJIMHa BETBEH OblJJa MUHUMAJIBHON Ha Ka>XIOM 3TallC KJIIaCTCpU3allhH.

CUMBOJIBHBIE ~ METOJIBI  WCIIOJIB3YIOT — TIOTApPHBIE  PACCTOSHUA C  YYETOM
pacripeneneHds CUMBOJIOB B IOCJIEI0BATEIbHOCTAX JUIS MOJYYEHHUS ONTHUMAalbHON
toniosoruu jaepeBa (Jordan, Bowen, 2004). HaubGonee aKTHBHO HCIOIb3YEeMbIMU
CUMBOJIbHBIMH METOJIaMU  SIBJISIIOTCS  METOJI MaKCUMalbHOW skoHOMUH (Maximum
Parsimony, MP) u meton makcumansHoro npasaononooust (Maximum likelihood, ML).
Memoo maxcumanvroli 2koHomuy HauOoOJIee TOIMYJSIPHBIA aNTOPUTM BOCCTAHOBJICHHUS
HACJIE/ICTBEHHBIX  CBs3€l. AJNTrOpUTM  KOHCTPYHUPYET  MHOXKECTBO  BO3MOXKHBIX
(UIOreHeTHUECKUX JEePEBhEB, U 3aTE€M OCYIIECTBISET MX OIEHKY Ha OCHOBE 4YHCIa
ABOJIIOIIMOHHBIX W3MEHeHuW (Mmyrtanwmii). Haubosiee pelieBaHTHBIM SBISIETCS JI€PEBO,
KOTOpOE€ MpPEAIoyiaraeT HaMMEHbIIEE YUCIO MYTalUi [JIs OMUCAHMS IBOJIFOIMOHHBIX
B3aUMOOTHOILIEHUM  MEXAY  MOCJIEAOBATENbHOCTIMU.  Memoo  MaxkcumanbHo2o
npasoonooobus KOHCTpyupyeT  (UIOTEHETHYECKOE  JIEPEBO,  OCHOBBIBAsICh  Ha
HBOJIIOIIMOHHON MOJIeNH, KOoTopasi o0ecreyrMBaeT MaKCUMalbHOE 3HaueHue (QYHKIUU
npaBaonoaoouss U ¢ HauOonblied BEPOATHOCTHIO ONMUCHIBAET JaHHblE. BwiOop
HBOJIFOLIMOHHOM MOJIENIN OCYIIECTBIISIETCS C MOMOILBIO CHIEUATN3UPOBAHHBIX IPOIPaMM,
npuMepamu KOTopbix siBisitorcst Modelestimator, jModeltest u Prottest (Arvestad, 2006;
Darriba et al., 2011; Darriba et al., 2012). Metoasl ipaBaOMOA00HS MOJYYAIOT JIYUIITHE
pe3yNnbTaThl, Ye€M METOJIbl OCHOBAaHHBIE Ha pacueTe pacCTOSHUN M YKOHOMHUHU, HO OHH U
MEHEEe pachpoCTpaHeHbl M3-3a BBICOKMX BBIYMCIUTENBHBIX 3aTpaT Mpu paboTe ¢

pCaJIbHbBIMU JaHHBIMH.
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[MpumepamMu  mporpamMm,  OCYIIECTBISIONIMX  (QUIOTEHETHYECKUH  aHaIu3
nocienoBarensHocteii, sBisiores: PHYLIP  (Felsenstein, 1989), PAUP (Swofford,
2000), MRBAYES (Huelsenbeck, Ronquist, 2001) u MEGA (Tamura et al., 2011).

1.7.4. MeToabl aHA/IH3a TOPU3OHTAIBHOTIO epenoca MI'D

[Tl sBnsieTcss CIIOXKHBIM — SIBJIGHHEM, JJIs  OINpEAENieHUsT KOTOpPOro ObLIO
chopMyJIUPOBAHO TPU KPUTEpHUsA: HEPABHOMEPHOE paclpeqieliecHne OO0BEKTa MEXIy
BUJAMU  ONpENEJICHHOM  TaKCOHOMHMYECKOW  TPYIIIbI; BBICOKOE€  CXOJCTBO
MOCIIEZIOBATENIbHOCTE M3  T€HOMOB  PEMPOAYKTHBHO  W30JMPOBAHHBIX  BHJIOB,
MIPEBBIMIAIONIEE 0KUIAEMBIN YPOBEHBb CXOJACTBA C YUETOM BPEMEHH JUBEPIEHIIMU BUIOB
X0351€B; HECOOTBETCTBHE (DMIOTEHIHN TOCTPOCHHON Ha ocHOBE 00bekTa I'Il u ¢punorenun
BUJIOB XO035ieB. OJHAKO, KaXKIbIH M3 KPUTEPUEB MOXKET SIBISATHCA PE3YyIbTATOM
HBOJIIOIIMOHHBIX MpoIleccoB, oTiau4HbIX oT [T, Hampumep, croxacTuueckoi norepu u /
win  nuddepeHuuanbHol  PUKCAMM  3JEMEHTOB Y MPENKOBBIX (opM, oTOopa,
NEHCTBYIONIETO Ha COXPaHEeHHE MocieaoBaTeIbHoCTH MI™D 17151 BBIOTHEHUS KIIETOYHBIX
¢yukuuii u ap. (Shedlock, 2006). Takum 00pa3om, B HACTOSAIICE BpEMsI HE CYIIECTBYET
€IUHOr0 CTaHjapTa MW NOAX0Ja, NOo3BoJIstomero ommunth caydan [TI ot
aIbTEPHATUBHBIX SBOJIOLMOHHBIX IIPOLIECCOB.

Meroner noarBepxkaeHus [Tl mompasgensitoTcs Ha mNapaMEeTpUYECKHE U
¢wiorenetnueckue  (Pucynox  1.14).  MHorue  XapakTCpUCTHKH  T'€HOMHOMN
MOCJICIOBATENIbHOCTUA ~ SIBJISIFOTCA ~ BUJIOCTICHU(PUYHBIMA  («T€HOMHAs TOJIMUCHY) U
MO3BOJISIFOT BBISIBUTH YYaCTKH, KOTOpPbIE OBLIM MEPEHECEHB B TEHOM TOPU30HTAIBHO U3
reHoma japyroro Bupaa. llapamempuueckue memoOwvl TO3BOJSIOT BBISIBUTH YYaCTKU
reHoMa, OTJIMYAIIIMecs OT  OCHOBHOM  MOCJEAOBATEIBHOCTH IO  CBOUM
XapakTepucTukam: HykieotuaHomy coctaBy (I'Ll cocTtaBy M yacTtoTe BCTpEYAEMOCTH
cuHOHUMHUYHBIX KojmoHOB (Codon usage bias - CUB)), uactoTe BCTpedaeMOCTH
OJIMTOHYKJICOTUJIOB, OCOOCHHOCTSIM «T€HOMHOTO KOHTEKCTa» (OKPYKEHHUS YydacTKa
MOCJICIOBATENIbHOCTH, KOTOPBIM TMOTEHIMAIbHO OBUI TEPEHECEH TOPU30HTAIBHO)
(Dufraigne et al., 2005; Elhai et al., 2012).

Qunozenemuueckue Memoosbl aHAIN3a TOAPA3ACISIIOTCA HA SIBHBIE U HESBHBIC.
SIBHBIE (QUIIOrEHETUYECKHEe METOJbl OCHOBaHbl HAa CpaBHEHUHU (UIOTEHETHYECKHX

JIEPEBBEB, TOCTPOEHHBIX HA OCHOBE IOCIEA0BATEIBLHOCTEN pa3inyHbIX reHoB (MID), ¢
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3TaJOHHBIM (pedepeHCHBIM) AepeBOM BHIOB. JlaHHas Tpymma METOA0B 00JaiaeT pAaoM
HEJOCTAaTKOB: pe3yjibTaT 3HAYUTENBHO 3aBUCUT OT CHocob0a PEKOHCTPYKIUHU
(UIOreHETUYECKUX JI€PEBbEB; KOHQIMKT MEXKAYy (UION€HETUUYECKUMH JEPEBbIMU
MOJKET SIBJISTHCS PE3yJIbTATOM 3BOJIOLUOHHBIX COOBITUI OTIMYHBIX OT TOPU30HTAIHLHOTO
IEPEHOCa; KOJMYECTBO AHAIM3UPYEMBIX IOCJIENI0BATEIbHOCTEH  OrpaHUYMBAECTCS
CIIOHOCTBIO TOJCYETOB. B oOT/IMuMe OT SBHBIX METOJOB HESIBHbIE OCHOBAaHBI Ha
CPaBHEHHMH SBOJIIOIMOHHBIX PACCTOSHUN MEXIy IMOCIEJ0OBATEIbHOCTSIMHU, HE TPEOYyIOT
MOCTPOCHUSI  (PMIIOTEHETUYECKUX JIEPEBbEB, U ABIAIOTCS Oojiee HAJCKHBIMU U
HKCIPECCHBIMU IO CPABHEHHIO C SBHBIMU. HesiBHbIE METOJBI OCHOBAaHBI Ha THUIIOTE3E
«MOJIEKYJIIPHBIX YacOB», YTBEPKAAIOIICH, YTO SBOJIOLUOHHBIE PACCTOSHUS MEXKIY
MOCJIEZIOBATENILHOCTSIMU T€HOB MPOMOPIIMOHATBEHBI BOJTIOIMOHHBIM PACCTOSHUSIM MEXTY
sugamu (Bromham, Penny, 2003). OCHOBHBIM HEIOCTATKOM HESIBHBIX METOJOB SIBJISICTCS
3aBUCHUMOCTb PE3yJIbTaTOB JAHHBIX METOAOB OT Jiyumux XxutoB BLAST noucka.
[lockonbky mapameTpuyeckue U (UIOTEHETHYECKHE METOAbl  00JalaroT
HEJAOCTaTKaMM M 3a4acTyl0 MOTYT JaBaTh IPOTHBOPEUUBBIE PE3YNIbTATHI, IS
HOJTBEPKACHUS TOPU30HTAIBHOTO IIEPEHOCA UCTIOIB3YETCsl 00€ TPYIIITBI METO/IOB.
Ob6nacte pa3paboOTKU HOBBIX OMOMH(POpPMATHYECKHMX METOAO0B M3yueHus MI'D B
HACTOsAIlEE BpeEMs  aKkTUBHO  pas3BuBaercsa. IlomydeHne HOBBIX  JAaHHBIX O
nocnenoBarenbHoCcTIX MI'D cTumynupyeT pa3BuTue AaHHOW 00JacTH U (pOpMUpOBaHUE
KOMILIEKCHOTO mojxoaa k aHanuzy MI'D. Ilupokoe pacnpocTpaHEHHE MOBTOPEHHBIX
MOCJIEZIOBATENIbHOCTEN B F€HOMAaX OCJIOXKHSIET CEKBEHHUPOBAaHUE, COOPKY, aHHOTAIUIO U
BHIDABHHBAaHUE HOBBIX T'eHOMOB. JlaHHBIM akT Takke TMNPUBOAUT K POCTY
3aMHTEPECOBAHHOCTU B pAa3BUTHM HOBBIX KOMIIBIOTEPHBIX METONOB aHanuza MI'D

(Bergman, Quesneville, 2007).

3akiroueHue 1o 0030py JUTEPaATypPHI
MoOuibHbIE TEHETHYECKHE B3JEMEHTHI - Pa3HOooOpa3Has TpyMia MOBTOPEHHBIX
HOCJIeI0BaTEIbHOCTEN, 00JaAA0IUX CIOCOOHOCTBI0 MEHSATH JIOKAJIU3ALUI0 B T'€HOME
xo3simHa. MI'D oOHapyXeHbl B TEHOMax TMPaKTHYECKH BCEX OYKAPHOTUYECKUX
OpraHW3MOB M OTHOCATCS K KJIACCYy YMEPEHHO IOBTOPEHHBIX IOCIEA0BATEIbHOCTEN
JJHK. MI'D oka3plBalOT 3HAYMTEIBHOE BIUSHUE HA DBOJIOLUIO TE€HOMOB XO35€B IIyTEM

WU3MEHEHUs CTPYKTYpBl U pa3Mepa eHOMa, IIPENOCTABICHUS T€HETHYECKOro Marepuania
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Ui COOPKM HOBBIX T€HOB W (DOpMHpPOBaHUS HOBBIX (YHKIHI, OOMEHAa T€HEeTHYECKOU
uHpopMalMed MeXay pPErnpoJyKTUBHO H30JIMPOBAHHBIMU BHJAMHU (TOPU3OHTAIBHBIN
HEPEHOC).

C MOMEHTa OTKPBITHS MOOMJIBHBIX T€HETHUECKUX 3J1eMEeHTOB B 1951 rony naHHbie
OOBEKThl ~ aKTUBHO  H3YYalOTCi €  IOMOIIBIO  OMOMH(OPMATHYECKHX U
HKCIEPUMEHTAIBHBIX MeTOUK. HecMoTps Ha akTyanbHOCTH MpoOsieMbl n3ydeHnus MI'D,
B KapTHHE NPOMCXOXKACHUS, pa3HOoOpaszus M pacnpocTpaHeHus MID ocraercs psn

HEPCIICHHBIX BOIIPOCOB:

1. PazHooGpa3ue, pacnpocTpaHeHue u sBoitonuss MI'D B reHomax 3yKapHOT.
HccnenoBanus B TaHHOM 00iacTH HampaBieHbl Ha pa3paboTKy OMOMH(OPMATHYECKHX
WHCTPYMEHTOB JUIsl TIOMCKA, aHHOTaIMM M aHamu3a MI'D B pasnauuHbIX TIpymmax

9YKapUOTHYCCKUX OPraHUu3MOB.

2. Ponrs MI'D B Bo3HMKHOBeHUHU HOBBIX (pyHkumii. He cmotpst Ha To, uto MI'D
JUIMTENIBHOE BPEMsSI OTHOCWIMCH K Kareropuu «mycopHoi JIHK», B HacTosuee Bpems
MOSIBJISIETCST BCe OOJIbIIIE JTOKA3aTEeIhCTB TOTO, YTO OHU MO HUrparoT KIIOUYEBYIO pOJib B
HBOJIIOLIMM T€HOMOB 3yKapHoT. OCHOBHBIE UCCIIEOBAHUS B JAHHOM 00J1aCTH HAIIPABJICHbI
Ha WICHTU(UKAUIO U aHAINU3 TOCIeI0BaTeIbHOCTEHN (KOIUPYIOUINX U HEKOAUPYIOIINX),
NPOU30OLIEAINX NyTeM gomecTukauuu MI'D u nonyyuBIIMX onpeneaeHHy0 GyHKIUIO B

T'CHOMCEC XO03sHHa.

3. Mexanusm ropuszoHTanmpHOro nepeHoca MI'D. K HacrosmiemMy MOMEHTY B
JUTEpaType ONUCAHO 3HAYUTEIbHOE KoiaumyecTBO ciydaeB ['TI MI'D mexay reHomamu
HBOJIIOLIMOHHO YJAJICHHBIX BHUJOB JYKApPUOTUYECKUX OPraHU3MOB, OJHAKO MEXAaHHU3M
JAHHOTO Tpolecca MPakTUYeCKn He u3ydeH. OcoOblil HHTEpeC HccaeaoBaTeNel CBsI3aH ¢
uzydenunem npouecca I'TI JIHK tpancnozonos nopsaka TIR, mist koropeix I'Tl siBnsiercs
qacTeIM coObITHEM, B NON-LTR peTrpoTpaHcno3oHOB a1 KOTOPBIX JaHHOE SIBJICHHE

BCTPCHACTCA UCKIIIOYUTCIBHO PEAKO.
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I'aaBa 2. MATEPUAJIBI U METOJbI

2.1. BbiOop cTpaTerum uccjiae10BaHus

OOpexrtamMu HcclefoBaHUS B JaHHOM pabore sBistorcss MI'D M3 reHoMoB
npeactaButeneit orpsaa Lepidoptera. K nacrosiieMy MOMEHTY OTCEKBEHHPOBAH I'€HOM
eIMHCTBEHHOTO MPE/ICTABUTENS JAHHOTO OTpsAZia — TyTOBOTrO mienkonpsaa Bombyx mori.
B ©0a3e pmaHHBIX mOpuUCYTCTBYeT oOrpaHudeHHas wuHpopmauus o MID  apyrux
npencraButenei orpsima Lepidoptera. [lns pemieHust 3aiad, MOCTaBICHHBIX B paMKax
NaHHOM  pa0oThl, OBUT NPUMEHEH KOMIUIEKCHBIM MOJAXOA,  MpeIrnojararonivi

UCIIOJIb30BaHNE OMOMH(POPMATHUECKUX U IKCIIEPUMEHTANBHBIX MeTOuK (Pucynok 2.1).

reHom Bombyx mori nocnegosartensHocTn MM
x
3
I
-
©
[
3
[x}
8 SilkBase DB
(http://silkbase.ab.a.u-tokyo.ac.jp/cgi-bin/index.cgi) (http://blast.ncbi.nlm.nih.gov/)
Mouck MI'3 O6pasupl Lepidoptera
(
m (ﬁ C6op 06pasLios
Boinenenne OHK |
Y /
CpaBHUTENbHbIV aHanu3 Y
——— % TLIP avnnudukaums
W[ — :
Y 1
dunoreHeTn4eCcKUin aHanma Y

KﬂOHMpOBaHMe, CeKkBeHupoBaHue

P
|
i]
y HoBble nocneposarensHocT MIM3
AHanus

FOPU30HTarnbHOro nepeHoca
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/(P}l s [oT-6noT rbpuansaums

MapameTtpuyeckuii  OUNOreHeTUYECKUI (noaTeepxperue )
aHanus aHanus

BuounHdopmaTuueckue metoabl
SkcnepuMeHTanbHbIe MeToAbI
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2| - nporpamma ClustalW .tm’“‘: ¥l - nporpamma MEGA 5.0

=
m - nporpamma UniProUGENE d - NCBI BLAST

@ - nporpamma PhyML 3.0 n ¢ - 3KcnepuMeHTanbHble UCCNeaoBaHUA

Pucynok 2.1. Cxema uccrienoBanusi MOOMIIbHBIX T€HETHYECKUX d1eMeHToB (MI'D) rpymnn
non-LTR perporpancno3onoB u TIR JIHK TpaHcno30HOB B reHOMax MpeacTaBUTENEH OTpsia
Lepidoptera. bBuomH(pOpMaTHUecKHe OSTambl HMCCIEJOBAHUS IPEACTABIEHBI B  TOJyOOM
OPSIMOYTOJIbHUKE, SKCIEPUMEHTAIbHBIE ATallbl B JKEITOM INPSMOYTOJIbHUKE, 0a3bl NaHHBIX,
UCMOJb30BaHHBIE B HUCCIEIOBAaHMM, B 3€JICHOM IPsAMOYrojibHuUKe. B anammze Obun
ucnonp3oBanbl porpammbel UniPro UGENE (Okonechnikov et al., 2012), MEGA 5.0 (Tamura
et al., 2011), PhyML 3.0 (Guindon et al., 2010), ClustalW (Thompson et al., 1994) u on-naiin
cepsuckl NCBI. I'TI — ropu3oHTanbHBIN IEPEHOC.
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OCHOBY JaHHOTO TIOAXOJa COCTABIAIOT OMOMH(POPMATHUYECKHUE METOJUKH,
MO3BOJISIONINE TMPOBOAUTh TIOWCK, CpPAaBHUTEIBHBIH M (PUIOTEHETUYSCKU aHaIHn3
rocneaoBarenbHocTel MI'D, a Ttakke anHanu3 mnoreHnmaiabHoro ITI »imemeHnToB.
DKCIIepUMEHTAJIbHBIE METOJIUMKH B JIAHHOM CJIy4ae WIPAOT BCTIOMOTATEIBHYIO POJIb U
SIBJISIFOTCSL TIOCTABIIUKAMM IIOCJICAOBATEIBHOCTEH MOOMIBHBIX IEHETHYCCKUX SJICMEHTOB

1 TEHOMHBIX MOCJIEI0BATEIbHOCTEH JJIS1 HOBBIX MOACIIBHBIX OpraHnu3MoOB.

2.2. buounpopmaTnyeckuii anaaIu3

2.2.1. Ilouck nocaenoBareabHocTeit CR1 non-LTR perporpancno3onoB u mariner-
like JHK Tpancno3oHoB

Iouck no ecenemuueckum o6azam oOannvix. Jng momcka MI'D u3 reHOMOB

npejacraBureneid otpsaa Lepidoptera m kmacca Insecta, uisi KOTOPBIX OTCYTCTBYEOT

MOJIHOTEHOMHBIE ITOCJIEIOBATEIIBHOCTH, UCIOJb30BaIach 0a3a manHbix Genbank (NCBI)

(www.ncbi.nlm.nih.gov/). Jlormuecknit mnouck MID B 06ase pmamaeix Genbank

NPOBOJMIICS TIO 3ampocaM «transposon marinery, «mariner-like» «transposase», «DNA
transposon» B ciysae mariner-like (MLE) JIHK tpancmozoHoB u «non-LTR
retrotransposon», «CR1 element», «retrotransposony, «revertase» B caydae CR1 non-

LTR peTpoTpaHCiO30HOB.

Ilouck no npoYuUmarHblm  CEHOMAM. HOCJ’IGI[OB&TGJ'H)HOCTB resomMa TYTOBOTO

menkonpsaa B. mori mpexacraBnena B 6asze gamnbix SiIKDB (http://www.silkdb.org/,

Duan et al., 2010). [ns GuonHpopMaTHUIECKOrO MOKCKa mocieaoBareabHocTeli MI'D B
remome B. mori ucnons3oBanock npuinokenue Query Designer makera nmporpamm UniPro
UGENE (Okonechnikov et al.,, 2012). B mnpunoxenun Query Designer Obutn
CKOHCTpyHpOBaHbl cxembl rmoucka mariner-like JIHK tpancnosonos u CR1B non-LTR
PETPOTPAHCIIO30HOB, Hcmob3yomue HHCTpymMmeHT HMMER2. [lanHbli HHCTpYMEHT
MO3BOJIIET OCYIICCTBJIATh TIOUCK TOCIICAOBATEIBHOCTEH C TMOMOIIBIO  CKPBITHIX
mapkoBckux wMogeneit (HMM - Hidden Markov Model) wm HMM mpodwunei,
NPEACTABISAIONIMX COOOM  CTATUCTUYECKYK) MOJCIb HCKOMOW  aMHUHOKHCIIOTHOM

nocienoBarenbHoctu (Eddy, 1998; http://hmmer.wustl.edu/). B ciygae MLE snemenToB

HMM npodunu ObuUH TOCTPOSHBI HAa OCHOBE BBIPABHMBAHUS aMHUHOKHCIIOTHBIX

nocjenoBaTeNbHOCTEH TpaHcmo3asbl, a B ciaydae CR1B smemenToB Ha ocHOBe


http://www.ncbi.nlm.nih.gov/
http://www.silkdb.org/
http://hmmer.wustl.edu/
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BBIPAaBHUBAHUS TOCIEI0BaTEIbHOCTEN 00paTHOM TpaHckpunTasbl. [locmexoBaTenbHoCTH
00paTHOM TpaHCKPUNITa3bl U TPAHCIO3a3bl OBIIM MOJTYYEHbI B pe3yibTaTe Moucka no 0ase
nanabix GenBank (http://www.ncbi.nlm.nih.gov). [TocnenoBaTensHOCTH, OOHAPYKCHHBIC
B pe3yJbTaTe MOKCKa 1Mo reHomy B. mori, ObUTH MCIOIB30BaHbl I KOHCTPYHPOBAHHUS

OJIMTOHYKJICOTUIHBIX TPaiiMepPOB, CPABHUTEIBLHOTO M (PHMIIOT€HETUYECKOTIO aHAIM3A.

Jlns momcka XuMepHbIX mociemoBatenpHocteir CRIB/MLE B cxemy Query
Designer OblT BHECEH [IONMOJIHUTENBHBIA 9Tall, MO3BOJISIIONMNA  aHAIMU3UPOBATh
MOCJIEIOBATEIbHOCTh B HalpaBlieHWH 5’ W 3’ OT BBIABICHHOTO 3JieMeHTa. Ha mepBom
stane npoBoauicsa nouck CRI1B snemenToB, ¢ ucmonas3oBanueM cxemsl st CR1B non-
LTR perpoTpaHCIO30HOB, 3aTe€M MPOBOJAWJICS  aHAJU3  IMOCIEAOBATEIbHOCTEH
(bIaHKUPYIOIIKX JaHHBIA AJIEMEHT C IMOMOIIBI0 mporpamMmel Blast (amropurmser Blastn u

tBlastx) (Altschul et al., 1990).

2.2.2. CpaBHMTeJIbHBII aHAJIN3 MocjaenoBaTeabHocTeil MI'D

BripaBHUBaHUS HYKJICOTUIHBIX U aMUHOKHUCIIOTHBIX MOCIIEOBATEIILHOCTEN ObLIH
nocTpoeHsl ¢ ucnoib3oBanuem mporpammbr ClustalW (Thompson et al., 1994). s
BbIPAaBHUBAHUS MCIOJIb30BAJUCH CIEAYIONINE MapaMeTphl: mTpad 3a OTKPHITHE pa3pbiBa
30, mrpad 3a mpomomxenue paspeiBa 0.8, BecoBas wmarpuma IUB. VYnyumenue
BBIpaBHUBaHUM NpoBoauiochk ¢ nomombio anroputma MUSCLE noctynHoro B makere
nporpamm UniPRO UGENE v. 1.12.3 (Okonechnikov et al., 2012). [ins nomcka u
aHalM3a OTKPBITBIX pPAMOK CYHMTHIBaHUA ucmosb3oBasnack nporpamma ORF  finder

(http://www.ncbi.nlm.nih.gov/gorf/gorf.html).

2.2.3. PuoreHeTHYeCKU aHAJM3 MocaeaoBaTebHocTeld MI'D
[loctpoenne  (UIOreHETUYECKUX  JIEPEBbEB  MPOBOAMIM  HAa  OCHOBE
MHOKECTBEHHBIX BBIPAaBHMBAHMI IOCIEA0BATEIBLHOCTEM TpaHcmo3asbl B ciiydae MLE
JIHK TpaHCII030HOB, M IMOCJEn0BaTeIbHOCTEN 00paTHOI TpaHcKpunTasbl B cirydae CR1

non-LTR perpoTpancno3oHOB.

Jliis moctpoeHus (PUITOTEHETUYECKUX JIEPEBhEB OBUITM MCITOJIB30BAHBI JIBA METO/IA:
Meron coenumHeHus Ommkaiimmx coceneit (NJ — Neighbor Joining) u3 rpymmsr
MaTPUYHBIX METOJOB M METOJ MakcuMmalibHoro mnpaspomnomoous (ML - Maximum

Likelihood) u3 rpymmsl CHMBOJIBHO-OpPUEHTHPOBAHHBIX MeTOI0B. NJ (rmoreHeTHUECKHE
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JIepeBbsi OBUTH MOCTPOCHBI MpH oMoty nporpammbl MEGA 5.0 (Tamura et al., 2011);
ML dunorenetndeckre aepeBbs OBLIM IIOCTPOCHBI MPH MOMOIIM Iporpammbl PhyML
v.3.0 (Guindon et al., 2010). ITporpamma jModelTest, Bepcun 2.1.4, Obl1a UCTIOIB30BAHA
JUTs BBIOOpa HanboJIee MOaXoAsMIeii Moaenu HyKiIeoTuaAHbIX 3ameH (Darriba et al., 2012).
JIJisi OLIEHKH JTOCTOBEPHOCTH TOIOJOTHUU (DHIIOTEHETHYCCKUX JIEPEBHEB HCIOIB30BAJICS

oyrcrpen-tect (bootstrap test, 1000 perunkanuii) (Felsenstein, 1985).

2.2.4. AHaiM3a rOpU30HTAJIBLHOTO neperoca MI'J
Anamu3 I'TI mpoBoawmics GuIOreHETHUECKUMH (SIBHBIMH) M TIapaMeTPUUYECKUMU
MeToAaMH. B kauecTBe mapaMeTpuuecKux METO0B UCIOIb30BAIMCH «divergence-versus-

age» aHaJIn3 U aHaJIM3 KOJIMYCCTBA CHHOHNMHUYHBIX 3aMCH.

«Divergence-versus-age» aHaiu3 IO3BOJSET OICHUTh CKOPOCTh DBOJIIOIHMH
MOCJIEIOBAaTeIbHOCTEH 3a cueT TrpadHuuecKodl BHU3yalIW3allk YPOBHS JIUBEPTCHIIMU
MOCJIEA0BATEIBHOCTEN U3 PA3JIMYHBIX TPYII OPTraHU3MOB MPOTUB BPEMEHH JUBEPTECHIIUN
OpraHu3MOB-X035€¢B. KOHTpOJIbHBIE KPUBBIE CKOPOCTH IBOJIOMHU MOCIEI0BATEIILHOCTEN
MI'D n03BOHOYHBIX M apTPOMO/I, HACIEAOBAHUE KOTOPBIX MPOUCXOAUIO UCKITIOUYUTEIBHO
BEPTUKAIBLHBIM ITyTeM, ObUIM B3SThl W3 jmreparypHbix maHHbix (Malik et al., 1999).
Pacnonoxxenne pe3ynbTaToB BOJWM3M KOHTPOJBHBIX KPHUBBIX MPEAMNOSaraeT, YTo
JIMBEPTEHIMS TIOCIEA0BATEIBHOCTEN MTPOU30IILIA OJTHOBPEMEHHO C JTUBEPIEHIUEN BUIOB
X034€B WU NOATBEPKIAECT BEPTHUKAJIBHOE HAacleloBaHuE. PacronoxkeHue pe3ynpTaTroB
HUKE€ KOHTPOJIBHBIX KPHMBBIX MHPEAINOJiaraeT, 4To JAUBEPrEHIMS IOCIEI0BATEIbHOCTEN
MPOU3011JIa MO3KE TUBEPreHIIMA BUAOB X034€B U noarBepxkaaet ['Tl. Jlucranumu mexay
AMUHOKHCJIOTHBIMHU TIOCJIEAOBATEIFHOCTSIMU OOpAaTHOM TPAHCKPUITA3bl U TPAHCIO3a3bl
Ha CcalT, wuCIoib30BaHHBIe mis «divergence-versus-age» aHanu3a, TaKke ObUIH

HOJICYUTaHBI ¢ momoIbto mporpaMmmel MEGAS (Tamura et al., 2011).

CpaBHeHHE YKCIa CHAHOHUMHYHBIX 3aMCH Ha CHHOHUMUYHBIHN caiT (dS) mo3Bossier
ONpeNIeNIuTh MPOUCXOXKJEHUE TmocaeaoBatenbHoctet MID. CormacHo cleHapuio
BEPTHUKAILHOTO HacjiemoBanus MI'D dS mo mocaemoBatenbHocTd MI'D Mexay BUaaMu
JOJDKHA COOTBETCTBOBATH (S KOHCEPBATHUBHBIX I€HOB MEXIY JaHHBIMH BHIaMu. Eciu
MID ObLI IepeHeceH B ITeHOM FOPU30HTAIBHO, TO 3HaueHue dS 1o mocie10BaTeIbHOCTH

MID JOJIDKHO OBITH 3HAYUTEILHO HHKC, UCM ds KOHCCPBATHBHLBIX I'CHOB. BBIpaBHI/IBaHI/IH
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AMUHOKHCJIOTHBIX TTOCJIEIOBATEIIBHOCTEH TPAHCIO3a3bl MCIIOJIB30BAIMCH ISl TMOJCUYETa
KOJINYECTBA CHHOHMMMYHBIX 3aMeH Ha caiit (dS) meromom Nei, Gojobori (1986) B
nporpamme MEGAS (Tamura et al., 2011). B xauecTBe KOHTpOJIS OBLIM HCITOJIb30BAHBI
KOHCEPBATUBHBIE IOCJIEAOBATEILHOCTH (PYHKIIMOHANBHBIX T'E€HOB IMpeJCTaBUTENECH
orpsga Lepidoptera: wg—Maculinea alcon (HQ918074), M. arion (HQ918080), M.
nausithous (HQ918085), M. teleius (HQ918090), u B. mori (EU033069); EFlo— M.
alcon (HQ918097), M. arion (HQ918114), M. nausithous (HQ918116), M. teleius
(HQ918117), m B. mori (EU136667); u H3—M. alcon (HQ917973), M. arion
(GQ128823), M. nausithous (HQ917976), M. teleius (HQ917978), m B. mori
(DQ443228). Jlnst OLEHKH CTAaTUCTHYECKOM JTOCTOBEPHOCTH pasHUIBI Mexay dS

pa3IMYHBIX MTOCJIEI0BATENBHOCTEN ObLT HCIIONIB30BaH TOUHBIN TecT Duiepa.

2.3. JKCcnepUMeHTAIbHbIE METOIMKH

2.3.1. Boinenenue resomuoii JJHK

OOpa3upl UMaro mpeacraBuTenieil otpsga Lepidoptera ObutM MpemoCTaBIICHBI
nokropoM Yapaszom Mmurrepom (Mbopunenackuii yHuBepcuter, CIIIA), k.6.H. O.
Kocrepunbim (MucTutyr nwmronormu u renetukn CO PAH, Poccusi) u x.6.H. B.
Hy6aronoBeim (MHcTUTYT cucTemaTuku U 3konioruu kuBoTHBIX CO PAH, Poccus).
Jlvunnkn mnpexacraButenei poxa Maculinea Oputm  coOpanbl EBoit  CriuBHHCKO#M
(SIremnonckmii  yHuBepcuteT, [lomemra). Choucoxk BuaoB  otpsima  Lepidoptera
MCIIOJIb30BAHHBIX B paboTe mpeacTapiieH B Tadnuie 3.1.

Brinenenue renomuoi JIHK mnpoBoamim w3 TKaHed JHMYMHOK BHJOB poja
Maculinea u mmaro npyrux mnpenacraButeneit orpsima Lepidoptera, ¢ukcupoBaHHBIX B
96% stunoBom crimpre. OUKCHPOBAHHBIN MaTepuai MPeABAPUTENHLHO BBICYIIIMBAIU TIPU
KOMHaTHOW Temmepatype B Teuenue 10-15 munyt. Bwimenenue totanmpHoi JIHK
NPOBOAMIIM C UCIIONIb30BaHHeM Habopa peaktuBoB DNeasy Blood & Tissue Kit dupmer

“QIAGEN ” (I'epmanus), coriacHO IPOTOKOTY (PUPMBI-TIPOU3BOUTEIIS.
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2.3.2. llonumepa3Has uenHasi peakuus

[Tomumepasnyro 1nennyio peakiuto (IIL[P) mpoBogmnmm B mpoOupkax Tuma
«Eppendorfy na ammaudukatope «BIS Termocycler» mnpowussomctsa dupmer OO0
«BUC-H» B 06neme 20 mki1. Peaknnonnas cmech comepikana 10 MM Tpuc-HCI (pH 8.4),
50 MM KClI, 1.5 MM MgCl,, 0.2 MM dTTP, 0.2 MM dGTP, 0.2 MM dATP, 0.2 MM dCTP,
20 MKM KaxXJ0ro OJUTOHYKJICOTHIHOTO mpaiiMepa, 1 eauHuI] akTUBHOCTH (e.a.) Taq
JHK mommmepassr («lInvitrogen», CIIIA), 0.1 vr renmomuoit JITHK. Ilporpamma IILIP
aMIIMQUKAIMK BKIIIOYana B ce0s IpeiBapuTeNbHylo qeHatypaiuio (3 mus. npu 94°C) u
30 mukioB, BKmoyaromux: geHarypanuio 30 cex. npu 94°C, orxur mpaiimepos 30 cek.
pu 42-56 °C (B 3aBUCHMOCTH OT XapaKTEPHCTUKU OJUTOHYKICOTHAHBIX IIPaiiMepoB) U
snonranuio 1 - 2 mun. npu 72°C (B 3aBUCUMOCTH OT JJIMHBI (PparMeHTa).

[lepeyeHp OMMTOHYKICOTHIHBIX MPAMEpPOB, WCIOIB30BAHHEIX B pabdoTe,
npuBeAaeH B Ilpwnoxkenun 1. PacdeT oiauronykiaeoTuaHbix mpaimMepoB s [ILP
ammndukanuun  snmementa BmmarY wu  xumepusix CR1B/MLE  mpoBoamics ¢

ucnoib3oBanreM nporpammel VectorNTI v.11.0 (Lu, Moriyama, 2004).

2.3.3. Daexrpodope3 npoaykros IILP B arapo3nom rese

Paznenenne npoaykros 1P peakiuii mpoBOAMIM ¢ TOMOIIIBIO 3IeKTpodope3a B
1% araposHom reie, npurotosicHHoM Ha 0ydepe TAE cocrasa: 40 MM Tpuc-HCI (pH
8.0), 20 MM NaAc, 1 MM DJITA u 0.01 MKr/mi GpOMHCTOTO ITHANS. AHAIU3UPYEMbIC
obopasnel JIHK cmemmBanu ¢ 6ydepom nnsi HaHeceHus oOpasnos, cojaepxammuMm 50%
rmuteputa, 0.3% OpomdenonoBoro cunero u 0.3% KcuieHIIMaHONA, B COOTHOIIICHUU
1:10. DOmnektpodopes mnpoBoaunu B TedeHwe 15-20 MHUH. TpU  HANPSHDKEHHOCTH
sneKkTprueckoro moist 3-7 B/cm B kamepe ajsi TOpU30OHTaIbHOTO 3aekTpodopesa Wide
Mini Sub Cell GT («Bio-Rad», CIIA). Bmyammsamuio ¢parmento JJHK
OCYIISCTBISUIM B yiubTpaduoneroBoM cBete (254 HM). Drnekrpodoperpammy
JOKYMEHTHpOBaIM Tpu momom TpancwuttomuHaropa ETX-20.C (Vilber Lourmat) u
cucTeMbl renb-aokymenTrpoBanus Gel Imager-2 (Xemukon, Poccus).

Omonuto 1ieneBoro ¢gparmenta JIHK u3 rens mpoBogwim ¢ UCHOJIb30BaHHEM
Habopa QIAquick ¢upmer «Qiagen» (I'epmaHHs), COTIIACHO NPOTOKONY (UPMBI-

IMPOU3BOIUTCIIA.
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2.3.4. KnonupoBanue pparmentoB JJTHK

2.3.4.1. JlurupoBanue ¢pparmeHToB ¢ T-BekTOpPOM
[Mpoayxkter TP Obutk surupoBanbl ¢ T-Bektopom PGEM-T Easy (Promega,
CIIA). Peakmmonnas cmech coxaepxaia 0.15 mkr. ammmduimpoBanHoro ¢gparmeHTa
JHK, 0.1 mxr. T-Bekropa, 5 e.a. T4 JIHK-nmuraser («Invitrogeny, CIIIA), 10 MM Tpuc-
HCI (pH 8.5, 37°C), 10 MM MgCl, 100 MM KCl u 1 MM ATP. Peakuuro npoBoAWIN IIPHU
temnepatype 22 °C B Teuenun 1-2 gacos. [IpoayKTsl AurupoBaHus ObUTH HCIIOTB30BAHBI

JUTs TpaHc(hOpMaIMi XUMUIECKH KOMIICTEHTHBIX KieTok E. coli mramma XL10-Gold.

2.3.4.2. Tpanchopmanus KOMIETEeHTHBIX KJIeTok E.coli

KomnereHTHbIE KIETKH Pa3MOpaKMBaJIM Ha JibAy, NOOABISUIM JIMTA3HYI CMECh,
BBIJIEP)KUBAIHM Ha JIbAy B TeueHne 30 MUH. ¥ HHKYOUpOBaK B TeueHne 2 MuH. ipu 42°C
(TerumoBoit mok). K xinerounoit cycnensun nodasismu 1 mi cpenst Jlypua-bepranu (LB:
1% NaCl, 1% o6akro-tpunron, 0.5% Oakro-gpoxckeBoit dkctpakt, pH 7.5), u
WHKYOupoBau B TeueHne 2 yacoB npu 37°C. Jlamee KIETOUHYIO CYCIIEH3UN BHICEBATIHN HA
cenekTuBHYIO cpeny LB, comepxkamryro 25-50 mxr/min amnuiminaa, 0.002% X-Gal u 100
uM m3onpomnmi-fB-D-1-tuoranakronupano3una (IPTG). MukyOupoBanu B TepMocTaTe

npu 37°C B Teuenue 12-16 yacos, nocse yero xpauuin npu 4°C.

2.3.5. OTO0p M aHAIHU3 KJIOHOB-TPaHCHOPMAHTOB

Jlns oTOopa KIOHOB-TPAHC(POPMAHTOB, COJACPIKAIIUX IJIA3MHUAY CO BCTPONKOU
nenesoro @parmenta JIHK, wucnonp3oBanum ycTOHYMBOCTH TpaHCHOPMHPOBAHHBIX
OakTepwii K aMIUIMIIMHY W OTCYTCTBHE CIOCOOHOCTH K O-KOMIUIeMeHTanuu (6emo-
ronybas cenekuus). [lpomeaypa aHamm3za OTOOpaHHBIX KIOHOB Bkimrodama [II[P
ammmuukanuioo u cexkBeHupoBanue. g [P ammnudukanmm HCmoab30BaInuCh
npaiimepsl M13, komIuieMeHTapHbIE ydacTKaM IUTa3MUbl, (DIAHKUPYIOIIMM IIeJIeBOM
¢parment (M13-reverse: 5-GGAAACAGCTATGACCATG-3’, M13-forward: 5'-
GTAAAACGACGGCCAGT-3’).

Peaxnmu IIIP ammmdukanum npoBoaunun Ha  ammaudukatope «BIS
Termocycler» (OOO «BHUC-H») B o6beme 20 mki. PeaknuonHas cmech coneprxana 10
MM Tpuc-HCI (pH 8.4), 50 MM KCI, 1.5 MM MgCl,, 0.2 MM dTTP, 0.2 MM dGTP, 0.2
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MM dATP, 0.2 MM dCTP, 20 MKM KaXIOro OJUTOHYKJICOTHUIHOIO IMpaimepa, 2.5
enuuul aktuBHoctu (e.a.) Taq JHK mommmepaser («Invitrogeny», CIIIA). IIporpamma
[P ammudukanuu BKIOYada B ce0sl MpeaBapUTEIbHYIO JeHaTypannio (3 MUH. MpH
94°C) u 30 umkioB, BKmoyaromux: aeHarypamuio 30 cek. npu 94°C, omkur npaiiMepos
30 cek. mpu 52 °C wm snomrammio 1-2 mun. npu 72°C (B 3aBUCUMOCTH OT JJIMHEI
dbparmenTa).

[IpoaykTel peakuu aHaau3upoBasid 3JeKkTpodope3oM B 1% arapo3Hom rere.
[TpoayKkThl OXHUAAEMON JUIMHBI BBIJCISIN W3 Telsl U UCHOJB30BAJU ISl ONpeAesieHuUs

HYKHCOTHHHOﬁ IIOCJIICAOBATCIIBHOCTU.

2.3.6. YcTaHoBJIeHHE HYKJIE€OTHIHBIX MOCJIe10BATEIHLHOCTEI

YcTaHOBNIEHNE HYKICOTHAHBIX TOCIEIOBATENFHOCTEH MPOBOAMIN METOJIOM
aBTOMAaTHYECKOTO CEKBEHHPOBaHMs. BKIIOUEHHE METKH MPOBOJUIOCH IMPU IOMOIIU
peakimu CoaHrepa ¢ ucnoib3oBanueMm pearcHta BigDye Terminator v. 3.1 (Applied
Biosystems) (Sanger et al., 1977). [{uxiudeckas peakiiis CCKBEHHUPOBAHHS MMPOBOINUIACH
B oO0beme 10 Mkn um BKIIOUana mpeaBapuTenbHyto neHatyparus (94°C, 3 mun.) u 20
UKIJIOB, BKmrovaromux AeHatypamuio (96°C, 30 cek.), omkur (50°C, 30 cek.) u
anonranuio (60°C, 4 muH.). PeakiimonHass cmech copepkana 2 Mkin Oyddepa BigDye
Terminator 5X Sequencing Buffer, 2mxn BigDye Terminator v. 3.1, 50-100 ar JIHK-
matpuiibl ¥ 0.32 MkM mpaitmepa.

[TpoxykT peakmum ocaxkaanu u3omnporanonoMm: Ha 10 MKI peakiMOHHOW CMecH
no6asisi 30 Mk Boabl U 60 Mk 100% wm3ompornaHona U THIATENBHO MEPEMENINBAIIH.
Ocrapisum ipu KoMHaTHOU Temmieparype Ha 30 MuH., mocie dero nentpudyruposanu 10
muH. ipu 13200 06./Mun. CynepHatant otoupanu u nodasmisiin 100 mxn 70% stunosoro
cnupra, cHoBa neHTpudyruposanu 5 mus. npu 13200 06./MuH. AKKypaTHO OTOHpaH
CYINIEpPHATAHT U CYIIWJIA OCAJIOK P KOMHATHOW TeMIIepaType.

Omnpenenenne HYKJICOTHIHOW TIOCIEIOBATEIBLHOCTH MPOBOAMIOCH B IIEHTpPE
KOJUJIEKTUBHOTO nojb30Banus «I'enomuka» CO PAH. IlonyyeHHbie mociea0BaTeIbHOCTH
JIHK Tpancno3zoHoB, NON-LTR peTpoTpaHCIIO30HOB M XUMEpPHBIE MOCIEA0BATEIBHOCTH
CR1B/MLE 6putm BouTOKEHBI B 0a3y maHubix GenBank (nomepa kaprouek: JQ580972-
JQ580974, HQ284259-HQ284570, HQ606330-HQ606381, HQ606387-HQ606390,
HQ606392-HQ606396, HQ606399, HQ606401, HQ606402, HQ606405-HQ606462).
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2.3.7. 1oT-0J10T rUOpUAN3AIUA U CO31aHHe OMOJIMOTEKH KJIOHOB

JloT-6110T THOpUAN3aIMs OCYIIECTBIsIACH CaeAyomuM oopasom: reHomHas JTHK
npexacrasureneir orpsaa Lepodoptera B kommuectBe 500 Hr m 100 Hr HaHOCHIAach Ha
HeitmonoBeie  MemOpansl  Nytran SuPer Charge corigacHo NpOTOKOAY — (DHPMBI
npom3BoauTeNs U oOpadareiBaack Y® ¢ momomnipio Bio-Rad GS Genelinker (Bio-Rad,
CIIA). Mamee mpoBoauaud TuOpuau3aiuio B TedeHnn 1 gaca npu 65°C B pacTBope
QuikHyb Hybridization Solution (Stratagene), ¢ no6asnenunem Totanpaoi JJHK criepmbl
nococs B koHueHTpamuu 100 r/ma u JJHK npoGamMu MedeHHBIMH IO p ¢ [IOMOIIBIO
naoopa peaktuBoB DNA Polymerase | Large (Klenow) Fragment Mini Kit (Promega,
CHIA). MeMOpaHy OTMBIBAIM JABAXIbI B MPOMBIBOYHOM Oydepe 1mo 45 MUHYT INpH
temrneparype 65°C. CurHanbl THOpUAM3AIUHN ACTEKTUPOBAIN C TIOMOIIBIO AKCIIO3UIIUN
Ha PEHTT€HOBCKYIO INICHKY ¢ TeueHne 12-16 gacos.

Jns gerexumu BmmarY-like MLES B kauecTBe 30Hma OBLI HCIIOJIb30BaH p32.
MCUCHHBIH (parMeHT mocienoBareabHocTn MtemarY1l smementa w3 M. teleius, mns
nerekuuu  Bmmarl-like »smemMeHTOB OBUI  MCIIOJNIB30BaH P*2-MeueHHbIIH dbparmeHT
nocienoBarenbHoctd Mtemarl.2 u3 M. arion. J[ns mpurorornenus mnpoOsl Ha CR1B
anemeHThl, 5’-UTR asnementa CRI1B w3 renoma M. teleius 6bur amrummdummposan c

nomoInpio crenuduyeckoi napsl npaimeposn (Ilpunoxenne 1).

Munu OubnuoTeka Oblia co3faaHa Juis yeThipex BuaoB: M. teleius, M. arion, B.
mori, u Bombyx mandarina. J{ns ammindukanuu xumepHsix koHcTpykToB CR1B/MLE
obuta ucnonb3oBana [P ammmdukanus c mpaiimepamMu Ha XUMEPHBIE SJIEMEHTHI,
nepeunciicHHbiME B [lpwnoxennn 1. TlomyueHHble (parMeHTbI OBUIM pa3feiCHBI C
HIOMOIIBIO ATEKTPO(ope3a B arapo3HOM Telie M BBIJICIIEHBI C TOMOIIBI0 Habopa peareHToB
QIAquick Gel Extraction Kit (QIAGEN). Ouwniiennbie GpparMeHThl ObUTHA JTUTHPOBAHBI C
BekTopoM PGEM ¢ ucnonb3oBanuem Habopa peaktuBoB PGEM-T cloning kit (Promega).
Anamu3 npucyrcrBusi CR1B u MLE snemenToB B xionax mcnonb3oBaics «colony lift
assay» cormacHo Sambrook et al. (1989). Jims rubpuimsanmm P mpoG ¢
MHUHHAOHOIMOTEKON KIOHOB HMCIOJIB30BAJICS MPOTOKOJ aHAJOTHYHBIN BBIIICOMTUCAHHOMY
U1 10T-0510T rubpuau3aiuu. Ha nmepBom stamne mpoBoaniIach rHOpHIU3aIHs ¢ TPOOAMHU
cnenuduunasiMu k MLES (Bmmarl win BmmarY). 3atem nannas MmemOpaHa BHOBb ObLIa

UCTIOJIb30BaHa s THOpHuIu3anuu ¢ npodamu crieruduansiva k CR1B snementam.
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I'JIABA 3. PE3YJIBTATBI U OBCYXKIEHUE

3.1. CR1 non-LTR peTpoTpaHcno30HbI B reHOMaX MpeJcTaBUTe el oTpsiAa
Lepidoptera
OObekTamMu HUCCiIeA0OBaHUs B HacTosiied padore sBisitorcss MI'D u3 reHomoBn
npencrasureici orpsnaa Lepidoptera (Yemyekpouisie). OTpsin Lepidoptera — cambrid
KpYIHBIA oTpsia HacekoMbix (Insecta), Bxiarouaromuii B cedst 6oee 157000 Bumos (van
Nieukerken et al., 2011). CornacHo coBpeMeHHOH Kiaccu(DUKALMKA B OTPSAC BBIICISIIOT
47 cynepcemeiicTB, 124 cemeiictBa u 332 moxacemeiicta (Kristensen, 2003). OcHoBHOE
BHUMaHHE B JaHHON pabore Oyzaer yneneHo MID u3 reHOMOB (uUIOreHETHYECKON

rpymmsl Macrolepidoptera. ®uorenus JaHHOW TPYIIIBI IIPEICTaBlicHa HA pucyHke 3.1.

— LYCAENIDAE
~aomnm.nerrazan | — RIODINIDAE

~ 100 MnH. neT Ha3ag NYMPHAL'DAE

PAPILIONOIDAE *

——— HESPERIOIDEA

— GEOMETROIDEA

— DREPANOIDEA

Danaus plexippus Heliconius melpomene Heliconius timareta

o e CALLIDULOIDEA
—— SATURNIIDAE
_—— BOMBYCIDAE? 5
—— SPHINIGIDAE ;

— LASIOCAMPOIDEA
—— LYMANTRIIDAE

L— NOCTUIDAE’
PYRALOIDEA*

Pucynok 3.1. ®unoreHeTudeckoe APEBO CyMEpceMEHCTB (DMIIOTEHETHUECKOW TPYIIBI
Macrolepidoptera, ucnosnb3oBanubix B padore (Tree of Life Web Project (http://tolweb.org/) ¢
nonoHeHussMH).  Ludpsl  0003HAYAIOT KOJMYECTBO TE€HOMHBIX TIPOEKTOB B  KaXIOM
cynepcemeiictBe. B mpaBoil yacTm pUCYHKAa MpPHUBEICHBI H300paXEHUs MpPeICTaBUTENCH
Macrolepidoptera, 11t KOTOPBIX TEHOMHBIC TPOEKTHI HAXOIATCS Ha 3aBEPIIAIOIIEH CTaIHH.

Manduca sexta
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[TpencraButenu otpsima Lepidoptera sBiIsAOTCS 3HAYUMBIMH  KOMIIOHEHTAMH
TIPUPOTHBIX 3KOCHUCTEM, OKA3bIBAIOT BJIHMSHHE Ha JCSITEIHHOCTh YEJIOBEKA W SIBIISIOTCS
yIO0OHBIMH MOJICITEHBIMUA OOBEKTAMHU JIJIsi HAYYHBIX HCCIICAOBaHMA. B HacTosee Bpems
orpsaa Lepidoptera mpenacraBisier OOJBIION HMHTEpeC Ui OHOJOrOB  Pa3IHUYHBIX
crienuaipbHOCTe. Ha ceromHsmHui 1eHb MOTHOCThI0 OTCEKBEHUPOBAH T'€HOM TYTOBOIO
mreakonpsaa Bombyx mori (cymepcemeiictBo Bombycoidea) u Ha 3aBepiiaroieii ctaauu
HaXOJITCS TEHOMHBIC TIPOCKTHI YeThIpeXx npezacraButencii Macrolepidoptera: Heliconius
melpomene (cymepcemeiictBo Papilionoidea), Heliconius timareta (cymepcemeiicTBo
Papilionoidea), Danaus plexippus (cymepcemeiicteo Papilionoidea) u Manduca sexta
(cymepcemeiictBo  Bombycoidea). B mpomecce pa3BuTHS < HIYT TPOCKTHI IO
CEKBEHHMPOBaHUIO 22 TeHOMOB TipejactaButeiieii Macrolepidoptera.

AKTHBHBIC HCCIICJIOBaHUS TIPOBOAAT B 0OJACTH W3YYCHHUS Pa3HOOOpasuul W
pacnpoctpanenuss MI'D u3 reHOMOB mpencraBuTeneil orpsaa Lepidoptera. B HemaBHux
WCCIICZIOBAaHUSX OBLT BBISIBJICH YHUKAIBHBIA Cilydail ropu3oHTaimbHOTO mepeHoca CR1B
non-LTR perpoTpaHCIio30HOB MeEXay MNpeiacTaBuTelIsMu cemeilictB Bombycidae u
Lycaenidae (Novikova et al., 2007). Hacrosias pabora HampaBjieHa Ha H3yd4eHHE
pacnpoctpanenus u pasnooopasus CR1B non-LTR perpotpancno3onoB u mariner-like
(MLE) TIR OHK Tpancno3oHOB B TeHOMax mpejacraButenieii otpsga Lepidoptera u

BBIABJIICHMEC MCXaHU3MOB I'OPU30HTAJIBHOTO IIEPEHOCA.

3.1.1. ITouck CR1 non-LTR peTrpoTpaHcno30HOB B reHOMAaX NpeacTaBuTe. el
orpsina Lepidoptera

Jliisa skcniepumenTanbHoro norcka CR1 non-LTR perpoTpaHcno30HOB B TeHOMax
npejacraBuresei orpsyaa Lepidoptera 6pun BeiOpansl 60 BumOB, mpenctapisomme 15
nojcemeiictB u3 8 cymepcemericts (Tabmuma 3.1). HaumbGonee mumpoko B BbIOOpKE
npeacTaBieHbl BUABI cemeiicte Bombycidae u Lycaenidae, mist koTopeix paHee ObLI
BBISIBIICH Topu3oHTaNbHBINA nepeHoc CR1B non-LTR perporpancmozonos (Novikova et
al., 2007).

[Touck mnpoBommncs wmetoxom [IIP ammmdukamum ¢ KCMIONB30BaHUEM
JIETCHEPATUBHBIX TPAMMEpPOB CHEHMU(PUIECKUX K MOCIEIOBATEIBHOCTSIM OOpaTHON
tpanckpuntazel CR1 asnementoB ([Ipwnoxkenue 1). Ilonmoxkwurensbiii curaan I[T1P

amruuukauy Obu1 moayder s 55 u3 60 uccnenoBanubix BuaoB (Tadmuma 3.1).
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Ta6mumma 3.1. Cnmcoxk wuCCleIoBaHHBIX BHIOB oOTpsga Lepidoptera, wux
TaKCOHOMHMYECKHUH cTatyc U pe3yabTarsl [ILIP ananuza ¢ mpaitmepamu, crieliupUIHBIMHA K

CR1 u MLE »nemenTam.

CynepcemeiictBo | CeMeicTBO Bun [P [P
CR1 MLE™
Papilionoidea Lycaenidae Plebejus argus + -
Scolitantides orion + +
Shijimaeoides divina + +
Pseudozizeeria maha - +
Maculinea teleius + +(1)
Maculinea arion + +(2)
Maculinea nausithous + +
Maculinea alcon + +
Pseudolucia collina + +
Thecla betulae + -
Narathura japonica + +
Brangas neora + +
Eumaeus godarti + +(3)
Curetis regula - +(4)
Riodinidae Anteros formosus + +
Emesis lucinda + +
Euselasia chrysippe + +
Catocyclotis adelina + +

E3

- BBLACJICHBI BHUJbI, IJIA KOTOPBIX MO PE3yJibTaTaM CCKBCHHPOBAHHSA HC onutn BeIgBICHBEI CR1
3JICMCHTBI.

*k

- nu)paMu BBIZCICHBI BUIBI, HCIIOJIb30BaHHBIC AJIs AOT-0JIOT THOPHIM3ALIHH.
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CIHCOK HCCIENOBAHHBIX BHJIOB

oTpszia

Lepidoptera, ux TakcoHOMHYECKUI cTaTyc M pe3yasrarsl I[P ananusa ¢ mpaitmepamu,

crenuduaasiva K CR1 1 MLE >nemenTam.

CynepcemeiictBo | CeMeicTBO Bun [P [P
CR1 MLE™
Papilionoidea Riodinidae Theope virgilius + +
Symmachia xypete + -
Mesosemia lamachus + - (5)
Caria rhacotis + +
Nymphalidae | Araschnia levana + +(6)
Melitaea phoebe + +(7)
Erebia thean + +(8)
Coenonympha glycerion + -
Oeneis magna dubia + -
Oeneis sculda + +(9)
Papilionidae Parnassius stubbendortii + - (10)
Pieridae Colias hyale - - (11)
Hesperioidea Hesperiidae Heteropterus morphaeus + -
Geometroidea Geometridae | Scopula ornata + -
Semiothisa clathrata + -
Calospilos sylvata + -
+ -

Brephos parthenius

E3
- BBIJICNICHBI BHJBI, JUIS KOTOPBIX MO pe3ylbTaTaM CEKBEHHUpPOBaHUS He OblM BhissBIcHB CR1

3JICMCHTBI.

*k

- nu)paMu BBIZCICHBI BUIBI, HCIIOJIb30BaHHBIC AJIs AOT-0JIOT THOPHIM3ALIHH.
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CIHCOK HCCIENOBAHHBIX BHJIOB

oTpszia

Lepidoptera, ux TakcoHOMHYECKUI cTaTyc M pe3yasrarsl I[P ananusa ¢ mpaitmepamu,

crenuduaasiva K CR1 1 MLE >nemenTam.

CynepcemeiictBo | CeMeicTBO Bun [P [P
CR1 MLE™
Drepanoidea Drepanidae Drepana sp. + +(12)
Calliduloidea Callidulidae Callidula sp. + +
Noctuoidea Lymantriidae | Lymantria dispar + +(13)
Noctuidae Polia nebulosa + +(14)
Mythimna sp. + +(15)
Agrotis exclamationis + +
Bombycoidea Sphinigidae Erinnyis ello + -
Perigonia ilus + -
Agrius cingulata + -
Dovania poecila + -
Paonias myops - - (17)
Saturniidae Aglia tau + - (18)
Janiodes laverna + -
nigropunkta
Asthenidia transversaria + -
Oxytenis modestia + - (19)
Bombycidae Bombyx huttoni + +

- BBLACJICHBI BHUJbI, IJIA KOTOPBIX IO PE3yJibTaTaM CCKBCHHPOBAHHSA HC onutn BeIgBICHBEI CR1

3JICMCHTBI.

*k

- nu)paMu BBIZCICHBI BUIBI, HCIIOJIb30BaHHBIC AJIs OT-0JIOT THOPHAM3ALIHH.
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Tadauuma 3.1 (mpoamoskenue). CHUCOK HCCIEIOBAaHHBIX BHUAOB  OTpsia
Lepidoptera, ux TakcoHOMHYECKUI cTaTyc M pe3yasrarsl I[P ananusa ¢ mpaitmepamu,

crenuduaasiva K CR1 1 MLE >nemenTam.

CynepcemeiictBo | CeMeicTBO Bun [P [P
CR1 MLE™
Bombycoidea Bombycidae Bombyx mori + +(20)
Bombyx mandarina + +(21)
Colla glaucescens - - (22)
Oberthueria caeca + +
Ernolatia moorei + +
Quentalia chromana + +(23)
Trilocha sp. + -
Truncina brunnea + +(24)
Lasiocampoidea Lasiocampidae | Lasiocampa quercus + +(25)

- BBIJIETICHBI BUJBI, JUISI KOTOPBIX IO pe3ylbTaTaM CEKBEHHWpOBaHWs He ObLIM BbIsABIeHB CR1
3JIEMEHTEHI.
- nupamMu BBIZICJICHBI BUIbI, HCIIOJIb30BAHHBIC JJIs OT-0JIOT THOPUIM3ALIHH.

[THP npoaykTel ObUIM KIIOHUPOBAHBI B IJIA3MHUIHOM BEKTOPE MU ISl BCEX KJIOHOB
ObLTH YCTaHOBJICHBI HYKJICOTUIHbIC H0CJIE10BATENbHOCTH. [TomyueHHsle
NOCJIeIOBAaTEIbHOCTH ObUIM TPOAHAJIM3UPOBAHBl HAa Hajduuue (QparmMeHta oOpaTHOU
TpaHCKpUNTa3sl ¢ momormibio mporpammbl  Blast  (Altschul et al.,, 1990).
[TocnenoBatensHOCTH 318 KIIOHOB MMOKAa3aIM CXOJCTBO C OOPAaTHOM TpaHCKpUITa30i NON-
LTR perporpancno3onoB. Ilocnenyroommii cpaBHUTENbHBI aHaNU3 TMOKa3aj, 4YTO
OCHOBHasi Macca mocienoBarenbHocTeit (156 wironoB u3 318) comepxkana ¢parmeHTt
oOpaTHOW TpaHCKpuUMTa3bl, Onu3koM Kk oOpatHOi Tpanckpuntaze CR1 non-LTR
peTpoTpaHcno3oHoB. OcTaBIIascs 4YacTh  IOCJIENOBATENbHOCTEH  IpUHAAIEKaIa
anmeMeHTaM W3  ¢QwioreHetndyeckux rpymmn  11Q, Jockey m  R1  non-LTR

peTpoTpaHco3oHoB. B oOmielt crmoxkHocTH mocneaoBarenbHoct CR1  non-LTR
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PETPOTPAHCIIO30HOB OBLIT BBISIBICHBI B reHOMax 37 u3 60 mpoaHaIu3UpPOBAHHBIX BUIOB.
Bo3moxkHOM  mpwuMHOM ~ HeraTuBHOro  pe3yinprata moumcka CR1  non-LTR
PETPOTPAHCIIO30HOB B TeHOMax 23 BHJOB SBJSETCS TIOJHAS SIUMHUHAIUS JTaHHBIX
AIIEMEHTOB U3 T€HOMOB JAaHHBIX BHUIOB. BbICOKas IHMBEpreHIys mocjae10BaTeIbHOCTEN B
0o0JacTM KOMIUIEMEHTApHOW TMpaiiMepaM TakKe MOXET OOBSICHATh HETaTHBHBIC
pesynbratel [IHP ammnuduxanmm. Hazpanus s3meMeHTOB ObLITHM 00pa30BaHbl CIETYIOIINM
obpazom: ScoOriT1Q-38 - Scolitantides orion osmement T1Q kimon 38.
[TocnenoBaTenbHOCTH OBLIM BBUIOKEHBI B 0a3y maHHbix GenBank mox Homepamu:

HQ284259-HQ284570.

3.1.2. ®unorenernueckuii anaan3 CR1 non-LTR perpoTrpancno3oHoOB U3 reHOMOB
npeacraBuTesieii orpsina Lepidoptera

Jlis dumoreHeTHYeCKOoro aHamu3a OBUIM HCIOIB30BAaHBI IOCIIEIOBATEIHLHOCTH,
TIOJyYCHHBIE B HACTOSIICH paboTe, a TakkKe MOCIEIOBATEIFHOCTH JOCTYIHBIE U3 0a3bl
nanabeix GenBank: BmCR1B (Novikova et al., 2007) u Kendo (GenBank: AB126052) u3
reaoma B. mori; CR1A u CR1B snementoB u3 reHoMoB 0Oabouek poma Maculinea
(Novikova et al., 2007); mocnenoBaTeIbHOCTH PETPOTPAHCIO30HOB M3 TIeHOMA
Spodoptera frugiperda (Noctuidae; GenBank: FP340404 u FP340409) (Pucynok 3.2).

Ha ¢unorenernyeckoM apeBe MOXKHO BBIAEIHUTH MATh KPYHNHBIX KiacTepoB: 11Q,
Jockey, R1, Aurivillius u Fabre (Pucynox 3.2). Dmementsl kiaga CR1 non-LTR
PEeTPOTPaHCIIO30HOB chopmupoBanu aBa kiacrepa Aurivillius u Fabre. Dnementsr Fabre
IMIMPOKO TPEJCTAaBICHBI B T'eHOMax IMpeiactaBuTeneii orpsma Lepidoptera u Obumn
BbIsIBJIEHBI 711 20 BusioB U3 11 cemeilcTB OTpsijia, B TOM YKCJIE€ B M'€HOMAaX HACTOSIIMX
0abouek (cemeiictB Lycaenidae, Riodinidae, Nymphalidac u Papilionidac) u momeii
(cemeiictBa Bombycidae). Dmementsr kmactepa Aurivillius xapakrepusyrorcs Oonee
OrpaHMYCHHBIM paclpocTpaHeHue B reHoMax Lepidoptera u mpencraBneHsl B 14 Bumax
u3 1mectu cemeiictB: Lasiocampidae, Saturniidae, Nymphalidae, Geometridae,
Sphingidae u Noctuidae.

XKuznennsli 1muka NON-LTR perporpaHCio30HOB B TeHOMax 3yKapHOT, Kak
NpPaBUJIO, BKIIOYAET: BHEIPEHHE B Te€HOM, OOpa3oBaHHE HOBBIX KOMHH 3JIEMEHTOB,

AKTUBHYIO PCTPOTPAHCIIOZHMIHUIO, CHUIKCHHC AKTHUBHOCTHU TPAHCIIO3WIIMK, HAKOIIJIICHUC
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MyTaluH, JIMMHHALMIO U3 TeHOMOB ofgHuX rpymi, I'Tl u coxpanenune B reHOMax Apyrux

rpynn OpraHu3MOB.

ssr CR1B-16 Maculinea arion
CR1B-19 Maculinea alcon
CR1B-12 Maculinea nausithous
CR1B-11Maculinea nausithous
CR1B-17 Maculinea teleius
CR1B-5 Oberthueria caeca
CR1B-4 Oberthueria caeca
CR1B-13 Maculinea alcon
CR1B-17 Maculinea arion
CR1B-8 Oberthueria caeca
CR1B-2 Bombyx huttoni
CR1B-1 Bombyx huttoni
CR1B Bombyx mori
CR1B-3 Bombyx mandarina
CR1B-16 Maculinea teleius

ﬁ CR1 Melitaea phoebe

F CR1 Anteros formosus

CR1 Emesis lucinda

CR1 Parnassius stubbendortii
o€ CR1 Euselasia chrysippe

CR1 Brangas neora

700 CR1 Eumaeus godarti

CR1 Thecla betulae

CR1 Narathura japonica

98 700, CR1 Symmachia xypete

750 € CR1 Theope virgilius
56 CR1 Catocyclotis adelina
CR1A Pseudolucia collina

CR1A Shijimaeoides divina
CR1A Maculinea ssp.

CR1A Plebejus argus
74 CR1A Scolitantides orion

CR1 Drepana sp.

CR1 Heteropterus morphaeus
3 CR1 Semiothisa clathrata
CR1-2 Bombyx mandarina
Kendo Bombyx mori AB126052
CR1-4 Bombyx mandarina
CR1-5 Bombyx mandarina
ZENON Bombyx mori av3sgsse
CR1 Bombyx mori
CR1 Perigonia ilus
542 CR1 Erinnyis ello
CR1 Dovania poecila
CR1-3 Lymantria dispar .
CR1 Polia nebulosa n
Spodoptera fru?iperda FP340409
Spodoptera frugiperda rFr340404
CR1-4 Semiothisa clathrata
52 CR1 Calospilos sylvata
CR1-27 Araschnia levana
CR1-3 Lasiocampa quercus
52 CR1-26 Erebia theano
CR1-15 Coenonympha glycerion
2 CR1 Agrotis exclamationis
™3 CR1 Mythimna sp.
¢ CR1 Erinnyis ello
CR1 Araschnia levana

CR1 Dovania poecila
_ém -6 Oxytenis modestia

CR1B

Fabre

97

CR1A

Aurivillius

700§ CR1 Asthenidia transversaria

—] T1Q

Jockey
8 R1

e |

0.1

Pucynok 3.2. beckopreBoe (pritoreHeTHYECKOE IPEBO, PEKOHCTPYHPOBAHHOE HA OCHOBE
MOCIIE0BATEIHPHOCTH O0paTHOW TPAHCKPHUIITA3bl METOJOM OOBEeIWHEHUs OMMKaWIINX coceneit
(NJ) B mporpamme MEGA 5.0. JInst oleHKH JOCTOBEPHOCTH OBLI MCIOJB30BaH OyTCTPEN-TECT
(1000 pernnukaruiit). 3HaueHus K03(pdUIMEHTOB MoAnepX KU OyrcTpen-tecta mMeHee 50% He
nokazanbl. Kimacrepsr T1Q, Jockey u R1 mpencraBiensl cxemarnyHo. babouka romydoro msera
o0o3Havaet Oabouek romyosiHok cemeiicTBa Lycaenidae, 6abouka KOpHYHEBOTO IBETA — MOJICH
cemetictBa Bombycidae.



73

HekoTopple U3 mepeyrcieHHBIX MPOIECCOB MOTYT MPHUBOJUTH K HECOOTBETCTBHUIO
¢uIoreHuu BHUJIOB XO035€B, MOCTPOSHHONW Ha OCHOBE MociemoBaTenbHOocTeld NON-LTR
PETPOTPAHCIIO30HOB W (PHIIOTEHUH, TOCTPOSCHHONW HAa OCHOBE IOCIIEIOBATEIHHOCTEH
KOHCEPBAaTUBHBIX SIPEHBIX TeHOB. OHaKO, (DUIIOTCHHS, PEKOHCTPYUPOBAaHHAsI HA OCHOBE
CR1 non-LTR perpoTpaHCniO30HOB, B OCHOBHOM COTJIaCcyeTcsi C (DUIOTEHUEH BHIIOB
xo3seB (Pucynok 3.1, pucynok 3.2). Jlanuslii akT CBUACTEILCTBYET 0 TOM, 4TO st CR1
DIIEMEHTOB W3 TreHoMoB Lepidoptera mpearnmouTHTENbHBIM SIBISETCS BEPTHKAIBHOE
HAClIeZIOBAaHUE M COXpaHEHHWE B TEHOME KOMUH, XapaKTepPH3YIOUIUXCS HHU3KUM
pPa3HOOOpa3reM.

HecoorBetctBue dusorennn HabromaeTcs Tonbko B cirydae CR1-like anemenToB
kiaactepa Fabre (Pucynok 3.2). Tak, B moarpymme CR/B HpHCYTCTBYET 3JIEMEHTHI
UCKJTIOYMTEIBHO M3 TEeHOMOB cemeiictB, Bombycidae wu Lycaenidae, xkortopsie
KJIacTepU3ylTCS B OJHY BeTBb. Jlpyrume mnoarpymmbel kiactepa Fabre, mamportus,
coJZiepKaT TOCTIeTOBATEIFHOCTH M3 PA3IMYHBIX BUIOB U poa0oB. CpaBHUTEIBHBIA aHAN3
nocienoBarenbHocTeli CR/B mokaszaln, 4YTO JaHHBIC OJJIEMEHTBI XapaKTePHU3YIOTCS
BBICOKAM CXOJICTBOM IOCJICJIOBATEIIBHOCTEH, KaK TPU BHYTPUTPYIIIOBLIX CPABHCHUSX,
TaKk M TPU CpaBHCHHAX MeXay cemeiictBamu Bombycidae u Lycaenidae. Hampumep,
pazimuure CR/B »1eMEHTOB Ha YpOBHE HYKJICOTHUIHBIX TOCIICIOBATCIBHOCTEH BHYTPH
cemenctB cocraBisieT oT 1.8% no 4%. Pasnuume Mexay mHOCIETOBATEIbHOCTIMH W3
renomoB Bombycidae wu Lycaenidae cocraBmser ot 3.6% nmo 4.8%. CornacHo
JUTEPATYPHBIM JIaHHBIX PA3JIMYUE KOHCEPBATHBHBIX T€HOMHBIX ITOCIICIOBATEIBHOCTEH

EF-1o mexay nanabiMu ponam coctariser 7% (Novikova et al., 2007).

3.1.3. PacnpocTtpanenue CR1 3;1eMeHTOB B reHOMAX NpeAcTaBUTeJIel 0Tpsiaa
Lepidoptera
Cornacao pesynpratam [P ammnudukanum u QuIoreHeTHYeCcKoro aHaiusa,
anemeHTsl Tpynnel CR1B  xapakTepu3yloTcsi HEpaBHOMEPHBIM pAacCIpelieieHHEM B
reHoMax W3y4YeHHBIX BHJOB OTpsza Lepidoptera. Jlias moaTBepikaeHHUS pE3yIbTaTOB
dunoreHeTHYECKOro aHalu3a ObUTa TpoOBeAeHA AO0T-ONOT THOpuaM3anus. AHamu3
npoBouics Ha renomHoi JIHK 25 BunoB orpsma Lepidoptera, B Tom uucie M. teleius,

M. arion, B. mori u B. mandarina (Pucynox 3.3, Tabaura 3.1).
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JlocTOBEpHBIE CHTHAJIBI THOPHIM3ALMU C TPOOOH, CHEHUPUIHON K HIEMEHTY
CR1B, Obutn BBIsSBIEHBI TOJABKO 1as1 o6pasiioB JJHK mpencraButeneii pogos Bombyx u
Maculinea. Takum 00pa3om, pe3yiabTaThl AOT-OJIOT THOPHUIM3AINU TTOATBEPIKIAIOT
pesyabtathl [P ammmdukanum u orpannuenHoe pacnpoctpanenne CR1B snemenToB

B FeHOMax M3y4eHHbIX BUJIOB oTpsifa Lepidoptera.

CR1B 1. M. teleius 14. P. nebulosa
AHK 2. M. arion 15. Mythimna sp.
500 HF | ® 3. E. godarti 16. P, ilus
. 4. C. regula 17. P. myops
5. M. lamachus 18. A. tau
100 Hr) o 6. A. levana 19. O. modestia
1 2 3 4 5 6 7 8 9 10 1 12 13 |7.M. phoebe 20. B. mori
500 Hr -9 8. E. thean 21. B. mandarina
9. O. sculda 22. C. glaucescens
10. P. stubbendortii 23. Q. chromana
100 Hr . 11. C. hyale 24. T. brunnea
14 15 16 17 18 19 20 21 22 23 24 25 12. Drepana sp. ~ 25. L. quercus
13. L. dispar

Pucynok 3.3. Pegynbrat gor-6mot rudbpuauzamun oopasnos JJHK 25 sunoB 6abouek u
Mosieli ¢ mpobamu cnenmduuHbiME K 2yteMeHTy CR1B. Crnucok WCHosb30BaHHBIX BHJIOB
MpPUBENICH CIipaBa, HOMEpa COOTBETCTBYIOT HoMepam B Tabmuue 3.1. B kadectBe 30Hma ObLI
wcronb3oBal P¥-MedeHHsiit (dparMeHT mocuenoBaTeIbHOCTH 00paTHOW TpaHckpuntassl CR1B
anemenTa u3 M. teleius.

3.1.4. BepTukajabHas 3BOJIIONMS U TOPU3OHTAIBLHBII nepeHoc CR1 3;1eMeHTOB B
reHoMax npejacraBuTesieii orpsina Lepidoptera

Hecmotpss Ha To, uTO, Kak MpaBWiio, 3BOJOIUSA NON-LTR peTpoTpaHCco3oHOB
MPOUCXOJUT BEPTUKAIBHO, B PEAKUX ciydasx BbisiBisiercs [Tl maHHBIX SIEMEHTOB.
[IpumepaMu TropU3OHTAIBHOrO mepeHoca NON-LTR perpoTpaHCHO30HOB  SBISIOTCS:
nepeHoc BOV-B aneMeHTOB Mexay JKBauHbIMH KMBOTHBIMH W 3mesimu  (Kordis,
Gubensek, 1998; Zupunski et al., 2001); mepeHOC S3JIEMEHTOB  MEKIY
onu3kopoacTBeHHBIME Bugamu poga Drosophila (Sanchez-Gracia et al., 2005), neperoc
Tad snemenToB Mexay rpudbamu pogoB Eurotiomycetes u Sordariomycetes (Novikova et
al., 2009). B pamkax naHHO# PabOTHl MHTEPEC MPEACTABJISACT CIIy4all MOTCHIMAIBHOTO
['TT non-LTR perporpancnozonoB rpynmbl CRI1B, omnucanHbplii npu  H3ydeHHH
npencrasureiei poga Maculinea (Lepidoptera). Panee Taxke ObLJIO MMOKa3aHO BBICOKOE
cxozactBo nocienoBarensHocteii CR1B snementor u3 reromor Maculinea (MacCR1B) u
Bombyx (BmCR1B) (Novikova et al., 2007). B Hacrosmeii pabore ObLIO
MPOJEMOHCTPUPOBAHO HepaBHOMepHOe pacnpoctpaHeHue CRI1B »snemeHTOB cpenu
npencrasureiacii Macrolepidoptera, u noreHmanbHbii ciaydait ['TI ObUT TOATBEPKICH C

IIOMOIIBIO (bHHOFeHeTI/I‘IeCKI/IX MCTOJ0B aHAJIK3a.
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B  nmamemeidimem gs getanbHoro moarBepknmenus [T1 CR1B  non-LTR
PETPOTPAHCIIO30HOB HCIOJIB30BAJICS TMapaMeTpUUecKuii Meron aHanum3a: «divergence-
Versus-age» aHajau3. B paMkax 1aHHOTO METO0J]1a IPOBOIUTCS TpaduuecKas BU3yaTH3aius
CKOPOCTH 9BOJTIOIIAN M0CJIe/I0BATEILHOCTEH: YPOBHS JMBEPTEHIINN
MOCJICIOBATEILHOCTEH U3 Pa3IMYHBIX TPYIIT OPraHU3MOB IPOTHB BPEMECHU TUBEPTCHIIMH
opranm3MoB-xo3siecB. Metoa «divergence-versus-age» akTHBHO HPUMEHSETCS IS
aHaJIM3a TOPU3OHTAIBHOTO mepeHoca NON-LTR perpotpancnoszonos (Kordis, Gubensek,

1998; Malik et al., 1999; Novikova et al., 2007; Novikova et al., 2009).

HJ’IH CpPaBHCHHUA OBUIH UCIOJIb30BaHbI CIICAYIOINE BPEMCHHBIC TOUKH.

1) museprennus otpsiaos Diptera u Lepidoptera ~ 340-380 Mya (million years
ago - MuutHoHsI JieT Ha3an) (Douzery et al., 2004);

2) nuBeprenius cynepcemericts Macrolepidoptera (8 Tom unciie Bombycoidea u
Papilionoidea) ~140 Mya (Gaunt, Miles, 2002);

3) nuBeprennus cemeiictB Lycaenidae u Papilionidae ~ 100 My u auBepreHius
cemetictB Lycaenidae u Nymphalidae ~ 43 Mya (Nazari et al., 2007).

3HaueHUe AUCTAHIIMM [UJISI aMHUHOKHCIOTHBIX TOCIEAOBATEILHOCTEH 00paTHOM
tpanckpunTa3sl R1, Jockey, T1Q m CR1 »sneMeHTOB, MOJCYUTAHHBIC B IMPOTPaMMeE
MEGA 5.0, 06t m300paskeHbl Ha TpaduKe MPOTUB BPEMEHH IUBEPrEHIIMU BUIOB
xo3seB (Pucynok 3.4). B kauecTBe KOHTPOJS CIIy)KAT KPUBBIE CKOPOCTH 3BOJIIOIUHU
nocienoBarenbHocTed MI'D 1NO3BOHOYHBIX M apTPOMNOJ, HACIEIOBAaHHE KOTOPBIX

MPOMCXOINIIO UCKITFOUUTENBHO BepTUuKaibHbIM myTeMm (Malik et al., 1999).

3HaueHus guctaHiuu Uit anementoB R1, Jockey m T1Q w3 reHomoB
npejacraBureneil orpsua Lepidoptera pacmomararorcss BOMH3M KPUBOW apTPONOA, YTO
CBUJIETENILCTBYET 00 OTCYTCTBUU COOBITHII TOPU30HTAIBHOIO IEpPEHOCA B JBOIIOLUU
JAHHBIX 3JIEMEHTOB B T€HOMax M3y4eHHBIX BUIOB. [lo-BuaMMOMY, MOCIEN0BATEIBHOCTH
samemenToB R1, Jockey u T1Q paumBeprupoBasud B TOXE BpeMs, KOTJa MPOU30IILIA
JTMBEPreHlrs BUIOB X03s€B. AHanornyHble Touku st CR1 snemeHTOB pacronararorcs
3HAUUTENbHO HUXKE KOHTPOJbHBIX KpuBbIX (Pucynox 3.4). Takum o6paszom,
MaJIOBEpOSITHO, YTO AMBEpreHuus mnocinenosarenbHocTeil CR1 snementoB mpowmsomuia

OIHOBPCMCHHO C HHBepFeHHHCﬁ BHUA0B XO34CB.
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Pucynoxk  3.4.  Pesympratel  «divergence-versus-age»  amammsa  nhon-LTR
peTpoTpaHcno3oHoB U3 reHoMoB Lepidoptera. ITo ocu Y OTI0KEHBI 3HAYCHHS Pa3IHUUi MK
AMHUHOKHUCIIOTHBIME TIOCIIEIOBATEIBHOCTSIMH OOPATHON TPAHCKPUITA3bl U3 PAa3IHUYHBIX TPYIII
OpraHu3MoB, nojacuntanHsie B nporpamme MEGA. Tlo ocu X OTIIONKEHO BpeMms AUBEPTreHIIUH
opranu3moB-xo3seB B Mya (Mya - million years ago - mumutnonst et Haszan) (Gaunt, Miles,
2002; Douzery et al., 2004; Nazari et al., 2007). LltpuxnyHKTHUpHAs W CIUIOIIHAS JTHMHUH
HPEICTABISIOT CO00M KPUBBIE CKOPOCTH 3BOIIOLUH MOCIen0BaTenbHOCTe MI'D M03BOHOUHBIX
U apTpornoj, cootBeTcTBeHHO (cormacHo Malik et al., 1999).

Haubonee spko CHWIKEHHE CKOPOCTH SBOJIONUU HAOMIOJAETCS B Clydyae
BomHutCR1B-1 u3 renoma B. huttoni (Bombycidae) nporus MteCR1B u3 M. teleius
(Lycaenidae); ObecaeCR1B-8 u3 O. caeca (Bombycidae) mporus MteCR1B, u BmCR1
u3 B. mori (Bombycidae) nporus MteCR1B u3 M. teleius (Bpemennas touka 140 Ma)
(Pucynoxk 3.4).

CHWXECHHUE CKOPOCTH 3BONIOIMH MoaTBepkaaeT ['T] JaHHBIX 3JIEMEHTOB MEXKIY
Lycaenidae u Bombycidae. EnuHCTBEHHBIM allbTEpPHATUBHBIM OOBSICHCHUE CHIIKCHHSI
CKOPOCTH 3BOJIIOIIUH TOCIICOBATEILHOCTHU SIBIISICTCS BRICOKOE JIaBlICHHE 0TOOpa, B CBSI3H

C BBICOKOM 3HAYMMOCTBIO (1)YHKI_[I/II/I MOoCJICAOBATCIIbHOCTH JIA OpTraHU3Ma-XO3s1HaA.
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OnHako, JaHHBIN ClieHApUl HE MOXKET OOBSICHATH CHIXKEHHE CKOPOCTH ABOJIOLUH Y

CR1B »1eMeHTOB.

Taxum oOpazom, Beimeonucanabie (axrtel moarsepkaatotr I'TI CR1B non-LTR

PETPOTPaAHCIIO30HOB Mex 1y 6aboukamu Lycaenidae u moastmu Bombycidae.

Mexanusm I'TI non-LTR perporpancno3oHoB He u3BecTeH. CorimacHo OJHON W3
ruriote3 B ['TI non-LTR perporpancno3onoB npuauMatot ydactue JTHK TpaHCTIO30HBLI.
Non-LTR perpoTpaHcio30H MOXKET BCTpoUThCs B mociegoBatenbHocTh JIHK
TPAHCIIO30HA M TIEPEMECTUTHhCS B TEHOM HOBOTO BHJa B BHJIE XUMEPHOTO KOHCTPYKTA.
[lepBBIM TOATBEpKICHUE BO3MOXHOCTH JaHHOTO CIIEHApUs SIBJSCTCS OOHApYKCHHE
BcTpoiiku non-LTR perporpancrnozona Hpal B mocnemoBatenbHocTh TC1-like JTHK
TpaHcIo30Ha B reHomax jococeBbix (Takasaki et al., 1996). B nactosmeii pabore ObLIO
cienaHo mpeanoyiokenue o tom, uro mariner-like TIR JIHK tpancnoszonsr (MLES —
mariner-like elements) npunumator yuactue B I'TI CR1B non-LTR perpoTpaHcio3oHOB

MEXy MpeacTaBuTesIMu oTpsiaa Lepidoptra.

3.1.5. IMouck xumepubix CR1B/MLE s1emenToB B renome B. mori

[Tockonbky I'Tl mpou3zomien OTHOCUTENBHO HENABHO B TE€HOMAax JOHOpa M
peLMIIUeHTa JOJDKHBI ObUIM COXPAaHUTHCS XUMEpPHbIE KOHCTPYKIMH, MPUHUMABIINE
yuactue B I'Tl. BuonHpopmaTuyeckuii MOMCK XUMEPHBIX IOCIEIOBATEIBHOCTEN THIIA
«/IHK Ttpancno3on/CR1B »snement» B TeHome B. mori mpoBoamsics ¢ TOMOIIBIO
npunoxennit Query Designer ¥ HMM mnakera nporpamm UGENE (Eddy, 1998;
Okonechnikov et al., 2012). JInas mnoucka CR1B »snemeHTOB OBUT CKOHCTPYHPOBaH
HMMER?2 npoduns Ha OCHOBE BHIPABHUBAHUS AMUHOKHUCIIOTHBIX ITOCJIEOBATEIHLHOCTEH

O6paTHOI>'I TPAHCKPHUIITA3bI, TIOTYYCHHBIX B paMKax JIaHHOﬁ pa6OTBI.

B pesymbrare mpoBemeHHOro TmoWcka ObmM  monydyeHsl HMM  curnanb
nocinenoBarenbHocTeld CR1B, manHble mocnenoBaTeIbHOCTH OBLIM MPOaHATU3UPOBAHBI
U TaKkke ObUIM MPOAHATM3UPOBAHBI TCHOMHBIC PAaOHBI BOJM3U JAHHBIX DJIEMEHTOB C
MIOMOIIBIO Pa3IMYHBIX aaropuT™MOB mporpammbl Blast. B pesynbraTe mowcka ObLIO
oOHapyxeHo nBa Jiokyca (nscaf2823 wm nscaf2901), conepxamux Bmmar MLE JITHK

tpancno3oubl (Bmmarl u Bmmar6) u BmCR1B snement (Pucynok 3.5).
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BmCR1B
3310 | 3538
BmCR1B/Bmmari | ) .
1273 n.0. 4} Bm|-{ma D )-TR|
Bombyx mori nscaf2823 100 n.o.
.{ 352 === -nonn N
482
BmCR1B
3537 | 1929
3045 2374 /
BmCR1B/Bmmar6 nonmA
2691 n.o. Bmr-------------4 ma ¥ e
Bombyx mori nscaf2901
201 965
1 1234

1307

Pucynok 3.5. Ctpykrypa XumepHbix nocienoBareabHocTeit BMCR1B/MLE u3 renoma B.
mori. I{udpsl BHU3Y PUCYHKA COOTBETCTBYIOT MO3HUIMAM HYKJICOTHIHOMN IMOCIIEI0BATEILHOCTH
MLE; tmudpsl Hag pUCYHKOM COOTBETCTBYIOT HMO3HMIHMSM HYKICOTHIHOHM IOCIEAOBATEIHLHOCTH
BmCR1B, crpenku  yKa3bplBalOT  HAampaBlICHHE  OpPUEHTAIMM  MOCJIEI0BATEILHOCTH.
AOGOpeBuarypa: 1.0.- mapsl ocHoBanuii, TIR - terminal inverted repeat (koHIEBbIC
WHBEpPTHpPOBaHHBIe TOBTOPHI), TSD - target site duplication (myminukanus caiiTa — MUIIEHH).

Xumepnsii  smeMeHT BmCR1B/Bmmarl comepXuT B CBOCH  CTPYKType
nosiHopa3Mmepubii Bmmarl JIHK TpaHcno30oH, CO BCTPOEHHBIM B HETO JI€JIETUPOBAHHBIM
BMCR1B non-LTR petpotpancnozonom. Berpoennsiit ¢pparment BmMCR1B snementa
umeet pazmep 237 m.o. u ¢uiankuposan 1SD (UTLTTA...LITUTTA).

Xumepnspiii  31emenT BMCR1B/Bmmar6 comepkut MoJIHOpa3MEpPHYIO KOIHIO
Bmmar6 MLE co Bctpoiikoit BMCR1B sneMeHTa B MPOTHUBOIOJIONKHOW OTHOCUTEIHHO
Bmmar6 opuentanuu. O0a »snemeHta B coctaBe KoHCTpykta BMCR1B/Bmmar6
conepkatr TSDS, 4To MO3BOJISIOT MPEITOIOKUTH OTHOCUTEIHHO HEIaBHIOIO aKTUBHOCTH

Bmmar6é MLE u BmMCR1B non-LTR perpoTtpancno3ona.

3.2. Mariner-like TIR JHK TpaHcno30HbI B reHOMAaX NpeacTaBUTeIeii oTpsiaa
Lepidoptera
Ha mnepBom »srame wuccnenoBanus Obul moareepxkaeH [T CR1B non-LTR

PETPOTPAHCIIO30HOB MEXy MpeacTaBuTeasiMu cemeiicTB Lycaenidae u Bombycidae u B
reiome B. mMOri ObulM BBISIBIEHBI JBE XHUMEPHBIX KOHCTPYKIIMH, COZEpIKAIINX
nocienoBarensHoctd  CR1B  smementa, BcTpoeHnbie B mariner-like TIR JHK
TPAHCIIO30HKI. BhieonucanHbie (akThl MO3BOJUIH MPEANOIOKHUTh BO3MOKHOE YUaCTHE

MLE JHK Ttpancno3onos B I'TI CR1B snemenToB. [y MpoBEepKU TaHHOW TUIIOTE3bI ObLT
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NpOBEJIeH aHau3 pacnpoctpanenust u paznoodopasuss MLE TIR JIHK tpancno3onoB B
reHoMax mpejcTaBuTene kiacca Insecta u otpsina Lepidoptera.

K MLEs orHocates JIHK tpancmosonsl cemeiictB mariner, ludens u mori
cymepcemeiictea Tcl/mariner. IlpeacraButenn MLES o0HapykeHsl B TreHOMax
Pacrenmii, XXuorHbix, [Ipocreiimmx u ['pubo (Plasterk et al., 1999). Cormacuo
COBpeMEHHOM Kiaccu(uKalMi B COCTaBe ceMmeiictBa mMariner mpeacrasieHo 15
noacemericte: DTTMar (mariner), DTTMarAtl (atlantis), DTTMarBRI (briggsae),
DTTMarCAP (capitata), DTTMarCec (cecropia), DTTMarCRI, DTTMarELE (elegans),
DTTMarGGS, DDTMarIRR (irritans), DDTMarLin (lineata), DTTMarMau (mauritiana),
DTTMarMel (mellifera), DTTMarROS (rosa), DTTMarUrt, DTTMarVer (vertumnana).
BayTtpu cemeiictBa ludens BeieneHo 1Ba mojaceMeicTBa, a BHTYpH ceMeicTBa MOri oTHO
noxacemerictBo (DTTMOR) (Rouault et al., 2009).

Haubonee m3ydyeHHbIM mipejicTaBuTesieM oTpsina Lepidoptera sisiercs TyTOBBIi
menkonpsaa B. mori. Panee B remome B. mori Obuto BeisiBiieno mects MLE JITHK
TPAHCIIO30HOB, MPHUHAUICKANUX K JBYM ceMmeiictBam: mariner u mori (Robertson,
Asplund, 1996; Robertson, Walden, 2003; Kumaresan, Mathavan, 2004). DaemeHTbI
Bmmarl u Bmmar6 otHocsTcs Kk cemelcTBY MOri, smementsl Bmmar3 u Bmmar4d x
nojacemerictBy mellifera, cemeiictBa mariner, a smementel Bmmar4 u Bmmar5 k
nojiceMeiicTBy ~ Cecropia, cemelictBa mariner. Amxanu3 2neMeHToB Bmmarl-6,
Npe/CTaBICHHBIX B 0a3e maHHbix GenBank, mokaszan, dYTo [gaHHBIC SJIEMEHTHI
3HAYUTENIPHO JIMBEPTUPOBAIN U CXOJICTBO MX aMHHOKHCIOTHBIX MOCJIEI0BATEIBHOCTEH
HaxoauTcs B Auana3one 11-36%. Hu ogHa u3 u3ydeHHbIX Komuid Tcl/mariner snemMeHToB
HE COJIEPKUT (YHKIIMOHAIBHO aKTUBHYIO TPAHCII03a3y.

Ha ocHoBaHMM MaHHBIX TPEACTaBICHHBIX B JHUTEPAType OXKHUAACTCS, YTO B
reHoMax TmpenacTaBuTenedl orpsina Lepidoptera OymyT BBISBICHBI MPEICTABUTEIH Kak

muHEMYM 1BYX cemerictB MLE JIHK tpancmo3zonoB: mariner u mori.

3.2.1. louck MLE /IHK TpaHcno30HOB B reHoMax npejacTaBuTe/eil kiaacca Insecta

Jlns u3ydenus pacnpocTtpaHeHust U pazHooOpasus MLE JIHK Ttpancno3onoB B
reHOMax TpejcTaBuTenel kinacca Insecta u orpsina Lepidoptera ¢ momombo mporpamMmel
BLAST (anropurmsl blastn u tblastp) 6su1 mpoBeneH MOMCK JaHHBIX JIEMEHTOB B 0ase

nanabix GenBank (Altschul et al., 1990). B o0meli ciioKHOCTH, MPOBEICHHBIA TOUCK
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MO3BOJIMJI BBISIBUTH 85 mocnenoBarenbHocTel MLE snemenToB paznuanoit miwHbL, 27 U3
KOTOPBIX MPEICTaBICHBI B TeHOMax mpejactaBureneii otpsaa Lepidoptera (I[Tpunoxkenue
2).

[Tony4yeHHble MOCIENOBATEILHOCTH OBLIM HCHOJB30BAHbI JUIS  JIalbHEHIIETO
CPaBHUTEIILHOTO W (UIOTCHETHYECKOTO aHaIN30B. MHOXECTBEHHOE BBIPAaBHUBAHUC
MOJIYUYEHHBIX TOCIEA0BATEIFHOCTEH OCYIIECTBISUIOCH MPHU MOMOIIK MHporpamm Vector
NTI 11.0 u Unipro UGENE. BripaBHMBaHHS HCHOJb30BAIKUCH IS JadbHEHIIETO
dunoreHeTnyeckoro  aHanuza. B kadecTBe — anropuTMa A [OCTPOCHUS
(buIoreHeTHYeCcKoro JepeBa Ha OCHOBE HYKJICOTHAHBIX TochenoBarenbHocTet MLE
SJIEMEHTOB OBUT IIPUMEHEH METOJ CoeauHeHMs Ommkaimux coceaeir (NJ) mporpammbr
MEGA 5.0 (Tamura et al., 2011) (Pucynok 3.6). Ha maHHOM japeBe IpeICTaBICHBI
nocienoBarenbHoctd MLE snemenToB m3 reHomoB mpencraButenei kiacca Insecta u
orpsina Lepidoptera, a taxoke MLE simemenTtsl mojacemeticts briggsae, atlantis, elegans,

DTTmariner u DTTMarGGS u3 reHOMOB JpYruX IPYIII >KHBBIX OPTaHU3MOB.

Ha ¢unorenernueckoM npeBe BBIAETAIOTCS 15 KiIacTepoB, COOTBETCTBYIOMIUX 15
rpynnam MLE snementoB. Hanbonee MHOTOUHCIIEHHBIMEA U PA3HOOOPA3HBIMU SIBIISTFOTCS
KJacTephl, COOTBETCTBYIOIIWE IMoOjaceMeiicTBaM Cecropia, mauritiana u mellifera.
Knacrep cecropia cocraBnstor 19 snementoB u3 13 BHIOB, MPUHAICIKAIIUX BOCHMHU
pa3nu4yHBIM cemeiicTBaM oTpsiaa Lepidoptera u omHomy cemeiicTBy otpsina Trichoptera:
Papilionidae, Nymphalidae, Bombycidae, Saturniidae, Sphingidae, Arctiidae,
Elachistidae, Pyralidae u Hydroptilidae. BHyTpu kinactepa BBIACISIOTCS JIBE TOATPYIIIIBI
(koapunmenter moguepxkku 93% wu 94%), OOHAKO BBIJACICHHUE JaHHBIX TPYII HE
coriacyercs ¢ (UIOTeHHEH BUIOB X035€B, TaK 00€ TPYIIBI COJAEPKAT MPeJICTaBUTEIEH
ceMmeiictBa Saturniidae (Pucynok 3.6, [Ipunoxenue 2).

Knacrep mauritiana mnpeacraBimeH 6 MOCIeIOBATEIBHOCTIMH W3 T'C€HOMOB
HACCKOMBIX IIECTH pa3iUYHbIX oTpsaoB. Hymenoptera, Hemiptera, Coleoptera, Diptera
u Lepidoptera. B knactepe mellifera BeissBicHBI 3JI€MEHTBI U3 TEHOMOB TPEX OTPSIIOB:
Trichoptera (Hydroptilidae), Diptera (Tabanidae) u Lepidoptera (Saturniidae,
Yponomeutidae, Pyralidae, Bombycidae). Cpenu snemeHTOB KiacTepoB Mauritiana u

mellifera HEBO3MOXHO BBIICIHUTH ITOATPYIIITHL.
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Pucynok 3.6. beckopaeBoe (pritoreHeTHIECKOE IPEBO, PEKOHCTPYHPOBAHHOE HA OCHOBE
YaCTUYHBIX  HYKJICOTHUIHBIX TMOCIeaoBaTenbHOCTe TpaHcmosassl (450 m.o.) MLE JIHK
TPAHCIIO30HOB METOJIOM 00bequHeHus Ommkaimux coceneid (NJ) B mporpamme MEGA 5.0. Jlns
OLIGHKH JOCTOBEPHOCTH TOIOJOTUU OblIT Hcmonb3oBaH Oyrcrpen-tect (1000 perummkanmit).
3naueHus kod3(pduureHToB noaaep:Kku Oyrcrpen-tecra Mmenee 50% He mokazaHbl. DJIEMEHTHI,
BBISIBIICHHBIC B TeHOMaX MpejcTaBuTencit orpsaa Lepidoptera, BeigeseHbl KUPHBIM MIPU(PTOM.
Homepa HYKJICOTHIHBIX TMOCIEAOBATEILHOCTEH »dJeMeHTOB U3 0a3el  nmaHHbIX GenBank
MIPUBEICHBI ITOCJIC HA3BAHMSI BUJIA.
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B kmactepax vertumana u irritans BBISIBICHO MO OAHOMY JJIEMEHTY W3 T€HOMOB
npeacrasureieii orpsma Lepidoptera: Heliothis virescens u  Adoxophyes honmai,
cooTBeTcTBeHHO. Kpome oTpsima Lepidoptera sinemenTs! Vertumana BhIsSBJICHBI B TeHOMaX
npejacraBureneir orpsima Diptera, a asmeMeHThI irritans B reHoMax IpeaCcTaBUTENCH
otpsoB Diptera u Neuroptera.

PacnipocTpaHeHre 53JeMEHTOB KjacTtepa MOri, MMO-BUAMMOMY, OTPaHUYCHO
UCKJTFOYMTEIFHO TeHOMaMH TIpeacTaBuTenei poma Bombyx (Lepidoptera).

Knacrepsr rosa, capitata, lineata, DTTMarUrt mnpencraBiasior co0Ooif
HCMHOTOYHMCICHHBIC TPYINBl JJIEMCHTOB W HE OBUIM BBIBIEHBI B T'€HOMax
npeacraBuTeci orpsna Lepidoptera. B reHomax mpejacraBuTenell kimacca Insecta k
HACTOSIIIEMY MOMEHTY HE BBISBJIICHO 3JIEMEHTOB ToJIceMeiicTB briggsae, atlantis, elegans,
DTTmariner u DTTMarGGS. TI'pymmet DTTmariner u DTTMarGGS sBistrotcs
OTHOCHTEIHHO HOBBIMH U MOJYYHJIH CTATYC MOJCEMEIHCTB B pe3yIbTaTe aBTOMATUIECKOM
kiaccudukammu (Rouault et al., 2009). IloacemeiictBa elegans u briggsae, mo-
BUIUMOMY, 00pa30BaHbl MCKIIOYUTEIbHO 3jeMeHTamu u3 reHomoB C. elegans u C.

briggsae (Witherspoon, Robertson, 2003; Rouault et al., 2009).

Takum o0pa3om, B TeHOMax MpeAcTaBUTeNnel kiacca Insecta mpencraBieno 13
MOJICEMEICTB Mariner u mo OJHOMY TMojaceMelcTBy cemerictB ludens u  mori.
PasnooOpasue MLES B reHomax mpencraButenei otpsyaa Lepidoptera orpannduBaercs
mectbio mojacemeiictBamu mariner (DTTMarCRI, cecropia, mauritiana, mellifera,

vertumana, irritans) u cemeiictBom mori.

3.2.2. Mouck MLE JHK Tpancmno3oHoB B renome B. mori

AnHanu3 reHoMa TyTOBOTO Hienkomnpsiia B. mori Ha Hanmuue npencrasureneit MLE
TIR JJHK TpaHcno30HOB ObUT MPOBEACH C MOMOINbI0 NpuiokeHuit Query Designer u
HMM naxketa nporpamm UGENE (Eddy, 1998; Okonechnikov et al., 2012). 115 moucka
3NIEMEHTOB OblJIa CKOHCTPYHMpOBaHA CXeMa, BKIouaromiass ucrnonb3zoBanne HMMER?2
nmpopuwnsi. HMMERZ2 mnpoduns Obu1 moCTpo€H Ha OCHOBAaHUM BBIPABHUBAHUS
nocnenoBarenbHocted MLE JIHK tpaHcno3oHOB U3 reHOMOB HacekoMbIX. B pesynbrare
NPOBEJICHHOTO aHa/u3a B TeHoMe B. mori 6buto BeIsiBIIeHO ceMb MLE anmemeHTOB, 1iecTh
u3 kotopbix (Bmmarl-6) 6siau panee ommcansl B ganaoMm reHome (Robertson, Asplund,
1996; Robertson, Walden, 2003; Kumaresan, Mathavan, 2004). [laHHbIii MOHCK
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MO3BOJIMJI BBISIBUTH HOBBIM AJIeMEHT, 0003HaueHHBI kak BmmarY. Ctpykrypa 3TOTO
sreMeHTa ObliIa IMpoaHaIu3upoBaHa ¢ momMoinsio nmporpamm BlastN, BlastP u ORF Finder

W TIpe/ICTaBJIeHa Ha pUCYHKe 3.7.

5TIR TpchTosasa §T'R

\ /
?Z?magy i: _ D750 D252 D257 ’ ':*
éRPR 100 n.o.

D e L I I I
5'TIR TAGGCTGCACTAAAAGTATCGGGAAT
3'TIR TAGGCGGCACTGAAAATTTCGGGAAT

Pucynok 3.7. CtpykrypHas opranuszauus BmmarY JIHK tpancno3ona u3 renoma B.
MOri U HYKJICOTHU/HBIC MMOCIECIOBATSILHOCTA WHBEPTHUPOBAHHBIX MOBTOPOB JIAHHOTO JIEMEHTA.
AG6peBuarypa: GRPR — aMuHOKMCIOTHas MOCIIENOBATEIbHOCTh TIUIMH-apTHHUH-TTPOINH-
aprunu; NLS — nuclear location signal - curnan spaepnoii nokamuzanuu; TIR — terminal
inverted repeat — KOHIIEBbIC HHBEPTHUPOBAHHBIC TOBTOPHI; I1.0. — MTAPHI OCHOBAHUIA.

Dnement BmmarY mnpencraBmser coboit  tunmuHbld - mariner-like  JIHK
TpaHCHO30H. JlaHHBIM >jeMeHT uMmeeT MHY 1,287 1.0. W COAEPKUT KOHIEBBIC
WHBEPTUPOBAHHBIE MOBTOPHI JUIMHOW 26 11.0., CXOACTBO MEXAY KOTOPBIMH COCTaBJISET
84.6%. Teno ameMeHTa COAEPKUT €IMHCTBEHHYIO OTKPBITYIO paMKy cuuThiBanus (1,050
1.0.), KOAUPYIOIIYI0O (EepMEHT MepeMelieHus — TpaHcmo3ady. Tpancmo3aza BmmaryY
uMeet xapaktepHsiii D,D(35)D MOTHUB KaTadIUTUYECKOrO JOMEHA U JIBa MOTHMBA CUTHaja
saepuoit nokanusanuu (GRPR u NLS). ITouck mo 6aze manusix EST B. mori, gocTymnHoi
Ha pecypce SilkDB, mpoBeaeHHBIM ¢ momonisio mporpamMmbl BLASTN He BbISBUI
TPAHCKPUIITOB TpaHCo3a3bsl Bmmary.

Takum o0Opa3om, MOXHO TMPEANOJIOKUTh, UYTO »dJeMeHT BmmarY He
sKcrpeccupyercs B reHome B. mori. PacmpoctpanenHocts BmmarY snementa,
BBIpQKCHHAsT B 4YHCJC IOJHOPAa3MEpPHBIX KOMWKW Ha TalUIOWAHBIA reHoMm B. mori,
cocramna 100 xonwmii/rarutonnnelii  TeHoM. Ha  OCHOBaHMM  KOHCEHCYCHOMU
nociuefoBarenbHoCcTH ~ BmmarY — Obuim  CKOHCTpyHMpOBaHBl — MpailMepbl A
AKCIIEPUMEHTAIBLHOTO TOKMCKa JAaHHOTO JJIEMEHTa B TeHOMax JpYrux BHUIOB OTpsla

Lepidoptera.
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3.2.3. DkcnepumentajbHblii mouck MLE IHK Tpancno3oHoB B reHomax

npeacraBuTesieii orpsina Lepidoptera

Jlna  skcnepumentanbHoro mnoucka MLE JIHK Tpancno3oHoB B reHomax
npeacrasureci Lepidoptera Osin BeiOpansl 60 BumoB, 15-Tu moacemeiicTB u3 8
cynepcemeiictB (Tabmuma 3.1). OcHOBBIBasCh Ha pe3yJbTaTax aHajiu3a PazHO0Opa3us
MLE JIHK Tpancmo3oHOB B reHomax mpeacraButeneii Insecta, Lepidoptera u B. mori,
OBLIO CIEIAaHO TPEAIOIOKEHUE O TOM, YTO B PE3yJIbTaTe dKCIEPUMEHTAIBLHOTO MOWCKA
MOryT OBITh BBIABICHBI dJeMeHThl 7-mMu moacemeiicts: DTTMarCRI, cecropia,
mauritiana, mellifera, vertumana, irritans u mori. Ilouck [OaHHBIX IOACEMEICTB
npoBoguica ¢ noMoupto I[P amMmmunukamum ¢ AereHepaTHUBHOM Napoil mpanMepoB
MAR-124F n MAR-276R, cnenmuduuHOi K IMOCIEN0BAaTEIbHOCTH TpaHcmo3a3el MLES
(Robertson, 1993) (ITpunoxenue 1).

[Mpoaykr oxumaemoiri mmuubl (~ 450 m.o.) Ob1 momyden s 36 u3 60
NpoaHaIM3UPOBaHHBIX BUAOB oTpsga Lepidoptera (Tabmuma 3.1). Jlns 25 Buuos,
oTHOcsmMXcss K cemeiictBam Lycaenidae, Riodinidae u Bombycidae mpoaykrer ITLIP
amrunuKanuu ObUTH KJIOHHUPOBAHBI B IJIA3MUHOM BEKTOpE. B 11esoM ObLI0 MoMIy4eHo
190 x7OHOB ™ A KaXAOrO0O W3 HUX OblJa yCTaHOBJIEHAa HYKJICOTHJIHAS
nocienoBareabHOCTh. 145 wimoHoB w3 18 BuAoOB  comepxanu  (pparMeHTHI,
XapaKTEPU3YIOLIUECs] BBICOKUM CXOJICTBOM ¢ TpaHcmo3azoii MLES. Jlanubie snemeHTHI
NoJy4Yrsid mecTHOykBeHHbIe HaszBaHus: Ocamarl3 - Oberthuria caeca mariner-like
AIIEMEHT KJIOH 13.

[TonmydeHHbIE TTOCTIEOBATEILHOCTH TPAHCIIO3a3bl OBLITN BBUTOXKEHBI B 0a3y JaHHBIX
GenBank mox Homepamu: HQ606331-HQ606343, HQ606345-HQ606368, HQ606371—
HQ606381, HQ606402, HQ606410, 1 HQ606415-HQ606462.

3.2.4. Anaau3 MLE JIHK TpaHcno30HOB B reHOMax npejcTaBuTe/Ieil oTpsiAa
Lepidoptera
CpaBHHTEIBHBIN aHau3 MoCIIeI0BaTeIbHOCTEH BBISIBIIT BBICOKYIO
reTEpOreHHOCTh  MOceqoBarebHoCcTe  TpaHcno3a3sl MLES. [Jlns  nanbpHeliiero
¢duoreHeTHYECKOTO aHanMM3a ObUIM HMCMOJIB30BAaHBI IOCIEIOBATEILHOCTH (PparMeHTa
réHa TPAHCIO03a3bl, IMOJIyYEHHbIE B paMKaxX 3KCIEPUMEHTAJIbHOIO IIOMCKA B TeHOMax

npejacraButeneld  orpspa  Lepidoptera  w oOHapykeHHbIE B pe3ylbTare
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OnonH(pOpPMaTHUECKOTO MOMCKA B TeHOMAaxX INpencraBuTeneit kinacca Insecta. Kpome Toro,
Juist OoJiee EeTalbHOTO aHalu3a OBLIM HMCIOIB30BaHblI MOCIIEIOBATEILHOCTH 2JIEMEHTOB
nozcemelicts briggsae, atlantis, elegans, DTTmariner u DTTMarGGS, panee He
oOHapyXeHHbIE B T€HOMaxX MpejcTaBuTenelt kiacca Insecta. dunoreHeTHYeCKuii aHaIu3
HYKJICOTHIHBIX TOCIIE0BAaTEeIbHOCTEN (parMeHTa reHa TpaHcmnosa3dsl MLE snementoB
OCYIIECTBIISICS METOJ MakcuMaibHoro mpasaomnogobus (ML) B mporpamme PhyML 3.0.
JIis  OLIEHKH JTOCTOBEPHOCTH TOIOJOTHHM HCHojb3oBaics Oyrcrpen-tect (1000
perutukaiuii) (Felsenstein, 1985) (Pucynok 3.8).

Ha nonyuennom ¢QumorenernyeckoM apese mnpeactasieHo 17 kiacrepoB MLES:
DTTMarGGS, ludens, rosa, mori, vertumana, mauritiana, DTTMarCRI, mellifera,
cecropia, DTTMarUrt, lineata, elegans, briggsae, capitata, irritans, atlantis u
DTTmariner (Pucynox 3.8). MLE sneMeHTBI W3 TC€HOMOB MpeACTaBUTENICH OTpsaa
Lepidoptera momyueHHbIC B pe3y/ibTare dKCIEPUMEHTAILHOTO MMOMCKa OOHAPYKEHBI B 5-
TH Kiactepax: cecropia, mellifera, mauritiana, mori u vertumana. OcHoBHas Macca
MOCJIEIOBATEIbHOCTEM  BBISABICHHBIX B JaHHOW paboTe pacrpenenuiaach MEXIy
KiIactepamu mauritiana, cecropia u mellifera (Pucynoxk 3.8).

Knacrep cecropia. Kiacrep cecropia sBnsiercs OJHMM U3 HamOoJjee
MHOTOUYHUCJIEHHBIX. DJIEMEHThI JaHHOTO KJlIacTepa IIMPOKO IpeacTaBieHbl B reHomax 10
u3 25 m3ydeHHnx BumoB otpsina Lepidoptera: Oberthuria caeca, Quentalia chromana,
Erebia theano, Narathura japonica, Brangas neora, Scolitantides orion, Maculinea
teleius, Maculinea nausithous, Euselasia chrysippe u Emesis lucinda (Pucynoxk 3.8).

Cpemn »rmeMEHTOB Kiactepa Cecropia MOXHO  BBIACTUTH JIBE TPYIIIIBI
(ko3 punmenTsr momnepxku 100% u 99%) (Pucynok 3.8). B mepByro rpymimy nomnajiu
cnenyrome snemMeHtel: Bmmar5 (B. mori, Bombycidae) u smeMeHThI, BBISBICHHBIC
UCKIIIOYMTENIFHO B T€HOMax IpeJcTaBHTeNel cemeiictBa Lycaenidae. BHyrpu naHHOi
IpYyMNIbl HE MPEACTABIAECTCS BOBMOKHBIM BBIICTUThH OoJiee HU3KUE KIacCU(PUKAIMOHHbBIE
CIVHMULBI HU3-32 OYEHb BBICOKOW IUBEPreHLMHU IOCIENOBaTeIbHOCTEH. Bropas rpymnma
COCTOUT M3 JBYX NOATPYII, B TMEPBYI0 M3 KOTOPHIX IMOMAIM HCKIOYUTEIHLHO KOIUHU
samemMeHTa Bmmar3 u3 renoma B. mori (koaddunment nomnepxkku 97%), a Bo BTOPYIO
SJIEMEHTHI M3 TeHOMOB IpejcTaButTeneit oTpsaoB Riodinidae, Bombycidae u Lycaenidae
(koopdpunment mommepkku  79%). DimeMeHTHI TpeX JaHHBIX ~CEMECTBa  Ha

¢dutoreHeTHYECKOM JIpeBE 00Pa3yIOT BETBH COIIACHO MX BUOBOM MPUHAICKHOCTH.
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Pucynok 3.8. ®uoreHeTn4yeckoe JIpeBO, PEKOHCTPYHMPOBAHHOE HA OCHOBE ()parMEHTOB
nocienoBareabHOCTe  Tpancmo3asel MLES (~ 450 1m.0.) MeTogoM MakCHMalbHOTO
npasaononodus (ML) B mporpamme PhyML 3.0. JI7st O1leHKH TOCTOBEPHOCTH OBLT UCTIOIB30BaH
oyrcrpen-tect (100 perutukanumii). 3HaveHHss KO3()QUIMEHTOB MOIIEPKKH OYyTCTpen-TecTa
meree 50% He mokazaHbl. Ha3BaHusi KJIacTepoB MpeicTaBieHbl cripaBa. LITpUuXmyHKTHPHBIMU
KBaJpaTaMu 0003HAYEHBI KIACTEPHI, COJEPIKAIIMe MOCICIOBATEIBHOCTH, y4YacTBOBABIINE B
TOPU3OHTAILHOM TmepeHoce. babouka romyboro 1Bera o0o3HadaeT 0aboueK TOITYOSTHOK
cemeticTBa Lycaenidae, 6abouka KOpUYHEBOTO IIBETA — MOJIeH cemerictBa Bombycidae.
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Knacrep mellifera. Knacrep mellifera Ttaxke sBisieTcss MHOTOYMCICHHBIM H
pasnoobOpasubiM KiaactepoM MLES B reHomax mpeacraButecit orpsma Lepidoptera.
DJIeMEHTBl JAHHOTO KJacTepa MpeacTaBlieHbl B reHomax 10 BUAOB, OTHOCSALIUXCS K 3
cemeiictBam: Bombycidae, Lycaenidae u Riodinidae (Pucynox 3.8). B manHOM Kitactepe
HE TIPEJCTABISICTCS BO3MOXKHBIM BBIJICITh KaKWE-TMOO TMOATPYIIBI M3-32 OYCHBb
BBICOKOI TOMOJIOTHHU TIOCTIEIOBATEIIEHOCTEH.

Kaacrep mauritiana. B  kmactepe mauritiana  BBIABICHBI  3JCMEHTBI
UCKJIIOUMTENIBHO U3 BHAOB cemeiictBa Bombycidae: Bombyx huttoni, Oberthuria caeca u
Ernolatia moorei (Pucynok 3.8). Kpome Toro, cieayer OTMETHTb, YTO JIAHHBIC 3JIEMEHTBI
0o0pa3yloT OTAENBHYI0 BETBh BHYTPM KJIacTepa W 3HAYUTEIBHO OTIMYAIOTCS TIO
TIOCJICIOBATEILHOCTSAM OT DJIEMEHTOB CeMeicTBa mauritiana, onucaHHbIX paHee.

Knacrep vertumana. B kmactepe vertumana BbIOEHS€TCS  HECKOJIBKO
(GWIOTEeHETHYECKUX TPYNI. B TepByl Tpynmy NOMagaroT 3JIEMEHTHI TOJCEMENCcTBa
vertumana u3 reHoMoB HacekOoMbIX Bactrocera neohumeralis, Teleopsis rubicunda u
Teleopsis quinqueguttata (otpsim Diptera), ommcanHble B JrepaType (kKo3hdUIIHEHT
noaaepkku 100%), BO BTOPYIO — 3JIEMEHTHI U3 T€HOMOB IIpeicTaBuTeci pogoB Bombyx
(Bombycidae) u Maculinea (Lucaenidae) (xosddurment nognepxku 100%) (Pucynox
3.8). Dnement BmmaryY, BeIsSBICHHBIH B paMkax OMOMH(DOPMATHIECKOTO aHAJIN3a TeHOMA
B. mori, otHOcHTCS K MoiceMeicTBy Vertumana. DaeMeHThI U3 TEHOMOB MPEICTaBUTECH
pona Maculinea umeroT BbICOKOE cXOACTBO ¢ BmmarY wum nonyuywin ciemyromme
HasBanusa: MtemarY.l - Maculinea teleius smement BmmarY xion 1). ITomapnoe
CpaBHEHHE HYKJICOTHUIHBIX IOCIENI0BaTEIbHOCTEH KiacTepa Vertumana u3 TEHOMOB
npeacraBuresci pomos Bombyx u Maculinea mokasano o4eHb BBICOKYIO TOMOTEHHOCTD
MOCJIC/IOBATEIILHOCTEH KaK BHYTPH BHJIOB, TaK U B MEKBUIOBBIX CPAaBHCHUSX.

OTnenbHYIO BETBh B JIAaHHOUW TPYIINIE COCTABJISIOT AJIEMEHTHI M3 OJHOTO BUIA —
Pseudolucia collina (Lycaenidae) (Pucynok 3.8). IlociemoBaTeabHOCTH JaHHBIX
DJIIEMEHTOB 3HAYUTENILHO OTJIMYAIOTCS OT JAPYruX SJIEMEHTOB Kiactepa Vertumana.
Bo3moskHO, JaHHas rpyIina npecTaBiseT co0oit HoBoe mojacemeiicTBo MLES.

B nmanHyro Tpynmy Takke rormajaet dJieMeHT u3 reHoma coBku Heliothis virescens
(Noctuidae), koropslii U3Ha4aIBLHO OBUT OTHECEH K mojcemeicTBy irritans (Ren et al.,

2006). Jlanuble, MONy4YEeHHbIE B paMKax (DHIOT€HETHUYCCKOTO aHaIM3a, MOATBEPIKIAIOT,
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YTO JAHHBIA SJIEMEHT OTHOCUTCS K TOJCEMEWCTBY Vertumana, a He K IOJCEMEHCTBY
irritans.

Kaacrep mori. M3HayaibHO CUMTANIOCh, YTO AJIEMEHTHI ceMericTBa mori (Bmmarl
u Bmmar6) npeacraBieHbl HCKIIOYUTEILHO B T'€HOMAax IPEACTaBUTENIEH CeMEHCTBa
Bombycidae. B pamkax 53KCIEpMMEHTaJbHOTO JTama WCCIACIOBAHMS —3JICMCHTBI
mojiceMelicTBa MOri ObUIM BBHISBIEHBI B TeHOMax mpeactaButeneii poma Maculinea
(cemeiictBo Lycaenidae). CpaBHeHHE HYKJICOTHIHBIX MMOCIICIOBATEIIBHOCTEH 3JIECMEHTOB
U3 TCHOMOB MpejacTaBuTeNel poga Maculinea mokasano BBICOKOE CXOACTBO JAaHHBIX
sameMeHTOB ¢ Bmmarl w3 renmoma B. mori. JlanHble 3JeMEHTHI OBUIM Ha3BaHbBI
cnenyronm obpasom: Mtemarl.3 - Maculinea teleius smement Bmmarl xmon 3.
Dnementsl Bmmar6 o6pas3yroT oTAeIbHYI0 BETBh B JAHHOM KJIacTepe, JaHHBIE SJIEMEHTBI

He ObUTH OOHApY)KEHBI B TCHOMAaX JIpyTrux BUA0B oTpsaa Lepidoptera (Pucynok 3.8).

3.2.5. OBomouusa MLE JTHK Tpancno3oHOB B reHOMax npeacTaBUTe/ el oTpsiia
Lepidoptera

ComnnacHO TEOpUU BEPTHKAIBHOW SBOJIIOIHH JOKHO HAOMIONATHCS COOTBETCTBUE
MeXy ¢uiIoreHruel BU0B, OCHOBAaHHOM Ha mociefaoBarenbHoCcTaX MI'D, u ¢punorenuei,
PEKOHCTPYMPOBAaHHON Ha OCHOBE IMOCJIEAOBATEIbHOCTEH MOJIEKYISIPHBIX MAapKepOB
(byrkumonanpubix reHoB EFla, COIl, COll u apyrux). D10 03Ha4Yaer, 4YT0 MOOUJIbHBIC
AIIEMEHTHI OJTHOTO CEMEWCTBAa JOJKHBI OO0pa30BBIBaTH BETBU COIVIACHO BHUIOBOU
NPUHAIICKHOCTH. DJIEMEHTHI KiacTepoB cecropia, mellifera, mauritiana, irritans u
DTTMarCRI, no-BuauMoMmy, 3BOJIONMOHUPOBAIM B T€HOMAaX MpeICTaBUTENEH oTpsaa
Lepidoptera myrem BepTuKaabHOTO HacienoBanus (Pucynok 3.9).

HckimoueHne  COCTAaBIISIOT — 3JEMEHTHI  KJacTepoB  Vertumana w  moOri.
[TocnemoBarensHocT BmmarY snemenTtoB u3 renomoB Bombyx u Maculinea nomagaior B
OIHY BeTBb Kiactepa vertumana (Pucynox 3.9). IlomapHoe cpaBHEHHME HIaHHBIX
MOCJIE0BATEIbHOCTE MOKA3aJI0 BBICOKYIO TOMOJIOTHIO KakK BHYTPU BHJOB, TaK U B
MEXBHJIOBBIX CpaBHEHMSIX. AHAJIOTHYHO TOcjeaoBareabHOCTH Bmmarl w3 renomoB
npejacraBureneid pomo Bombyx m Maculinea momanaror B omHY BeTBb KiacTepa MOri
(Pucynoxk 3.9). Kak u B ciryuae kiactepa vertumana, seMeHTsI Kilactepa Mori mokasaiu
OpU TOMAPHBIX M MHOKECTBEHHBIX BBIPABHUBAHUSAX BBICOKYIO TOMOTE€HHOCTbh Kak

BHYTPUBHJIOBYIO, TaK U MEKBUAOBYIO.
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CxeMaThuyHOE

IpeaACTaBJICHUC

Bombyx mori nscaf2943
Bombyx mori nscaf2837
Bombyx mori nscaf2829
Bombyx mori nscaf2681
Bombyx mori nscaf2905
Bombyx mori nscaf2993
Bombyx mori nscaf2990
Bmmar1 Bombyx mori U47917
Bombyx mori nscaf2822
Bombyx mori nscaf3069
Bombyx mori nscaf2860
Bombyx mori nscaf3058
Bombyx mori nscaf2847
Bombyx mori nscaf2865
Mtemar1.3 Maculinea teleius
Marmar1.2 Maculinea arion
Marmar1.1 Maculinea arion
60 Bombyx mandarina AB363018
Bombyx mandarina AB363017
Bombyx mandarina AB363010
Bombyx mori nscaf2795
Bombyx mori nscaf3068
Bmmaré Bombyx mori AF461149
Bombyx mori nscaf2986
Bombyx mori scaffold416
Bombyx mori nscaf2855
" Bombyx mori nscaf2930
[Bombyx mori nscaf2887
77% Bombyx mori nscaf3056

rmn!
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Pcomar8 Pseudolucia collina
Pcomar27 Pseudolucia collina
Pcomar10 Pseudolucia collina
Pcomar9 Pseudolucia collina
Pcomar7 Pseudolucia collina
Pcomar14 pseudolucia collina
Pcomar22 pseudolucia collina

B)

Heliothis virescens DQ174779
Bactrocera neohumeralis AF348438
Teleopsis rubicunda EF035477
76™ Teleopsis quinqueguttata DQ197025
Bombyx mori nscaf3097
Bombyx mori nscaf2970
I Bombyx mori nscaf1071

100 MtemarY.1 Maculinea teleius
! / BmmarY Bombyx mori DQ443409
o] Bombyx mori nscaf3063
MalmarY.5 Maculinea alcon
MalmarY.6 Maculinea alcon
Mnamary.4 Maculinea nausithous
MalmarY.2 Maculinea alcon
91f MnamarY.1 Maculinea nausithous
[ MnamarY.5Maculinea nausithous
a4f MnamarY.3 Maculinea nausithous
7sf BhmarY.1 Bombyx huttoni
MacTelmarY.2 Maculinea teleius
" MalmarY.1 Maculinea alcon
MarmarY.1 Maculinea alcon
MarmarY.3 Maculinea arion
99" MarmaryY.2 Maculinea arion

(UIOreHeTUUECKOro

JpeBa,

PEKOHCTPYHPOBAHHOTO HA OCHOBE MOCIIEIOBATEIbHOCTEH TpaHcmo3asel mariner-like snemenros
(MLES). A) UnmoctpupyeT Bee nojcemerictBa MLES BbIsIBIICHHBIC B TeHOMaX M3YYCHHBIX BHJIOB
orpsna Lepidoptera. Yucno mocnenoBaTeIbHOCTEH, HCIOIB30BAaHHBIX B aHAJIH3€E, YKa3aHO IOCIE
Ha3BaHus Buaa. b) u B) JleranmbHble mpencraBieHuss BeTBed MOri u vertumana. baGouka
royOoro nBera o6o3HayaeT 6abo4ek romyosiHOK cemeiicTBa Lycaenidae, 6abouka KOpUYHEBOTO
1BeTa — MoJieit cemeiictea Bombycidae. A66pesuarypa: I'Tl — ropusonrtansusiii mepenoc; WGS
- whole genome sequencing (IoJHOreHOMHOE CEKBEHUPOBAHUE).

Takum obpa3zom,

DJICMCHTBI

OOIBIINHCTBA MIOJCEMENUCTB

MLEs

HBOJIIOIIMOHUPOBAJIM B T'E€HOMAax H3y4YeHHBIX BHAOB oTpsaa Lepidoptera mnyrtem

BEPTUKAJILHOTO HacieqoBanus. Jiementel Bmmarl (mori) u BmmarY (vertumana) us

Ir¢HOMOB HpeHCTaBHTeHCﬁ

orpsina Lepidoptera xapakTepusyroTcs

CIeTYIOIIUMHU

0COOEHHOCTAMHM: 1) HEpaBHOMEpPHOE paclpOCTpaHEHUE (IJIEMEHTHI MpEeICTaBIeHbl B
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reHOMax TmpencTaButesniel pomoB Bombyx wm Maculinea); 2) BbIcOKoe CXOACTBO
MOCJICIOBAaTEILHOCTEH ~ MEXKIy  JBOJIOINMOHHO  yJAJICHHBIMH  Tpynnamu;, — 3)
HECOOTBETCTBUE (DUIIOTEHUH TaHHBIX IEMEHTOB U (DMIOTEHHH BUIOB. BrImeonncanusie
dakTel MOTYT SABIATHCS cBuUmerenbcTBamu 11 amemenTor Bmmarl m BmmarY mexmy

npeacrasuresiMu pogos Bombyx u Maculinea.

OnHako, cpaBHEHHS MOCIEI0BATEILHOCTEN JIMHOM B 450 I1.0. HEIOCTATOYHO ISt
JOCTOBEPHOTO Pa3peIIeHus] BONIONMUOHHBIX B3aMMOOTHOIIEHUH 3JI€MEHTOB U3 T€HOMOB
npeacraBureacii pomxoB Bombyx um Maculinea. Ins moxrsepskacaus I'IT Bmmarl u
BmmarY Heo6xoaumo MpoaHAIU3UpOBaTh pasHOOOpasHe W PaclpoCTPaHEHHE MOIHBIX
IIOCIIEIOBATENLHOCTEM JaHHBIX DIEMEHTOB B TIeHOMAax IPEACTaBHTENEH OTpsaa

Lepidoptera.

3.2.6. DxcnepuMeHTANBLHBII Monck Bmmar-like s;iemeHTOB B reHOMax
npeacraBuTesieii orpsina Lepidoptera

Jlig u3ydeHus pasHooOpas3us u 3Boounu noiaHsix MLES Gbi1 mpoBenen mouck
anmemeHToB Bmmar (Bmmar-like »ieMeHTOB) B TreHOMax MpeaCTaBUTENICH pPOIOB
Maculinea, Bombyx wu wHekotopeix apyrux rpymm otpsnga Lepidoptera. ITowmck
npooauiics MetogoMm III[P ammmudukanum ¢ WCMOIB30BaHHEM Tap MpPaMepoB,
crenuduueckux K mocienoBarenbHocTsAM 1 1RS snementoB Bmmarl, Bmmar3, Bmmar6
u Bmmary. Ilpaiimeps! cnieunduunsie k TIRS snementoB Bmmarl, Bmmar3 u Bmmar6
ObuTM B3ATHI U3 JUTepaTypHbIX naHHBIX (Robertson, Asplund, 1996; Robertson, Walden,
2003; Kumaresan, Mathavan, 2004), npaiimepsl crnenudpuynsie kK TIRS s1emenra
BmmarY it ckoHCTpYHpOBaHbI B paMKkax naHHOTo uccienoBanus ([Ipumoxenne 1). B
pe3ynbTaTe HM3ydeHus reHoma B. mori He ObLIH BBISABICHBI MOTHOPAa3MEPHBIC KOIHH
sanemeHToB  Bmmar2, Bmmar4d u Bmmar5. OrcyrctBue  mogHOpa3zMEpHBIX
MOCJICIOBATENIbHOCTE HE MO3BOJIMJIO CKOHCTPYMPOBAaTh  CHeU(UUECKHE Tapbl
npaiiMepoB U npoBecTd III[P mouck maHHBIX 3IEMEHTOB B I€HOMAax MPEACTABUTENIECH
otpsina Lepidoptera.

[Touck anemenToB Bmmarl, Bmmar3, Bmmar6 u BmmarY npoBoausics B reHoOMax
28 mpencraButenenn otpsga Lepidoptera (Tabmuma 3.2). ITockonbky mpesmnosaracMbii
TOPU30HTANIBHBIN NIEPEHOC Mpou3oInes Mex a1y pogamu Maculinea u Bombyx, s noucka

Bmmar snementoB Obutu BeIOpaHbl deThipe Buaa poxa Maculinea (M. alcon, M. arion,



M. nausithous u M. teleius) u tpu Buma poma Bombyx (B. mandarina, B. mori u B.
huttoni). [lns omeHKr paBHOMEPHOCTH pacIpoCTpaHeHHS Bmmar sieMeHTOB B reHOMax

npencraButeneil orpana Lepidoptera Obl10 BBHIOpaHO HECKOJIBKO BHJIOB CeEMEMCTBa

Lycaenidae,

Shijimaeoides divina, Pseudolucia collina, Pseudozizeeria maha, Narathura japonica u
Brangas neora), a takxke npeiacTaBHTEaM cemeiictBa Bombycidae, Omuskux k poay
Bombyx (Oberthueria caeca, Quentalia chromana). B kadecTBe KOHTpOJIS OBIIM B3STHI
Callidulidae,

MMpCaACTaBUTCIIN CEMEHCTB

91

Riodinidae, Nymphalidae,

Drepanidae,

Lymantriidae, Noctuidae, Sphinigidae, Saturniidae (Ta0muma 3.2).

K Kkotopomy mpuHamackutr pox Maculinea (Scolitantides

Tadonuma 3.2. Crincok uccienoBaHHbIX BUIOB oTpsiaa Lepidoptera, pesynbrars

[TLP ananu3a snemenToB Bmmarl, Bmmar3, BmmarY, u Bmmar6.

Cymep- CewmeiicTBO Bun Pesynerarer [P ammmmdukanmum
CEMEHNCTBO Bmmar3 Bmmarl BmmarY |Bmmar6
PapilionoidealLycaenidae  |Scolitantides orion + - - -
Shijimaeoides divina + - - -
Pseudozizeeria maha| + - - -
Maculinea teleius + + + +
Maculinea + + + +
nausithous
Maculinea arion + + + +
Maculinea alcon + + + +
Pseudolucia collina + - - -
Narathura japonica + - - -
Brangas neora + - - -
Riodinidae  [Emesis lucinda + - - -
Euselasia chrysippe + - - -
Theope virgilius + - - -
Caria rhacotis + - - -
Nymphalidae |Araschnia levana + - - -
Melitaea phoebe + - - -
Erebia theano + - - -

orion,




Tabauua 3.2 (mpomoJxeHue).
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CHHCOK MCCIIEJOBAaHHBIX

BHUJIOB

oTpsa

Lepidoptera, pesymsratel I[P amamusa smemenToB Bmmarl, Bmmar3, BmmarY, wu

Bmmar6.

Cymep- CemelcTBO Bun Pesynerare! [P ammmndukanmumn
CEMENCTBO Bmmar3 Bmmarl BmmarY |Bmmar6

Drepanoidea [Drepanidae  [Drepana sp. + - - -

Calliduloidea [Callidulidae |Callidula sp. + - - -

Noctuoidea |Lymantriidae [Lymantria dispar + - - -

Noctuidae Polia nebulosa + - - -

BombycoideaSphinigidae |Agrius cingulata + - - -

Saturniidae  [Oxytenis modestia + - - -

Bombycidae [Bombyx mandarina + + - +

Bombyx huttoni + - + -

Bombyx mori + + + +

Oberthueria caeca + - - -

Quentalia chromana + - - -

[Tonoxwurensupiii pedynbrar [P peakuumn c mpaiiMepaMu crnenu@UUHBIMU K
TIRSs »snementa Bmmar3 Obuth BBISBIEHBI UIA BCeX 28 WMCCIENOBAHHBIX BHJIOB.
[TponykTel, monydennbie B pesynbrate [P ammiudukanuu, ObTM KIOHUPOBAHBI U
YCTaHOBIIEHBI WX HYKJICOTHIHBIC IOCIEIOBATEIBHOCTH. B 00mieil cio)HoCTH ObLIO
nonydeHo 7 kioHoB Bmmar3-like MLES. AHanu3 mosiyd4eHHBIX MOCIEIOBATEIIBHOCTEH
npu oMot BLAST (anropurmer blastn u tblastp) mokasan, uto Bce KIIOHBI copepKar
MOCJIeIOBAaTEIbHOCTh TPAHCIO3a3bl M MMEIOT CXOJICTBO C TOCJEIOBATEIbHOCTHIO
Bmmar3. Bmmar3-like MLES mnony4ywnu miectuOykBeHHble Ha3Banus: Marmar3.2 -

Maculinea arion Bmmar3-like snement kimon 2. IlonydeHHbIE MOCIEI0BATEILHOCTH

Bmmar3-like snemenToB ObLTM BbUIOKEHBI B 0a3y nmaHHbix GenBank mon Homepamu:

HQ606394-HQ606398, HQ606405 n HQ606412.

[Tomyuennsle maHHble cornacytorcs ¢ pesyapraramu [P ammmmduxammm c
JIETCHEPaTUBHBIMU IIpaiiMepaMH M IOATBEPXKAAIOT PAaBHOMEPHOE pPaCIpOCTPAHEHUE

AIIEMEHTOB ToziceMeiicTBa cecropia (Bmmar3-like) B reHoMax M3y4eHHBIX BUJIOB OTpsia
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Lepidoptera. Dnementsr Bmmar3-like sisisirorest mpumepom MLES, sBosromms KOTOphIX B
reHoMax TpeJcTaBuTeneil oTpsima Lepidoptera mpoucxoamia HMCKIIOYMTENBHO ITyTEM

BCPTUKAJIIBHOT'O HACJICTOBAaHM.

[Tonoxurensubie curHansl [P ammmudukanumu ¢ mpaiiMepaMu cieru@UIHBIMA
kK TIRS anementoB Bmmarl u Bmmar6 Osutu mosrydeHs! sl IpeIcTaBUTEIeH ceMeicTBa
Bombycidae (B. mori u B. mandarina) u cemeiictBa Lycaenidae (M. teleius, M.
nausithous, M. arion u M. alcon). B cuyuae IILIP peakmum c¢ mnpaiimepamu
cnenuuaasiMa K TIRS amemenTa BmmarY monoxutenbHBI pe3yiabTaT ObUT MONTy4YeH
st pencraBureicii Bombycidae (B. mori u B. huttoni) u Lycaenidae (M. teleius, M.
nausithous, M. arion u M. alcon). Heratusubie curnansl I[P ammmpukanuun c
npaiimepamu  Bmmarl-ITR, Bmmar6-ITR u BmmarY-ITR Obumm nomydeHsl s
OCTAaBILKXCS U3YYECHHBIX BUI0B. TakuM 00pazoM, pacripocTpaHeHue 3jieMeHToB Bmmarl-
like, Bmmar6-like u BmmarY-like cpenn mnpencraBurencii Lepidoptera orpanuucHO

poxamu Bombyx (Bombycidae) u Maculinea (Lycaenidae).

[Tonyuennsie TTLP nmpoaykThl ObUIM KJIOHHpPOBaHBI U A 3 kia1oHoB Bmmarl-like,
2 wioHoB Bmmar6-like u 15 wionoB BmmarY-like siemMeHTOB OBUIM yCTaHOBIICHBI
HYKJICOTHJIHBIC MOCIIeI0BATeIbHOCTH. CpaBHEHHE MOJIYUYCHHBIX TOCIICA0BATEIBHOCTEH C
U3BECTHBIMH MOOWJIBHBIMU 3JieMeHTamMu u3 GenBank mnpu momomm pa3iIuvHbBIX
anmroputMoB BLAST mokasano, 4uro Bce mosydeHHble KJIOHBI Bmmar6-like na camom
JieNie MPEACTaBIAIOT coOoi mociemoBatenbHocT Bmmarl-like snemenrtos. [laHHbIH
(akT, Mo-BUIUMOMY, OOBSICHSETCS OTCyTcTBHeM Bmmar6-like snemenToB B reHomax
npeacraBuTecii cemeiictBa Lycaenidae, a momoxutenbHbiii curHan I[P cBsizan ¢
BBICOKOM  JIereHepaTUuBHOCTBhIO  mpaiimepoB Bmmar6-ITR. IlocnemnoBaTensHocTn
Bmmarl-like u BmmarY-like MLES (u1u Macmarl u MacmarY) ObutH BEUTIOKEHBI B 0a3y
nanHbix GenBank mon womepamu: HQ606330, HQ606344, HQ606387 - HQ6063930,
HQ606392, HQ606393, HQ606399-HQ606401, HQ606403, HQ606404, HQ606406-
HQ606409, HQ606411, HQ606413 n HQ606414.

3.2.7. HepaBHoMepHoe pacnpocTpanenue Bmmar-like asieMmenToB B reHomax
npeacraBuTesieii orpsina Lepidoptera
Pesynprarer  [II[P ammiudukanum CBHUIETEILCTBYIOT O HEPAaBHOMEPHOM

pacnpoctpanenun Bmmarl-like u BmmarY-like siiemMeHnTOB B reHOMax M3y4eHHBIX BUIOB
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orpsma Lepidoptera. Tlockompky IIL[P peakius sBiseTcssi YyBCTBUTEIBHOH |
HOJBEp)KEHa KOHTaAaMHUHALMHU, JUIsl MOATBEpKAeHUs pe3yiabTaroB [ILIP Oblna mpoBeneHa
noT-0JI0T TuOpuau3anusi. AHamu3 mpoBomwics Ha reHomHour JIHK 25 BumoB otpsima

Lepidoptera, B Tom uncie M. teleius, M. arion, B. mori u B. mandarina (Pucynoxk 3.10).

JlocToBepHbBIE CUTHAJIBI THOpUAN3alUU ¢ podaMu cnienuPuuHbiMU K Bmmarl u
BmmarY nsnementam ObLIM BBISIBIEHBI TOJBKO i1 oOpasuoB JIHK mpencraButeneit
ponoB Bombyx m Maculinea (Pucynox 3.10). CnaOble CHrHaJibl, BBISBJICHHBIC IS
o6pasmoB M. phoebe u E. theano, B cityaae Bmmarl u M. phoebe u E. theano, O. sculda,
P. stubbendortii, C. glaucescens B cmygyac BmmarY, mno-BuauMomy, SBISIOTCS
pe3yiabTaTOM TMEpeKpecTHoM Tubpuauszanuu 1npod ¢ apyrumu MLE snementamu

(Pucynoxk 3.10).

BmmarY . M. teleius

. M. arion

. E. godarti

. C. regula

. M. lamachus

. A. levana

. M. phoebe

. E. thean
9. O. sculda

100 Hr e ° 10. P. stubbendortii
11. C. hyale

;14 15 16 17 18 19 20 21 22 23 24 25 | 12. Drepana sp.

13. L. dispar

14. P. nebulosa

500 Hr | @ . ° 15. Mythimna sp.

16. P, ilus

17. P. myops
100 Hr| o ® . 18. A. ta}tllp

1 2 3 4 5 6 7 8 9 10 11 12 13 | 19. 0. modestia
500 Hr 20. B. mori
L 21. B. mandarina
22. C. glaucescens
100 Hr . . 23. Q. chromana

14 15 16 17 18 19 20 21 22 23 24 25 24. T brunnea

25. L. quercus

OHK
500 Hr | @ @

100Hr| & »
1 2 3 4 5 6 7 8 9 10 11 12 13

500 Hr ® 0

ONOO D WN=

Bmmar1

Pucynoxk 3.10. Pesynbrar got-010T rubpumusanuu oopasmnos JJHK 25 BumoB 6abouek u
Moiell ¢ mpobamu crnenupuyHbIMH K anemMeHTam Bmmarl-like u BmmarY-like. Cnomcox
UCIIOJIb30BAHHBIX BUJIOB MPUBENICH CIpaBa, HOMepa COOTBETCTBYIOT HOMepaM B Tabuuie 3.1. B
KAYeCTBE 30HAA OBUI HCIONB30BaH P2-MedyeHHDIA (JparMeHT MOCIeI0BATEIBHOCTH OGPATHOM
tpanckpunrassl CR1B anementa u3z M. teleius.

Takum 00pa3oM, pe3yinbTaThl JOT-OJIOT THOPUIM3AIMH  MOATBEPIKAAIOT
pesynbratel [1HP ammmudukanum u HepaBHOMEpHOE pacnpoctpaneHue Bmmarl-like u

BmmarY-like anemenToB B renomax u3ydeHHBIX BHIOB oTpsiaa Lepidoptera.
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3.2.8. Anaau3 Bmmar-like 3;1eMeHTOB B reHOMAaXx MpeAcTABUTEIeiH 0Tpsiaa
Lepidoptera
CpaBHHTEIBHBIN aHaIU3 TocjenoBareabHocTeli Bmmar-like BbisiBHMII BhICOKHI
YPOBEHb TOMOJIOTMHM Ha MEXBHJIOBOM W BHYTPHUBHUIOBOM YPOBHSX Ui DJIEMCHTOB

Bmmarl-like u BmmarY-like (Ta6nwuma 3.3).

VYpoBeHb CXOJCTBa mocienoBarenbHocTeii BmmarY-like snemeHTOB M3 reHOMOB
Bombyx u Maculinea sinsiercsi BoicokuM (96.6%) M COOTBETCTBYET YPOBHIO CXOJCTBA
TIOCJIeIOBATEIILHOCTEH BHYTPH JAHHBIX POJIOB. AHAIOTHYHBIC PE3YJIbTATHI MOYUCHBI TS
Bmmarl-like smeMeHTOB: CXOACTBO MOCIEIOBATEILHOCTEH M3 TEHOMOB IMPEICTaBUTEICH
pomoB Bombyx m Maculinea cocraBusier 92.3%. B cinydyae Bmmar3-like smementon
CXOJICTBO TIOCJICIOBATEIILHOCTEH M3 TeHOMOB mpexacraButeneid Bombyx m Maculinea
coctaBisieT 84.1%, a BHyTpu poJioB ypoBeHb cxojctBa cocTtaBiisieT 90.1% u 93.9%,

cootBeTcTBeHHO (Tabnwmma 3.3).

Tabaunma 3.3. CpaBHeHHE HYKICOTHIHBIX ITOCIEAOBATEIBHOCTEH pPa3IUIHBIX

Bmmar-like JIHK TpaHcmo3oHOB.

I'en Jmna (11.0.) Cxonacteo (%)
Bmmarl: Bombyx / Bombyx 1251 96.0
Bmmarl-like: Maculinea/ Maculinea 1227 934
Bmmarl-like: Bombyx / Maculinea 1130 92.3 (')
Bmmar3: Bombyx / Bombyx 793 90.1
Bmmar3-like: Maculinea/ Maculinea 820 93.9
Bmmar3-like: Bombyx / Maculinea 820 84.1
(BepTHKANbHAA
IBOJIIOIMS)
BmmarY: Bombyx / Bombyx 1248 97.9
BmmarY-like: Maculinea / Maculinea 1088 97.2
BmmarY-like: Bombyx / Maculinea 1085 96.6 (I'T)
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Hyxneoruaasie [IOCJIEAOBATEIILHOCTH Bmmar-like 3JIEMEHTOB OBLIH
TPAHCIMPOBAHBI JJIsl aHAIM3a AMHUHOKHUCIIOTHBIX TTOCJICIOBATEIbHOCTEH TpaHCcmo3as3bl. Ha
pucynke 3.11 mpencraBieHO BBIpaBHHUBAHHE ITOCIIEIOBATEIHHOCTEH KATaTUTHYECKUX
noMeHoB Tpancmo3assl (DDE/D MoTHBOB).

Bce m3ydennsle mocienoBarenbHOCTH comepxkaT DDD MoTMB — oauH U3 ABYX
BapMaHTOB MOTHBOB, XapaKTepHBIX s mariner-like snementos (Munoz-Lopez, Garcia-
Perez, 2010). Mexay Bmmar-like snementamu BappupyeT 3HaAU€HHUE WHTEPBAIA MEXKIY

BTOPOH U TpeThel aMUHOKHUCIOTaMU JaHHOTO MoTHBa (Pucynok 3.11).

Digo Dy, Dy
v v V
BmmarY NAVYNIVS G¥3SBiYAYE ~ NCNRRIT HRIMKE F DHPPYS P P PKI
BhmarY.1 NATIYNMVS QR3S BIYAYE ~ NCNRRI I AHRINKE F Db V&S —— P PKI
MalmarY.1 NAVYNTVSG®3S[BiYAYE  NCNRRI I HRIKE F PHPPYSPEE P IFYT PKI
MnamarY. 3 NAVYNV LGEES|[[BIYAYE ~ NCMSRI I HRI§KE F DISSSENESIT, — — P PKI
Bmmar1 EGHR@; F;E:: EFTIEQ FNNQEWSFQ sﬁp SHQSW I@EDWPSSSPSE;EDLWSVES
Mnamar1.1 [EGHR F EFTIKQ  FNNQECSFQ svp RS KSW  ITAEGWPSSSP[B#N)g ELWSVEES

Mtemar1.3 [EGHREN* FREENEFTIEQ  FNNQEWSFQKEJSELGYKERSHOSW  IRAEGWESSSPEHNELYHDEL-----
Lqumar1.1 ERHRNELFTEESENFTIEE  FKNIPWTFQOESEPGEHKERTHOAW  IFAEHWPSSSPEENELEFKLWSVEED
Bmmar3 [EILNEEINBCESEGVLYDN  NR-SRP# ARSEHTA SO NG T R PPy SgREE T APMDY |13 F I
Bmamar3 €I -NSSITiCRAWBILYDN  NR-SRP# R PSRN0 OINT TK P el DLAPJDY LIEEE
Mtemar3 .4 IR- SRP RPEWNOOIMATK SRS THEEHS - — RN TIONGH F1g - — ———

Marmar3.1 (€1 LNGMINCSM1.CDS  IR-SRP# REGRRNOIATK  MERISSHElS -~ —[BIBNSTIRNH FIRRN
Attacus [€T LNESIT (CBHWIBT.YDN  NR-— SRP IN=HTACOT NSO RHPPYSPREE DLAPIDY HI3FIaN
Papilio €1 LNSSITGCEANBIYDN  NR-SRP# ANGHTARIST LSS RHPPYS Py DLAPIDY i FIly

Helicoverpa (€I LOGSIVICAWBILYDN NR-SPPJ# REGUWAREWILT  ISibesisl- - MOV TIRNH FRRN
Bmmar6 KKYREFLF IFTVEE  FNNRHWVFQ SHP A< SEODW EDWPSSSP| KIWQH EE

Bmamar6 KKNREE:F EFTVEE  FNNRHWVFQQRSH Pﬂ@KzﬂQDW .EDWPSSSP SETL-EKIWQHEE
Apis PFENEMIECEEEHIYNN  FNRKDI IBHEBRERPEIARLGAROK  ESEEENEE---BrAUSERMHIELS BOY
Alvinella @FESQVV.GETWVHHWD KLTRGV.!LMPVE]KTRRAQAA E———msmnﬁRQFKs

Adoxophyes EFFR HHY’I‘ LKKKKV KSGKEMAK  ErEEREHE-- B
Agrilus EFL HHYT  LAKKKI F SIVATAK  MPiigabesia-- N KK

Chrysoperla EFL LH.HYT MKKKKV KSLRIMAK ZHPPYSPEREDLAP KR
Ceratitis QFSK IF HLHLSG MDVDDMWFQ ,T AL  NGDVNWPRSOR#Tl DFE‘LWGY

Pucynok 3.11. BoipaBHUBaHNE KOHCEHCYCHBIX aMUHOKHCIOTHBIX MOCIIEI0BATEIbHOCTEN
KaTaJIMTHYECKOTO JIOMEHa TpaHCIo3a3bl pasianyHbix rpynn MLES u3 renomor Lepidoptera.
YepHbIM LIBETOM BbIJIJIEHbl aMUHOKUCIOTHI 00pazyromue DDD motus.

Bce TpaHciaupoBaHHBIE TOCIEAOBATEIBHOCTH  COAEPXKAIM CIABUTU  PaMKHU
CUUTBHIBAHUS B PE3yJbTaTe MHCEPIUU WM JACICIUH U €AUHUYHBIC CTOI-KOJOHBI. Takum
o0pa3oMm, HM OJIMH W3 TPOAHAIM3UPOBAHHBIX D3JIEMEHTOB HE COJEpKall WHTAKTHYIO

MOCJICOAOBATCIbHOCTDb I'CHA TPAHCIIO3Aa3bI.

Jlns (hUIoreHeTHYEeCKOro aHaiu3a ObLTM HCIOJIb30BaHbl Bmmar-like smemeHTsl,
BBIIBJICHHBIC OKCIIEPUMCHTAIBHBIM IyTEM B TE€HOMAax IMPEACTaBUTENIeH OTpsaa
Lepidoptera u OuouH(pOpPMATHYECKUM METOJAOM B TreHoMe B. mori u reHoma

npeacTaBuTenel kinacca Insecta. duioreHeTnyeckoe IPeBO HA OCHOBE MOTHOPA3MEPHBIX
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NIOCJIEZIOBATENIbHOCTEN 3JIEMEHTOB ObUIO CKOHCTPYMPOBAHO ¢ ToMouIbio ainropurma ML B

nporpamme PhyML 3.0. (Pucynok 3.12).

Bombyx mori Brimarl nscaf213
Bombyx mori Bmmarl nscaf2860
Bombyx mari Bmmarl nscaf2993

Bombyx mori Brimarl nscaf2829
Bombyx mori Bmmar] nscaf2674
Bombyx mori Bmmarl nscaf2837
— Bombyx mori Bmmari nscaf1690
Y= Bombyx movi Brmarl nscaf2990
Bombyx mori Bmmarl U47917
—E Bombyx mori Bmmarl nscaf2847
72! Bombyx mori Brmarl nscaf2905
‘b + " P Bombyx movi Bmmar I nscaf3058
Bombyx mori Bmmarl U47917
e Bomibyx movi Brvmar nscaf2865
Maculinea arion Marmari.2 HQ606393
Bombyx mori Bmmarl nscaf3069
Macudlinea teleius Mremari.3 HQ606411
Maculinea nausirhous Mnamari. 2 HQG606404
Maculinea nausithous Mnamari 1 T1Q606403
Maculinea arion Marmari.1 HQ606392
Bombyx mori Brimarl nscaf2681
Bombyx mori Bmmarl! nscaf2943
20| e— = Bambyy moet BusmarLnsca(2822 _ _ _ _ I
Bombyx mori Brimar6 nscaf3056
Bombyx mori Bmmaré scaffold416
Bombyx mori Bmmar6 nscaf3068
Bombyx mori Bmmar6 nscaf2887
Bombyx mori Brimart AF461149
Bombyx mori Bmmar6 nscaf2986
Bombyx mori Brimar6 nscaf2930
31 Bombyx mori Brimaré nscat2795
’ Bombyx mori Bmmar6 nscaf2575

mori

Bombyx mori Bmmar6 nscaf 2855

L A— Maculinea natsithous Muamary.3 HQE06307 1]
Maculinea releius Mtemary. 2 HQ606414
Bombyx mori BmmarY nscaf1071
Maculinea teleius MtemarY. ] HQ606413
Bombyx mori BrmarY nscaf3002

Maculinea alcon MalmarY. ] HQ606387
Bombyx mori BmmarY nscaf2983
Bombyx mori BmmarY DQ443409
Bombyx mori BmmarY nscaf2970

r—— \laculinea navsithous MnamarY 4 HQ606408

|

|

|

!

|

|
Maculinea aleon MalmarY.5 HQ606389 !
Maculinea aleon MalmarY.6 HQ606390 |
Bombyx mori BmmarY nscaf3097 I
!

|

|

|

|

|

!

vertumana

s Bombyo mori BmmarY nscaf2925
. Maicuilinea nauisithous Mnamary. 2 HQ606406
BomHut BmmarY. 1
Bombyx mori BmmarY nscaf2852
— Maculinea nausithous MnamarY. 5 HQ606409
Y Maculinea alcon MalmarY.2 HQ606388
Maculinea alcon MalmarY.4 HQG606330
Bombyx mori BmmarY nscaf3063
Maculinea arion MarmarY. ] HQ606399
"7 Maculinea arion MarmarY. 2 HQ606400
PO T R —— T Maculinea grion Marmar¥d HOG0G401 _ _
) Chry plorabundalUI1654 0

Haematobia irritans UI1641 P

33 Chry plorabundall]1654 irritans
I bia irritans Ul1642

1
[ E— Adoxophyes honmai ABO20617
. g Drasophila mauritiana X758906
Iq E Drosophila simulans X78907 HH
b ¢ AF465247 mauritiana

Ma ra brassic
Bl Brtmbuis rerrestvis AJ312716
O Bombyx mandarina AB237588 b
Bombyx mori Bmmar3 nscaf2853
Bombyx mori DSS671
o= Hyvalophora cecropia M63844
7 Bombyx mandarina AB237579
Bombyx mandarina AB237543
20 Bombyx mori Bmmar3 nscaf2842
Bombyx mori Bmmar3 nscaf3093
Bombyx mori Brmar3 nscaf2993
Bombyx mori Bmmar3 nscaf2902
Bombyx mori Bmmar3 nscaf2847
Bombyx mandaring AB473782
Bombyx mandarina ABAT3777

8
87
68
95
Tuta absoluta IX008018 i
2 Tuta absoluta JX008016 cecropia
Tura absoluta IX008020
53 Hyphantria cunea AB055186
Cey les hyvlas AB0O55183
e Papsilio xuithus ABO55185
7
73
76,

29

Junonia almana AB055182

Attacus arlas ABO06464

Danaus chrysippus AB055181
Maculinea arion Marmar3. 1 HQO606394
Maculinea arion Marmar3.3 HQ606396
Maculinea arion Marmar3.5 HQO606398
Maculinea releius Mremar3.4 HQ606412
Maculinea arion Marmar3.2 Q606395
Maculinea nausithous Mnamar3.3 HQ606405 E
Ablvinella caudara AJ496133
Perisesarma bidens AM906146
99 b A Ivinieclls caniclara AJ496130

mariner
atlantis

Pucynok 3.12. @ujoreHeTM4ecKoe JApeBO, PEKOHCTPYMPOBAHHOE HA  OCHOBE
nocienosarenbHocTel monHelx MLES, ¢ momomipio MeTosa MakCHManbHOTO MPaBIONOn00us
(ML - Maximum Likelihood) B mporpamme PhyML 3.0. B kauecTBe BHEUIHEH TpyMIbl ObUIH
UCTONIb30BaHbl mociienaoBaTensHoctd MLES mopacemeiicts atlantis m mariner u3 reromos
MpEACTaBUTENCH TMOJKIacca KOJbYATBHIX UYepBEd W TOJAKIacca pakooOpasHeix. Jlims
CTAaTHCTUYECKOW OIIEHKH JOCTOBEPHOCTH ObUT HCIONb30BaH OyrcTpern-TecT (100 perumkarmii).
3HaueHuss KO3PGUIMEHTOB MoAIepKku Oyrcrpen-tecta mMeHee 50% He mokaszanbl. babouka
roiyooro 1sera obo3Hayaet 6abouek romy0sHOK cemericTBa Lycaenidae, 6abouka KOpUUHEBOTO
1BeTa — MoJiel cemeiictBa Bombycidae.
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B kadectBe BHemIHell rpynmbl ObLIM MCIOJIB30BaHbI IocienoBaTenbHocty MLE
SJIEMEHTOB TozceMercTB atlantis m mariner u3 reHoMoB TpencTaBUTENIeH IMOJKIAcca
KOJbYAThIX 4YEepBEM M TMOJKIacca pakooOpasHbiX. JIJIsi CTaTUCTUYECKOW OLIEHKHU

JIOCTOBEPHOCTH ObLIT Hcnofib3oBaH OyTcTpen-Tect (100 perumkanuii) (Pucynok 3.12).

Ha ¢unorenetnyeckoM apeBe MpeACTaBICHO IMATH KJIacTEepoB: MOri, vertumana,
mauritiana, irritans wu Ccecropia, xapakTepH3yIOUIUXCS BBICOKOW CTaTHCTUYECKOMH
noaaep:kkoit (Pucynok 3.12). AHalornyHo (HIOT€HHH, MOCTPOCHHOW HAa YaCTHYHBIX
MIOCTIeIOBATENFHOCTSAX TPAHCIIO3a3bl, B CIIydae MOJHOPAa3MEPHBIX 3JIEMEHTOB B KJIACTEpPE
cecropia BemesseTcs aABe rpymmnbl. B nmepByto rpynny (kosddunment moaaep:xku 90%)
pacrpeneIuInch 3IeMeHThl u3 reHoma monm Hyalophora cecropia (cymepcemeiicTBo
Bombycoidea) u Bmmar3-like sanements u3 reHomMoB nipencraButeneit poma Bombyx. Bo
BrOpyto rpymny (koadduiuent nomuepkku 92%) pacnpenenuinch SJIEMEHTHI U3
reromoB 11 BumoB 7 cemeiictB otpsina Lepidoptera (Gelechiidae, Arctiidae, Sphingidae,
Papilionidae, Nymphalidae, Saturniidae u Lycaenidae), B Tom umcie u Bmmar3-like
aneMeHThl u3 reHoMoB Maculinea. Takum oOpa3om, nocienoBatensHocTH Bmmar3-like

3JIEMEHTOB B KJIlacTepe Cecropia oOpa3yroT BETBH COIIACHO BUIOBOM MPUHAICKHOCTH.

B xmactepax mori m vertumana mpeacTaBiIeHbl WCKIIOYUTEIBHO JJIEMEHTHI U3
TeHOMOB IpejcTaButelieii pogoB Bombyx u Maculinea. B kiacrepe mori Beiensrotces 2
rpynmnsl, mepBas oOpa3zoBaHa mocieaoBaTteabHOCTIME Bmmar6-like uckmouuTenbHo U3

renoma B. mori, a Bropas Bmmarl-like snemenramu u3 reromos Bombyx u Maculinea.

Knacrep vertumana cdopmupoBan mociefoBarenbHOCTIME — BmmarY-like
3NIEMEHTOB TIpejcTaBuTeseil ponoB Bombyx n Maculinea. Kak B ciryaae BmmarY-like,
Tak ¥ B ciiyqae Bmmarl-like anmeMeHTOB HEBO3MOXKHO MPOBECTH BBIJIEICHUE OTICIBHBIX
BETBEW COOTBETCTBYIOIIMX Pa3IUYHbIM pojaaM U Buaam. Takum ob6pazom, Bmmarl-like u
BmmarY-like He 06pa3yroT BeTBel Ha (PUIOTEHETHYECKOM JIEPEBE, COTJIACYIOMINXCS C UX

BHJIOBOM MIPUHAJIEAKHOCTHIO.

3.2.9. lloaTBep:KAeHNe rOPU30OHTAIBLHOTO epeHoca Bmmar-like ssiemenTos B
reHoMax mpejacraBureieii orpsiaa Lepidoptera
B orianune ot non-LTR perpoTpaHCno30HOB, i KOTOPBIX PETUCTPUPYIOTCS

mumb enuHuyHble caydau ['TI, T'TI JIHK TpancnozoHoB yactoe siBieHue. OIHUM U3
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kiaccuaeckux npumepos ['TI JIHK TpaHCIIO30HOB siBIIsSIETCs MIEpEHOC dIIeMeHTa mariner
MEKIy — mOpeAcTaBHTeIssMH  Kiacca  Insecta (Maruyama, Hartl, 1991).
[MociienoBaTeNFHOCTH AIIEMEHTOB MAriNer u3 TeHOMOB YBOJIOIIMOHHO YIAJICHHBIX BUJIOB
Zaprionus tuberculatus u D. mauritiana xapakTepH30BajIKCh BBICOKHM CXOJCTBOM,
IPEBOCXOMBIINM CXOJICTBO TIOCIIEIOBATEIFHOCTEH U3 OJIM3KOPOACTBEHHBIX BUAOB (D.
tsacasi u D. mauritiana). CpaBHenne (UIOTEHHMH Ha OCHOBE IIOCIIE€IOBATEIHHOCTEH
mariner u (QUIOreHHHM BHJIOB, TOCTPOCHHOW HA OCHOBAaHWM KOHCEPBATUBHBIX
TIOCJIeIOBATEILHOCTEH TeHa amKorosbaeruaporenassl (AJIIY), BBIIBUIIO HECOOTBETCTBHE
B mnosunmu Z. tuberculatus. Takum oOpa3oM, Ha OCHOBE BBICOKOTO CXOJCTBa
NOCJIEZIOBATENIbHOCTEN M HECOOTBETCTBUS (pustorenuit Obul nmonareepxkaeH Il anemenTa
mariner mexnay Z. tuberculatus m D. mauritiana (Maruyama, Hartl, 1991). B
JANbHEWIINX HCCleoBaHUAX ObulM BbIABIEHbI aApyrue ciaydau [Tl MLES mexny
reHoMaMu HacekoMbix (Lohe et al., 1995; Lampe et al., 2003). B ciayuae MLE snemenToB
[Tl sBasieTcss OMHUM W3 KIFOYEBBIX ATAllOB JKM3HEHHOTO IUKJIA, IMO3BOJIIOIIUM UM

n30eXxaTh MOJTHOTO HCYE3HOBEHHUS U BHEPUTHCS B HOBBIN renom (Hartl et al.,1997).

Beicokoe cxoactBo mocnenoBarenbHocTelr  BmmarY-like u  Bmmarl-like
9JIEMEHTOB U3 TEHOMOB PENPOAYKTUBHO M30JMPOBaHHBIX BuaoB (Bombyx u Maculinea),
X HEpaBHOMEPHOE paclpe/elieHHe Cpeau HM3y4YeHHBIX BHIOB OTpsima Lepidoptera u
HECOOTBETCTBUE (DMIIOTEHUHM OCHOBAHHOW HAa JIAHHBIX TOCIICAOBATEIBHOCTIX (DUIOTCHUM

BuzoB Lepidoptera sBnsitorcst cBuaerenberBaMu ['T1 JaHHBIX 3JIEMEHTOB.

Hecmotpss Ha TO, uTto cnywail »sBomonmu BmmarY-like u Bmmarl-like
yIIOBJIETBOpsieT TpeM ocHoBHbIM kputepusm [T, ommcannsiM Schaack et al. (2010),
COBPEMCHHBI YPOBEHb HCCIICJIOBAaHUN TpeOYeT WCIOJIb30BaHUS TapaMETPUICCKIX
METOJIOB aHaln3a I MOATBEPIKACHUS AAHHOTO siBieHus. OIHUM M3 TaKHX METOOB
SIBIISICTCSI CPAaBHCHHME 4YHCJIa CHHOHMMHUYHBIX 3aMEH Ha CHHOHMMHYHBINA cait (dS). B
ciydae, ecad MI'D momam B TeHOM B pe3yiabTare BEPTHKAIBLHOTO HACIIEOBAaHUS
BenmmunHa 0SB mocnemoBatenbHOocTH  MID  nmomkHa  cooTBeTCTBOBaThH S
KOHCEPBATHUBHBIX T'€HOB TE€HOMOB X03s¢B. Ecim MID Obul mepeHeceH B TIeHOM
TOPU30OHTAIBHO, TO 3HaueHWe dS ero mociemoBareabHOCTH MI'D  NMOMKHO OBITH
3HAYMTEIbHO HIDKE, ueM dS koHcepBaTtuBHBIX TeHOB (Silva, Kidwell, 2000; Ludwig et al.,

2008; Bartolome et al., 2009; Mota et al., 2010).
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Jins  cpaBHUTENbHOTO aHanmu3a OS OBUIO  WCIONB30BAHO TPU  TPYIIIBI

MOCJIe€JOBATEIbHOCTECH

1) mociIeaoBaTEILHOCTH —SACPHBIX T'€HOB, HACICJIOBAHWE KOTOPBIX IPOMCXOIHIIO
BepTukansHO. ITocaemnoBatensuoctu renoB WY, EFla u H3 B. mori u Maculinea (M.
teleius, M. nausithous, M. arion u M. alcon) GbLIH B35THI M3 TEHETUYCCKOMN 0a3bl TaHHBIX
GeneBank.

2) nocnenosarenbHocTd BmmarY-like mw Bmmarl-like snementoB u3 renomos B. mori u
Maculinea (M. teleius, M. nausithous, M. arion u M. alcon), mmst KOTOPBIX

npennosaraercs ['TI.

3) nmocnenosareapbHocTd Bmmar3-like snementos u3 renomoB B. mori u Maculinea (M.
teleius, M. nausithous, M. arion u M. alcon), »BoyOIMS KOTOPBIX MPOUCXOUIIA

BEPTHUKAJIBHO.

3nauenus dS mis mocienoBatenbHocTet WY, EFla, H3, BmmarY-like, Bmmar3-
like, Bmmarl-like mist kaxxnoi u3 yetbipex map BuaoB (B. mori vs. M. arion, B. mori vs.
M. nausithous, B. mori vs. M. teleius, B. mori vs. M. alcon) ObuIM MmoOACYMTAHBI B
nporpamme MEGA 5.0. JIocTOBEpHOCTh pa3dyusl MOJCYMTAHHBIX 3HAUeHHMH S s
TPAHCIIO30HOB M SIJICPHBIX TCHOB ObLIa MPOAHATU3UPOBAHA C IMMOMOIIBID TOYHOTO TECTa

®dumepa (Pucynok 3.13).

Jlns maper B. mori m M. arion 3nadenne dS Bmmar3-like okazanoch HHU3KHM,
pa3HHMIIAa MEXIy HUM M 3HaueHHeM OS saepHBIX T'€HOB OKasajach HEJOCTOBEPHOI
(Pucynok 3.13). OTCyTCTBHE JIOCTOBEPHOM pasHHUIBI 3HadeHHM (S moaTBepmaaeT
BEpTUKaJIbHOE HacienoBanue Bmmar3-like sanmementoB y B. mori u M. arion. B ciryuae
nByx apyrux nap (B. mori u M. nausithous, B. mori u M. teleius) pa3unna 3nayenunit dS
Bmmar3-like »nemMeHTOB U sACpHBIX TEHOB oOKazamach noctoBepHoit (P<0.05).
[TonydeHHBI pe3ynbTaT CTaBUT TOJ] COMHEHHE E€IMHCTBCHHOCTh BEPTHKAIHHOTO

HacJjenoBanus B 3Bosronu Bmmar3-like anementos B. mori, M. nausithous u M. teleius.

dS B ciywae BmmarY-like u Bmmarl-like snemMeHTOB 111 BCEX HCCIIEOBAHHBIX

nap ObLTa JOCTOBEPHO HUXKe 3HaueHHH dS simepHbIX reHoB (Pucynok 3.13).
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Pucynok 3.13. 3uauenus dS mis mariner - like snementos Bmmarl, BmmarY u
Bmmar3, u saepubix reHoB ¢dakropa atoHranuu anbda (EFLla), wingless (wg) u rucrona
H3 (H3) B nonmapubIx cpaBHeHHMIX Mexay B. mori u Bumamu M. arion, M. nausithous, M.
teleius, u M. alcon. PesympraTel TOouHOro Tecta Pumepa: ***P<0.001; **P<0.01;
*P<0.05; NS — e mocroBepno (non-significant).

[Tonyuennsie pe3ynbTaThl moATBepxkAatoT runotesy o [Tl BmmarY-like u
Bmmarl-like smemenToB Mexay Gaboukamu Lycaenidae (pox Maculinea) u momsimu

Bombycidae (pox Bombyx).

3.3. CoBMecTHBII ropuzonTaiabHblil nepenoc CR1B non-LTR perporpancno3onos u
mariner-like THK Tpancno3onon

[Mpoueccet I'TI CR1B non-LTR perporpancno3onoB u BmmarY-like u Bmmarl-

like MLE TIR AHK TpaHcmo3oHOB MOriM mpou3odTH He3aBucumo. Omnako [TI

3JIEMEHTOB M3 JIBYX pasiauuHbelXx TIpynn MID Mexay omnpenesieHHbIMU IpyniaMu

OpraHu3MoOB W Hanuyne XuMepHbIXx KoHCTpykuumii CRIB/MLE B remome B. mori

CBUACTCILCTBYIOT O COBMCCTHOM IICPCHOCE NAHHBLIX 3JICMCHTOB. B cily4dac CCJIr MLEs
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npuanmamn ~ ygactue B ITI  CR1B  non-LTR  perporpaHcmo3oHOB  MeXIy
npeacTaBuTeassMH - oTpsga  Lepidoptera, xuMepHble KOHCTPYKIMM  aHAJOTHYHBIC
KOHCTPYKIIMSIM, BBISIBJICHHBIM B T'eHOMe B. MOri, MO/DKHBI MPUCYTCTBOBAaTH B TEHOMAax
Maculinea. C mensio moarsepskaeHus rumnote3sl 00 ydactun MLE JTHK tpancmo3oHOB B
['TT CR1B non-LTR perpoTpaHcno30HOB OBLI MPOBEAEH JKCIEPUMEHTAIBHBIA TOUCK
XUMepHBIX mocnenoBareabHocTeii CR1IB/MLE B remomax mpeacraBuTencii orpsiaa

Lepidoptera.

3.3.1. Houck xumepubix CR1B/MLE 3/ieMeHTOB B reHOMax nmpejacTaBuTe el 0TpsiAa
Lepidoptera

OKCHEPUMEHTAJIbHbIE ~ MOUCK  XUMEPHBIX  KOHCTPYKLHH,  COAEpKaIIUX
nocienoBarenbHoctd Bmmar-like u CR1B snemeHTOB, B TeHOMax MpeACTaBUTEICH
orpsina Lepidoptera mpoBoawmics ¢ momorpio [P ammudukarnmu. i peakiuu ObUH
CKOHCTPYHMPOBaHbl crHenuduueckue Mapbl MpaiiMepoB, B KaxIOW mape OJUH U3
npaiiMepoB ObUT KOMIUIEMEHTapeH mocieaoBatenibHocTn  Bmmar-like snementa
(BmmarY-like, Bmmarl-like uniu Bmmar6-like), a Bropoii nocnenoarensHoctu CR1B
snemenTa (I[Ipunoxxenue 1). [Mogoxurensubie curaainsl [P peakiuu ObUTH MOTyYEHBI ¢
CIMHCTBEHHOM mapoi mpaiimepoB s BumoB M. teleius, M. arion, B. mori u B.

mandarina.

[TomyueHHble  (parMeHTBl  ObUIM  WCIOJB30BAHBI  JUISl  MPUTOTOBJICHHUS
MHUHHOMOINOTEKH KJIOHOB. [laiee ObLT MPOBEACH CKPUHUT OHMOIHMOTEK MeTozoM «colony
lift assay» c 1enbro BBISIBICHUS (PparMEeHTOB, COACPIKAIIUX TOCICIOBATCIBHOCTH KaK
MLE, tak u CR1B snementoB. OcHOBaHasi Macca KJIOHOB COJIepKayia TOJBKO (PparMeHT
MLE, oaHako HECKOJIBKO KJIOHOB MOKAa3ald MOJOXHUTEIbHBIA CHTHAI THOPHIN3ALNN C
npobamu Ha CRI1B. Ilo pe3ympTaTam CEKBEHHpPOBaHHs OBUIO BBISBICHO TPU KIIOHA,
comeprxamux Gparmentsl nmocnegaosarenbuocTeir CR1B-like m BmmarY-like snemenros:
2 xiona u3 reaoma M. teleius (MacCR1B/MtemarY.1 u MacCR1B/MtemarY.2) u oaun
wioH u3 redoma M. arion (MacCR1B/MarmarY) (Pucynok 3.14). IlonyueHHbIC
nocienoBarenbHoctd CR1B/MLE wu3 remomo Maculinea BwuioXeHbI B 0a3y JdaHHBIX

GenBank o Homepamu: JQ580972-JQ580974.
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147 1113

MacCR1B/MtemarY.1 - [(iiemary S — s —
2070 n.o.
Maculinea teleius F

142 976

‘I 1113

MacCR1B/MtemarY.2 MiemarY
1620 n.o.
Maculinea teleius A F A

142 A(463-486) 703 A(933-957)

4334 113

MacCR1B/MarmarY
1070 .. MarmarY Id _
Maculinea arion r 100 n.o.

142 581

Pucynok 3.14. CrpykrypHas opranusauust xuMmepHbix sjiemeHtoB CR1B/MLE wu3
reHoMoB mnpeacrasutesneil poga Maculinea. [{udpsl BHU3Y pHCYHKAa COOTBETCTBYIOT MO3HUIIUSM
KOHCEHCycHOU mocnenoBatenbHocT MLES; nmdpsr Hag pucyHKOM COOTBETCTBYIOT IMO3HILIUSAM
KOHCeHCycHOM  mocinenoBatenbHocTH  MacCR1B. UYepHble TpeyrodbHUKH  00O03HAYAIOT
JIeNIETHPOBAHHBIC YUYaCTKH, CTpEIIKH YKa3bIBAIOT HanpaBJICHUE OpHEHTAINH
HOCJIC/IOBATEIILHOCTH.

CpaBHUTENBbHBIA AaHANU3 MOJYYEHHBIX IOCIIEIOBATEIBHOCTEN IMOKa3all, YTO OHU
3HAUUTENBHO  OTIMYAIOTCS  MeXAy Cco0oOl W  OomIMYaroTcs OT  XMMEpHBIX
NOCIIEZIOBATEILHOCTEH,  BBISBICHHBIX paHee B TeHome B. mori. Amnamms
TPAHCIMPOBAHHBIX IOCJEIOBATEIILHOCTEH TMOJYYEHHBIX C IOMOIIBIO MPOrpaMMBbl
ORFFinder BeisBum ogua smemeHt MacCR1B/MtemarY.l (JQ580972) B ciyuae
koTtoporo Bcrpoiika CR1B osnementa He Hapymmna pamky cuutbhiBanus JIHK
TpaHcmo30Ha. JlaHHas CTPyKTypa, BO3MOXKHO, NPEJICTABISAIOT COO0OM XHMMEpHYIO

KOHCTpYKIHIO, yuacTBoBaBIyto B ['TI (Pucynok 3.14).

3.3.2. MLE THK TpaHcno30HbI B KauyecTBe BEKTOPOB rOPH30HTAJIbHOI0 IepPeHoca
CR1B non-LTR perporpancno3oHos
B pesynbTate npoBenenHoit padotsl O0bu1 oaTBepxkAcH pakt ['TI CR1B non-LTR
PETPOTPAHCIIO30HOB MEXIYy T'€HOMaMHU IpeicTaBuTeNeii cemelictBa Lycaenidae (pox

Maculinea) u cemeiictBa Bombycidae (porxos Bombyx u Oberthueria) (Pucynok 3.15A).
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Pucynok 3.15. (A) Pacnpocrpanenne CR1 non-LTR perporpancnoszonos, MLE JTHK
TPaHCIIO30HOB W XUMepHbIX 3neMeHToB CRIB/MLE B reHomax mpencraButeneil orpsia
Lepidoptera. ®unorenus BUIOB oTpsiga mnpexacrtaBieHa coriacHo Tree of Life Web Project
(http://tolweb.org/). (b) IIpeamonaraemas CTpyKTypa KOHCTPYKLMH, YYacTBOBaBIIMX B
TOPU30HTAILHOM IIEPEHOCE M MEXaHU3M TOPU30HTANIBHOrO nepeHoca. AOOpesuarypa: MI'D —
MoOMIbHBIE TeHeTHUecKue meMenThl, MLES - mariner — like elements (mariner-like momgo6usie
anemeHThl). babouka roxydoro 1Bera ob0o3HayaeT 6abouek roayOstHOK cemeiictBa Lycaenidae,
0abouka KOPUYHEBOTO IIBETa — MOJIel cemelicTBa Bombycidae.

Ycranosnen ¢axr I'TI Bmmarl-like u BmmarY-like JTHK TpaHCcmo30HOB MexIy
reHOMaMH TMpejcTaBuTeliell cemeiictBa Lycaenidae (pox Maculinea) u cemeiictBa
Bombycidae (pomoB Bombyx) (Pucynok 3.15A). B renmomax B. mori u Maculinea
oOHapy>KeHbl XHMEpHBIE KOHCTPYKIIMH cojepkamme mnocienoBarensHoctd CR1B

AJIEMEHTOB, BCTPOCHHBIE B mocienoBaTeabHOCTh MLE smemenToB (Pucynok 3.15A).


http://tolweb.org/
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Brlenepeunciennple  pe3ysbTarsl KOCBEHHO — noarBepxkparor — ydactune JHK

Tpancno3oHoB B ['TI non-L TR peTpoTpaHCco30HOB.

B nonb3y nmaHHOro creHapus CBUAETENbCTBYET psA (DAKTOB, H3BECTHBIX U3

JUTEPATYPHI:

1) MLE »snemeHTsl 007amat0T BbICOKOH crmocoOHocThio K I'TI. Tlockombky st
nepemenienuss MLES kioueBoe 3HaueHue MMeeT mocienoBareiabHocTh | IRS, BcTpoiiku
non-LTR perporpancno3onoB He Hapymatouiue TIRS BeposiTHeEe Bcero He MOBIUSIOT Ha
aKTUBHOCTH dJeMeHTa. [Ipu ycrmoBUM HapylleHusl MOCieI0BaTeIbHOCTH TPAHCIO3a3bl B
pe3ynbrare BcTpoiiku NON-LTR  peTpoTpaHcrno3onHa mniepeMelnieHne XUMEPHOTO
KOHCTPYKTa MOXKET OCYIIECTBIISITHCS 3a cUeT (pepMeHTa TpaHCII03a3bl, HAPaOOTAHHOTO C
npyroi komuu snmementa (Feschotte, Pritham, 2007; Munoz-Lopez, Garcia-Perez, 2010)
(Pucynok 3.15B).

2) MLE »snementsl MoryT mepeHectu NON-LTR perporpaHCcno3oH M3 OJHOro caiita B
npyroi, eciu Non-LTR perporpancnoson Berpoen B yyactok JJHK mexny nByms MLE
arieMeHTaMu. JlaHHBIM TIpoIlecC OCYIIECTBISIETCST 3a CUeT TOro, 4YTo (epMeHT
TpaHCIo3a3a pacrno3Haer ABa IR, mpuHajuexamux pa3HbIM 3JIE€MEHTaM, U BbIPE3aTh
Bcto nocnenosarensHocTh JIHK, pacnonoxennyro mexny Humu (Pucynok 3.15B). Jlns
I'TI mexxty Buzamu J1000# U3 BapuaHTOB XMMEPHBIX KOHCTPYKTOB IPEJCTABICHHBIX Ha
pucynke 3.15b gomkeH BCTpOUTbCS B NPOMEKYTOYHOIO HOCHTENST — BEKTOP

(BHYTPUKJIETOUHOTIO Mapa3uTa, BUpyca U TIL.).

[lonyueHHble NaHHBIC, TEM HE MEHEE, HE MO3BOJSIOT IMOJHOCTBI) HMCKIIOYUTH
Bo3MOkHOCTh Toro, 4to [Tl CR1B non-LTR perpoTpaHCnO30HOB MEXIy T€HOMaMu
Lycaenidae u Bombycidae mpousomen He3aBucumo ot nepemernennss MLE snemenToB.
AnprepHatuBHbIM BapuaHTtoM siBisgercss [Tl B Bume PHK wuHtepmenuara. JlanHbIii
BAapUaHT MIpEAIIoJIaraeT HeMoCpeACTBEHHbIN 3axBaT U ynakoBky PHK nHTepmenuara non-
LTR perpoTpaHcrio3oHa B BUPYCHYIO YacTHILy, Kakoro Ju0Oo BHpyca HaceKoMbIX. Ilpu
NOMAJaHUK B KJIETKY BUJA PEIMIMEHTa MPOMCXOIUT OOpaTHas TPAaHCKPHUIIMA U NON-
LTR perpoTpaHCrO30H MOXXET BCTPOUTHCA B HOBBIM TreHOM. Takum o0pa3oMm, MOXKET
ocymecTBisAThes ['T1 Mexxay BuaaMu, MoABEpKEHHBIMH 3apaXKEHUIO0 OOIIMMHU BUPYCAMH.
JInsi HEKOTOpBIX BUPYCOB Obla IMOKa3aHa BO3MOXHOCTH YMakoBkH paznuyHbix PHK

KJIETKU-X03s511Ha, B ToM unciie PHK MI'D, B co6cTBeHHbIe BupycHbie yactuiisl (Routh et
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al., 2012). Jlanublii cnieHapuii IO3BOJISIET Mpeanonoxuth u coBmectrbrid [T JJHK MLE
anementa 1 PHK CR1B non-LTR perpoTrpancro3ona B ymakoBaHHOM BHJE B COCTaBe
BUpyconoo0Hoi yactulbl (Pucynok 3.15b). Onnako B HacTosiee BpeMsl HE MOTYy4EeHO
pe3yJIbTaTOB, JOKa3blBalOMMX JaHHBIM cueHapuit [Tl MI'D wmexay reHomamu

npeacraButesei cemeiicts Lycaenidae u Bombycidae.

3.3.3. MexaHu3M ropuzoHtajibHoro nepesoca CR1B non-LTR perporpancno3onos
u MLE JIHK Tpancno3oHoB

Mexanusm I'TI CR1B non-LTR perporpancniozonoB 1 MLE JIHK tpancrozoHoB
HemsBecteH. g yenemnoro I'TI JIHK tpancmo3onoB u non-LTR perpoTpaHcno3oHoB
TpeOyeTcsi HaJluyue BEKTOpa M BO3MOXKHOCTH B3aMMOJEWUCTBHSI T€HOMa JIOHOpa C
reiomoMm perunuentom (Wallau et al.,, 2012). ITockomeky I'Tl CR1B non-LTR
perpotpancno3onoB 1 MLE JIHK Tpancno3oHoB mpou3zorien Mexay MpeacTaBUTEIIMU
orpsga Lepidoptera, MokHO TIPEIOIOKHUTh, YTO B POJU MEPEHOCUYNKA MOT BBICTYIIATh

10001 001U areHT: 6akTepusi, BHYTPUKICTOYHBIN Mapa3uT, CAMOMOHT, BUPYC H T.[.

B HacToAmeSC BPCMSA OTHOCHUTCIBHO JOCTAJIbHO M3YUYCHBI IIApa3sUTbl TYTOBOI'O
MCJIKOoIIpAaa B. mori. B cmmcox OCHOBHBIX ITATOT€HOB JaHHOI'0 OpraHnu3sMa BXOIAT:
oakrepun (Bacillus thuringiensis u Bacillus bombyseptieus (Firmicutes)), rpuOs
(Metarhizium anisopliae u Beauveria bassiana (Ascomycota)), MHKpOCIOPHINU
(Nosema bombycis u Vairimorpha bombycis SD) wu Bupycer (Bombyx mori
nucleopolyhedrovirus T3, Bombyx mandarina nucleopolyhedrovirus S1, Bombyx mori

cypovirus 1 Suzhou, Macula-like virus) (cormacHo SilkPathDB:

http://silkpathdb.swu.edu.cn/silkpathdb/). Wudopmanus o mapasurax mnpeacTtaBUTENCH

poaa Maculinea nmogHOCThIO OTCYTCTBYET B JIUTEpATypeE.

Brimieonucannpie Mapa3suThl TECHO B3aUMOIECHCTBYIOT C T€HOMOM XO3sAHHA, HE
001amaoT  Crenu(pUYHOCTHI0 IO OTHOIICHHIO K XO3SMHY W MOTYT  SIBISTBCS
noteHIanbHeiMA BekTopamu ['TI MI'D. Tak, mis mapasuta Nosema bombycis mokazan
ciyuaii I'TI TIHK Ttpancno3onoB hAT u MITE mexny remomom Nosema bombycis u

renomom Bombyx mori (Zhang et al., 2013a; Zhang et al., 2013b).

OnHa W3 crajuii >KU3HEHHOro HMKiIa (ctamus ryceHmibl) 6adodex Maculinea

NpOTEKaeT B MypaBbUHOM THe37ie MypaBbeB pojga Myrmica. MypaBb KOPMST JIMYHMHOK


http://silkpathdb.swu.edu.cn/silkpathdb/
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0abouek TakKe KaK M CBOMX COOCTBEHHBIX JIHYHUHOK. ['YCCHHIIBI TPOBOAAT B
MypaBeHHHKE JIOCTATOYHO JUIMTCIBHBIA MEPUOJ BPEMEHH BIUIOTH JO IPEBPAIICHUS B
umaro. Mo cemeiictBa Bombycidae moryT nmonacth B MypaBeHHHK B KaueCTBE 0ObEKTa
nutanus. TakuM o0pa3oM, MypaBeWHHK TpejacTaBuTeield poma Myrmica sisercs
ucaIbHBIM MECTOM JUIsl TPSMOro KoHTakTa 0abodyek Maculinea u moneit cemeiictBa
Bombycidae ~u  mepekpecTHOro  3apakKCHUs  MapasMTaMH,  SBJISIOI[HMHUCS

MoTeHIManbHbIMHA BekTOpamu ['11.



108

3AKVIIOYEHUE

[IpencraBnennas  paboTa  HampaBleHa Ha  HM3Y4YCHHE  pa3HOOOpaswus,
pacrpoCTpaHEHHsI U BOJIIONUN MOOWIBHBIX T€HETHUYECKMX 3JIEMEHTOB TpyI Mmariner-
like TIR JHK Ttpancmo3onoB u CR1 non-LTR perpoTpaHCIIO30HOB B TI'e€HOMAax
HaceKOMBbIX oTpsia Lepidoptera.

Uccnenoanne CR1 non-LTR perporpancmo3oHoB B TeHomax 60 BHIOB
HaceKoMbIX oTpsima Lepidoptera BhISBIIIO 1BE (PHIOTCHETHUYECKH TPYIIIBI AJIEMEHTOB
nanHoi knaner: Aurivillius u Fabre. Dnementsr rpynmer Fabre mmpoko pacnpocrpaneHs
B TIcHOMax W3y4YeHHBIX BUAOB OTpsga. Jlasg JaHHOM TPyNIbl  3JIEMEHTOB
NPEANOYTHTEIBHBIM SIBISIETCS BEPTHKAIBHOE HACIEIOBAaHWE W COXPAHEHHE B TEHOME
KOTIHMH, XapaKTepPH3YIOIIUXCS HU3KUM pa3HooOpa3ueM. VICKITIOYeHHS COCTaBISIOT
amemenTsl Tpymmbl CR1B, pacmpocTpaneHne KOTOPBIX OTpaHUYMBACTCS JABYMS
cemeiictBamu: 6abouek Lycaenidae (poxg Maculinea) u mozeit Bombycidae (pox Bombyx
u Oberthueria). HepaBaHomeprno pacnpoctpaneane CR1B  smemenToB  ObLIO
noatrBepxkaeHo metoaoM [P ammmudukanmm u noT-610T rubpuansanun. CpaBHEHUE
MIOCJIE0BATEIBHOCTEN JAHHBIX JJEMEHTOB M3 T€HOMOB IIPEJACTABUTEIICH CEMENCTB
Bombycidae u Lycaenidae moka3amo BbicOKOE€ CXOACTBO OT 952 1m0 96.4%.
Brimeonucannbie gaktopsl sBistoTcss cBuaerenbcTBoM ['TI CR1B snemeHTOB Mexmy
TeHOMaMH TipejicTaBuTenein cemeiicte Bombycidae u Lycaenidae. JlanHbiit ¢akT ObLI
MOJITBEPK/ICH C TIOMOIIBIO (DUITOTEHETUYECKUX U MTapaMEeTPUUIECKUX METOJIOB aHAJU3A.

Mexauusm ['TI CR1B non-LTR perporpancno3oHoB He u3BecTeH. B pamkax
JTaHHOH paboThI ObLIa MPOBEJCHA MPOBEPKA OJHOM W3 THUIOTE3, coryacHo KoTopoi B ['T1
CR1B mnpunummaror ywactue [AHK tpancno3onsl. B remome Bombyx mori Obuim
BBISIBJICHbl XHMEpHbIE KOHCTPYKTHI, cojepskame Bcrpoiiku CR1B snemeHToB B
nocnenosarensHocTr MLE TIR JIHK tpancno3zonoB Bmmarl u Bmmar6.

Ananmuz paznooOpazuss MLE TIR JIHK TtpaHCmO30HOB mpenCTaBICHHBIX B
reHeTHYecKknx 0a3ax JaHHBIX TMOKa3all, YTO B I€éHOMax MpelcTaBuTeneil kiacca Insecta
npeacTaBieHo 13 moacemeicTB mariner u mo ogHoOMy mojaceMeicTBy cemerict ludens u
mori. Pasnoobpasue MLE snemeHnTOB B reHOMax mpejicTaBHTEeH orpsma Lepidoptera
OrpaHMYMBACTCS IIECThIO ToJceMeiicTBamMu cemeiictBa mariner (DTTMarCRI, cecropia,

mauritiana, mellifera, vertumana, irritans) u cemeilicTBOM MOri. DKCIepUMEHTAIbHBIN
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MOUCK TIOATBEPJMII MPUCYTCTBUE 3JIEMEHTOB Tpymm Cecropia, mauritiana, mellifera,
vertumana u mori B reromax 60 u3ydeHHbIX BHIOB OTpsiga Lepidoptera. B renome B.
MOri BBISIBIICH HOBBIM 31MeMeHT BmmarY rpymmer vertumana. DiieMeHThI KJIacTepOB
cecropia, mellifera, mauritiana, irritans u DTTMarCRIl, mno-BuguMomy,
IBOJIOIMOHMPOBATIM B TEHOMax mpeacraBureneid orpsaa Lepidoptera myrem
BEPTUKAJIHLHOTO HACIEAOBAHMUS.

Onementsl BmmarY-like (vertumana) u Bmmarl-like (mori) mnpencraBieHsl
UCKJIIOUMTEIFHO B T€HOMax IpeicTaBuTenei cemeiicts Lycaenidae (pox Maculinea) u
Bombycidae  (pomx  Bombyx) u  xapakTepu3yrOTCS  BBICOKMM  CXOJICTBOM
IIOCJIEIOBATEIIBHOCTEH MEXAYy OHBOJIOUMOHHO YyhaneHHbIMM Buaamu. [II snemenToB
BmmarY-like u Bmmarl-like mexxny 6aboukamu Lycaenidae u monsimu Bombycidae 6b11
TOATBEPKACH (WIOTCHETHYECKIMHA U TapaMeTPUYeCKUMU MeToJaMH. B  TeHomax
npencrasureiei Lycaenidae (pog Maculinea) Obutn BBISIBIICHBI XUMEPHBIE KOHCTPYKTHI,
conepxxkamue CR1B snementst n ogua w3 MLE JIHK tpancnozonoB (BmmarY-like u
Bmmarl-like).

[Tpouieccer I'TI CR1B non-LTR perporpancno3onoB u MLE JIHK Tpancmo3oHos
Mexay 0adboukamu Lycaenidae u mossimu Bombycidae mMoryt sBisTECS HE3aBUCUMBIMU
WIM Tpousouim coBMectHo. B monws3y coBmectHoro [Tl um ywactus MLE JIHK
tpancno3oHoB B I'TI CR1B non-LTR perpoTpaHCnO30HOB CBHIIETEILCTBYET HaIUYME
XUMEPHBIX KOHCTPYKLIHM.

Takum oOpa3om, B pe3ylnbTaTe HACTOSMIETO WCCIEJOBAHUSA OBUIO H3y4YEHO
pa3HooOpasue, pacnpoctpaHenre u 3Boironus MI'D rpymnm mariner-like TIR JHK
tparcmo3oHoB U CR1 non-LTR perpoTpaHCrioO30HOB B reHOMax HACEKOMBIX OTpsla
Lepidoptera. Boumn BoisiBiensr ciaydan ['TI CR1B non-LTR peTpoTpaHCIO30HOB U
BmmarY-like u Bmmarl-like MLE JIHK TpancnozoHoB mexay 6aboukamu Lycaenidae u
mossimu  Bombycidae. Tlomydensl kocBeHHble moaTBepkacHus ydactus MLE JTHK
tpancnozonoB B [Tl CR1B non-LTR perporpancno3zonoB. IlepcrnekTuBHBIM
HaNpaBJICHUEM NaJTbHEUIIET0 Pa3BUTHS TAHHON TEMBl HCCICIOBAHUS SIBISETCS TMOUCK

BekTopoB ['T1 u BeisiBneHne mexannsmoB I'11 anemenToB rpynn CR1B u MLE.
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BbIBO/IbI

1. IIpoepen mnouck non-LTR perporpancnozonoB B reHomax 60 BHIIOB OTpsAna
Lepidoptera m ycraHoBieHbl HX (PUIOT€HETHYECKUE B3auMOOTHoweHus. llokazano
MPUCYTCTBUE YeThIpex ¢umorenerndeckux rpymmn non-LTR perporpancnozonoB (CR1,
T1Q, Jockey n R1) B reHomax mpencraButelnieii orpsiya Lepidoptera. DIeMeHTBI TPYIIITEI

CR1 mpencrasnens! nByms kinacrepamu Aurivillius u Fabre.

2. [ToaTBepxkaeH (akt ropuzonTadbHoro nepeHoca CR1B non-LTR petpoTpancno3oHoB
MEKIAY TeHOMaMH TmpeacTtaBuTeneil cemeiictB Lycaenidae (pox Maculinea) wu

Bombycidae (poga Bombyx u Oberthueria).

3. B renomax BumoB otpsiiga Lepidoptera BBISIBJICHO IIECTh IMOJCEMEWCTB ceMelcTBa
mariner (DTTMarCRI, cecropia, mauritiana, mellifera, vertumana, irritans) wu
cemerictBo mori mariner-like JIHK TpaHCI030HOB. Y CTaHOBJICHBI X (HIIOTCHETHICCKUEC

B3aMOOTHOIIICHMUA.

4. B rerome Bombyx mori oOnapyxeH HOBBIA 31eMeHT BmmarY, npunaanexammi K

nojicemeiicTBy vertumana mariner-like JIHK tpancmo3oHoB.

5. YcranoBneH Qakt ropusoHTampHOro nepeHoca BmmarY-like u Bmmarl-like JTHK
TPAHCIIO30HOB MEXJy TeHOMaMu TpeacTaButeneit cemeiictB Lycaenidae (pon

Maculinea) u Bombycidae (pox Bombyx).

6. B remomax Bombyx mori, Maculinea teleius u Maculinea arion ObulM BBISBIICHBI
xumepueie mariner-like JTHK Tpancmosonsl, comepxkamue Berpoiikn CR1B non-LTR
PETPOTPAHCIIO30HOB. JlaHHBIC KOHCTPYKIIMUA MOTYT SIBJISITBCS PE3yJIbTATOM COBMECTHOTO
ropuzoHTanbHOTO MepeHoca CR1B non-LTR perporpancniozonoB u mariner-like JJHK
TPAaHCIIO30HOB, YTO CBHICTEILCTBYIOT 00 ydactuu mariner-like »smemMeHTOB B

ropusoHTaibHOM niepeHoce CR1B snemenToB Mexay Bugamu oTpsiiaa Lepidoptera.



111

CIIUCOK COKPAILIEHUH 1 YCJIOBHBIX OBO3HAYEHUN

a.0. - aMUHOKHUCIIOTHBIX OCTaTKOB

I'Il - ropu30HTANBHBIN IEPEHOC

e.a. - eIMHUIA AKTUBHOCTH

MI™ - MOOMIIbHBIC TEHETHYECKUE ITICMCHTHI

IIIP - monumepasHas LenHas peakuus

11.0. - Tapa OCHOBaHUH

5 UTR u 3’ UTR - 5’ u 3’ HeTpaHcanpyeMble 00J1acTU

AP- snponykneasa (APE) - anypun/anupuMunH SHI0OHYKIICa3a

ATP - ATPase - AT®aza

BD - C-terminal nucleic acid binding domain - C - koHIIEBOI IOMEH CBS3BIBAIOIIMIA
HYKJICHHOBBIE KUCIIOT

bp - base pairs - map nykieornoB

BS - binding site - caiiT cBsI3bIBaHUS

C-INT - C-integrase - unterpasa tumna C

COl - ren nepBo#t cyObeAMHUITBI MUTOXOHAPUAIBHONU IIUTOXPOMOKCHIa3bI

COIlI - ren BTOpO# CyObEIMHUIIBI MUTOXOHIPUAIBHON ITUTOXPOMOKCHIA3bI

CUB - Codon usage bias - vactora BcTpeuyaeMOCTH CHHOHUMHUYHBIX KOJJOHOB

CYP - Cysteine protease - iiictenHoBast mporeasa

DIR - dinucleotide inverted repeat - kopoTkre UHBEPTHPOBAHHBIC TOBTOPHI

DIRS - Dictyostelium intermediate repeat sequence - mepexoiHbIC TOBTOPSIOIIUCCS
nocienoBatensHocTH Dictyostelium

dNTP - nesokcunykiieorua Tpupochars

EF1la - elongation factor 1 alpha - ren ¢akropa smonranum

EN - endonuclease domain - qoMeH sHI0HYK/ICa3bI

ENV - Envelope protein - 6enok 060s10uku

GRPR - amMmuHOKHUCIIOTHAS TIOCIEA0BATEILHOCTD TIMIIMH-apPTHHUH-TIPOJIMH-apPTUHUH
H3 - histone H3 gene - ren ructona H3

HEL - DNA helicase - JIHK renukasa

HMM - Hidden Markov Model - anroputm ocHOBaHHBIN Ha CKPBITHIX IeMsX MapkoBa
HTH - helix - turn - helix - MoTUB cripanb-MIOBOPOT-CIIUPAITH

HYR - tyrosine recombinase - Tupo3uH pekoMOnHa3a
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INT - integrase - unterpasa

IRES - Internal Ribosomal Entry Site - ygyacTok BHyTpeHHEMH TOCaaIKu PHOOCOMBI
LINE - Long Interspersed Nuclear Element - qnmunHBI qrcrieprupOBaHHBIN SIIECPHBINA
nmoBTOp, NON-LTR peTpoTpaHcno3oH.

LTR - long terminal repeat — nTMHHBIN KOHIIEBOH MTOBTOP

LZ - leucine zipper domain - qoMeH JIEHIIMHOBOTO 3UIIIEePa («MOTHHI)

MITES - miniature inverted repeat transposable elements - muanaTIOpHBIC
TPAHCIIO3UPYIOIIHNE IEMEHTBI, COACPKAIINE HHBEPTUPOBAHHBIE TTOBTOPI

ML - Maximum Likelihood - meTon MmakcuMaabHOTO MPaBaOTIO00US

MLE - Mariner-like element - mariner - mogo6usIii semenT (MLE smemenT)
MLEs - Mariner-like elements - mariner-like mogo0usic 3nemenTsl (MLE snemenTs)
MP - Maximum Parsimony - MeTox MaKCHMaJIbHON SKOHOMUHU

Mya - million years ago - MHJIJIMOHBI JIET Ha3a]l

NJ - Neighbor Joining - MmeToa coennHeHus OMMKANUIIMX COCeaCH

NLS - nuclear location signal - curnain saepHO# JOKaIU3aMK

NS - non-significant - He qocToBepHO

OPI - overproduction inhibition - nHrnOupoBaHue rUMEPIPOLYKIIUH

ORF - open reading frame - oTkpbiTasi paMKa CYUTHIBAHUS

ORFp - 6enok, kogupyemsiit ORF

PBS - primer-binding site - mpaiimep-cBsA3bIBaONIHI CalT

PEC - Paired-End Complex

PLE - Penelope-like elements - Penelope-niogo6Hbie a5eMeHThI

POL B - DNA polymerase B (IHK nmonumepasa B),

PR - protease - mpoteasa

REL-endo (EN) - restriction enzyme-like endonuclease - sanonykIieasa peCTpHKTa3HOTO
THIIA

RH - RNase H (RNH) - pu6onykneasza H

RNPs - ribonucleoprotein particles - pubonykaeonpoTerniHbIe KOMILUIEKCHI

RPA - replication protein A - 6e10k HHUITHAITUHN PETUTUKALINN

RT - reverse transcriptase - oOpatHas TpaHCKpHIITa3a

SEC - Single-End Complex
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SINE - Short Interspersed Nuclear Element - kopoTkuii iucnieprupoBaHHbIH SIEPHBINA
[IOBTOP.

TCC - Target Capture Complex - kommiekc 3axBaTa MHUIIICHU

TIR - terminal inverted repeat - koHIIeBbIe HHBEPTHPOBAHHBIE TTOBTOPHI

TPRT - target primed reverse transcription - PHK-omocpenoBannas mHTerpamms

TSD - target site duplication - gymiukarus caifita - MUIIIEHH

UPGMA - Unweighted Pair Group Method using arithmetic Averages - ainroputm
MOMAPHOM TPYIITUPOBKU

Wg - wingless ren

WGS - whole genome sequencing - moJHOreHOMHOE CEKBEHUPOBAaHUE
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INPUJIOKEHUA

Ipuioxenue 1
Ta6aunma. @uinoreHeTHYECKHUE TPYNIBI MOOWIBHBIX T'E€HETHYECKHUX DIIEMEHTOB,
COOTBETCTBYIOIIHE TpaiiMepbl U mporpammsl [I[P ammndukanmm, ucnoiap30BaHHBIC B

HCCICOIOBAHHUU.

@uioreHeTnyecKas [TocnenoBarenbHOCTH paliMepoOB  (JIMTEPATYPHBII HUCTOYHHUK )

rpynna MI'D

Non-LTR perpoTpaHCcIio30HbI

Kian CR1 CR1-S: 5" -TATCTTCTTCTCCNGGNCCNGAYGG-3’
CR1-A: 5’-CAAAAACACTGCCYTGNGGNACNCC-3’
(Novikova et al., 2007)

5’-UTR snementa |MteCR1B-5’UTR-S: 5°-
CR1B u3 M. teleius [GTAGTAGTAGATCCAAGTCTGCAGTTCG-3’ MteCR1B-ORF-A:
5’-TTATTGGGCTCAGTTTGCACCC-3.

mariner - like JTHK Tpancro3oHs!

I'pynma mariner - like MAR-124F: 5-TGGGTNCCNCAYGARYT-3’
SJICMEHTOB MAR-276R: 5°>-GGNGCNNARRTCNGG-3’
(Robertson, 1993)

Onement Bmmarl Bmmarl-ITR: 5’>-CTTAGTCTGGCCATAAATACTGTTACAAAA-3’

(cemeiictBo mori)  |(Robertson, Asplund, 1996)

Onement Bmmar6é  Bmmar6-1TR: 5>-MCTAGTCAGGTCATAARTWYTGTCAC-3’

(cemeiicTBO MOri) (Robertson, Walden, 2003)

Onement BmmarY | BmmarY-ITR: 5’-GGCTGCACTAAAAGTATCGGGA-3’

OJCEMENCTBO
(ox (HacTOsIIee UCCIICTOBAHUE)

vertumana)

Onement Bmmar3  Bmmar3-ITR: 5’-CCTTACATATGAAATTAGCG-3’

(MOZICEMEHCTBO |4y maresan, Mathavan, 2004)

cecropia)

“- VcnosHble 0003Hauenus: Y = C+ T, M=A+ C, R=A+ G, W=A+T u N=A+G+ C+ T.
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Taéauua (mpoposskenue). DUIOTEHETHYECKUE TPYNIBI MOOWIBHBIX T€HETHYECKHX
3JIEMEHTOB, COOTBETCTBYIOLME mpaiimepbl U nporpammbsl [P  ammaudukanmm,

HCITIOJBb30BAaHHBIC B HCCIICIOBAHHHU.

@uioreHeTnyecKas [TocnenoBarenbHOCTH paliMepoOB  (JIMTEPATYPHBIN HCTOYHHUK )

rpynna MI'D

Xumepusie nocienoparensuoctu CR1IB/MLE

CR1B/BmmarY-like |BmCR1B-A1l:5-TCTTCCACATCCGGCACACG-3’

MacmarY-S1: 5’-CTTGTCAAACTTGTTTAGTCGTTGA-3’

(Hacrosiiee MCcaeI0BaHKE)

CR1B/Bmmarl-like BmCR1B-Al: 5’-TCTTCCACATCCGGCACACG-3’

Bmmarl-S1: 5>-TGTGTTTTCTCATTTTGGCGCCA-3’

(Hacrosiee KCcaeI0BaHKE)

CR1B/Bmmarl-like | BmCR1B-Al:5’-TCTTCCACATCCGGCACACG-3’

Bmmarl-ITR:
5’-CTTAGTCTGGCCATAAATACTGTTACAAAA-3’
CR1B/Bmmar6-like BmCR1B-Al: 5’>-TCTTCCACATCCGGCACACG-3’

Bmmar6-ITR: 5>-MCTAGTCAGGTCATAARTWYTGTCAC-3’

" Vcnosusie 0603nauenns: Y = C+ T, M=A+ C, R=A+ G, W=A+T u N=A+G+ C+ T.



135

IMpuiaoxenue 2

Ta6auma. PacnpocTpaHeHHe pa3aUdYHBIX MojceMelcTB u cemeiictB mariner-like TIR

JIHK TpaHCmo30HOB B reHOMax mpeacTaButeneit orpsaa Lepidoptera u kimacca Insecta.

CewmetictBo| IloacemericTBo PacnpocTtpanenue B reHomax PacnpocTtpanenue B reHomax

9JIEMEHTOB Insecta (GenBank Ne) Lepidoptera (GenBank Ne)

mariner | DTTMarCRI B. mori (AF526192; AF526191) |Andrena erigenia (U91348);
Apis mellifera (XM
001122397); Apicauta
funebris (U91358)

cecropia B. mori (Bmmar3, Bmmar5); B.  [Orthotrichia cristata (U91373)
mandarina (AB237579,
AB473777, AB473782, AB23754);
Papilio xuthus (AB055185);
Cephonodes hylas (AB055183);
Attacus atlas (AB006464);
Hyphantria cunea (AB055186);
Junonia almana (AB055182);
Antheraea yamamai (AB041902);
Danaus chrysippus (AB055181);
Hyalophora cecropia (L10444);
Saturnia japonica (AB085937);
Ephestia cautella (L10484);
Depressaria pastinacella (U91380)

mellifera B. mori (Bmmar4); Bombyx Chrysopus vittatus (L10502);
mandarina (AF212134); Ephestia |Orthotrichia cristata
cautella (L10481); Atteva (U913375)

punctella (U91342); Samia
cynthia (AB041897)
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Tadauuna (mpomoskenme). PacmpocTpaHeHHMe pa3iMYHBIX ITOJCEMEWCTB U CEMEICTB

mariner-like TIR IHK tpaHcio30HOB B reHOMax IpeacTaBuTeIeH oTpsiaa Lepidoptera u

KJacca Insecta.

CeMencTBO

9JICMCHTOB

IToxcemericTBO

PacnpocTtpanenue B renomax

Insecta (GenBank Ne)

PacnpocTpanenue B reHomax

Lepidoptera (GenBank Ne)

mariner

vertumana

Heliothis virescens (DQ174779)

Bactrocera neohumeralis
(AF348438); Teleopsis
rubicunda (EF035477);
Teleopsis quinqueguttata
(DQ197025)

irritans

IAdoxophyes honmai (AB020617)

Haematobia irritans (U11642,
U11641); Chrysoperla
plorabunda (U11654)

mauritiana

Mamestra brassicae (AF465247)

Drosophila mauritiana
(X78906); Drosophila
simulans (X78907); Cerotoma
trifurcata (L10460);
Oncopeltus fasciatus (L10489);
Bobmus terrstris (AJ312716)

rosa

Ceratitis rosa (AY 034623,
AY034620)

capitata

Diasemopsis dubia
(EF407577); Buenoa sp.
(U91351)

lineata

Ctenolepisma lineate
(L10493); Nabis sp. (U91362)

DTTMarUrt

Ctenolepisma lineata (L10495)
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Tadauuna (mpomoskenme). PacmpocTpaHeHHWe pa3iMYHBIX IOJCEMEWCTB U CEMEHCTB
mariner-like TIR IHK tpaHcio30HOB B reHOMax IpeacTaBuTeIeH oTpsiaa Lepidoptera u

KJacca Insecta.

CewmetictBo| IToncemericTBo PacnipocTpanenue B reHOMax PacnipocTpanenue B reHoMax

JJIEMEHTOB Insecta (GenBank Ne) Lepidoptera (GenBank Ne)

mori mori B. mori (Bmmarl, Bmmare6), B. --
mandarina (AY 172028, FJ897530,
AB363010, AB363017,
AB363018)

ludens ludens - - /Anastrepha ludens
(AY034627, AY034626)




