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MOBWIBHBIN DJIEMEHT GYPSY (M/IT4) —
OHJAOTIAPASUT DROSOPHILA MELANOGASTER: PETYJIALIUAA
TPAHCIIO3NIINN N NTHOEKIIMOHHBIX CBOUCTB
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Ha npumepe MIAT4 (gypsy) Drosophila melanogaster paccMaTpuBaloOTCsl CBOMCTBA SHIOTEH-
HBIX PETPOBUPYCOB OECITO3BOHOYHBIX, OTHOCUMBIX K Kjaccy appaHtuBupycoB (Errantiviridae, Me-
taviridae). O0CyXIalOTCSI MyTU SBOMIOLIMKU PETPOBUPYCOB OECIIO3BOHOYHBIX M BO3MOXHBIC MeXa-
HU3MBI UX TIPOUCXOXIECHUS M3 PETPOTPAHCIIO30HOB MYTEM MPUCOCIMHEHUSI TEHOB BUPYCOB JIPYTUX
cucteMaTudeckux rpymi. Iloka3zaHo, 4To B obecreyeHMr BHYTPeHHEro nMMyHuTeTa rmpotuBs M/1I'4
(gypsy) y Drosophila melanogaster BaxxHyto poJib Urpaet Jokyc flamenco.

KnioueBbie cioBa: dpozoguaa, moduibHble daeMeHmbl, PeMPOMPAHCHO30Hbl, UMMYHUMEN.

Y HaceKOMBIX CYIIECTBYeT MHOXECTBO BHPYCOB
(Boeke et al., 2006; Coffin et al., 1999), ogHako per-
pPOBHPYCHI IO HEJABHETO BPEeMEHM y HUX OOHAPYXKEeHBI
He Obutu. IlepBoro mpeacraBUTENSI ATOI CHUCTeMaTU4e-
CKOIi TPYIIbI YAaJOCh OOHAPYXKUTH JIUIIL B MCCIEIO-
BaHUSIX, TIPOBOAMMBIX B 007aCTU OMOJOTUM U TeHETUKU
MOOWJIbHBIX 3JIEMEHTOB Apo3oduiibl. HeyauBurteabHo,
YTO MpeaMeToM u3ydyeHust ctan Bud D. melanogaster,
TaK KaK 3TOT MOMAEIBbHBI OOBEKT TEHETHUKHU, 3HTO-
MOJIOTUM W OWOJOTUM pPa3BUTUS TIPEeKPacHO W3y4YeH
BO MHOTHMX acmlekTax. B pesynabTate meTaabHBIX WC-
CJIEIOBAaHUI OKa3aJloCh, YTO PETPOBUPYCHI Y APO30Du-
JIbI, HaCeKOMBIX M B 1IEJIOM y OECIO3BOHOYHBIX KakK
MO TPOUCXOXIEHUI0, TaK U MO OCOOEHHOCTSIM KH3-
HEHHOTro IMKJa TeCHO CBs3aHbl C MOOMJIbHBIMU T'€HE-
TUYECKUMU 3JIEMEHTaMH, a UMEHHO C PEeTPOTPAHCIIO-
30HAMM.

MoOwibHbIe Te€HETUYECKHUe 3JIEMEHThI Apo30du-
JIbI, Ha JOJII0 KOTOpPbIX Ipuxomutcs no 20% reHoma,
CWJIBHO OTJIMYAIOTCS KaK TI0 CTPYKTYpPE M CBOMCTBaM,
TaKk ¥ 10 MeXaHM3MaM TPaHCHO3UIMU. TpamuiImoOHHO
WX TMOIpa3fe/sioT Ha 4YeThlpe Kiacca: TPaHCIO30HBI,
FB-s1eMeHTbI, peTpoTpaHCHO30HbI, MMEIOIIME IJIUH-
Hble KOHLIEBbIE MOBTOPHI W JullIeHHble uX. Kiacc per-
POTPAHCITO30HOB C JUTMHHBIMU MPSIMBIMM KOHIIEBBHIMU
TIOBTOPAaMM JEIUTCS Ha HECKONBKO TPYI, K OXHOMU
13 KOTOPBIX OTHOCITCS 3aeMeHTel M/AT'4 (gypsy), 17.6,
297, Idefix, Tirant, ZAM y D. melanogaster, Tom Yy
D. ananassae (a takxe TED y Trichoplusia ni, Ty3
y npoxckeir m Hekotopwle ap.) (Coffin et al., 1999).
ITo ocoGeHHOCTSIM CTPYKTYpHOU OpraHu3alMyd OHU
MPaKTUYECKW HE OTIMYAIOTCS OT TUIMYHBIX PETPO-
BUPYCOB TTO3BOHOYHBIX M TEPEMEIIaloTCS IT0 TeHOMY
¢ ucnoib3oBaHuemM PHK-uHTepMeauaToB u mMexaHU3-
Ma obparHoii TpaHckpunuuu (Arkhipova et al., 1995).
B mx cocTtaB BXOISIT MOMUMO IMHHBIX TMPSIMBIX KOH-

ueBbix noBTopoB (y MJI'4 (gypsy) — 500 map Hyk-
JIGOTUAOB) PETYIATOPHAsT 00JIACTb WM OTKPBITHIE PaMKHU
cuutbiBaHus (OPC), yncio KOTOpbIX BapbUpyeT y pas-
HBIX TPYIINI PETPOTPAHCITIO30HOB. Y TpelacTaBUTeNei
rpynnsl MIAT'4 (gypsy) ux TpM, Kak U y TUIUYHBIX UH-
¢eKLMoHHbIX peTpoBupycoB. OHu romonoruudsl OPC
PETPOBUPYCOB, COOTBETCTBEHHO KOMUPYIOUIUX MOJIM-
MenTUaHbIe TpOAYyKThl gag (6enku kancuga, OPCI),
pol (dbepMeHTHI, OTBETCTBEHHbIE 3a OOpaTHYK TpaHC-
KPUIILIMIO U UMHTerpamuio B xo3siickuit reHom, OPC2)
U env (TpaHCMeMOpaHHbBIM MOJUNENTUI U OeJ0K, CBSI-
3BIBAIOIIUIICS C pelenTopaMu KiIeTKu-Xxo3siuHa, OPC3)
(Coffin et al., 1999). Hamuuune OPC3 sgBisieTcs: Bax-
HOI OTJIMYUTENIbHOI ocobeHHOCThI0 MIT'4 (gypsy) mpo-
30(MJIbl, TaK KakK MpPsIMO YKa3blBaeT Ha BO3MOXHYIO
BUPYCHYIO TIPUPOMLY 3TOTO PETPOTPAHCIIO30HA, a clie-
JIOBATEILHO, W JAPYTUX MOOMJIBHBIX 3JIEMEHTOB 3TOM
rpynnbl. B 1o xe Bpems MJ/II'4 (gypsy) u3BecTeH Kak
TUMIUYHBI PETPOTPAHCIIO30H, OOBIYHO BeAyLIMi ceOst
KaK KOHCEPBAaTUBHBIN 3JIEMEHT TeHOMa IpPO30(WIIbI,
KaK MpaBWIO, XapaKTEPU3YIOLIUINCA TTOCTOAHHOM JIOKa-
Jv3alyeil B XpOMOCOMAax M HacJeayIoIMics KaK OOBbIK-
HOBEHHbIE MEHAEJUPYIOLIMe reHbl. JIMIb B OTAEIbHbBIX
cllyyasix OH MpOSIBISIET HEOObIYHbIE CBOWMCTBA, Hauu-
Hasl aKTMBHO TiepeMelatbcsi nmo reHomy (Lim et al.,
1983; Kum, bensea, 1986; Kum u gp., 1989; Pelis-
son et al., 1997; Jordan et al., 1999), Hapyuass KaHo-
HBl XPOMOCOMHOI TEOpUM HACIEACTBEHHOCTU. DTOT
YHUKAJIbHBII MPUPOAHBINA (DEHOMEH, BbI3BaHHbII BHYT-
PUT€HOMHBIMU TIepeMEeILeHUIMI MOOWIbHBIX 3JEMEH-
TOB M BHEpBble omucaHHbIN y KyKypy3bl (McClintock,
1951), u3BecTeH Kak “reHeTnyeckasi HeCTabUJIbHOCTD .
VY nposoduiibl OH MPOSIBIASETCS B YBEJIMYECHHON Ha He-
CKOJIbKO TIOPSIKOB YacTOTe MYTAIlMif U XPOMOCOMHBIX
abeppanuii B TOJOBBIX M COMATUYECKUX KJIETKaX, He-
CTaOMILHOM HMX XapaKTepe, YacTOM BO3HMKHOBEHUU
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00paTHBIX MYyTalWii, HAPYIIEHUU MECTOTIOJIOKCHMS Te-
HOB Ha TEHETUYECKOIM KapTe M B XpOMOCOMaX, a TaKxXKe
B M3MEHEHUM IIOBEIEHUECKNX XapaKTepuCTUK. B 1ie-
JIOM TeHeTHuYecKash HeCTaOMJIBHOCTh MPUBOAUT K TIOJI-
HOI MeperpyrnmnupoBKe IFeHOMa, YBEJIUMYEHUIO pa3Maxa
HACJIEACTBEHHOM WM3MEHYMBOCTU, W3MEHEHUIO aaar-
TUBHOCTH, TEMIIOB €CTECTBEHHOIo OTOOpa M CKOPOCTU
MUWKPO3BOIIOIMOHHEIX TTPOIIECCOB.

Ycrex B M3ydyeHUW TIPUPOOBI WM MEXaHU3MOB Te-
HETUYEeCKOW HeCTaOMIBHOCTU B TIEPBYIO OUYepedb CBSI-
3aH C MCITOJIb30BaHMEM YHAYHO IOAO0OpaHHBIX 2KCIIe-
PUMEHTATbHBIX cucTeM. OTHON U3 HUX SIBJISICTCSI TEHe-
TUYeCcKass cucTemMa ApPO30GUIIbI, COCTOSIIAs M3 JBYX
FeHEeTUYEeCKU TpeeMCTBeHHbIX JUHU MS u SS (Kum,
BensteBa, 1986; Kum w nmp., 1989; Kim et al., 1990).
MS neMOHCTpHUpYeT CBOMCTBO KJIACCUYECKOM ITPOJIOH-
TUPOBAHHON TEHETMYECKOW HecTaOMJIbHOCTH. JIMHUU
OTJIMYAIOTCS APYr OT Apyra JAIIb HainuueM B MS
TPAHCIIO3MOHHO aKTUBHOTO M MHOTOKPATHO aMILIU(U-
LIMPOBAHHOTO peTpoTpaHcro3oHa MJII4 (gypsy), oTcyT-
crBytouiero B SS. IlpyunHamMu HeCTaOMILHOCTU B 3TOM
CHUCTEeME SIBJISIOTCSI: BO-TIEPBbIX, M3MEHEHUSI B CTPYK-
Type MOOWIbHOIO 3JIeMEHTa M, BO-BTOPbIX, Hapyllle-
HHUE B PETYIATOPHBIX IIpOIleccax B KJIETKaX OpraHU3-
Ma-xo3s9uHa. MOJeKyJIsIpHO-TeHeTUYECKUe HCCIIeqoBa-
HHUS TIOKa3aJM, 4YTO CYIIECTBYIOT IBa ITOICeMeiicTBa
MT4 (gypsy), umerolie 4YeTKrue CTPYKTYpHbIE pas3iu-
yus (Jliobomupckas u ap., 1990; Ilyin et al., 1991;
Lyubomirskaya et al., 2001). OHu oTiIMyYalOTCS MO KO-
JIMYECTBEHHBIM XapaKTEePUCTUKAM TPAHCKPUILIMOHHOMN
U PETPOTPAHCIIO3UOHHOW aKTUBHOCTH, KOTOpPbIE, MO-BU-
JTUMOMY, OIIPEAEIISTIOTCS TTOCTTPAaHCKPUITIIMOHHBIMU Me-
XaHu3MamMu. HeMHoroumcieHHBIe 3aMeHBI HYKIJIEOTH-
OB, OTJIWYaloNIne “akKTUBHBIE” U “HEaKTUBHBIE” KO-
MUY BJeMeHTa, MOTYT OKa3blBaTh BIMSIHME KaK Ha
MPOLIECCUHT MOJIEKYJISIPHBIX MTPOAYKTOB PETPOTPAHCITO-
30Ha, TaK M Ha aKTMBHOCTb OOpPAaTHOI TpaHCKpUIITa-
3pl. [Ipy BBeAEHMU B TE€HOM JMHUM SS OTAEIbHBIX
xpoMocoM MS, a Takxke npu TpaHchopMauuud 3MOpu-
OHOB S§ eIMHUYHBIMU KomusiMu “akTuBHOro” MJII'4
(gypsy) HabmomaeTcsl MOJHOE BOCCTAHOBJIEHE CBOMCTB
HeCcTaOMITbHOCTH, aKTUBHBIC TPAHCIIO3UIINU PETPOTPAHC-
no3oHa u ero ammuduxkauusa (Illyin et al., 1991; Jlio-
o6omupckas u np., 1994; Kim et al., 1994).

OpHako mnpu TpaHchopMalMy B MOJSPHYIO TIa3-
My aMOpuoHOB BBoAuAu M4 (gypsy), KIIOHUpPOBaH-
HbIiI B BUAE MOJIEKYJSIPHOW KOHCTPYKLMU B COCTaBe
IUTA3MUIHOTO BEKTOpa, KOrJa OH He MOT IeHCTBOBAThH
aBTOHOMHO. B aTmx sKcreprMeHTaX MOXHO OBUIO 3a-
peructpupoBaTh cBoiictBa MJIT4 (gypsy) UCKIIOUUTEIb-
HO KakK peTporpaHciio3oHa. Ilpy MHKyOMpOBaHUM JIM-
YUHOK Ap030(UIIbI pAHHUX BO3pacToB JUHUU SS, B Te-
HOME KOTOPBIX OTCYTCTBOBAIM KOMUM akTuBHOro MI'4
(gypsy), Ha cpegax ¢ OIKCTpakKTaMM U3 HUMaro Wiu
JIMYUHOK JTUHUU MS ObU10 OOHAPYXKEHO, UYTO 3TOT MO-
OMIBHBIN 3JIEMEHT CIOCOOEH IPOHUKATH 4Yepe3 BHEIIl-
HHUE TTOKPOBBI JTMYMHOK, PAa3MHOXKATHCS B KJIETKAX XO-
3sIMHA, WHTETPUPOBATHCS B €TO XPOMOCOMBI, MHAKTH-

BUPOBaTh TeH, B KOTOPHI BHeIpseTcs, W B Oajlb-
HeiieM amiiMuuupoBaTbesi B reHome (Kim et al.,
1994). Takum o6Gpa3om, ObUIO MoKazaHo, yto MJII'4
(gypsy) BeneT cedsl KaK TUIMMYHBIA MH(MEKIIMOHHbBIN BU-
pyc (Kim et al., 1994; Song et al., 1994). Dkcnepu-
MeHTbl 1Mo usydyeHuio ero OPC3 u ee npoaykra env,
OTBETCTBEHHOI'O 3a MpoliecC MHOUUIMUPOBAHUS KIETOK
¥ TIPOHUKHOBEHMS pETPOTpaHCIIO30HA BHYTph HUX (Pe-
lisson et al.,, 1994), BblaeneHHE BUPYCHBIX YaCTHUIL
(Lecher et al., 1997; Song et al., 1997) u 3apaxeHue
MMM KYJIBTYphl KJIETOK SS M opraHusMa Ipo30(UIbI
MOATBEPAUIA PETPOBUPYCHYIO MPUPOAY PETPOTPAHCITO-
3oHa MJIT'4 (gypsy).

IIpy cpaBHeHMU CBOKMCTB “aKTMBHOrO” U “Heak-
TUBHOro” noaceMeiicts M/II'4 (gypsy) craHOBUTCS oue-
BMIHBIM, UTO BHPYJICHTHBIC CBOICTBA XapaKTEPHBI TOJb-
KO IJIT TaKWX KOMHWI 3TOr0 MOOMJIBHOTO 3JIeMEHTa,
KOTOpBIE MOTYT Y9aCTBOBaTb B TPAHCIIO3WIIMU W aKTHB-
HO mepemeniaiorcs 1mo reHomy. CieayeT OTMETUTD, YTO
B CTaphbIX JIAOOPATOPHBIX JMHMAX U MPUPOIHBIX TOMY-
JISIUUSIX TpeobiiagaeT “HeaKTWBHbIN” BapuaHT (Pasope-
HoBa u ap., 2001), Torma Kak TPaHCIO3WULMOHHO IOJI-
HOLEHHbI U MH(MEeKUMOHHBIN BapuaHT M/T4 (gypsy),
MMO-BUIWMOMY, B HACTOSIIEe BPEMST OCYIIECTBIISICT WH-
Ba3Wi0 W OBICTPO PACIIPOCTPAHSIETCS B €CTECTBEHHBIX
mecTtax ooutaHusi apo3oduiabl (Mejlumian et al., 2002).
DTO sIBIeHUE, OYEBUIHO, OTPAKAET €CTeCTBEHHBIIN TPO-
necc spomouuun D. melanogaster. B 1o Xe Bpems u
cam MITI'4 (gypsy) mpeTeprieBacT 3BOJIOLMOHHbIC W3-
MeHeHus1. C ogHOI CTOPOHbI, OHM MOIYT OBbITh C MO-
JIEKYJISIPHOM TOUYKW 3peHUS] OTHOCUTEIbHO HEOOJbIIN-
MM (TaKMMU, KaK eIWHUYHBIC 3aMEHBI aMUHOKUCIIOT,
HaOogaeMble B Pa3HBIX KOIMMSAX 3TOTO PETPOTpaHC-
MO030HA), C OPYyroii — BecbMa 3HAuYMTeJIbHBIMU. Ilo-
CKOJIBKY BMJIOB PeTpPOTpaHCIIO30HOB, uMmeromux OPC3,
Ype3BbIYAaflHO Majlo, BEPOSITHEE BCEro, M3HAYaJbHO
BTOT CTPYKTYPHBIA KOMIIOHEHT Y HMX OTCYTCTBOBAJI.
DuUIoreHeTUYSCKHUE MCCACTOBAaHUS HYKJICOTUIHBIX I10-
cinegoBarenbHocTelr jomMmeHoB OPC2 (pol) perpoBupy-
COB ITO3BOHOYHBIX OJHO3HAYHO ITOKA3aJM, 4YTO OHU
SIBJISTIOTCSI TIPIMBIMM  TIOTOMKAMM  PETPOTPAHCIIO30HOB
C IJTMHHBIMUA KOHIIEBBIMHU TOBTOpaMu. [Ipmobpets reH
env, OHU TIPEBPATUINCh B MH(MEKIIMOHHBIE PETPOBH-
pychl (Xiong, Eickbush, 1990). ITo-Bunumomy, mo 3To-
My e CLIeHapuio TPOMCXOAuIa DBOJIOLMS PETPOBU-
pYCOB M y O0€CIO3BOHOYHBIX, TakKMX Kak Drosophila,
Caenorhabditis n Ascaris. Tlokazano, yto MJII'4 (gypsy)
D. melanogaster 3auMmctBoBan TeH env (OPC3) y Gaky-
noBupycoB, Tas y A. lumbricoides — y reprecBUpPyCcOB
(Bupychl oboux KJjaccoB comaepxar aByHuteByto JITHK
U He MMEIOT B XM3HEeHHOM uukje craauu PHK-uH-
tepmenuara), Cery C. elegans — y hneboBupycoB (co-
nepxainux ogHoHuteByto PHK) (Malik et al., 2000).
Takas ke 3BOJIOLIMOHHASI CTpaTerusi M3BeCTHa W s
pacTeHMi B ciydyae KayJIMMOBMPYCOB, OJM3KUX K peT-
poTpaHCIIo30HaM Oecro3BoHOUYHbIX Tua MJIT'4 (gypsy)
u perpoBupycaM Mo3BoHOUHbIX (Koonin et al., 1991).
DKCIepUMEHTAIbHO TI0Ka3aHO, 4YTO PETPOTPAHCITO30-
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HBI C JUIMHHBIMW KOHIICBHIMU TTOBTOPAaMU MOTYT BHE-
NIpSITbCSl B TeHOM 0OakyJyioBupycoB. [lo-BuaumMomy, B
pe3yyibTare IOCIEAYIOIINX PEeKOMOMHALIMOHHBIX COOBI-
TUI MOTJIO MPOUCXOAUTH OOBbEeAMHEHNE Te€HOMOB peT-
poTtpaHcIio3oHOB M OakynoBupycoB (Koonin et al.,
1991). HeiictButensHo, MIT'4 (gypsy), paHee cyulecT-
BOBaBIIMI KaK OObIYHBINA PETPOTPAHCIIO30H, NMPUOOpPE
TOTOBBI T€H env, yXe NMPOLIEAIIUNA €CTECTBEHHbIA OT-
60p U 3(pdeKTUBHO (PYHKUMOHUPOBABILIUKA y OaKyJo-
BUPYCOB, YCIIEIIHO MPUCOEIUHUB €ro K CBOEMY T'eHOMY
B Buge OPC3. OgHoBpeMeHHO OH IpuoOpesa U nH(peK-
LIMOHHbBIE CBOMCTBA, MPEBPATUBIIUCH B PETPOBUPYC, HO
B TO X€ BpeMsl COXpaHMB BCE paHee IPUCYIIUE eMY
CBOIiCcTBa peTpoTpaHcrno3oHa. Bupychl rpynmbel M4
(gypsy) BbIIENIEHBI B OTHe/bHOE ceMelicTBo Metaviridae
HOBOI'O KJjlacca, MOJIyUMBIIEr0 Ha3BaHUE 3ppaHTUBU-
pycoB Hacekombix (Boeke et al., 2006). OueBHMmHO,
NpuoOpeTeHUE NeHOB, 00ECIeUnBaOIINX BUPYJEHTHbIE
CBOICTBA, B XOIE DOBOJIOIMU pPa3HBIX TPYIIl BUPY-
COB TIPOMCXOAWJIO MHOTOKPAaTHO W HE3aBUCUMO IpYT
OT Hpyra.

Couetanue OPC2 (pol) u OPC3 (env) y perpo-
TPAHCIIO30HOB HAaCEKOMbIX OKa3ajJloCh yIaYHbIM M KakK
CJIeJICTBUE ObLIO TOIEPKAHO €CTeCTBEHHBIM OTOOPOM.
OPC2 MAT4 (gypsy) D. melanogaster xoaupyer Ipo-
Teasy, oopaTHyto TpaHckpunTtaldy, PHKa3zy H u unrer-
pasy (Hoffmann, Reichhart, 2002). Jo cux mop OKOH-
4YaTeJIbHO HE U3BECTHO, (DYHKLUMOHUPYIOT OHU B BUAC
OTHEJIbHBIX (PEPMEHTOB WM OJHOIO IOJUMIAOMEHHOIO
nojaunenTtuaa. TeM He MeHee MoKa3zaHo, YTO MHTerpa-
3a B yCJIOBMSX in vitro MoxeT 3(dekTuBHO pabdoTaTh
U B BUAE OTIAEJbHOIO MOJUIIEeNTUAA, crheludUuuecku
y3HaBasl M paspesasi Mocjie10BaTeIbHOCTU HYKJIEOTHUI0B
(I'nmyxoB u ap., 2000). Cyurtaercsi, UTo OHa (PyHKIIUO-
HaJbHO IIpenHaszHaveHa misl mHcepuuu AHK-xomnmii,
o0pasylolluxcsl B pe3yjbTare OOpaTHOU TpaHCKPUII-
LU, B CAUTBI-MUIIEHU XO3IMUCKOrO0 T€HOMAa B IPOLEC-
ce perporpaHcno3uuuu. [lo Kpasgm BCTpOEHHOI KO-
nuu GopMuUpyeTCsl KOpPOTKasi MYTUIMKALUs XO3SIACKOM
JAHK. Bneapsis takue JHK-xonuu M4 (gypsy)
B XpPOMOCOMBI JIp030(UJIbl, MHTErpasa IepeBOAUT MX
B COCTOSIHM€ MpOBHUpYyca. XOPOIIO M3BECTHO, YTO peT-
pPOTPAHCITO30H MOXET MCKIIIOYaThbCsl M3 COCTaBa Xpo-
MOCOMBI 3a CYeT TOMOJIOTMYHON PeKOMOMHALIMU MeXK-
Iy KOHILIEBBIMU ITOBTOpPAMM, OCTaBJsisl B caliTe ObIB-
1Ieil MHCepPUMU OOMH M3 HUX (HETOUHOE BbIpE3aHMUE).
Ecnu xonust peTpoTpaHCo30Ha, BHEAPUBLIKUCH B TeH,
BbI3BaJIa €ro MYTallMI0, B Cllyyae TakKoro HETOYHOTO
BbIpe3aHUs ero (pyHKUMSI TOJHOCTbIO HE BOCCTaHABJIU-
BaeTcs, U (PEHOTUIT MHCEPLIMOHHOIO MYyTaHTa HE BO3-
BpaiaeTrcss K HopMme. B To Xe Bpems IOKazaHO, 4TO
uHterpaza M/I'4 (gypsy) cmocoOHA BBIMOJHSTH TOY-
Hbele skcuu3un MIT4 (gypsy). OHa y3HaeT crieuu-
¢uryeckre mnocnaea0BaTeIbHOCTU MO KpasM JIMHHBIX
KOHILIEBbIX IOBTOPOB U BBIPE3aET WX, HE OCTaBJIsIsI
ayruvkanuu B xossiiickoin [IHK. B takom ciyyae Ha-
OstomaeTcs TIOJHAsl peBepCHUs] MHCEPLUMOHHOK MyTa-
LUMU K JAUKOMY TUIly. DTOT MpPOLECC 3aperucTpUpOBaH

in vivo Kak B reHome Apo3oduiibl B cucteme MS—SS
(Kysun u np., 1994; Kuzin et al., 1994), Tak u B cmne-
LMajJbHOM OWMIJIa3MUIHON cucTeMe B KieTKax FEsche-
richia coli (Hedenosa mn ap., 2006). Takum obOpaszom,
neiictBuTenbHO MHTerpaza MT4 (gypsy) MoxXeT ocy-
LIECTBSATh €ro TOYHOE BbIpe3aHWe U, CJeloBaTesIb-
HO, PETPOTPAHCIIO30H MOXKET CaMOCTOSITEJIbHO MCK-
JIIOYAThCHd U3 caliTa MHCEPLUMUU XPOMOCOMBI XO3SIHCKOMN
KJIETKM TI0 TOYHOMY MeXaHW3My. B Takom ciydae wH-
cepuoHHble Konuu MJIT4 (gypsy) MoryT paccmaTpu-
BaTbCcsl KaK SHIOTGHHBIE MPOPETPOBUPYCHI, a TOYHO
BbIpE3aHHbIC M YIAaKOBaHHbIE B OCJIKOBBIN Karcum —
KaK DBHIOreHHbIE PEeTPOBUPYChI. BrojiHe BO3MOXKHO,
YTO MOCJea0BaTeIbHAs CMEHA COOBITUI MO CXeMe “UH-
Terpamus — TOYHOE HCKIIOYeHUE” MOXET MPUBOAUTH
HEe TOJBKO K HaJbHEWIedl TPaHCIO3WIINM B HOBBIC
CalThl XO34MCKOr0 T€HOMA, HO U K IIEPEXOIY PETPO-
TPaHCTIO30Ha M3 COCTOSIHUS TIPOBHpPYCA B COCTOSIHHE
MH(MEKIMOHHOro Bupyca. IlokazaHo, 4YTO BHUpPYCHBbIE
yactuusl MJT4 (gypsy), dopmupyloimecss B MUTAIO-
KX ¥ (POJTUKYISIPHBIX KJIETKaX, MepeaaroTcsl B OOLM-
Thl, uHGUUUPYs ux (Pelisson et al., 1994; Song et al.,
1994). MN3BecTHO, 4TO OJM3KUII K HEMY PETPOBUpPYC-
peTpoTpaHcIio3oH ZAM miepenaercs u3 (GOJIMKYJISIPHBIX
KJIETOK SIMYHWKA B OOIMUTHI TTOCPEICTBOM SHIOCOM U
9K30COM BO BpeMs TpaHcmopTa Xeyitka (Brasset et al.,
2006). Takum oOGpa3oM, KM3HEHHBINA LUK PETPOBUPY-
COB Ip0o30(WIbl HE OTPaHUYMBACTCSI BHYTPUKIETOUHDI-
MU COOBITUSIMU, XOTSI BOMPOC O TOM, MOTYT JIM OHU
9KCKPETUPOBAThCS B TeMOIUMGY WIM OKPYXAIOUIyIo
cpelly, OCTaeTCsl OTKPBITHIM.

CoBepIIIeHHO OYEBUIHO, YTO TIPHOOpeTeHNe MH(EK-
IIMOHHBIX CBOMCTB pacimpsieT chepy OMOTOTHUECKUX
TTOCTIeACTBUN (PYHKIIMOHMUPOBAHMST PETPOTPAHCIIO30HOB
B TE€HOME OpraHM3Ma-xo3suHa. Hapsmy ¢ reHeruue-
CKOIf HEeCTaOMJIbHOCTBIO KaK CJEACTBUEM TPAHCITO3M-
LIMM, OHU CTAHOBSTCSI CIIOCOOHBIMU K BBICOKO?((hEK-
TUBHOMY TOPU3OHTAJIbHOMY IE€PEHOCY HACJIEeICTBEHHOM
“H(OpMalKM, KOTOPBI OMUcaH y ApOo30(uUbl daxe
JUTST HeMHMEKIIMOHHBIX TPYIIIT MOOWJIBHBIX 3JIEMEHTOB
(P, mariner (Clark et al., 1994; Prud’homme et al.,
1995), B npyrue perpotpaHcrno3oHsl (Jordan et al., 1999)).
DTO yBeMMYMBAET BEPOSITHOCTH TMEPeHOCA TeHEeTUYECKOM
nH(OpMaAIMM HE TOJBKO Ha MEXIOMYISLIMOHHOM, HO
U Ha MexBuIoBoM ypoBHe. Tak, MJII'4 (gypsy) mupo-
KO pacmpocTpaHeH B moarpynme D. melanogaster, HO
BCTpEYaeTCsl TaKXKe U y JAPYTMX HEPOACTBEHHBIX BU-
noB Drosophila, B KOTopble OH MOT PacIpOCTPaHUTHCS
IyTeM TOPW3OHTAJIBHOTO M BEPTUKAILHOTO IIepeHoca
(Terzian et al., 2000).

Takum o6paszom, misga M/T4 (gypsy) xapakrepHa
JNBOMCTBEHHAs IIPUPONA: C OJHOW CTOPOHBI, 3TO THU-
MUYHBIA PETPOTPAHCIO30H C IMHHBIMU KOHIIEBBIMU
MOBTOPaMM, CITOCOOHBIN K aKTHBHBIM TPaHCHO3ULIUSIM,
C IpYyroii — 3TO HACTOSIIMIA BUpYC (peTpOBUpYC, dpP-
paHTUBUpPYC, MeTaBUpyC), oOJagalolMii MHMEKINOH-
HOCTBIO M CIMOCOOHOCTBIO BCTPaMBaThCsl B XO3SIMCKUU
TeHOM, IIepexoAs B COCTOSHHME SHIOTEHHOTO IIPOBH-
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pyca, u uckiawyatbcsi U3 Hero. Ilpu paccmoTpeHuun
NIBYX YHUKaJIbHbIX cBOMcTB M/IT'4 (gypsy) 3akoHOMEp-
HO BO3HMKAeT BOIPOC 00 MX B3aMMOOTHOIICHUSX.

C omHOI CTOPOHBI, OYEBUAHO, YTO B POJM WH-
(eKIIMOHHOTIO PEeTPOBUPYCAa MOTYT BBICTYIATh TOJbKO
MoJIHOpa3MepHble “akTuBHble” kormuu MIT4 (gypsy),
cnocoOHble K perpoTpaHcnosuuu (Kim et al., 1994).
C npyroii — M3BECTHO, YTO MX TPAHCMO3ULMUU MOTYT
MPOUCXOJAUTh HE BO BCEX KJeTKaX Apo30duiabl 1 aa-
JIeKO He BO Bcex JuHusix D. melanogaster. B 00JIbIIIMH-
CTBE CJIy4aeB TOJIHBIM CITEKTP M3BECTHBIX B HACTOSIIIEE
BpeMs cBoiictB MJII'4 (gypsy) He TposSIBASETCS, U peT-
POTPAHCIIO30H HAXOAWUTCS B KJETKax B PErpeccupo-
BaHHOM COCTOSIHMU. IIOCKOJNIBbKY 3TOT 3ppaHTUBUPYC
MOXKET paccMaTpuBaThbCsl KaK BHYTPUKJICTOUYHBINA Ma-
pasuT apo30ouibl, B OpraHU3Me M KJEeTKaxX XO3siMHa
JOJDKHBI CYIIECTBOBATh MEXaHWU3MEI, TPEITSITCTBYIONINE
ero OECKOHTPOJbHOMY pPa3MHOXEHMIO W Tlepemelle-
HUIO TI0 TeHoMY. JleiCTBUTENbHO, B OOBIYHBIX JTUHMSIX
D. melanogaster, xak mpaBuiio, Habmomaetcsa 1—5 Ko-
nuit MIAI'4 (gypsy) B oyXpOMaTHHOBBLIX palioHaX Xpo-
MOCOM. B reHeTmuecku HeCTaOUJIbHBIX JMHUSIX, B KO-
TOPBIX HAOJIONAIOTCSl AKTUBHBIE €ro TPaHCHO3ULIMU,
9TO YMCJIO BO3pACTaeT, HO HUKOIJA HE IMpeBbIIIAeT
35—40 (Kum u ap., 1989; Kim et al., 1990). Oue-
BUIHO, CYIIECTBYET BEPXHSS T'paHUIA aMITTA(UKAIUN
9TOr0 MOOWJIBLHOTO TF€HETMYECKOIro 3JieMeHTa. DTa 3a-
KOHOMEPHOCTb OTpaxkaeT CYILLECTBOBAHMUE “TOKCHYECKO-
ro” addexra 6osabIoro urciaa konuir MIAT4 (gypsy).
BeposiTHO, OHM CWJIBHO HapyllalOT MPOLIECChl KU3-
HeNesITeIbHOCTU KJIETOK, M T€ M3 HUX, B KOTOPBIX aK-
KyMyJupyeTcsi OoJibllie KPUTUUYECKOro 4Yucjia KOMui
39TOro PeTpOTpPaHCIIO30Ha, MnorubdamT. O0 3TOM CBUE-
TEJbCTBYIOT BbICOKAsl YacTOTA JIETAIbHBIX MyTallMii, MHO-
JK€CTBEHHBIE HApYIIeHUs WHIWBUAYAIHHOTO Pa3BUTHUS
U HEKPOTUYECKHWe M3MEHEHMSI B TKaHSIX 0cobeil Tex
JIMHUM Apo30(uUiibl, B KOTOPbIX HAOIIOJAETCS aKTUBU-
3auus TpaHcnosuuuit MAT4 (gypsy).

OueBunHo, y D. melanogaster iMeeTCsl BPOXKICHHbII
cneuuduyeckuit umMMmyHurter npotuB M4 (gypsy),
TTO3BOJISTIONINIT B HOPMAJIBHBIX YCIIOBUSIX OTpaHUYNBATh
ero CyuecTBOBaHMWE WHTErPUPOBAHHBIM COCTOSIHUEM
B XO03s1ickux xpomocomax. B atoii cutyauum MIT'4
(gypsy) BeneT cebs Kak OOBbIYHBINM CTAOMJIbHBINA pEeTpo-
TPaHCIO30H. B yclnoBuUsIX, HapyllIaOIIUX TaKO UMMY-
HUTET, HaOJI0AaeTCsl TeHEeTUYeCKass HeCTaOUIbHOCTb U
MPOSIBJISIIOTCS UH(MEKIIMOHHbIE CBOWMCTBA 3TOTO PETPO-
TpaHcno3oHa-perpoBupyca. [TomoOHbIe U3BMEHEHUsI Ha-
omonatorcst B KyabType kietok (Chalvet et al., 1998),
II¢ CHMMaeTCs OpPTraHM3MEHHBIM KOHTPOJIb W MHOTHE
MPOLECChl OCYILIECTBIISIIOTCS MHAYe, 4eM in vivo. Y apo-
30(MJIBI BPOXKIEHHBIE UMMYHUTET K 9K30T€HHBIM WH-
dekusaM npeacTaBisgeT co00il ObICTPhIN KOOPAUHUPO-
BaHHBIN LIEJIEHAIIPaBJIE€HHbIA OTBET, HEUTPAIUIYIOLLIUI
BHEILIHUE BUpYJEHTHbIe dakTopbl. M3BecTHO, 4TO 00-
IIUIT UMMYHUTET K TpUOaM UM TPaMITOJIOXUTEILHBIM
OakTepusiM KOHTPOJUPYETCSI KacKajoM TeHOB, M3 KO-
TOPBIX KJIIOUEBBIM sBJsIeTcss 7oll, a B yCTOMYMBOCTU

K TpaMOTPHULIATEIbHBIM OaKTepHUsIM TIEPBOCTETICHHYIO
poib urpaet reH Imd. Tlpu 3TOM MMMYyHOJIOTHYECKUE
peakuuu y Ipo3ouiabl U MJIEKOIUTAIOIINX OKa3bIBa-
I0TCSI BO MHOTOM MOXOXMMHU. HeyauBuTenbHO, 4TO Bce
TeHbI, y4acTBYIOLIME B 3alllMT€ OpraHW3Ma OT BHEl-
HUX WHOEKUUA, HAXOAITCS TOM MPSIMbIM IEHCTBUEM
€CTECTBEHHOIro OTOOpa KakK >KM3HEHHO HEeOO0XOIUMbIE
(Hoffmann, Reichhart, 2002; Wasserman, 2004).

MMMYHHOCTBH K 3HIOTreHHOMY peTpoBupycy MT4
(gypsy) InomxHa WMMETb MHYIO TMPUPONY, ITOCKOJbKY
9TOT MOOWIBHBIN 3JIEMEHT ITOCTOSIHHO TIPUCYTCTBYET
B I€HOMeE, a ero MpOAYKThl — B HYKJEOIUIa3Me U IIH-
ToIla3Me BceX KieTok. JleiictButenbHo, y D. mela-
nogaster MASHTU(GULMPOBAH 0COObIN JIOKyC flamenco
(Prud’homme et al., 1995), KoTopblii BBITIOJIHSIET POJIb
peryadaropa TpaHcno3uuuii MIAT'4 (gypsy). B auHwusix
JIpo30(WiIbl, HECYLIMX HOPMaJbHbIU ajuienb flamenco,
He3aBUCHUMO OT CTpykTypbl MJIT'4 (gypsy) u ero mpu-
HAUIEKHOCTU K “aKTUBHOMY' WIU “HEaKTUBHOMY
MOJACEMENCTBY, MEpPEeMEIIeHUsT 3TOT0 3JeMEHTa He pe-
ructpupytorcs. Takue “HernepMUCCHUBHBIE” JIMHUM BCe-
roa ctabuibHbl. Ecnu xe flamenco oka3blBaeTcsl B My-
TaHTHOM COCTOSIHMM, KaK B “IIEPMUCCUBHBIX” JMHUSX
MS (Kum u gp., 1999) u MG (Prud’homme et al.,
1995), B reHOMe KOTOpBIX MMEETCS aKTUBHbIN Bapu-
anT M/T4 (gypsy), HabaomaeTcs MposiBIEHUE TOJTHOTO
KOMILJIEKCA CBOWCTB TE€HETUYECKOW HeCTaOUIbHOCTH.
Jlokyc flamenco pacmonoxkeH B MPUIIEHTPOMEPHOM Te-
TEPOXPOMATUHOBOM paiioHe X-XpOMOCOMBI, Tae JO-
Kajqu3yeTrcsl B LUTOreHeTHMYeckoir moacekuuu 20A1-3
(Prud’homme et al., 1995). HecMoTpst Ha TO 4TO Me-
XaHU3M JIeMCTBUS JIoKyca flamenco moka He M3BECTCH,
HEe YBEHYAJIUCh YCIIEXOM TIOMBITKM €T0 KJIOHUPOBATH,
a TakKe CJIOXHAs OpraHM3alusl paiioHa, B KOTOPOM
oH pacnonoxeH (Robert et al., 2001), coBepiueHHO
OYEeBUIHO, 4TO flamenco NENCTBUTEIHLHO KOHTPOIUPY-
et TpaHcnosuuuu M4 (gypsy). Tonbko B HpucCyT-
CTBUM MYTAHTHBIX ayieneil flamenco B KjeTKax ApoO-
30hWIbl B pe3yjbTaTe ajJlbTEPHATUBHOIO CIUIalCUHIA
cuHTe3UupyeTcsl (DYHKIIMOHAIbHBII O€JIOK env, HeoO0XO-
IUMBIN JUIs1 pa3BUTUs MH(MEKLIMOHHOTO Tpolecca (Pe-
lisson et al., 1994), u NOpPOUCXOAAT TOUHbIE SKCILIU-
sun M4 (gypsy) (Kysun u ap., 1994; Kuzin et al.,
1994). Takum o6pazoM, Jokyc flamenco OTHOBPEMEH-
HO ¢ TpaHcno3uuueir MJII'4 (gypsy) KOHTpOIUPYET U
UH(EKIMOHHbIE CBOMCTBA 3TOro 3ppaHTUBUpyca. Oue-
BUIHO, MMEHHO 3TOT JIOKYC U SIBJISIETCSI OCHOBHBIM
KOMITOHEHTOM CTeln(pUIecKOil MMMYHHOCTH D. mela-
nogaster k. MIIT'4 (gypsy) kak Kk petrpoBupycy. Iloato-
My, UISS TOTO YTOOBI TPOSIBISIICA TIONHBIA CIEKTP
coiictB MJ/II'4 (gypsy), pUCyTCTBUS B KJETKE IOJI-
HouieHHoro M/II'4 (gypsy) HemoctarouHo. Kpome 3TOro
HEeoO0X0AUMO, YTOOBI JIOKYC flamenco XO03sICKOTr0O TeHO-
Ma HaXxoouJCsd B MYTAaHTHOM COCTOSIHUU.

I[Ipu wuccaenoBaHuu TMoOAUMOP(DU3MA CTPYKTYPbI
M/T4 (gypsy) u craryca Jokyca flamenco B MHOTrO-
YUCJIEHHBIX JA0OpAaTOPHBIX JUHUSX PA3IUIHOTO TIPO-
WCXOXICHUST W TIPUPOIHBIX TIOMYJISIIUSAX ObLIO OOHA-
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PYX€HO, YTO, KaK TIPaBUJIO, B HUX PealM3yeTcs JINIIb
OIHO W3 ABYX IepeuyMCICHHBIX BbImie ycimoBuii (Ky-
cymuny u ap., 2001; PazopenoBa u np., 2001). UmeH-
HO TIOPTOMY OHU OKAa3bIBAIOTCSl CTAOMJIBHBIMU U Be-
oyt cedst “HopManbHO”. OOHM HECYT MyTalluu B JIO-
Kyce flamenco, HO He MMEIOT ToJHoleHHOoro MJIT4
(gypsy), B apyrux HaOJ0gaeTCsl MPOTUBOMOIOXHASI CU-
Tyauus. B TpeTbux HeT HM akTuBHOro MIT4 (gypsy),
HU MyTamumii flamenco. DTa 3aKOHOMEPHOCTb, OYCBU/I-
HO, SBISIETCS OTpaXXeHHEeM pe3yIbTaTOB €CTECTBEHHO-
ro orbopa, HamnpaBJIeHHOTO MPOTUB JECTaOUJIU3ALUU
reHoMa, KOTOpas IOCTUTAeTCsl JMOO TMPSIMO IIyTeM
Tpancnosuuun MJII'4 (gypsy) B KauecTBe peTpoTpaHC-
M030Ha, JUO0 MyTeM WH(EKIIMOHHOIo pacrpocTpaHe-
HUSI ero Kak peTpoBUpyca ¢ Iocjenylouieil TpaHc-
mo3unuei. TakuMm oGpa3oM, MPOIBETAHWE TTOIMYJISIIUIA
D. melanogaster u BUga B 1ieJOM 0OeCIieUMBaeTCsl Co-
npstkeHHoi aBomonueit MJIT4 (gypsy) U KOHTpoOJu-
PYIOIIETO ero JIoKyca Xo3siickoro reHoma — flamenco
(Pelisson et al., 1997). YuutbsiBasi, YTO B T€HOME JpO-
30(bUJIbI, BEPOSITHO, MMEETCSI MHOXECTBO BMIOB 3HIO-
TEeHHBIX PETPOBUPYCOB, JIMILIbL OJHUM U3 IPUMEPOB
koTopeix sBisietcst MJIT'4 (gypsy), MOXHO Tipeacra-
BUTb, HACKOJIBKO MACIITAOHBIMU IOJIKHBI OBITH YCH-
JINST XO3SMCKOTO TeHOMa, HaIlpaBJICHHBIE Ha COXpaHe-
HUe LEJOCTHOCTU M cTabWiIbHOCTU. B TO Xe BpeMs co-
BEepIICHHO OYEBMIHO, YTO T€HOMBI Pa3HBIX, JaXe CH-
CTEeMaTUYECKd CWIbHO YHAJEeHHBIX BUIOB HE M30JM-
pOBaHbl IpPYyr OT Ipyra, a IIOCTOSIHHO OOMEHUBAKOTCS
KOMIIOHEHTaMM, TpuoOpeTas WIM 3alMCTBYS HOBBIC
CBOJICTBA.
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MOBILE ELEMENT GYPSY (MDG4) — ENDOPARASITE
OF DROSOPHILA MELANOGASTER: REGULATION
OF TRANSPOSITION AND INFECTIVE PROVERTIES

A.l Kim

Some properties of endogenous invertebrates retroviruses belonging to Errantiviridae (Meta-
viridae) are analyzed learning by example of mobile element gypsy of Drosophila melanogaster.
Possible evolution events and mechanisms of their origin from retrotransposons by joining with
genes from viruses of different systematic groups are considered. The most important role of the
locus flamenco in a processes of inner immunity to gypsy in Drosophila melanogaster is affirmed.

Key words: genetic instability, retroviruses, retrotransposons, mobile elements, horizontal transfer,
immunity.
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