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BBEJIEHUE

AKTyaJabHOCTH NpodJemMsbl. Bpems perunkanuu JJHK B S-¢ase kinerounoro
[UKJIa OOBIYHO KOPPEIUPYeT C TPAHCKPUIIIMOHHON aKTUBHOCTBIO T'€HOB W3
cootBeTcTBYOIMX paiionoB (Hagele, 1973; Schubeler et al., 2002; MacAlpine et
al., 2004; Donaldson, 2005). Kak npaBuio, nmo3aHssi periukamnus Ha0Iro1aeTcs B
TPAHCKPUIIIIMOHHO HEAKTHBHBIX pPalOHAX XPOMOCOM, B OOJIBIIMHCTBE CIIy4yacB
NPEICTAaBICHHbIX MpUIIEHTpOMEpHBIM reTepoxpomatuHom (III'X), koropsie
HAXOJSATCS B KOHJICHCHUPOBAHHOM COCTOSIHUM B MHTepdaszHbix xpoMocomax. K
MO3/IHO PETUIMIUPYIOUIUMCS pailOHaM OTHOCATCS TaKyK€ U MPOTSIKEHHBIE YUYACTKU
syxpomatusa (IX) pasmepom okosio 200-1000 T.m.1. (White et al., 2004).

Y D. melanogaster miponiecc TO3AHEH peIUIMKAIMKU YAOOHO H3y4yaTh Ha
MOJINTEHHBIX ~XPOMOCOMAaxX CIIIOHHBIX JKeJlie3, OOpa3yloluxcsi BO BpeMms
MOIU(PUITUPOBAHHOTO KJIETOYHOTO NHUKJIA — SHAomuKiIa. [lpw sHmoperumkanun
OTCYTCTBYeT MHTO3, U (-(aza cieayrolero LMKIa HAYUHAETCS N0 TOro, Kak
yCIEBAaeT 3aBEPIIUTHCS S-daza MPEembIAyIIero, IMO3TOMY MHOTHE TO37THO
PEIUTUIUPYIONIUECS TTOCIEI0BATEILHOCTH HE YCIIEBAIOT 3aBEPIINUTD PEIUTUKAIIUIO K
KOHIIYy Ka)XJIOr0 SHJIONMKIIA U OcTarTcs HemoperunupoBaHHeiMu (Gall et al.,
1971; Smith and Orr-Weaver, 1991; Lilly and Spradling, 1996). Kpome paiionoB
IPULEHTPOMEPHOTO TE€TEPOXpPOMATUHA, €cTh eme okoino 240 palioHOB,
pa30OpOCaHHBIX MO AYXPOMATHHOBBIM IJIEYaM XPOMOCOM, B KOTOPBIX HaO01aeTCs
NO3JHSAS PEIUIMKAlWsS U 4acTO HEAOpEIUIMKAlusA. DTH pallOHbl XapaKTEpPU3YIOTCS
HE TOJIbKO MO3AHEH pEeIUIMKalKUe, HO M HEKOTOPbIMH JPYTHMMH MpHU3HAKAMU,
CBOMCTBEHHBIMU T'€TEPOXPOMATHUHY, — 3TO KOMIIAKTHOE COCTOSSHUE U HU3KUU
ypoBeHb TpaHckpurnmuu (Zhimulev et al., 2003b). [Ins Takux pailoHOB BBEJEH
TEPMUH UHTEPKaISpHBIN rerepoxpomarut (UI'X).

Henopennukauust B O0JIBIION CTENEHU ONpeaessieTcs NpoaykroM rena SulUR
(Suppressor of Underreplication), KOTOpPBIA KOAMPYET OENOK, crernuduuecKu
ces3biBaronuiicss ¢ panoHamu III'X m HMI'X Ha mNOIUMTEHHBIX XpOMOCOMax
CIIIOHHBIX KeJle3 JIMYMHOK KOHIa TpeTbero Bo3pacta (Makunin et al.,, 2002;
Zhimulev et al., 2003b). ¥ myrtanTos no reny SuUR (muxus SuUR"™) nsmensiercst
BpeMs pemwmmkaunn JHK B mno3mHo permmmuupyromuxcs pandoHax — OHa
3aKaHUMBAETCA paHbplle, YEM Yy MyX JHKOTO THUIIA, IIO3TOMY YPOBEHb
noauTeHu3auu B paoHax MI'X cTaHOBUTCSA TakuM ke, Kak U B DX pailoHax.
Kpome Toro, mnpoucXoIWT yBEIWYEHHUE YPOBHSA NOJMTEHU3AIMU MHOIHX
nocjenoBarenbHocTe n3 paoHa III'X, 4TO CONpPOBOXKIAETCA MOSBICHUEM
JIOTIOJIHUTEIIBHOTO CTPYKTYPUPOBAHHOTO MaTepualia B pailloHE XpOMOLIEHTpa
(Belyaeva et al., 1998). B cBoro ouepear yBenudenue 103 reHa SulUR npuBOIUT K
YBEIMYCHUIO YPOBHS Hepoperunkanuu B paiionax UI'X (Zhimulev et al., 2003a;
Belyakin et al., 2005).

[Tockonbky SuUR Ha CEroAHSIIHUN JE€Hb SBJSETCS E€IWHCTBEHHBIM
U3BECTHBIM T'€HOM, CIOCOOHBIM OKa3bIBaTh BJIUSHHE Ha BpeMs PEIUIMKALMU U
Henopermkanuo B III'X u UI'X moJuTeHHBIX XpOMOCOM CIIOHHBIX Xeme3 D.
melanogaster, ObIJI0 Obl UHTEPECHO MOHSTH, B KAKUX €LIE KJIETKaX OH paboTaer, y
KaKUX BUJOB MPUCYTCTBYET U HACKOJBKO KOHCepBaTHBEH. Emie oauH Bompoc,




TpeOyIomuii 0TBETa, — ITO MEXaHU3M JeicTBus reHa SulUR; oTIpaBHON TOYKOW B
HTOM BOIIPOCE MOKET CIIYKUTh U3y4YEHHE KOHTPOJIA KCIIPECCUHN I'EHA.

Heau m 3agaum mcciaenoBanus. Llenpio gaHHON pabOThl ObUIO H3y4YEHHE
BinusiHusa O6enka SUUR u ero myrantHeix gopMm Ha mpouecc perumkanuu JTHK,
NOUCK (PYHKIIMOHAJIbHO-3HAYMMBIX paiioHOB B Oenke. [l JOoCTHXKEHHS 3THX
neneit Obutn chopMyIUPOBaAHBI CIEAYIONINE 3a0aun:

e [IpoBecTu JieTanbHBIA MOJIEKYJIIPHBIN aHAIU3 MYyTalluu Su UR™

e [IpoBecTH 3BOIOMOHHBIN aHanu3 re’a SulUR

e YcranoBuTh cBs3b opTosioroB SUUR ¢ nponeccom Henopermkanuu JJHK

¢ BLIsiBUTh KOHCEpBATUBHBIE PAalOHBI B OCJIKE, MOTYYUTh TOUCUHBIE MyTalluU

B HUX, IPOBEPUTH BIMSHUE NOJYYCHHBIX MYTallMi Ha CBOMCTBA OeJKa.

e lccnenoBare BausHue SUUR wHa mnponeccel permkaunu  JHK B

(GOJTUKYISPHBIX KJIETKAX OOLUTOB.

Hayunas noBu3zHa. B nHacrosmieil paboTe yCTaHOBIIEHO, YTO B MYTaHTHOMH
maanu SuUR™ npucyrcrByer nsa ¢parmenta PHK SuUR: omun 10 Mecrta
BCTPOMKM TpAHCIIO30HA, IPYroM - IIOCIHE HEro. BrepBble BBIABIEHO, 4TO
skronuyeckas skcrpeccuss SUUR B (GoTMKYyJSIpHBIX KJIETKaX MNPUBOAMT K
CTEPWJIBHOCTU CaMOK, IPUYMHON KOTOPOW SIBISIETCS MOJABJIEHUE aMIUIM(pUKaIUn
XOPHOHOBBIX I'€HOB. DBOJIIOLIMOHHBIA aHanu3 reHa SuUR y HaceKOMBIX IOKas3al,
YTO OH BBISIBIIAETCS TOJBKO Y ABYKPBUIbIX, a 0emok SUUR npuHagiexuT K rpyre
OBICTPO 3BOJIIOLIMOHUPYIONIMX OenkoB. BriepBeie mokazano, uro uUORF (upstream
Open Reading Frame) SuUR, naxomsmascs B 5’UTR rena, sBasercs Oosee
KoHcepBaTuBHOU 1o cpaBHeHHIO ¢ ORF ocHoBHOro 6enka SUUR. Ha ocHOBaHuu
sBomormonHoro a”anmmza Oenka SUUR 11 BumoB poma Drosophila B Hem
OIIPENEIICHbl KOHCEPBATUBHBIC YYACTKH, IIOJYyYEHbI TOYEYHBIC HAIIPABJICHHbBIC
MyTalMy B JIBYX KOHCEpPBAaTUBHBIX pailoHax, HA N- u C- koHIEe Oelika, IPOBEJIECH
aHanu3 ux BnusHuA Ha pynkiuo SUUR.

IHon0keHus1, BBIHOCHMMBIC Ha 3ammry. Ha 3amury BBIIBHTaroTCA
npeactaBienuss o Oenke SUUR kak ObICTpO  3BOJIIOIMOHUPYIOUIEM, HO
COXPAHSIOLIEM BBICOKYIO KOHCEPBATUBHOCTh B N- M C-KOHUEBBIX y4YacTKax, a
takke B UORF, o6napyxenHoit B 5’UTR rena. dyHkimoHanbHasi 3HAYUMOCTD
KOHCEPBATUBHBIX PAlOHOB MOATBEPKAAECTCS C IMIOMOIIBIO HAIIPABICHHBIX MyTallui
B N-KOHILIEBOM [IOMEHE, KOTOpbI€ MPUBOJAT K ociabieHuto 3(pdexkToB Oenka
SUUR Ha nipo1niecc perimKanyau U CTPYKTYPy XpOMOCOM.

IIpakTHyeckasi EeHHOCTh. [lokazaHo, 4yto mnpoaykt reHa SuUR Moxer
BJIMATh HA npouecchl pernkannu JIHK He Tonpko B CIFOHHOU jkelne3e, HO U B
boNMUKYISIpHBIX KIeTKax sSuYHUKOB. [IpoBenennsiii ananm3 Oenka SUUR
IIO3BOJIMJI  BBIABUTH DBOJIIOLIMOHHYIO KOHCEPBATHMBHOCTH €r0  CTPYKTYPHO-
(yHKUHMOHANBHBIX JOMEHOB. JlaHHBIE O CTpyKType npoaykra reHa SuUR Oynyt
UCTIONB30BaHbl ISl JANbHEHIIEro TMOMy4YeHHs (PYHKIIMOHAIBHO 3HAYUMBIX
MmyTanuil. Beisienenune Boicoko koHcepBaTBHOM UORF B 5’UTR SuUR cayxut
0a30i1 1711 U3yUEHHUS] MEXAHU3MOB KOHTPOJISL TPAHCIIALIMY IE€HA.

AnpoGauusg padotbl. PesynbTaThl paboThl OBbLIM MPEACTABICHBI B BUAC
NOoCTEpOB Ha: 45-0f MEXAYyHApOJHOW KOH(EpPEeHIMH 1O HCCIECIOBAHUIO




apo3zodunbl  (Bammuarron, CIIA, 2004); xoudepeniuun EMBO/®EBC mo
cTtpykrype u auHamuke saiapa (JIs I'pang Mor, @panuus, 2005); wa VIII eBpo-
nerickom cumno3uyme 1o uydeHuto oenkoB (Lropux, Hseitnapus, 2009); koHde-
penunn «KoHTposk skcnipeccuu reHoB U pak» (Mocksa, Poccust 2010), a Takxe B
BUJIE JOKJIAJIOB Ha: 3-ii MeXayHapoAaHo koHepenunn «bruonndopmatuka pery-
JSUMU U CTpYKTypbl reHoma» (HoBocubupck, Poccus, 2002); mexayHapomaHOH
koHpepeniuu «Xpomocoma 2009» (HoBocubupck, Poccus, 2009).

Bkuiag apTopa. OCHOBHBIE PE3YJIBTATHI TOJIYYEHBI aBTOPOM CAMOCTOSTEIBHO.
PaGota mo okpacke NOJUTEHHBIX XPOMOCOM BbINOJIHEHa coBMmecTHO ¢ T.JI.
KonecHukoBol, KIOHMpOBAaHWE W CeKBeHHpoBaHW reHa SuUR y D. erecta
npoBefieHo coBMecTHO ¢ M.B. MakyHUHBIM. AHQJIN3 Pa3jiOMOB Ha MOJUTEHHBIX
XpPOMOCOMAX CIIFOHHBIX keJe3 nmpoBoauiau coBMecTHo ¢ E.C. bensieBoil.

O0bem pabdotbl. /(MccepTanus COCTOMT U3 BBEIEHHUS, 0030pa JUTEPATypHI,
OMHCaHUsI MAaTEPHATIOB M METOJIOB, PE3YJIbTATOB, OOCYKICHHSI, a TAK)KE BHIBOJIOB U
CIUCKA LUTUPYEMOW JUTEpaTypbl, B KoTOpble BxoauT 161 cceuika. Pabora
u3sioxkeHa Ha 116 cTpaHunax MalIMHOMUCHOTO TEKCTa, CONEPXKUT 8 Tadmwui, 22
PUCYHKA U IPUJIOKEHHUE HAa 5 CTpaHMIIAX.

Iyo6aukanmu. [To Teme nuccepraiuu onyOJuKOBaHO 6 cTaTeil.

MATEPHUAJIBI U METOJbI

Jlmnnu _myx. MHcnonb3oBaHHble B pa0OTe JIMHUM MyX OIMCaHbl B
cupaBounuke  Lindsley, Zimm, 1992, B ©0a3e ganasix FlyBase
(flybase.bio.indiana.edu/), a Takxe B cThaTbsix Belyaeva et al., 1998; Makunin et
al., 2002; Yurlova et al., 2009.

Padora ¢ HYKJIEHMHOBBIMM KHCJI0TAaMHU. Bce sKcriepuMEeHThI, CBSI3aHHBIE C
BBIICJICHUEM W aHAJIN30M HYKJIEHMHOBBIX KHUCJIOT, IPOBOJAWIM C UCIOJIb30BAaHUEM
METOJIOB OIMHMCaHHBIX B pykoBojcTBe (Sambrook and Russell, 2001) unu B
COOTBETCBHUH C peKOMeHIanusaMu Gupm-npouspoauteneit Qiagen, Promega u np.

Padora ¢ OakTepusivu W njaazmuaamu. PabGoty c Oakrepusimu u
TUTa3MUIaMU TIPOBOIMIIN 110 CTaHJAPTHBIM MPOTOKOJIaM, ONMCAHHBIM B COOPHUKAX
(Manmaruc u np., 1984; Maszun u ap., 1990), ¢ mebonpmmumu MOAUPUKAIHSIMHU.
KoHcTpykiuu, conepanige TodYedHbIE 3aMeHbl, Obutd TomyuyeHbl [IL[P-
onocpenoBaHHbIM MyTareHe30M (Intine and Nazar, 1998).

Pabdora ¢ Oeakamu. Ilpy MMMyHOOKpAlIMBaHUM MOJUTEHHBIX XPOMOCOM
CJe0BaIM PEKOMEHAAIUAM, U3TI0KEeHHbIM B cTathe Pile and Wassarman (2002),
npu BectepH-010T rubpuauzanuu — pekomenaanusm ¢pupmbl Amersham.

KoMnblOTepHbIii _aHaAu3 JaHHBIX. J[1S BbBIABICHUS 5SK30H-UHTPOHHOMU
CTpyKTypbl ucnois3oBaiu BLAT. Ilpu ananuze OenKOB HCIOIb30BaIU
nporpammsbl: ClustalW, K-Estimator, SAPS, MotifScan, Predict Protein.

PE3YJIBTATBI U OBCYXIAEHHUE
1. Xapakrepucruka mytamun SUURS
Otkpeitue y D. melanogaster E.C. Bensiepoii B 1998 myrarmn SuUR™ nano
IIMPOKHE  BO3MOXKHOCTM  JUII  M3YyYEeHHMs]  CTPYKTYpbl M COCTaBa



reTepOXPOMATHHOBBIX PAMOHOB, MOCKOJBKO B MYTAaHTHOM JUHHUM paiioHbl MI'X
MPAKTUYECKU MOJHOCTHIO MOJTUTEHU3UPYIOTCS, @ paiilOH XPOMOIIEHTpAa CTAHOBUTCS
OoJiee CTPYKTYpUpPOBaHHBIM. MyTanus SuUR"™ He BBI3BIBACT IETANBHOCTH, OHA
BO3HMKJIA B pe3yJbTaTe MHCEPLMH PETPOTpaHCHo30Ha diver (pa3MepoM OKoJio 6
T.1.H.) B 4 5k30H reHa (Kolesnikova et al., 2006). IIpu npoenennn Hozepu-6y10T
rubpuausanny B muann SuUR™ npoxykt rena SuUR ue BoisBisercst (Makunin et
al., 2002). [Ins mpoBepKH 3THX JAHHBIX Mbl MPUMEHUIN O0Jiee YyBCTBUTEIbHBIN
meron OT-IIIP, nns kortoporo Obuta wucnosib3oBana PHK, Beimenennas wus
SAYHUKOB JIMHUU W, ru h SuUR®®. Bwputo mokazaHo Hamuume kJIHK-oBoro
NpPOAYyKTa J0 BCTPOWKH TPAHCIO30HA, CIUIACMPOBAHHOIO KAk M HOpMallbHas
kJIHK SuUR, a taxxxe npucyrcreue kK IHK SuUR nocie BcTpoiiku TpaHco3oHa. C
WCIOJIb30BAaHUEM PA3TMYHBIX KOMOWHAIIWNA MTpaiiMepoB U3 TPAHCIIO30HA M U3 TeHa
ObUIO MOKa3aHO, 4YTO Kak ¢ 5’-, Tak M ¢ 3’-KOHLIa reHa oOpasyercs ruOpuaHas
k/IHK, cocrosmas u3 rena m tpancno3ona. Yepes 100-200 m.H. or Hauvanma
Becrpoiiku  k/IHK oOpeiBaercsa, kJ/IHK, xotopas oOpasyercs ¢ 3’-koHIa,
HAYMHAETCS BO BCTPOMKE U WJET JaJibliie B reH. TakuM 00pa3oM, B JIMHUU Su URES
npucyrctBytor 2 ¢parmenta MPHK SuUR, nepekpsiBatomue Bcto MPHK sToro
reHa. Mo>XHO MPEIINOI0XKUTh, YTO MPOIYKT MOCIE BCTPOHUKH PETPOTPAHCIIO30HA
HapaOateiBaeTcs ¢ LTR mpomotopa perporpancno3ona. Y D. melanogaster
KOJIMYECTBO PETPOTPAHCIIO30HOB B JYXPOMATMHOBOW YacTU T€HOMA HAMHOIO
MEHBIIIE, YEM B HU3BECTHBIX TI'€HOMaxX MJIEKOIUTAIONIUX, HO MPHU 3TOM Yy HEe
HaOmoMaeTcst OoJbIloe pa3HOOOpa3ue MOOWIIBHBIX 3JIEMEHTOB, CPEIU KOTOPBIX
LTR perpoTpaHCrO30HBI SBJISIOTCS HaumOoJee TMPEACTABICHHOW TPYMIoOn
(Kaminker et al., 2002). bonee Toro, B reHoMe Jpo30(uiIbl 3HAYUTEIIbHAS YacTh
MOOWIIbHBIX deMeHTOB TpaHckpudupyercs (Deloger et al., 2009). K coxanenuro,
Ha Borpoc, oopasyercs iu ¢ 3Toil PHK GenkoBblil mpoaykT, uMeromuecs y Hac B
HaJMYUU aHTUTEJIA HE MO3BOJISIIOT OTBETUT.

2. Oo0napyxenue rena SUUR y apyrux BuIOB, e€ro JBOJIOLHOHHAS
XapaKkTepucTHKA

Panee mpoBeneHHBIN OUCK 1O 0a3aM JAaHHBIX HE BBISIBUJI TOMOJIOTOB T'€HA
SuUR y npyrux opranm3moB (Makunin et al., 2002). Ilpu in situ rubpuauzanuu
¢parmenta kIHK SuUR na monutennele xpomocombl u mpu CaysepH-010T
rubpuamnzanuu resomuoit JIHK pasueix BumoB apozodunst ¢ k/JHK rena SuUR
CUTHaJ ObUI BBISIBICH TOJIBKO Y BHJOB MNOArpynmbl melanogaster, Haunbonee
OTAQJICHHBIM U3 KOTOPBIX ObLT1 D. erecta (Puc. 1A). Mbl ammmuduiupoBaiu u
onpenenunu nocnenoparenbHocTh TeHOMHON JIHK u kIHK SuUR nns D. erecta,
YTO TO3BOJUJIO YCTAaHOBUTH SK30H-UHTPOHHYIO CTPYKTYypy. CalThl cruialicuHra
OKa3aJuCh KOHCEpBAaTUBHBbI MeXay D. melanogaster m D. erecta. Taxxe Mbl
WCIOJIb30BAJIM TPEICKA3aHHbIEC TMOCIEA0BaTeIbHOCTU s TeHa SuUR Tex BUIIOB,
ypu TeHoMbl noctynHbl Ha caiite UCSC Genome Browser: D. simulans, D.
sechellia, D. yakuba, D. ananassae, D. pseudoobscura, D. persimilis, D.
mojavensis, D. virilis w D. grimshawi (Puc. 1A). Bo Bpems paGoTel MbI
CTOJIKHYJIUCh C T€M, UYTO CTPyKTypa reHa SuUR mjisg msTd BUIOB JIPO30(PUIBI U3



JEBIATH OTJIMYAECTCS B IPEACKA3AHUSAX, BBINOJHEHHBIX Pa3sHbIMHU IPOrPAMMAaMHU.
Jlis atux BuaoB mbl Hapabotanu kJIHK SuUR u onpenenwiv 3K30H-UHTPOHHYIO
CTPYKTYPY WJIM UCIOJI30BAJIM aHHOTALMIO OJM3KOPOJICTBEHHBIX BUIOB.

e’
A b < f,f %QQ“* o ?&
———————————— -/ A. gambiae 732 | 11 [ 81,0
D. mojavensis 1035 | +39 |114,8
Drosophila _I D. virilis 1024 | +45 (1143
D. grimshawi 1014 | +43 |112,6
[ D. persimilis 989 +38 |[110,7
l D. pseudoobscura 986 +41 (1104
Sophophora { | f’_‘_""_’_"_"'f’_a_s_sj‘_‘?_ 269 *34 11076
; D. erecta : 962 | +46 [107,5
D. yakuba 965 | +40 |107,5
D. sechelia | 957 | +42 [107,1
L‘—E& simulans | 954 | +44 (1069
005, P D. melanogaster | 962 | +45 |107.6

PucyHok 1. dunoreHeTudeckoe aepeBo, NMOCTPOEHHOE Ha OCHOBE aHanumsa
benka SUUR (A), m ocHoBHble cBouctBa bOenka y kaxgoro Buga (B).
IMyHKTMPHBIM KBagpaTOM BblAENEHbI BUAbLI NOArpynnbl melanogaster.

VYV npyrux BuaoB reH SuUR He anHoTupoBaH. OmHako mouck mo BLAST
BeIsiBUI cimaboe cxoactBo Oenka SUUR ¢ 6enxkom ENSANGP00000027713.1
komapa A. gambiae (MPHK AGAPO005819, xoopmunater chr2l:21,832,968-
21,835,239, AgamP3 genome assembly). Ho romonorus odens crnabasi, 0KOJIO
25% (E-value 7¢°), u orpannumBaercsi N-KoHIEBOil wacThio (ak 51-276),
ocTajlbHasg 4YacTb O€lKka CHJIBHO HW3MEHEHa, 4YTO JIeJaeT CpaBHEHUE
MOJIHOpa3MEpPHBIX OETKOB HEBO3MOXHBIM. [Ipu 3TOM Oenok komapa Kopoue, yeM
oenok SUUR npozoduiibl, B €ro cpeaHed 4YacTh OTCYTCTBYIOT 3apsiKEHHbIE
KJIaCTEPbI, & CyMMapHbIii 3apsij -11, Toraa Kak y pa3sHbIX BUJIOB JPO30(HIIBI OKOJIO
+40; B 5’UTR rena, xomupyromiero Oemok ENSANGP00000027713.1, He
oOHapyxxeno UuORF. OnHuM wu3 aprymMeHTOoB B TIOJIb3y TOr0, 4YTO OEJOK
ENSANGP000000027713 y A. gambiae — 3TO CWJIBHO MYTUPOBABIIUN TOMOJIOT
SUUR, sBnsercs To, uto y D. melanogaster 3a 3'-xoHuioM resa SuUR HaX0JIUTCS
red CG6310, ananornyno y komapa 3a 3'-koHuom ENSANGP00000027713
Haxoautrcss TeH ENSANGTO00000010378.2 (koopmaunatbel: chr2l.:21,835,318-
21,836,802 AgamP3 genome assembly), romomor CG6310. B cBoro ouepens,
nouck mno BLAST xomapunoro Oenka mpotuB TpaHcaupoBanubix JIHK-
nocienoBatenbHocTed (tBLASTp) BBIABHII ¢ BBICOKMM YPOBHEM JIOCTOBEPHOCTHU
(E value ¢ and ¢**) roMos10roB y KoMapa skentoii mxopanku (dedes aegypti) u
I0’)KHOTO JioMatHero komapa (Culex quinquefasciatus). Y Ipyrux HaceKOMBIX, HE
OTHOCSIIIIMXCS K JBYKPBUIBIM, YbHM T'€HOMBI CEKBEHHpOBaHbl, optosiora SUUR
HaiigeHo He Obuio. [Touck mo BLAST 6enka SUUR nekoropsix BumoB Drosophila



u Anopheles BeisiBHI Tarke Oenok miexonutaronmx ERCC6, koTopeiii HyKeH
IIpYU BOCCTAHOBJIEHUH MAPHBIX pa3pbhIBOB BO BpeMs TpaHckpumnuuu (Troelstra et al.,
1992). Mytauuu B ERCC6 npuBogsat k cunapomy KokksiiHa, mposBIsiomieMcs B
aTpouu 3pUTENbHBIX HEPBOB, IIIYX0T€ U YMCTBEHHOU orcranoctu (Mallery et al.,
1998; Laugel et al., 2008).

3. JBOJIOLMOHHAS XapaKTepucTUKA KOHCcepBaTUBHOM UORF

[Ipu cpaBuenuu renomuoit JIHK SuUR D. melanogaster ¢ renomuoint JIHK
npyrux BunoB Drosophila okazanock, yto 5’UTR rena, rae npeanonoXuTebHO
Haxogutcss UORF, BwhICOKOKOHCepBaTHBHA. XapakTep 3aMeH B OSTOM obiactu
COOTBETCTBYET PACIIOJNIOKEHUIO 3aMEH B KOJHUPYIOMIEH YacTH — TPEXOyKBEHHbBIE
JeJIeuud U UHCEPLMHU, 3aMEHbl HYKJICOTHIOB MO TPETbe MO3MLMH. Y pa3HbIX
BUJIOB JJiMHA Tipeacka3zanHoro oenka u3 5° UTR rena SuUR Bapbupyer ot 62 ak y
D. mojavensis no 72 ak 'y D. erecta (y D. melanogaster 68 aK), y BCeX y HUX TaKxKe
ectb 3 unu 4 BinoxeHHble Oonee koporkue uORF. i1 MHOrMx OpraHus3moB
(MJIEKOTIUTAIOIINE, DPACTEHMS, IPOAOKH) IOKa3aHa pEryasuus TPaHCISAUUU C
OCHOBHOMW paMku cuuThiBaHus 3a cueT UORF. [{ns D. melanogaster nHa ocHOBaHUU
CPaBHUTEIBHOIO aHajdu3a T€HOMOB 12 BUAOB Apo30(uiibl mpeacka3aHo Juilb 44
reHa ¢ koncepBatuBHbIMU UORF (Hayden and Bosco, 2008).

st Becex 11 BuoB 1po30¢usibl ObLIO MPOBEIEHO MMONAPHOE BhIPABHUBAHUE
camoro anuHHoro Oenka u3 UORF u nojcyer yucna UAEHTUYHBIX AMUHOKHUCIIOT B
HeM. s D. melanogaster, D. simulans v D. yakuba MaeHTUYHOCTb COCTaBJISET
100%, »T0 ocobenHo naTepecHo Ha ¢oHe Toro, uto cam 6emok SUUR He siBisieTcs
KOHCEpBAaTUBHBIM. Eciii cTeneHb UIEHTUYHOCTH MEXIy Bugamu D. melanogaster
u D. ananassae nnga Oenka SUUR cocraBmster 66,2%, Tto mis uORF ora
UJEHTUYHOCTh 76,5%. Pa3zmep MEXIMCTPOHHOTO MPOCTPAHCTBA BaApPbUPYET Y
pa3HbIX BUIOB, OT 6 IL.H. Y D. erecta no 56 n.u. y D. virilis, nns D. melanogaster,
D. simulans n D. yakuba ono cocrasisger 20 m.H. lnnaa uORF u MeXIMCTpOHHOE
MPOCTPAHCTBO SIBJISIIOTCS OCHOBHBIMHU TapaMe€TpaMH, OT KOTOPBIX 3aBUCHUT
s dexkTuBHOCT, penHunuanuu Ha ocHoBHOM ORF. ¥V rena SuUR >Tu BeIUMYHHBI
SABJISIFOTCSL CpeHUMHU. [IpennonokuTeabHo, KOHTPOJIb YPOBHS IKCIpEccUuu Oerka
SUUR npu nomomu UORF MoxkeT 00BSICHUTH TO, YTO ITOT OEJIOK MPUCYTCTBYET B
opraHusMe Jpo30(Quiibl B HEOOJIBIIOM KOJIUYECTBE.

4. BoisBiaenue 0esika SUUR y apyrux BuioB apo30¢puibl

VY GonpmmHCTBA BUIOB Drosophila Ha naBieHbIX Ipemnaparax MOJUTEHHBIX
XPOMOCOM CITFOHHBIX JKeJie3 MPUCYTCTBYIOT Pa3iOMbl U clabbie Touku (Zhimulev,
1998). D10 MOXeT yka3piBaTh HAa TO, YTO B OTUX palOHaX CYIIECTBYET
HEJIOPEIUIUKALMS M HAa BO3MOXHYIO poib reHa SuUR B OCYLIECTBIEHUH 3TOrO
npoiiecca. Becrepu-610T ananu3zom O0buU10 nmokazaHo Hanuyue O0enka SUUR y 1-24
YacOBBIX SMOPHOHOB 3BOJIOUMOHHO Omm3koro k D. melanogaster Buma D.
simulans v otnaneHHoro Buja D. ananassae. B xauecTBe KOHTPOJISI UCIIOJIb30BAIIN
munuto heat shock SUUR (H7-X; H7-3), B KOTOpoil HaOII01a€TCs MaKOPHBIA CAlT
okosno 130 k/la. HeoOXomumMo OTMETHTb, YTO KpPOME Ma)KOPHOTO caiTa Ha



BECTEpPHE MPHUCYTCTBYIOT JOIMOJHHUTEIbHBIE Ca0ble CHUTHAJIBI MEHBIIETO pa3Mepa,
KOTOpbIE, CKOpEE BCEro, SBIAIOTCA JerpaJupOBaHHBIMU ¢dopmaMu Oenka.
CornacHo panee noiaydeHHbIM JaHHbIM (Makunin et al., 2002), B C-yactu Oenka
HAXOJATCS MOCJIEI0BATEIbHOCTH, 00eCIIeunBaIOLIMe HECTAOMIBHOCTD OelKa.

JloxanuzoBathk 6eok SUUR Ha MOJUTEHHBIX XPOMOCOMAaX CIFOHHBIX Keje3
JUYMHOK TPETHEro BO3pacTa HECKOJIbKUX TMpejacTaBuTeneil poaa Drosophila
METOJOM UMMYHOOKPAIIMBAHUS HAM HE yAAJIOCh, HECMOTPS HA TO, YTO JJI 3TOTO
ObLTM TOJIy4eHBbl M HUCIOJIb30BaHBI aHTUTENA Ha HamOoJiee KOHCEpBATUBHYIO N-
KoHIIeBYI0 dacTh (ak 1-197) OGenka (Puc. 3). OrcyrctBue Oenka SUUR Ha
XpPOMOCOMAX JAPYTUX BHIOB MPEICTABIAECTCS IOCTATOYHO CTPAHHBIM, IIOCKOIBKY Y
D. melanogaster paznomsl B paitonax MI'X cBs3aHbl MMEHHO C HEIOPCIUTUKAINEH
JIHK B sTux paiionax, Bei3BaHHOM HammuueM Tam Oeinka SUUR (Belyaeva et al.,
1998; Makunin et al., 2002; Zhimulev et al., 2000). MoXHO TPEANOIOKUTH, YTO
CBSI3bIBAHME O€JIKa C MOJIUTEHHBIMU XPOMOCOMAMHU CIIIOHHBIX KeJie3 APYTuX BUJIOB
MeHee CTaOWIBbHO, T.K. B A/ipaxX (DOUTMKYISIPHBIX KJIETOK B 00JaCTH XPOMOIICHTpA
SUUR BbIsIBIISIETCSL HAa JIaBJICHBIX NpenapaTrax Kak u3 sM4HUKoB D. melanogaster,
Tak U D. simulans, B TO BpeMsi KaKk B MyTaHTHOW JMHUU SuUR™ curnama ue
Haomogaercs (Puc. 2).

SuUR®® Oregon-R D. simulans

A

PucyHok 2. VlmmyHo eTeKums 6enka SUUR B onnukynspHbix KrneTkax
oBapves. A, [ — SUUR®®; B, [ - D. melanogaster (Oregon-R); B, E - D. simulans;
A b, B - MMMyHOOKpaLLIVIBaHllle aHTUTENamMmn E45 K ©enky SUUR Lo, E -
okpacka Xé&kctoM. B nuHum ¢ myTaumen SuURFS 6Genok B onnuKynspHbIX
KneTkax oBapueB He BbisBnisieTcs. CTpenkon o603HavyeH XpomMoLeHTp (Xp).

Hns nonreepxknenusa BiussHus SUUR Ha nemopermukanuio JIHK y
D. simulans, camxu nuauu ABI1-GAL4>UAS-SuUR;._,55, KOTOpasi TOMO3UTrOTHA TIO
JIpaliBEPy, aKTUBHOMY B CJIIFOHHBIX KEJI€3aX C PAHHETO Pa3BUTHUS, U TIO TPAHCTEHY,
skcnpeccupyroniemy N-koHueBoil ¢parmeHT SUUR| 455, ObUTM CKpEIIeHBI ¢
camuamu  D. simulans. Ototr ¢dparment (SUUR|455) oOnamaer JOMHUHAHTHO-



HEraTUBHBIM 3P (HEKTOM MPU HKCIPECCUU B CIIOHHBIX KeEJe3aX C PAHHETO Pa3BUTHS
(mon npaiiBepom ABI) na ¢one HOopmanbHoro SUUR, uTo mposiBisieTcss B
BO3HUKHOBEHUU (PEeHOTHINA SuUR™, a NIMEHHO MONHOrO MCYE3HOBEHHS pa3iIoMoOB
Ha xpomocomax (Kolesnikova et al., 2005). Ero skcnpeccust noa npaiiBepom AB1-
GAL4 y rubpunoB D. melanogaster x D. simulans TpUBOIUT TaKXe K
MCYE3HOBEHHUIO PA3JIOMOB Ha O00OMX TOMOJIOrax. DTO SIBJISETCS CBHUAETEIHCTBOM
TOTO, YTO Pa3lOMbl y 3TUX JBYX BHUIOB IOSBIISIIOTCS BCIEACTBUE OJIMHAKOBOIO
MexXaHHu3Ma, B KOTopoM 3ajeiicTBoBaH 0enok SUUR.

5. DBoarounuonnsblii anaau3 6eaka SUUR y npo3oduiabl, CKOpOCTh 3aMeH
B OeJsike

C 1enbio BBISBICHHUS KOHCEPBATUBHBIX PAllOHOB B Oelke ObUIO MPOBEIAEHO
cpaBHenue optojoroB SUUR 11 BunoB Drosophila, koTopoe BBISIBUIO 0O0JbIIOE
KOJIMYECTBO AMUHOKHUCIIOTHBIX 3aM€EH, ACJIEUA U HHCEPLUNA J1aXke y BOJIIOIIMOHHO
Ou3Kkux BUAOB. YTOOBI y3HATh CKOPOCTh 3aMeH B reHe SulUR, ObUIO MOCYMUTAHO
KoinndecTBO CMHOHMMHYHBIX (Ks) u HecuHonumuuHbix 3ameH (Ka) nHa caiit
(kooH) 17t BUIOB MOATPYNIbl melanogaster TNpWU MCHOJb30BAaHUM IaKeTa
nporpaMmMm K-Estimator (Comeron, 1999). M3 ananu3za ObUIM HCKIIOYCHBI
OT/IaJICHHBIE BUBI M3-32 HEOJTHO3HAYHOCTH B BRIPABHUBAHUHU, OCOOECHHO B CpeTHEN
yactu Oenka. KoanyecTBo HECHHOHMMUYHBIX 3aMEH Ha CalT B reHe SuUR Mexmy
D. melanogaster w D. yakuba cocraBnser 0.052, 4ro o4YeHb OJIU3KO K TOMY
3HaueHuto Ka, koropoe xapakTtepu3yeT OBICTPO SBOJIOIUOHUPYIONINE TEHbI
(Schmid and Tautz, 1997). CooTHollleHHME KOJWYECTBA CHUHOHUMHYHBIX U
HecuHoHUMUYHBIX 3aMeH (Ka/Ks) B 6enke SUUR Bapeupyer ot 0,16 mo 0,23
BHYTpU TOATpymmsl  melanogaster. 3nadenne Ka/Ks nmns  oprosnoros
D. melanogaster u D. simulans paBHoe 0,16 1M03BOJISIET IPEAIOJIOKUTH, UTO OKOJIO
nosioBuHbl W3 1850 npozoduna-cnenuduueckux OETKOB SBOJIOIUOHUPYIOT MO
O06nbmuM gaBieHuem oroopa, yem SUUR (Zhang et al., 2007). B aToit xe padote
MOKa3aHo, 4TO JApo3oduia-crerupuyeckue OCNKH TOJIBEPKEHbI MEHbIIEMY
JABJICHUIO OTOOpa, MO CpPaBHEHHIO C OeIKaMH, y KOTOPBIX €CTh OPTOJIOTH B
OTJIaJICHHBIX BUJIAX.

Heo0xoaumMo 0TMETHTD, YTO, HECMOTPS Ha CTOJIb BBICOKYIO CKOPOCTh 3aMEH,
pasmep u 3apsn Oeinxka SUUR coxpaHsroTcs MpakTUuecKH HEM3MEHHBIMH B XOJE
somoruu (Puc. 1). Tlpenckazanue BTOPHUYHON CTPYKTYpbl O€nKa, CHCIaHHOE
nporpammoii Protein Prediction st nByx Hambosee 3BOJIONMMOHHO OTIAJCHHBIX
BUn0B D. melanogaster w D. grimshawi, odeHb cxonaHo. duuoreHernyeckoe
nepeBo, mnoctpoeHHoe mia Oenka SUUR B o0miemM COOTBETCTBYET JEpPEBY,
NOJyYeHHOMY Ha OCHOBaHHMH aHanu3a Bcero reHoma (Stark et al., 2007): D. yakuba
u D. erecta rpynnupyroTcs BMecTe, a Betka ¢ D. pseudoobscura xopoue (Puc. 1).

Camu 3ameHsbl B Oenke pacnpezenensl HepaBHoMmepHO (Puc. 3A). Hauboinee
KOHCepBaTUBHBIM sBisieTcs:i N-koHelqr SUUR, OH coAepXuUT MHUHHMAaJIbHOE
KOJMYECTBO 3aME€H, B HEM OTCYTCTBYIOT JEJICIIMH U MHCEPIIMU J1aXKe Yy OT/IaJICHHBIX
BusioB aposzoduibl. Cpemnsis vacth Oenka SUUR: (y D. melanogaster oHa
npeacranieHa ak 280-581), B KOTOpOW HAXOASITCA OTPUIATEIBHO U MOJOKUTEIBHO



3apspkeHHble Kiactepbl (Puc. 3), siBisercss HaMeHee KOHCEPBATHUBHOM. Y JBYX
SBOJIFOLIMOHHO OTJAJIEHHBIX BUNIOB D. mojavensis u D. virilis, kpome 3aMe€H B 3TOM
pailioHe TOSIBUWIMCH OOJiblIME HMHCEpUUU. BakHO OTMETUTh, YTO, HECMOTPS Ha
CTOJIb BBICOKMHW YpPOBEHb 3aMEH B IIEPBUYHOM CTPYKType 3TOrO panoHa,
KacalIIUXCAd, B TOM YHCIE, U 3apSKEHHBIX AMUHOKHUCIOT, OOJiblIasi YacTh
KOTOPBIX HE SIBJISIETCd KOHCEPBAaTMBHBIMM caMmMa 10 cebe, OTpULATEebHO U
IIOJIOXKUTEIIBHO 3apsDKEHHBIC KJIAcTephl y BCEX IPOAHAIU3UPOBAHHBIX BHUJOB
Ipo30¢uIibl COXpaHATcs. Bo3MOXHO, 3TO CBA3aHO € TEM, YTO UMEHHO 3aps/l, a HE
AMUHOKHUCJIOTHAsl  IIOCJIENOBATEIIBHOCTL B OTOM  palOHE  BaXXHbl  JUIA
byHKIIMOHUpPOBaHMS OeTKa.
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PucyHok 3. OBOMWOUMOHHO KOHCepBaTMBHble OoMeHbl 6enka SUUR. A —
npodunb KOHCEPBATMBHOCTM, OCHOBaHHbLIN Ha aHanuM3e nocnegoBaTesflbHOCTH
6enka SUUR 11 BMaoB Apo3odurbl; NPSIMON FIMHMEN OTMEYEHbI dparMeHThl,
NPOTUB KOTOPLIX BbINIM NONy4YeHbl NONMKNOHanNbHbIE aHTuTena E45 n SemSem. b
— AOMeHHasi opraHm3auus 6enka, «SNF-like» - panoH ¢ romonornen Kk ATO-
as3HOMY [OOMEHY, «- -» — OTpULATENbHO 3apshKEHHbLIM Knactep, «+ +» —
NONOXNTENBHO 3apsiXeHHbIn knactep, NLS — curHanbel sgepHon nokanusauuun. B
— NOonoXeHne To4eyHbIx MyTaumi B N- n C-koHuax 6ernka; Ha pucyHke OTMEeYEHbI
aMWHOKUCIOTbI, KOTOPbIE ObINTM 3aMEHEHBI.

A. B. Ilungtopun ¢ coaBTOpamMu TIIOKa3ajd, YTO B JPOKIKEBOU
nByrubpuaHoi cucrteme ¢parment 6enka SUUR (ak 339-671), Gomnblieil 4acThio
MEPEKPHIBAIOLIUICS C 3apsHKEHHBIM PallOHOM, CIIOCOOEH B3aMMOJCHCTBOBATH C
apyrum rerepoxpomatuHoBbiM OenkoM HP1 (Puc. 7 JI) (Pindyurin et al., 2008).
Okazanoch, 4YTO O3TOT palOH OYeHb OBICTPO 3BOMIOUMOHUpPYET. Jlaxe
PEANONOKUTENbHAS IOCIEA0BATENHOCTh, KOTOpasi HMEET TOMOJIOTHIO0 K
NEHTaHYKJIEOTUy, oTBevatomeMy 3a cBaspiBanue ¢ HP1 (LRVSL, ak 429-433),
OCTaeTCsl HEU3MEHHOM TOJIBKO Y JIBYX BHJAOB Apo3oduiiel - D. yakuba v D. erecta,
y ocTajibHbiX OHa cwibHO H3MeHeHa. [louck B SUUR wu3BecTHBIX OEIKOBBIX
MOTHBOB, TMPOBEACHHBIM C HCHOJIb30BaHHEM mporpamm PredictProtein u
MotifScan, BBISIBIII B Cpe/IHEH YacTH OeIKa CUTHAJIBI SASPHOM JoKamu3anuu | wim



Il Tuna nus Bcex BUOB KpoMme D. mojavensis. Taxxe B cpeHel yacTu Oenka s
5 BunoB ot D. melanogaster no D. ananassae 61 ipenckazan AT-hook moTus.

B C-konueBoil yactu Oenka He ObLIO OOHApYXEHO H3BECTHBIX MOTHBOB,
XOTsI OHA U SABJSIETCs 00Jiee KOHCEPBATUBHOM, UM CPEJIHSS YacTh.

6. IlonyyeHne TOYEYHBIX MYTAllHii B KOHCEPBATHMBHBIX paiioHax Oejika
SUUR

Ha ocnoBanuu pesynbpTaTtoB MHOXKecTBeHHOTO BbhIpaBHMBaHUs SUUR Obutn
MOJIyYEHbl TOYEUYHbIE 3aMEHbl KOHCEPBATUBHBIX AMHUHOKHUCJIOT B ABYX pailOHax
oenka SUUR D. melanogaster. B nanbonee koncepBaTUBHOM N-KOHIIEBOM 4acTH 5
3amenmna L57 wa RS57 m G58 wa RS58, momyumB Oenok, B manmbpHEiIeMm
ynomuHaembii kak SUURyy (Puc. 3 B). OTu n1Be aMUHOKHUCIOTHI HAXOISATCA
BHYTpH paiioHa ¢ romosorueil k motuBy Walker A 6enkoB rpynnel SWI2/SNF2.
MotuBelt Walker A u B oOpazytor AT®-cBsi3biBaOmMii KapMaH, MOTOMY OHHU
BBICOKO KOHCEpBaTHBHBI. HecMOTpsi Ha TO, YTO HA CETOJHAIIHMN JI€Hb HET
DKCIEPUMEHTAJIBHBIX JaHHBIX, Moka3biBatonmx, uro SUUR Moxker cBs3bIBaTh
AT®, 6bUIO MMOKA3aHO, YTO AKTOMUYECKAs HKcrpeccus N-KOHIEBbIX (parMeHToB
SUUR cnocoOHa BbI3bIBaTh JOMHHAHTHO-HETAaTUBHBIM JPDEKT H  yHalarh
OHIOTEHHBIN 0€JI0K C MOJUTEHHBIX XpoMocoM citoHHBIX Xkene3 (Kolesnikova et al.,
2005). 910 maeT BO3MOKHOCTD MPEIOI0XKHUTh, 9TO B N-koHIIe SUUR MoxeT ObITh
3aJI0KeHa CTPYKTYPHAs HIIM KaTalIuTU4YeCKast PyHKITUS.

Panee ObuTO MOKa3aHO, YTO MPHU SKTOMAYECKON SKCIPECCHH YKOPOUYCHHOTO
dbparmenta Oenka - SUUR; 779 HE MPOUCXOAUT TOMABICHUS SHIOPCIUTAKAIIMN U
BO3HMKHOBEHUS HEJIOPEIUTUKAINK B CITIOHHBIX kene3ax (Kolesnikova et al., 2005);
CKOpee BCEro 3TO CBSI3aHO C TEM, YTO TOT JIOMEH OeJjika, KOTOPBIM HNPUBOAUT K
BO3HUKHOBEHHUIO HEAOpEIUIMKAIMU, HAaXOAUTCA 3a mpeaeiamMu ¢dparmMeHra
SUUR|_779. bbln BbIOpaH 0uH W3 KOHCEPBATUBHBIX y4acTKOB B C-KOHIIe Oefka, B
HEM 3aMEHWIM JBe apomarnueckux ak F816 m F817 na manenbkue ak S816 u
D817, nonyuus, Takum odpazom, SUUR ¢y

Koncrpykuuu, conepxamue mytupoBannyio kJIHK SuUR B BekTope s
pUAST, OblIM CeKBEeHUPOBAHBI U TPAHCPOPMUPOBAHBI B AMOPUOHOB JIMHUH ) W
BMECTE€ C MCTOYHUKOM TpaHcmo3asbl pm 25.7 wc (Tak ke, Kak 3TO ObLIO paHee
canenano st HemytupoBaHHoM kJIHK SuUR). Heckoiabko HE3aBUCHUMBIX
TPAHCTEHHBIX JIMHUN OBUTN TOJIYYECHBI IS KAXKI0H KOHCTPYKITUH.

7. beaok SUUR mnoaasjasger aMIVIM(PUKALMIO KJIacTepa XOPHOHOBBIX
reHOB B (DOJLTMKYJISAAPHBIX KJIeTKaxX

Bonbiioe konruectBo padoT, nocBsmeHHbix 0enky SUUR, 6bu10 npoBeieHo ¢
WCIIOJIb30BaHUEM CHUCTeMBI 3KTomudeckoi skcmpeccun UAS-GAL4 (Brand and
Perrimon, 1993). Hampumep, Obuto mnokazHo, uro Oeinoxk SUUR mopasnser
NOJIMTEHU3AIMI0 B pailOHaX  MPULEHTPOMEPHOIO U HUHTEPKAISIPHOTO
reTepoxpoMaTHHa MOJUTEHHBIX XPOMOCOM CIIOHHBIX Xkene3 D. melanogaster,
NpUBOJS K HEIOPEIUIMKAallMM W pas3jioMaM B 3TUX paloHax. [lo-Buaumomy,
YMEHBUIEHUE pa3Mepa CIIOHHBIX JKEJIe3 IPHU SKTOINHWYECKOW JKCIPECCUH B HHX
SUUR c¢ panHux craguii SMOpHOreHe3a Tak)Ke BBI3BAHO BIMSHHEM Oelka Ha
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pPEIUIMKALKI0O BO BpeMs 3HJIOLMKIA. Takke ObUIO BBISIBIEHO, YTO AIKTONUYECKas
skcrpeccuss SUUR B GOMIHMKYyISpHBIX — KJIETKaX SIMYHUKOB TPUBOAUT K
CTEpWJILHOCTU CaMOK, YTO MOXET ObIThb BBI3BAHO HapyLIEHUEM aMIUIU(pUKAIIU
XOPHUOHOBBIX T€HOB.

st skenpeccun UAS-SuUR B GoTUKYISpHBIX KJIETKaX ObLUT UCIOJb30BaH
npariBep ¢323-GAL4, skcnpeccupyronuii GAL4 aktuBatop ¢ 6 cTaiuu pa3BUTHUS
oBapwsl 10 TOT0, KaK HaYMHAETCsl aMIuiuuKanus XopuoHoBbIX reHoB (Manseau et
al., 1997). bonpmas yacte Myx c323-GAL4>UAS-SuUR norubana Ha cTaguu
JVMYMHKHU, a BBDKUBILIKE B3POCIbIe CaMKH ObUIM CcTepuibHBI. HekoTopbie M3 HHMX
OTKJIQJIBIBATIU PENIKUE SHIA C CHIIBHO Pa3pyIICHHOW XOPHUOHOBOM OOOJIOUKON HIIN
6e3 Hee. B paborax Cnpamnmnra ¢ coaBropamu (Lilly and Spradling, 1996) 6bu1o
OKa3aHO, YTO OTCYTCTBHE XOPUOHOBOM OOOJIOUKHM Ha SHIE MOXKET ObITh BBI3BAH
HapyLIEHUEM aMIUTM(UKAIUU XOPUOHOBBIX reHOB. OHA U3 JIMHUH, COJep KalluX
UAS-SuUR wuncepuuto, - F9-F9-2 neMoHcTpHpoBanza MakCUMaabHOE KOJIMYECTBO
BBDKMBIIMX CAMOK IPU CKPELIMBAHUM C ApaiiBepHOW JuHuen c323-GAL4, oHa u
OblJa HKCIONb30BaHA MPHU MPOBEICHUHU TMOCIEAYIOINIMX SKCIEPUMEHTOB IO
BBISIBJIEHUIO MPUYUHBI CTEPUIIBHOCTH.

A 1 2 3 b 1 2 3
chorion | - chorion ._ -
rosy sssss SN S rosy .. o .

PucyHok 4. Oktonunyeckas akcnpeccuss UAS-SUUR B GoOnNUKYNAPHbIX KreTKkax
nogasnseT aMmnnngukaunio XopmoHoBbIX reHoB. KonnyecteeHHas CaysepH-65oT
rmbpuansauma. A - reHomHaa [HK, BblgeneHHas u3 qOnSMKYNSApHbIX KNeTok
anueBblix kamep Ha ctagum 10B nnHum Oregon R (1), ¢323-GAL4 >UAS-SuUR
(2) v umarnHanbHbix auckoB nuvHuM Oregon R (3), 6bina rmbpuamnsoBaHa c
dparmeHTOM XopuoHoBoro reHa Cp 15 (chorion). b - pesynbTaTbl aHanorM4yHou
rmépuansaumm ¢ ponnnKynsipHblMK KneTkamm co ctagmn 11-14.

Hns onenku BiusiHus sktonuueckoit skcnpeccu SUUR B ommukyasspHbIX
KJIETKaX Ha aMIUIMPUKAIMI XOPHOHOBBIX TE€HOB METOJIOM KOJMYECTBEHHOMN
CayzepH-050T  ruOpuau3anuu  OBLIO  MNPOBEJEHO  U3MEPEHHUE  YPOBHS
ammndukanuu JJHK B paitone xopuonoBoro jgokyca Ha 3 xpomocome (66D) B
boNmUKyYISPHBIX KIETKax caMoK. M3mepeHus: mpoBoauiInch Ha ABYX craausx: 10B
u 11-14. B xauvectBe 30HJOB OBUIM HCIIOJB30BaHBI: (parMeHT W3 pakoHa
XOPHOHOBOTO JIOKyca 66D, B KOTOPOM XOPHOHOBBIE T'€HBI aMIUTU(ULIUPYIOTCA B
60-80 pa3 (Calvi et al. 1998), u ren rosy (87D9), koTOpblli HE MOABEPracTCs
ammuukanmu.  HopmupoBka mpoBoawsiach MO  JUIUIOMAHBIM — KJIETKaM
MMaruHajabHbIX JUCKOB (Puc. 4). Beuio mokazano, uto Ha craauu 10B B nuHUM
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Oregon-R ypoBens ammnudukaunu JIHK xopuoHoBwIx reHoB (chorion) B 9 pa3
BBIIIC, YEM y T€HA 70Sy, HE TOJBEPralolerocss aMiin@uKalud, B TO BpeMsl Kak
s camok ¢323-GAL4>UAS-SuUR sto 3nauenue pasHo 1,1. Ha cramgmax 11-14
YPOBEHb aMIUIM(UKAIIMA XOPUOHOBBIX T€HOB COCTaBIsI 26 mis auHun Oregon-R
u 3 ma myx ¢323-GAL4>UAS-SuUR. Urak, skronnueckas skcnpeccuss SUUR B
GOITUKYIISIPHBIX KJIETKaX MOAABISET aMIUIM(PUKALIMIO XOPUOHOBBIX TEHOB YK€ Ha
craguu 10B, B TO BpeMms, KOriaa y MyX JAMKOIO THIa B XOPUOHOBOM JIOKyCE Ha
XpoMocoMe 3 OHa TOJIbKO HAYMHAETCs, HO HE UHTHOUPYET €€ MOJHOCThIO, TaK KaK
B sihneBbix kKamepax (C323-GAL4>UAS-SuUR ypoBeHb amiuMduKaiiu
XOPUOHOBBIX T€HOB yBenuuuBaeTcsa ot 1,1 Ha craauu 10B 1o 3 Ha craausx 11-14.

8. Biausinue 3amen B Oeake SUUR Ha »HJHAoOpelJIMKALMIO H

aMIIM(PUKALINI0 XOPHOHOBBIX T'€HOB

Kak Obul0 cka3zaHO BbIIIE, JJISI KaXJO0M KOHCTPYKIHMH OBLJIO CHUHTE3UPOBAHO
HECKOJIbKO He3aBUCUMBIX JUHUHU. [ koHCTpyKUMH UAS-SulURyNmy OBLTO MOTYyUYEHO
oonee 10 nuHUH, coaepKalUX BCTPOHMKH BO 2-10, B 3-10 U B X-XpOMOcoMy. MbI
BBIOpAJIU TPU JIMHUU, COAEPIKAIIUE BCTPOMKY BO 2-0 XpOMOCOMY U BBEJIM MYTAalIUIO
SuUR™ B 3-10 xpomocomy. Jlast koHCTPYKIHH UAS-StURCmy OBLIO TOIYHEHO 3
HE3aBUCHUMBIC JINHUU, ABE U3 HUX COJIEPKaJd BCTPOMKY BO 2-F0 XpOMOCOMY U OJiHA B
3-r0. OddekTsr BBeAeHHBIX ToueuHbIX MyTamuii B Oemok SUUR  Obuim
MPOTECTUPOBAHbI B cUCTeMe 3KTonuueckor skcrnpeccunn UAS-GAL4 mo Ttomy ke
npuHuuiy, 9yto u cam SUUR.

[Tocrosiunas cunpHas skcnpeccust 6enka SUUR ¢ panHux craguil pa3Butus
B CIIOHHBIX JKejle3ax ImoJ KoHTposieMm apaiiBepa ABI-GAL4 npuBomutr k
CYNIPECCHH JHIOpPEIUIMKAMN U MajeHbKoi cmonHou xkenese (Volkova et al.,
2003). Okcnpeccusi SUURynp moa kontposnem ABI-GAL4 BbI3bIBaeT JHIIb
YAaCTUYHOE MOJIaBieHUE Henoperukauuu: y TMIUHOK AB1-GAL4>UAS-SuURnmut
AJlpa CIIOHHBIX Xeye3 ObulM OoJblle, 4eM sjapa y JuuuHOK ABI-GAL4>UAS-
SuUR ¢ 3KTONMMYECKOM IKCIpEeccuell HOpMaJIbHOrO OejKa, HO MEHBIIE YeM sfpa
CIIIOHHBIX JKene3 ymHuu jaukoro tumna Oregon R (Puc. 5). beuio mpoBepeHo
YEThIPE HE3aBUCHUMBIX JUHUK, Hecymux TpaHcreH UAS-SuURnmy, KOTOpPBIE
OKa3bIBAJIN CXOTHBIN d9(PPEKT HA HYHAOPEIUTHKAIIMIO B SIAPAX CIFIOHHBIX JKEJe3.

Okromuueckas skcnpeccuss UAS-SuUR B (QOUHMKYNISpHBIX KIETKaX TIOJ
KoHTposieM apaiiBepa C323-GAL4 BbI3bIBa€T MOJIHYHO CTEPUIBHOCTH CaMOK 3a
CUeT MOJAaBIICHUS aMIUTMpuKanuu XopuoHOBbIX reHoB (Volkova et al., 2003).
Okronnueckass 3kcrpeccusi SUURyp, NpU 3THUX K€ YCIOBUSAX BbI3bIBAET
HETOJIHYIO CTEPUIILHOCTh Y CaMOK: OBIJIO MOocTaBiieHO okoyio 30 CKpemuBaHuii, B
KOTOPBIX TMpoaHanu3upoBain 10 JuHUNA, B ABYX CKpeUIMBaHUSAX (B pa3HBIX
JIMHUSX ) TIOSIBJISUTUCH OJTMHOYHBIE TOTOMKH.

Myrtatus B N-koHI1le Oeika BbI3Bajia 0CIa0JeHue enle 0JJHOr0 SKTOMUYECKOro
ceoiictea SUUR. Ilpu mnoscemectHoir skcnpeccun SUURyn, B 4 u3z 10
npoaHanu3upoBaHHbIX TUHUHN da-GAL4>UAS-SuURymu: B TOTOMCTBE TOSIBIISITUCH
B3pOCIIbIE E€IMHUYHBIE CaMKH, TOrja Kak mnoBceMecTHass dkcopeccus SUUR
PUBOAMIIA K THOENIM BCeX MOTOMKOB Ha 1-2 TUYMHOYHOM CTa/IUU.
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CnioHHbIE Xenesbl Anpa cnoHHbIX — Aapa PucyHok 5. BrnvsHue TOYEYHbIX

xenes xup. Tena 3ameH B Oenke SUUR Ha ero
CNoCcoBHOCTb cynpeccupoBaTtb
NONUTEHU3aLMI0 MNpU  CBEPX3KC-
npeccun ¢ paHHUX cTagun pasBu-
M. Agpa cnioHHbIX kenes (CX)
n xwuposoro Tena (KT) 6binu
okpaweHbl DAPI n cHATbl npwn
OogHOM  yBenuyeHun. A-B -
Oregon R. Oktonun4yeckas aKc-
npeccna SUUR B CX noag koH-
Tponem pgpamBepa AB1-GAL4
Bbl3blBAET CYMPECCUD nonuTte-
HU3auMn, 4YTO NpuMBOAUT K obpa-
30BaHM0 MuHuaTiopHon CX (1),
pasmep s4ep B KOTOPOW HAMHOrO
MeHble pasmepa agep XT (E) m
apep CX agukoro tnna (B). 3kTo-
nnyeckas akcnpeccnss SUURNmut
nogq  gpameBepom  AB1-GAL4
NpPUBOANT K YaCTUYHOMY nopjas-
nenuto nonuteHmnsauum (XK). Agpa
CX y nuyHok AB1-GAL4 >UAS-
SUURNmut (3) OGonblie, 4vem vy
nnynHok  AB1-GAL4>UAS-SuUR
(O), oHM Takoro xe pasmepa, Kak
n aapa XT (n).

HencteBne aktonmyeckon akcnpecun Oenka SUURcn He oTnuyaetca oT
aencteus nonHopasmepHoro SUUR (K-M).

Yro kacaercs 6enka SUURc,, Hamma Hajgexaa monacts B (YYHKIIMOHATILHO
3HAYMMBbIE aMUHOKHCIIOTHI, 3aMEHa KOTOPHIX OKa3aja Obl BIUSHUE HAa CTIOCOOHOCTH
Oenka BauATh Ha pemmkaunio JIHK, He onpasmamack. CBepxakcrpeccus
SUURcnye mon xouTposiem JapaiiBepa ABI-GAL4 npuBoauT Kk 0Opa3oBaHUIO
MUHHATIOPHOM CIIFOHHOM JKelie3bl (Tak ke, Kak U B ciyudae ¢ HopMaibHbiM SUUR)
(Puc. 5 K-M). Okronuueckas skcnpeccuss SUUR ey, mog kouTposiem C323-GAL4
BbI3bIBaeT nousinyto (100%) crepuinbHOCTh y camoK. Takum oO6pazom, myrtanuu B C-
koHie SUUR He Hapymunu crnocoOHOCTh Oenka BIUSTh Ha SHIOPEIUTUKAIINIO B
CIIIOHHBIX JKejie3aX W TOJIaBJATh aMIUTU(UKAIIMI0O XOPUOHOBBIX TI'E€HOB B
GONTUKYIISIPHBIX KIJIETKAX MPU €0 SKTOMMYECKOU IKCIIPECCHUH.

9. Bausinue MyTanumii Ha CHOCOOHOCTH Oesika CBS3BIBATHCH €
XPOMOCOMAMH M U3MEHATHb CTPYKTYPY XPOMATHHA

Ha xpomocomax nuunHok qukoro tuma 6e1ok SUUR BeIsSBIsSE€TCS B MO31HO
peruuupyromuxcs paifonax. Takyro ke KapTHUHY CBS3bIBAHUS MOXXHO HaOJII01aTh
npu ciaboil MO3auyHON CBEPXIKCIIPECCUM OeJKa, 3allyCKaeMoM JpailBEpoM arm-
GAL4. Y munnok arm-GAL4>UAS-SuUR; SuUR™ npubmmsurensho B 20% sep
Ha IMOJMTEHHBIX XpoMocoMax B panoHax HI'X ecTtb pasimombl, U KapTHHA
CBA3BIBaHUS O€JKa C XpOMOCOMaMHU COOTBETCTBYET TOM, KOTOPYIO MbI HaOI0jaeM
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B siIpax CIIOHHBIX Jkele3 ymunHok nukoro tuma (Kolesnikova et al., 2005). Oto
yao0Has cucTeMa JIJIsl SKCIIPECCrr OelKa B KOJIMYECTBE, OJIM3KOM K TOMY, KOTOPOE
ecTh B tnuuHkKax aukoro tuna. [Ipu ceepxakcnpeccurt SUURy,e B 3TOM cucTeme,
oenka Ha xpomocomax JUYUHOK arm-GAL4>UAS-SuURyy; Su UR®™ wu B
paiionax UI'X u III'X, HU B Kakux-I1uOO ApYrux pailoHax BBISIBUTH HE yAAETCS.
Cna0ble TOUKH Ha XpOMOCOMAX TaK)Ke MOJHOCThIO OTCYTCTBYIOT.

PucyHok 6. B 6enke SUURymyt CNOCOBHOCTL cneu,mcbwqecm CBSI3bIBATbCA C
XpoMOCOMaMn MNpU CBEPXIKCNPECCUM Nog KOHTponem Apaveepa Sgs3- GAL4
ocnabeBaeT. A - Ha MONUTEHHbIX XpoMocomax Sgs3-GAL4>UAS-SuUR; SUUR®S®
Oenok BbiIABNAETCS MpakTM4eckn BO BCEX ANCKaX, b - Ha xpomocomax Sgs3-
GAL4>UAS-SUURNmut, SUURE® MHTEHMBHOCTb CBSI3blBAHUS MyTaHTHoro 6enka
no gmMckam 3ameTHoO crnabee. ®oTorpacdumn caenaHbl Npy OANHAKOBOW BblOEPKKE.

Jljist TOro, 4To OBl OTBETUTH HA BOIPOC O TOM, CIIOCOOEH JIM BOOOIIE OenoK
SUURNmut CBSI3BIBATBCS C XPOMOCOMaMH, OB HCMOJB30BaH 00jiee CHIIbHBIN
JpaiBep, AaKTUBHBIA B CIIOHHOW kene3e, Sgs3-GAL4, KoTopblid HayWHAET
paboTaTth C CepeluHbl TPETbeW JMYMHOYHOW CTaJuU, KOrJa peIUIMKalus B
CIIIOHHBIX €JI€3aX Y€ B OCHOBHOM 3aBepiueHa. Ha xpomocoMax 1aBJI€HHBIX
npenapatoB snuanHOK Sgs3-GAL4>UAS-SuUR; SuUR™ npucyrtctByer deTkwmii
CUTHaJ BO BCEX JAMUCKaxX U B xpomoleHTpe (Puc. 6 A), 4to ke KacaeTcs XpoMOCoOM
manHoK Sgs3-GAL4>UAS-SuURymy, SuUR™, curHan Tamke MPUCYTCTBYET IO
JIMCKaM ¥ B XPOMOIIEHTPE, HO OH JIOBOJILHO Ca0blii U HEYETKUH, pa3MbIThI (Tak,
Kak Oyaro oH enie (pOHOM MPUCYTCTBYeT U B Mexauckax) (Puc. 6 b). Takum
oOpazom, myTtaiuu, noBpexzaaromue N-kOoHel Oeyka, CHUIbHO OCHalJAI0T €ro
CBA3BIBAaHME C XpoMocomaMu. OKromuyeckas skcrnpeccus Oenxka SUUR mon
npariBepoM Sgs3-GAL4 BbI3BIBACT €IlI€ OJHO MHTEPECHOE CBOMCTBO - B pailloHaxX
NI'X monMUTEHHBIX XPOMOCOM CIIIOHHBIX JKejie3 00pa3yroTcs crneruduueckue
B3AyTHS - «Iy3blpu» (Zhimulev et al., 2003c). Dxronuueckas 3Kcrpeccust OenKa
SUURNmyt IpU TEX K€ YCIOBHUSX HE MPUBOAMUT K TOSBJICHUIO «IIy3bIpEi» WIIU
KaKUX-TM0O0 IPYTUX BUAUMBIX CTPYKTYPHBIX U3MEHEHHI.

HNrak, nHecmorps Ha To, yrto SUUR momamaer B Kjacc OBICTPO
HBOJIIOITUOHHUPYIOMUX OEJIKOB M YTO 3a MpEAesiaMH JIBYKPBUIBIX €TI0 TOMOJIOTH He
ObUTM  OOHApyXEHbI, B HEM MOXXHO OO0O3HAYUTh HECKOJIBKO  BBICOKO
KOHCEPBAaTUBHBIX PAOHOB M OTMETUTh COXPAHEHUE JIOMEHHOW CTPYKTYpbl Y
npencraButenel poga Drosophila. 3amMena n1ByX KOHCEpBAaTUBHBIX aMUHOKHUCIIOT B
MoTuBe ¢ romonorne K ATd-azsHOMy [IOMEHy, NPHUBOIIIAS K TAKOMY K€
adPeKxTy B cUcTEME IKTONMMUECKON IKCIIPECCUH, KaK U yalieHne Bcei N-KOHIIEBOM
noyioBUHBI Oetika (ak 1-494), yka3zpiBaeT Ha GyHKIIMOHAIBHYIO 3HAYMMOCTh ATOTO
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motuBa (Puc. 7). Haymmuue y rena SuUR uORF, 6onee koncepBatuBHoit uem ORF
camoro SUUR, na ¢doHe oOTCyTCTBHSI B MPOMOTOPHOW OOJACTH HM3BECTHBIX
PEryJsTOPHBIX 3JEMEHTOB, 1A€T HOBBIE BO3MOKHOCTH JJIsl U3YUYEHUS PETYJIALHUU
3TOrO IeHa.

BbIBO/IbI

1. CpaBuutenbHbiil ananu3 6enka SUUR 11 BunoB pona Drosophila mokasain, 4To
OH COJIEP>KUT OO0JIBIIIOE KOJIMYECTBO JECINi 1 MHCEPIIMiA; COOTHOILIEHHUE Yucia
CUHOHMMHWYHBIX U HECUHOHMMHMYHBIX 3aMEH IO3BOJISIET OTHECTHU €T0 K IPYIIIE
obicTpo 3BoOMOIMOHMpYIONUX OenkoB. He BeisiBneHo opronoroB SUUR 3a
npeaenamMu JBYKPbUIbIX.

2. TlocnenoBarensHocth UORF, naxomsmeiics B S’UTR rena SuUR npo3zoduisl,
0oJiee BHICOKO KOHCEPBATHBHA, YEM MOCIIEI0BATEIbHOCT OCHOBHOM ORF, uTO
MPEANoJIaraet €€ poJib B Peryysiliuy TPAHCIISALUH.

3. YcraHoBieHo, 4To ocHOBHbIE JoMeHbI B Oerke SUUR y ncciieoBaHHBIX BUIOB
pona Drosophila coxpaHstoTCsi, IPU 3TOM AMHHOKHUCIIOTHBIE 3aMEHbI Cpeau
3TUX JOMEHOB PACHPENECICHbl HEPABHOMEPHO: MAKCUMAIBHOE UX KOJIUYECTBO
IPUXOAUTCS HA CPEIHIOI0 YacTh OelKa, COAepXkallyto 3apsHKEeHHbIE KIacTephl,
OJIHAKO CYMMAapHBIi 3apsiji OelKa ocTaeTcsl MPAKTHUYECKH HEM3MEHHbBIM.

4. Tlokazano, uro HauOoyiee KOHCEpPBATUBHBIM sBIIAeTCS N-KOHel Oelka ¢
romosiorueii Kk AT®d-a3zHoMy JOMEHY O€JIKOB TpYIIbl XPOMATHHOBOIO
pemonenunra (SWI/SNF). HanpaBiaeHHO mONyYeHHBIE TOYECYHBIC 3aMEHBI
aMUHOKUCJIOT B 3ToM paomeHe, L57R u GS58R, npuBoadAT K yMEHBIIECHUIO
WHTEHCUBHOCTH CBSI3bIBaHUS O€lika C XPOMOCOMaMH, YTO B CBOIO OYEpPEIb
OCIIa0JISIeET €ro BIMSHUE Ha MPOIECCHl PEIUTMKAIMU U CTPYKTYPY XpOMAaTHHA.

5. C nmomomrsto BectepH-010T ruOpuan3auy mMoka3aHo HAIW4Yue Oelika y BUIOB
D. simulans w D. ananassae. Y D. simulans pa3ioMbl Ha HOJUTEHHBIX
XpOMOCOMaX, SIBIISIOIIHECS MapKEPOM HEIOPCTUTUKAIINY, BBI3BIBAIOTCS OCITKOM
SUUR no Tomy »xe mexanusmy, uro u'y D. melanogaster.

6. MerogoMm konnuecTBeHHOM Cay3epH-0J0T ruOpuAM3aIUU [OKAa3aHO, YTO
CTEPWJIBHOCTh CaMOK J1p030(¢uJIbl MpHU dKTONMYecKo skcnpeccun denka SUUR
B (DOJUTMKYJISIPHBIX KJIETKaX OOILMTOB BbI3BaHa MOJIaBIICHUEM aMILUTU(PUKALIUN
KJIacTepa XOPHOHOBBIX TeHOB. Takum ob6pazom, Oeroxk SUUR cnocoben
OKa3bIBaTh BIMSIHUE HA PEIUIMKALMIO B PA3JIUYHBIX TKAHSX.

7. YCTaHOBJIEHO, YTO Yy MYTAHTOB SuUR™ TpaHckpuoupyercs nse MPHK: c
HAaTUBHOT'O MPOMOTOpPA JO MECTa BCTPOMKH PETPOTPAHCIIO30HA B T€H U MOCIIE
MecTa MHCEepUUH (BEpOSITHO, C MPOMOTOpA TPAHCHO30HA). Takue yCceueHHbIE
MPHK He moryT obecneunth CHHTE3 HOPMAJbHOTO O€JKa, YTO W MPUBOJIUT K
MYTaHTHOMY (DEHOTHUITY.
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AHHA AJIEKCAHJIPOBHA

CrpykrypHbie 1oMeHbl 6eaka SUUR, KOHTPOIHPYIOLIEro NO3IHIOI0 PeNJIMKAIHI0
noJiMTeHHbIX xpomocom Drosophila melanogaster

ABTOped. qucc. Ha COMCKaHUE YUEHOM CTENeHN KaHaAnaaTa OM0JIOTHYECKUX HayK.
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