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B paborte BriepBbIe McCieIOBaId OpraHM3auio IIPOMOTOPOB FEeHOB Pa3BUTHUS U TEHOB, HEOOXOAUMBbIX IS
OOIIIEKJIETOUHBIX (PYHKIINI — “IOMAalIIHEero X03s1iCcTBa” KJIETKU B IIOJIHOM reHome Drosophila melanogaster.
C noMoliibto 6MoMHGOPMATUIECKUX METOIOB MTOKA3aHO, YTO T'eHBI, IPOMOTOPHI KOTOPBIX PACTIONIOXKEHBI B
MEXIMCKAaxX MOJUTEHHBIX XpPOMOCOM, oOoralleHbl (hyHKIIUSIMU, CBSI3AHHBIMU C OOIIEKJIETOUHBIMU MPO-
1ieccaMi, TOTIa Kak ocTajbHasl YaCTh TeHOB (IIPUMEPHO T0JIOBMHA reHoMa Drosophila) cBsizaHa ¢ y3KocCTie-
LIMATM3UPOBAHHBIMU MPOIIECCAMU, MPOUCXOMISIIMMU B XOlIe Pa3BUTUS. B MpoMOTOpHOI1 30HE TeHOB “H0-
MalITHETO X03sTiicTBa” 0OHapYKEeHO YeThIpe CIen(bUIHBIX MOTHBA, KOTOPBIE MOTYT IMMPUCYTCTBOBATh Y pa3-
HBIX T€HOB WHAMBUAYIbHO WU B Pa3IMYHbIX KOMOMHauMsx. CyllecTBeHHas 4acTb MEXIVMCKOBBIX
MIPOMOTOPOB HE COAEPXKUT BBISIBIEHHBIX MOTUBOB. AHaJIU3, TIpOBeIeHHbIN ¢ TTomolbio Gene Ontology,
MOKa3aJl, YTO /11 OTAEIbHBIX TPYTIT MEXIMCKOBBIX TEHOB, COAEPXKAIIIMX B TPOMOTOPaX ONMH MOTUB WJIM UX
KOMOMHAIIMU, XapaKTepPHO BBITIOJIHEHUE OMpeaeIeHHBIX (hyHKIIWMA.

Karoueswie croéa: reHbl pa3BUTHS, TEHBI “IOMAIIHETO X03MiCTBA” , IPOMOTOPBI FEHOB, MOTUBbI HYKJIEOTH -
IIOB B IIPOMOTOPAaX, MEXIUCKU, TUCKU, MIOJIMTEHHbIE XpOMOCOMBI, Drosophila melanogaster
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BBEAEHWE

Bckope mociie OTKpBITUS TOJIUTEHHBIX XPOMOCOM
B 1934 r. Hauyanach OypHOE OOCYXKIEeHUE UX CTPYKTY-
pBI ¥ reHeTn4YecKoit opranm3annu, n1 H.K. Komsmos
(Koltzoff, 1934) cnenain psio npeanoaoXeHnil, KOTO-
pble TIPUBJIEKIM BHUMaHUe ucciaenosBateneil. OH
MEePBBIM BhICKA3aJl TUIIOTE3Y O TOM, YTO XPOMOCOMBI
3TOTO TUIIA COCTOSAT U3 MHOTUX HUTEM, T.€. OHU MHO-
roHuTYaThle (UM TOJIMTEHHBIE), KPOME TOro, OH
MPEANOI0XKUII, YTO TeHbl HAXOOITCS B MEXIUCKax
MOJIUTEHHBIX XpoMOcoM. ITocsie 3Toro nmpoo6aeMsbl re-
HETUYECKOM OpraHU3aLi UHTeP(da3HbIX XPOMOCOM
OKa3aJIMCh B LIEHTPE BHUMAaHUSI MHOTUX IeHETUKOB
Ha JoJirMe rojabl. BhicKa3bIiBalu MHOTOYMCICHHBIE
TUMOTE3bI, U3 KOTOPBIX XOTEJIOCH Obl YIOMSIHYTh TPU:
(Crick, 1971; Paul, 1972; Zhimulev, Belyaeva, 1975).
B niepBBIX IBYX aBTOPHI NPEANOIOXUIIN, YTO KaKIbIi1
reH 3aHUMAaeT JUCK Y COCEIHUI ¢ HUM MEXIUCK, aB-
TOPBI TPEThE il MPEAITONIOXWIN, YTO TEHBI JOMAIITHETO

XO35MCTBA U TEHBI pasBuTHuad 3aHMMArOT COOTBET-
CTBECHHO MCXKIMUCKHN U pa3HbIC TUIIbI JUCKOB.

Panee Hamu GBI IIpEIJIOXKEH METOI OTHOBPEMEH -
HOM JIoOKaJau3aluy AMCKOB M MEXIMCKOB Ha pr3uye-
ckoii kapte JHK 1 Ha 1uToorudyeckoi Kapre, 4ro
MO3BOJIMJIO COBMECTUTh PACHOJIOKEHE T€HOB Pa3HbBIX
TnoB Ha Xpomocomax 1 Kapte JIHK. Ha ciaenyromem
aTare, MCHOJIb3ysl Pa3Inyus B CIIEKTpax OEJIKOB U MO-
IrpUKaIMii THICTOHOB B y4aCTKaX JIOKaIN3allui TeHOB
pa3HbIX TUIIOB, pa3padoTaad MaTeMaTUYeCKyl0 MO-
Jenb opraHu3anuu xpomatuHa (4HMM) (Zhimulev
et al., 2014). C noMoIIbIO 3TOII MOJENIM BECh XpOMa-
THUH B MHTEeP(@a3HBIX Sapax KJIETOK APO30(MUILI OBIT
pa3zaesieH Ha YeThIpe COCTOSIHUS (Ha3BaHbI, KaK IpH-
HSTO II0 Ha3BaHMIO ONTHMYECKOIO IIBETa — aKBama-
PVH, JTa3ypuUT MayiaxuT, pyouH). Kaxxnsiii IIBET COOT-
BETCTBYET CTENEHM OEeKOHJIEHCAlIMM XpOMaTWuHa U
OTKPBITOCTH €T0 IJisk TpaHCKpUITny. CaMblil IeKOH-
JIEHCUPOBAHHBIM — aKBaMapMH, CaMblii KOHIECHCH-
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pOBaHHBIN — PyOMH, COOTBETCTBYIOT MEXIVCKAM U
YepHBIM IMCKaM COOTBETCTBEHHO, JIa3ypUT — 3TO Ce-
pble pa3pbIxJieHHble AucKu (Zykova et al., 2018). bna-
rogapsi 3Toii MOAEIN BCe TeHBI TeHOMa IPO30(UIIbI
ObUIM paclipelesieHbl B IBe IpyImbl — 6562 reHa no-
MalITHETO XO3sTCTBA (B JINTEpaType TAKKE UCIOTb3YeT-
Cs TEpMHMH “TE€HBI C ITOBCEMECTHOM aKTUBHOCTBIO”),
IMPOMOTOPbI KOTOPBIX PACITOJIOKEHBI B y4aCTKAaX XPO-
MaTUHA TUIIA aKBaMapUH (MEXIUCKU MOJUTEHHBIX
nHTep(ha3HBIX XPOMOCOM), a TeJIO TeHa (3K30HBI U
MHTPOHBI) — B XpOMAaTHHE Ja3ypuT (B CephIX AUCKaX
MMOJIUTEHHBIX XpoMocoM). OcTtaBmmecs 5664 reHa
Pa3BUTHSI PACITOJIOXKEHBI B OCTAJILHOM YaCTH FeHOMA.

B obGnacti ucciaenoBaHuii opraHU3alvuy MPOMOTO-
POB Yy TEHOB BBICIIIMX Metazoa JOCTUTHYTbI OTPOMHbIE
ycnexu. Ceifuyac XOpOIIIO U3BECTHO, YTO B OKPECTHO-
CTSIX TOYKM MHULIMALIMY TPaHCKpUIILIMU — Inr, Huke
u BhIe Ha 100—200 rmap HyKJIEOTUIIOB, PACIIOIararoTCs
crienuduIeckrie MOTUBEI (KOPOTKHE CITeN(pUIECKIE
JUISL pa3IMYHbIX (DYHKIIUU MOCIEI0BaTeIbHOCTU HYK-
JIEOTUIOB), COBEPILIEHHO HEOOXOAMMBIE IJIsI UHUIAA-
My 1 nponokeHus tpaHckpunuuu (Lenhard et al.,
2012; Danino et al., 2015; Anderson, Sandelin, 2020;
Ramalingam et al., 2021). Tem He MeHee B IIOHMMA-
HUU CTPYKTYpPbl MPOMOTOPOB BCE-TAKM ITOBOJBHO
MHOTr0 HeusydyeHHoro. Bo-mepBbiX, 10 CUX MOp HET
HCCIIeAOBAHUIA MOJTHOTEHOMHOIT OpraHM3aliy MPOMO-
TOPOB Y TEHOB Pa3BUTUSI M “JOMAIITHETO XO3SicTBa”,
MOCKOJIBKY JIO CUX MOpP He ObLIO METO/1a, MO3BOJISIIOIIE-
IO Pa3IeInuTh 3TU IPYMIIBI TEHOB, BO-BTOPLIX, HET YET-
KOT'O TIOJTHOTEHOMHOTO pa3feeHusI Ha TeHbI “moMalii-
HEro Xo3siicTBa” U TeHbl Pa3BUTUSI, HECMOTPSI Ha TO,
YTO CBEACHUS 00 3TOM YK€ HAKaIlJIUBAIOTCS U MTOKa-
3aHO, YTO MPOMOTOPHI 3TUX IPYIIT TEHOB MOTYT pa3-
Juyatbesi. B naHHO# paboTe Mbl MOMBITATUCh HANTH
HanboJiee BaXXKHbIE 3aKOHOMEPHOCTH B OpraHU3aIun
MOTHBOB B IIPOMOTOpPAxX T€HOB “IOMAIITHETO XO3Sii-
CTBa” U reHax pa3BUTUSI B TTIOJIHOM T'€HOME IPO30(DUIIbI.

MATEPHAJIbI U METO/bI

Mpb1 nipoaHanu3upoBain 13574 6enoK-KOAUpPYO-
mux reHa Drosophila melanogaster 13 6a3bl TaHHBIX
FlyBase (R 5.57). B ananu3 O0bLUIM B3SITHI 5'-001aCcTH
reHoB oT —300 o +200 Im.H. OTHOCUTEILHO CATOB
Hayajia TPaHCKPUIILUU M TOJHOCTbIO KapTUPOBaH-
HbIE B JOME€HAX COCTOSIHUIA XpOMaTHHA aKBaMapuH,
JIa3ypuT, MajlaxuT U PyOMH, KaK OIMCaHO paHee
(Levitsky et al., 2020). M3 ananm3a ObUIH yaajaeHbI BCe
OKOJIOTIPOMOTOPHBIE YYaCTKU, KOTOPbIE UMEIU KO-
IUPYIOIINE TIOC/IeIOBAaTEeIbHOCTSIM B Mpeaesiax aHa-
Jm3upyeMoii ooiaactu. Takum o6pazomM, HaGOp OKO-
JIOTIPOMOTOPHBIX Y4aCTKOB COOTBETCTBOBA 6562, 874,
1628 u 3162 reHaM aKBaMapWH, JTa3ypUT, MAJIAXUT U Py-
OVMH COOTBETCTBEHHO. MBI NMPUMEHWUINU WHCTPYMEHT
STREME njis de novo moricka MOTMBOB B OKOJIOIIPO-
MOTOPHBIX YYaCTKOB JIJIsI KaXKIOTO COCTOSIHUSI XpOMa-
TUHA B TPEX TeCTaX, OTHOCUTEILHO JIMOO APYTHX COCTO-
STHUI XpOMaTHHA, IM00 Habopa Mmoce0BaTeIbHOCTEH,
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colepXallero ciydyailiHble T€HOMHbIE JIOKYChl. MbI
MPUMEHWIH TTonpaBKy boHdeppoHu K oboraiieHHbIM
MoTtuBaM: 3HadyeHue p/N < 0.05, toe p o3HaYaeT cTaTh-
CTMYECKYIO 3HAYMMOCTh MOTHBA, a N 0003HaYaeT KO-
JmuecTBo MoTtuBOB, HaiimeHHbIX STREME (https://
meme-suite.org/meme/doc/streme.html). Mcnonab3o-
Bau uHcTpyMeHT TOMTOM (https://meme-suite.org/
meme/tools/tomtom) 1j1s1 cpaBHEHUSI 0OOTallleHHBIX
MOTHUBOB C MOTMBaMH ISl U3BECTHBIX (haKTOpOB
TpaHckpunuu wu3 6a3 manHeix CISBP (http://
cisbp.ccbr.utoronto.ca/) u JASPAR (https://jas-
par.uio.no/).

PE3YJIBTATBI U OBCYXIEHHME

Bocrionp3oBaBmmchk gaHHbIMA Monean 4HMM,
MBI OTOOpaJIM TEHHI “TOMAIITHETO X03d1CcTBa” 1 TeHBI
pa3BUTHS B TIOJTHOM TeHOME Ap0o30GWIbI U 3aTEM 00-
paboTaiu mocaeaoBaTeIbHOCTA HYKJIEOTUAOB B IIPO-
MOTOpax 00erx I'PYIII I€HOB C TOMOIIIBIO MHCTPYMEH-
ta STREME (Sensitive, Thorough, Rapid, Enriched
Motif Elicitation). Dta rmporpamMma Io3BOJISIET BbISIB-
JISITh de novo oborailieHie MOTUBaMM B OMPeNeIeHHbIX
paiioHax reHoMa. WM3y4eHbl OKOJIOIPOMOTOPHBIE
yyacTtku (oT —300 go +200 1.H. BOKPYT TOYKWA UHU-
[UALVU TPAHCKPUITINN) Y 6562 TeHOB M3 aKBaMapuH
XpOMaTWUHA MPU CPaBHEHUU MX C TTOCJIeI0BATEIbHO-
CTSIMM T€HOB KOHTPAaCTHOIO COCTOSIHUSI — pyOUH
(3162 reHoB), a TaKKe IPOTHUB I'eHOB ITOJIHOTO TeHO-
Ma 1p030(MUJIBI U TPOTHUB CYMMBI TEHOB B TPEX COCTO-
STHUSIX, VICKJTIoYast akBaMmapuH (5664 rena). Hamm
pe3yabTaThl MOKAa3aJii, YTO MOXHO BBIICINTh JOCTA-
TOYHO MHOTO MOTHUBOB, IO KOTOPBHIM Pa3inyaloTcs
IIPOMOTOPBI T€HOB, JTOKAJIM30BAaHHLIX B Pa3HbBIX CO-
CTOSTHUSIX XpoMaTuHa. IloaToMy mjIs yXKeCTOYeHUS
CTeTIeHU JOCTOBEPHOCTU OLIEHOK M3 3TUX 3HAaYeHUi
OTOOpaJIv TOJBKO T€, KOTOPbIE YIOBIETBOPSIOT CJEMy-
IOLIMM JOIOJTHUTEIbHBIM KPUTEPHUSIM: MaKCHMaJIbHO
HU3Koe 3HaueHue F-value, MakcuMaJibHOEe oboralie-
HUE II0 CPaBHEHUIO ¢ (DOHOM, HaJIMYKMe CBEICHUI B
Ipyrux 6a3ax JTaHHBIX, a TAKXKE BOCIIPOU3BOINMOCTD
B pasHbIX BapuaHTaxX cpaBHeHMii. OKas3ajoch, 4TO
STUM KPUTEPUSIM YIOOBJICTBOPSIOT TOJIBKO YeThIpe
motuBa: M1BP (fd19B), BEAF-32 (pnr, DREF), crp
(sna, sage, grh), kni (CG7928, slbo) (puc. 1a). JIoka-
JIM3alMs 3TUX MOTHMBOB B OCTaJIbHBIX XpOMaTHHAX,
IMMOMMMO aKBaMapuHa, IIoKa3aHa Ha YPOBHE OCH a0bC-
ucc (puc. l1a).

AHajiornuHasi pabota ObU1a MpoBeAeHa JIJIsI CpaBHE-
HUI1 TEHOB B MaKCUMaJIbHO KOHTPACTHOM COCTOSIHUU
pyouH (maHHBIE He IIPUBOASTCS). BEISIBICH omuH
HaunboJee yctoiunBblit MOTUB — TATA-OoKC.

Okazajioch, 4TO Cpelu MPOMOTOPOB T€HOB HO-
MaIITHETO XO3SMCTBA Y APO30(HIbl BO3MOXHEI pa3-
HOOOpa3Hble KOMOMHALMM MOTHUBOB. Kpome Toro,
33% TeHOB 3TOr0 THUIIA BOOOILE HE UMEIOT HU OTHOTO
U3 3TUX MOTUBOB (puc. 10). AHamorndHass padbora
ObUIa MIpoBeleHa IJis aHajn3a IIPOMOTOPOB I'€HOB
pa3BUTHS, UMEIOIIINX TOJIBKO OUYEHB CITeIIN(PUISCKUI
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Puc. 1. XapakTepucTUKH ITPOMOTOPHBIX YYaCTKOB 6562 re HOB JOMAaIIIHEro Xo3siicTBa apo3o¢uibl. (a) CymMmmapHasi JoKaau3a-
1IMsI MOTUBOB OTHOCUTEJIbHO TOUKU MHULIMALIMY TPAHCKPUIILIMU (KpacHasi cTpesika). 1o ocu abcuucce nmokasaHo pacCcTosIHUeE
IO TOYKU MHULIMALUY TPAHCKPUIILIMHY, IO OCH OPAMHAT 4acTOTa JIOKAIM3allMi MOTUBA B TaHHOM KOOPAMHATE OKOJIOTPOMO-
TopHOro yyactka. [IpuBeneHsl Haubosiee ynorpeOuTe/bHble HAa3BaHUSI MOTHBA, a B CKOOKaxX yKa3aHbl Ha3BaHUsI, KOTOpPbIE
BCTPEYaloTCsl B APYTUX CTaThsix/0a3ax faHHbIX. MU3ydyeHHbIE MOTUBbBI IPUCYTCTBYIOT TOJILKO B IPOMOTOPHBIX yYaCTKaX XpoMa-
TUHA aKBaMapuH (rojy0as IMHUS ), BCE OCTATbHBIE TIPOMOTOPHBIE O0JIACTH HE CoAepXKaT 3TUX MOTHUBOB (3eJieHasi, CUHSIS, hu-
0JIETOBast IMHUU Ha YPOBHE HYJIEBOTO 3HAYEHMSI 110 ocu abciucc). (6) Yucna reHOB JOMAIIIHETO X03SICTBa, MMEIOIITHUX TOJIBKO
OIMH MOTUB (BepTHKaJIbHasl KOJIOHKAa LM(}p crnpaBa) WiM KOMOMHALIMM MOTHMBOB (TOPM3OHTAJIbHASI MOCIEN0BATEIbHOCTD
udp BHU3Y). [IpsiMoyroibHUKaMU pa3HbBIX IBETOB 0003HAYEHO HAIMYME M3y4aeMOTO MOTHBA (OTCYTCTBUE 1IBETA B KJIETKE
0003HavyaeT OTCYyTCTBUE MOTHUBA B JAHHOM Ha0Ope TeHOB) TEHOB).

MoTuB — TATA-60KC (maHHBIE HE IIPUBOISITCS). Mo-
BBl Mes2, GAGA, ttk oOmagaroT MeHBIIIEH CIIeIM-
duuHocTrio. Takke oGHapy:keHO, 4To OkojIo 50%
TeHOB pa3BUTHS He uMetoT HU TATA, HU Kakux-Iu-
00 Ipyrux U3 HaliIeHHBIX MOTUBOB. B aHamormyHoM
CpaBHEHUU JIOKAJIU3allii MOTUBOB Y TEHOB Pa3BUTUS
MakcHMajbHas crrenrduka ooHapyxXeHa TOIbKO s
TATA-Gokca B MOJIOXKEHUU OT —75 mo —25 I.H. OT
TOYKM UHULIMALIMU TPAHCKPUITLIMU. AHAIU3, IPOBE-
JIeHHbI ¢ moMoinbio Gene Ontology, mokasaj, 4To
JIJIS1 OTAEIBHBIX TPYIIT MEXKIVCKOBBIX T€HOB, COMIEpKa-
IIUX B MIPOMOTOpPax OIMH MOTUB WIX X KOMOMHAIIUY,
XapaKTEePHO BBIIOIHEHNE OIpeaeICHHBIX (DYHKIIMIA.

TakuM 006pa3oM BIIEPBBLIE OMMCAHBI CHelUdpuye-
CKMe MOTHBBI B IIPOMOTOpPAx T'€HOB JIBYyX Pa3HbIX TUITOB
Ha YPOBHE BCETO T€HOMA M MIOKA3aHO, YTO HaOOPhI MO-

THUBOB y T€HOB “JIOMAIIIHETO XO3sI1ICTBa” ¥ TeHOB pa3-
BUTHSI COBEPIIIEHHO pa3Hble, a HanboJiee N3BECTHHIE
MOTUBBI HE SIBJISIIOTCS] YHUBEPCATbHBIMU.

BJIIATOOJAPHOCTHA

ABTOpBI BbIpaxaroT OjiarogapHocTh LleHTpy Kojuiek-
TUBHOIO TMOJIb30BaHUST “MoJieKyJisipHasi U KJIETOUHast
ouonorus” mpu UMKB CO PAH.

OMHAHCHUPOBAHUE

JanHoe vccliefoBaHue BHITTOJIHEHO TTpY (DMTHAHCOBOM
noanepxke pasnena IocymapctBeHHoro 3aganusi MMKDb
PAH Ne FWGZ-2021-0014 (IoJHOreHOMHBbII aHaIu3,
Gene Ontology aHanu3) u rpantoB PH® Ne 19-14-00051-11
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(06paboTKa JaHHBIX M0 JIOKAIM3aluu MOoTuBoB) 1 PH®
Ne 21-14-00240 (moMCK MOTHBOB).

COBJIOJEHME 5TUYECKUX CTAHOAPTOB

HpI/I BBIIIOJTHCHUM JAHHOIO MCCICOOBAaHWA MaHUITYJIA-
MK C OKCIICPUMEHTAJIbHBIMU 2KMBOTHBIMHW HE ITPOBOANJIMCD.

KOH®JIUKT UHTEPECOB

ABTOpBI 3asIBJISIIOT, YTO KaKOM-1100 KOHMIUKT UHTE-
pPECOB OTCYTCTBYET.

MHD®OPMAILINA O BKIIALE ABTOPOB

N.®D. 2XKrimyseB BbIMOIHSI OCHOBHYIO PabOTy, MHUIIU-
UPOBAJ TIPOBEAEHNE UCCIIeIOBAaHW, y94acCTBOBAJI B HaIM -
canum cratbu, B.I. JleBuuikuii, A.B. llykaHoB miaHupo-
BaJl U BBITOJIHSUIM KOMITBIOTEPHBIE OMNepaliu, aHAJIU3M-
pOBaJIM pe3yJibTaThl M YYaCTBOBAJIM B HAallMCAaHUU TEKCTa
cratbu, T.}O. BatonuHa obpabarbiBaia pe3yabTaThl KOM-
MBIOTEPHBIX ONepaluii, ydacTBOBaJIa B INIAHUPOBAHUU UC-
clieqoBaHusl, OOCYXIIeHUH Pe3yJIbTaTOB U HAITMCAHUY CTa-
U, T.JI. KonecHnkoBa ydacTBoBaja B HallMCaHUU TEKCTa
CTaTbu U OOCYXJIE€HUU PE3YIbTATOB.
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Here for the first time, the organization of promoters of developmental gene promoters and promoter of genes
necessary for general cellular functions—the “houskeeping” of the cell in the complete genome of Drosophila
melanogaster were studied. Using bioinformatic methods, it has been shown that the genes whose promoters
are located in the interbands of polytene chromosomes are enriched in functions associated with general cel-
lular processes, while the rest of the genes (about half of the Drosophila genome) are associated with highly
specialized processes occurring during development. In the promoter zone of the housekeeping genes, four
specific motifs were found that can be present in different genes individually or in various combinations. A
significant part of interband promoters do not contain identified motifs. The analysis carried out using Gene
Ontology showed that certain groups of interband genes containing one motif in promoters or their combi-
nations are characterized by the performance of certain functions.

Keywords: developmental genes, housekeeping genes, gene promoters, nucleotide motifs in promoters, in-
terdbands, bands, polytene chromosomes, Drosophila melanogaster
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