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TpaHCITO30HBI SIBJISIIOTCS BaXKHBIMU MCTOYHUKAMU CAalTOB CBSI3BIBAHUS C TPAHCKPUTIIIMOHHBIMU (haKTOpaMH,
cneurduyeckas akTUBaIMsI KOTOPbIX XapaKTepHa Jisi SMOPUOHATBLHOTO Pa3BUTHSI XKUBOTHBIX. B aBoMIOLIMN
9YKapuoOT OJOMAITHUBAaHUE T€HOB MOOWMJIBHBIX 3JIEMEHTOB MPHUBEIO K BOBHUKHOBEHUIO MHOXECTBA HOBBIX
0eJIKOB, B TOM YMCJIe TPAaHCKPUITLIMOHHBIX (DaKTOPOB, yYaCTBYIOIIMX B YIIpaBjaeHUU TU(hepeHIIMPOBKOM Kile-
TOK. TpaHCIIO30HEBI OOMJILHO IIpeAcTaBieHbl B MexxreHHO JIHK, mATpoHax 1 3’ HeTpaHCIMpPYyeMBbIX 00JIACTSIX,
B TOM 4HcJie BOJIM3Y FeHOB TPAHCKPUITLIMOHHBIX (DAKTOPOB, HA KOTOPbIE OHU OKAa3bIBAIOT PErYISITOPHOE BO3-
NeicTBre. DTO CMOCOOCTBYET B3aMOPETYJISILIMY TeHOB IyTeM aKTUBAllMU TPAHCTIO30HOB MPOAYKTAMHM UX 9KC-
MPECCUU B IMOCIEA0BATENbHBIX JEJEHUSIX CTBOJIOBBIX KJIETOK U TIPEACTABISIET COO0I TMHAMMYECKYIO OUOJIOTH -
YeCKyI0 KOMUPOBKY BUIOCITEIIMMDUIECKOM pEryJIIIii OHTOTeHe3a. Peanv3aiys JaHHOM MHGOPMAaIIUY BO3MOX-
Ha Osaromapsi TKaHecrelnuduueckoili M cramuecnennUyecKoil peryasiyu, OMOCPeNOBaHHONW HalUYreM
TPaHCIIO30HOB B OIpeIeJICHHBIX caiiTax TeHoMa. B MoJIb3y TaHHOTO MPEeAToIOXKEeHYsI TOBOPUT BasKHEHIIIas pOJib
OJIOMAIIIHEHHBIX TEHOB TPAHCITO30HOB B YITPaBJIeHUM pabOTOi1 reHOMa U KJTIOUeBBIMU STariaMy pa3BUTHSI.
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BBEAEHUE

TpaHcrniozonsl (TE — transposable elements) co-
CTaBJISIIOT 3HAYMTEJIbHYIO OO T€HOMOB OOJIBIIMH-
CTBa 3yKapnoT. B ¢BSI3M ¢ HaKOIUIeHWEM OOJIBIIIOTO
KOJIMYECTBa JAaHHBIX O cocTaBe U pacronoxkeHun TE B
TeHOMaX, MOSIBUJIOCh MHOXECTBO T€OPUIl, OOBSICHSIIO-
IIUX UX POJIb B BOJIIOIUY U OHTOTreHe3e. B mTaHHOM oT-
HOIIIEHUH CJIOXWJIMCH IBE MPOTUBOIIOJIOXHBIE KOH-
menuuy. CortacHO OMHOI M3 HUX, ITapa3sUTUIECKOE
noBeneHrue TE ObBLIO BBEIABUHYTO KaK OOCTaTOYHOE
00BsICHEHUE UX coliepKaHUs B reHoMax. JlaHHBIe uc-
caemoBaTeNiM XapakrepuszoBain TE Kak sromcruye-
ckue (selfish) amemeHTHl [1] 1 reHOMHEIEC TTAapa3uUTHI,
Majo Wi BooOIlle He BAMsIONIMEe Ha ¢dheHoTum [2].
Hpyrast rpymnria uccienaoBareyieil BbIIBUTaIa KOHIIETI -
nuio o BmusgHuu TE Ha yHKIIMOHMpOBaHNWE TeHOMa
xo3suHa [3]. OHu 00OCHOBBIBAIM CBOM IIPEACTaBIIC-
HUSI JoKa3aTeJbCcTBaMU Toro, uro TE crmocoOCTByIOT
T€HOMHBIM HOBOBBEJIEHUSIM U MOSIBJICHUIO PETYJISITOP-
HBIX 3JIEMEHTOB I X03sgnHa [4, 5]. Bonbinyio poib B
nccaenoBaHuy poii TE B KauecTBe ICTOYHUKOB PETyJIsi-
TOPHBIX TTOC/IEI0BATEILHOCTEN ChIrPaJIi OTeUECTBEHHbIE
uccaenosarenu B.A. Patnep [6, 7] u J1.3. Kaiinanos [8],
onpenenusinre TE Kak MOnBIZKHBIE PEeTYISITOPHBIE KAac-
CeThI, KOTOPhIE HAIIPABIIEHHO BCTPAMBAIOTCS B OIIpee-
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JICHHBIE CAaiThl T€HOMA, YTO IIPUBOIUT K adalTaIlsIM.
K HacTosieMy BpeMeHU MOSIBIISIETCST BCE OOJIbIIIE JaH-
HbIX 0 ToM, 4To TE ciry>kaT uCTOUHUKaMU CaiiTOB CBsI-
3BIBAHUS [IJISI TPAHCKPUITLUOHHBIX (pakTopoB (TD) u
U3MEHSIIOT peTyIsITOpHbIe ceTru pa3BuTus [9]. OObsic-
HeHust poiu TE B reHomax MpencTaBUTEISIMU JBYX
KpalfHMX KOHIENIWII MMEIOT IIpaBO Ha CYIIEeCTBOBA-
HUE, TaK KaxKIas U3 HUX 3aTparuBaeT pasjIMyHble Xa-
paktepuctuku TE. Hampumep, mpu ropru3oHTaIbHOM
nepeHoce P-anemenToB B reHOM Drosophila melanogas-
ter He OBLIO OOHAPYXXEHO 3BOJIIOIIMOHHO 3HAYMMBIX
usMeHeHuit. KpoMe Toro, uieHTU(GpUIMPOBAHO MHO-
xectBo mHcepumii TE, BBI3pIBaIONINX HacCJEICTBEH-
Hble 60J1e3HU. C ApPYroil CTOPOHBI, HAKOIUIEHO N0CTAa-
TOYHO JaHHBIX, JOKa3bIBAIOIINX, YTO 3YKAPUOTHI B XO-
JIe 9BOJIOLUMM MCIIOJNL3YIOT KaK peTyJIsITOPHEIC
nocienoBatebHOCTH TE, Tak M MX TeHBI IJIsI COO-
CTBEHHBIX HYK]I.

dusnoyiornyeckoe pa3BUTUE MHOTOKJIECTOYHBIX
SYKApUOT XapaKTepPU3yeTCsi CHHEPTU3MOM BO B3aMMO-
orHomieHusx TE 1 ux xo3seB. B oprannsmax xo3sieB
CYILIECTBYET MHOXKECTBO OCJIKOBBIX CUCTEM, ITOJABIISI-
fo1yx akTuBHOCTH TE B 3penbIx auddepeHIMpPOBaHHBIX
KJIETKaxX, 3a CUeT 4ero MoIep>KUBaeTcsl CTaOMIBHOCTh
¢GyHKIMOHMpoBaHMsI reHoMma. Hampumep, KaTaauTrae-
ckie oenkn APOBEC3A, APOBEC3B, APOBECI,
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ERCC, TREXI, RB1, HELLS, MEGP2 npenorspa-
maioT 3kcnpeccuio TE [10]. MouiHbIM penpeccopoMm
aktuBHOCcTU LINE-1 sBasiercsd cTabuUIM3UpyOUINiA
6en0k SIRT6, koTopsiit B3auMoneiictyer ¢ 5’UTR L1
3JIEMEHTa U YIAaKOBBIBAET €I0 B TPAHCKPUIILIMOHHO pe-
MpeccupoBaHHBIN rerepoxpoMaTuH [11]. OgHako gaH-
HbI€ CUCTEMbI HECOBEPIIIEHHBI, YTO MOXET MPUBOAUTH
K HE3aIUIaHUPOBAaHHOW MATOJIOTMYECKOU aKTUBALIUU
TE B oHTOTreHe3e, IPUBOIS K PSIIY aCCOLIMMPOBAHHBIX
¢ Bo3pacToM TMatosioruii. Hampumep, nucbanaHc B
yrpasieHuu TE, Benymuii K reHOMHOM HECTaOUIbHO-
CTH, MOXET TPUBECTU K PA3BUTUIO 3JT0OKAYECTBEHHBIX
HoBooOpazoBaHuii [12]. IIpenmoiaraercsi, 4YTo0 UCTO-
meHue cucremsl penpeccuu TE ¢ Bo3pacTtoM Moxer
CIIYKUTB TIpUurHOit crapeHusi. C Bo3pacToM U3 obJia-
creit L1 ncromaercs comepxxanue SIRT6 [11]. Kpome
TOTO, IMoaAepKuBaroniee MmeTmmpoBanme JJHK tpanc-
ITO30HOB MMEET TOYHOCTh NMPUOIM3UTEIBHO 99% — ¢
BO3PacTOM M3-3a BO3MOXHBIX OIIMOOK MapKephbl pe-
MPECCUPOBAHHOIO XpOMaTWMHA MOTYT TEPSAThCS, UTO
BBI3BIBacT Aepernpeccuio TE u naBuHOOpa3HOMY pOCTY
BbI3BBAHHBIX 3TUM TPAHCMO3WULUI, BbI3BIBAIOIINX Te-
HOMHYIO HECTAaOWUJIBHOCTD U TTPOTPECCUPYIOIIIEE CTape-
Hue [13]. B cBsI3u ¢ 5TUM HcCIeg0BaHUE B3aUMOCBSI3EN
TE ¢ reHOMOM X03siIMHA UMeeT OOJIbIIIoe 3HAUYCHUE B
COBpPEMEHHOI TeHETUKE.

HemuddepeHimpoBaHHbIE KISTKU SIBISIOTCS TLTIO-
PUIOTEHTHBIMU Y MOTYT aKTUBUPOBAThb pPa3IMYHbIC
0enok-koaupytoiiue reHbl. [To Mepe mporpeccupona-
HUS KIEeTOYHOU TnddepeHINPOBKN 3KCIIPECCUPYIOT-
csl TeHbl, crieliM(UYHbIE IJIs1 JAHHOTO TUIIa KJIETOK, a
TakXe pernpeccupylorcsi HecrieuudrUUuHble TeHbl — B
pe3yJibTaTe TepsieTCsl MIIOPUNIOTEHTHOCTb U TIOCTUTA-
eTcsl orpaHu4YeHHoe AubdepeHIMPOBAHHOE COCTOSI-
Hue. Ha uHrubupoBaHue KJIETOYHON MIACTUYHOCTU
OKa3bIBAIOT BO3AEWMCTBUE BNUTEHETUYECKUE (PaKTOPbI
u TO [14]. B perynsiiiiu 3KCIpeccuu JIaHHbBIX (haKTo-
poB KimoueBylo poJib urpatoT TE, dopMupytomme nm-
HaMUWYHBIC peTryasTopHbIe ceTH [15]. s Kaxkmoro BU-
Ja, XapaKTepM3ylollerocsi crneiudUIHbIM COCTaBOM
reHoMa, KapruoTuria, coctaBa u pacrnosioxeHus TE ot-
HOCUTEJIBHO O€TOK-KOAMPYIOIIMX T€HOB, XapaKTepHa
KOHKpeTHasi ocobasi peryJisiTopHasi ceTh. B aBosoLiumn
TE sgBnsitoTcs BaXXHBIMU MCTOYHUKAMU BO3HUKHOBE-
HUSI CaWTOB CBSA3BIBAHUS C TPAHCKPUMLIMOHHBIMU
daktopamu (TFBS — transcription factors binding
sites) [16—20]. HoBble 6e1K1 B 3BOJIIOLIMU MOTYT (hop-
MUpPOBAThCS TIyTeM oJoMalnHuBaHUs TeHoB TE reHo-
MoM xo3srHa [5, 21—-26]. TE y4acTByIOT B co3maHUMN
PETPOKOIIUIA TEHOB, HEKOTOPbIE M3 KOTOPBIX aKTUBHO
akcripeccupytores [27, 28]. Ipu 3k30HU3aLIUN TPaHC-
MO30HOB, PACIIOJIOKEHHBIX B WMHTpoHax [29—31] u
3'UTR [32, 33], moryT 00pa30BbIBATHCSI HOBBIE OEJIKU.
Kpome toro, TE aBasiorcss BaXXHBIMU MCTOYHUKAMU
siPHK [34], mukpoPHK [35—40] 1 AJIMHHBIX HEKOIU -
pytomnx PHK (1kPHK) [41, 42]. Takum o6pa3om, TE
MOTYT UTpaTh POJib B PETYJISIIUU IKCIIPECCUU TEHOB
npu KJIeTouHou auddepeHIUPOBKE B CBSI3U CO CMO-
cobHocthio TE K TpaHcno3uiuu nof AeiCTBUEM pas-
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JIMYHBIX CUTHAJIOB, a Takxke obpa3zoBaHmeM HKPHK,
OKa3bIBAIOIIMX BIMSHUE HAa TPAHCKPUITIINIO. DKCIaH-
cun TE BreHOMax BeIyT K CYILLIECTBEHHBIM IIEPECTPOii-
KaM PEeryJISITOPHBIX CEeTEe 1 KOMOMHATOPHOI OpraHu-
3allMM TPAHCKPUITIIMOHHOTO YIIpaBJIeHUsI TeHaMu [43].
PerynsitTopHbie TTOCIE€I0BAaTEIbHOCTH, TIPOUCXOSIIINE
13 TE, 0coOGeHHO MHTEePECHEBI C TOYKU 3PEHUSI BOJIIO-
UM U3-3a UX IOTEeHIIMajla CIIOCOOCTBOBATh TUBEPIEH-
LIAM SKCIIPECCUM TeHOB MeXXIy BugaMu. B sBomonn
TE npencraBiasioT cob0il 4acTb T€HOMOB, KOTOpas
Haunboee OBICTPO MeHsIeTCs. B CBSI3M ¢ 3TUM KaxKIbIid
BUJI XapaKTepU3yeTcsl CIeLUPUUIECKUM COCTaBOM,
pacmoioXeHNEM U KOJIMYECTBOM KOMNUIA pa3IudIHbBIX
TE. Hanpumep, nipu cpaBHEHUHW TEHOMOB 4eJIoBeKa 1
MBIILH CTAJIO OYEBUIHO, YTO 99% Ge0K-KOAUPYIOLINX
TEHOB SIBIIIIOTCS ToMmoyioramu, a 80% TeHOB ITOJTHO-
CTbIO MIEeHTUYHBI. B T0 ke Bpems ToabKO 13% TE MblI-
I OGHapyXXeHBI B TeHOMe 4estoBeka, a 48% TE deno-
BEKa BBISIBJISIIOTCSI B TeHOME MBIIIN [44].

HBOJIIOLIMA UCTOYHUKOB CAUTOB
CBA3bIBAHUA C PAKTOPAMU
TPAHCKPUITLINN

B dopMmupoBaHMM TeHOMOB 3YKApMOT BaKHYIO
pOJIb ChITpasio MosiBJieHUe HOBbIX yHK1Mit mist TE 3a
CUEeT HAJTMY M WU TIOSIBJIEHWS MO/ BIWSIHUEM MyTalluid
B X COCTaBE€ PETYJISITOPHBIX MTOC/IEN0BATeIbHOCTEN, UTO
no3Boisier TE pemomenupoBath TeHHBIE ceTu [45].
I1penmonaraercs, uro skcnancus TE gBnsieTcst OCHOB-
HbIM (DaKTOPOM Te€HHOM peryjsiiuu. BbIsIBIEHO MHO-
kecTBo MHcepuuit TE, KoTopble ObLIU UCITOJb30BaHbI
JUTSL HY>K]] TeHOMa XO03siMHa B CBSI3U C MIPEAOCTABIEHU -
em TFBS. Jdannsie TFBS, npousomeniue u3z TE,
CIyXXaT B Ka4yeCTBE DHXaHCEPOB U IPOMOTOpPOB [17].
Hamnpumep, B reHOMe 4esoBeka ooHapykeHo 280000
MOTEHIIUATBHBIX PETYJISITOPHBIX 3JIEMEHTOB, BO3HUK-
mux B pe3yiabraTte mHcepuuii SINE, LINE, LTR-co-
nepxamunx u JHK-Ttpancmo3oHoB. ¥ yesoBeka HEe Me-
Hee 20% peryJIITOPHBIX MOCIEA0BATEILHOCTEN TE€HOB,
CXOOHBIX C IPYTUMU BUIAMU, OBUTA KOOTITUPOBAHBI U3
TE [16]. B HemaBHUX HCCJIENOBAHUSIX B TEHOME YeEJ0-
BeKa ObL10 BhIsIBIIEHO 794 972 TFBS, npou3oiieamnmx
u3 3HOOreHHbIx perpoBrupycoB HERV. Ananu3z kia-
crepuszanuu nokazaia, uyto HERV/LTR moryr ObITH
CTPYNITMPOBAHbI B COOTBETCTBUM C IIAOJIOHAMMU CBSI-
spiBaHusg ¢ T®d. HERV/LTR rpynmsl orpaHUYeHEI
rnoputioreHTHeIMU T® (Hanmpumep, SOX2, POUSFI,
NANOG), T® sMOpuoHaNbHON B3HIOAEPMbI/ME30-
nepmbl (Hanpumep, GATA4/6, SOX17, FOXA1/2) u
reMmaTtoriostudueckue T® (Hanpumep, SPI1(PU1),
GATA1/2, TAL1) [20].

PerpoBupychbie LTR comepkaT MHOXECTBO (pyHK-
LIMOHAJIBHBIX PETYJSTOPHBIX 3JIEMEHTOB, HEOOXOIU-
MBIX IJISI WHUIIAALAW WU KOHTPOJSI TPAHCKPUIIIINUA U
MOTYT CYIIECTBEHHO MU3MEHUTh SKCIIPECCUIO TTPOKCHU-
MaJIbHBIX TeHOB. KpoMe Toro, Tak Kak MHOTHUE OTIEb-
HbIE KJIACChl PETPOBUPYCOB PA3JIMYAIOTCS TI0 PETYJISI-
TOPHBIM TTOCJIETOBATEIIBHOCTSIM, CONEPKAIUMCS BHYT-
Ne 1
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pu ux LTR, oHM oka3anuchk BeCbMa YHUBEPCATbHBIMU
npu TiepepadboTKe pa3HOOOPA3HBIX TPAHCKPUITIIMOH-
HBIX mporpaMm. Ha npoTsokeHun Bceit 3BOTIOIUN MJTe-
KOIMUTAIOIIUX PACIIPOCTPaHEHUE PETPOITIEMEHTOB BbI-
3BaJIO MepepacipeesieHrne CaliTOB CBSI3bIBAHUS 151 PSi-
Jla PEerysIiTOpOB TPAHCKPUILIMU, BKJIIOYas (aKTOpbI
mwnopunoTteHTHOCTH OCT4 1 NANOG, 6e1Ku MHCYIISI-
topel CTCF, neiiponnsie penpeccopsl NRSF/REST u
npyrue [45]. AHaJIOrMYHO BKCITAaHCUSI TPAaHCIIO30HOB
MER20 u RLTR13D5 criocobcTBOBaNa 3KCIIpecCun B
SHIOMETpUM 1 Tpodobiracte WIS TUIalleHTapHOM TpaH-
CKPUIILIMM T€HOB, HEOOXOOUMOM ISl pa3BUTUSI Oepe-
MeHHOCTH [46]. OKa3aIoCh, 9YTO UCHOJIB30BAaHUE PETPO-
5JIEMEHTOB B KAU€CTBE AJIbTEPHATUBHbBIX IPOMOTOPOB —
pacrpocTpaHeHHbIH (peHOMEH, KOTOPbIi NCITOIb3yeTCs
NpPEUMYIIECTBEHHO B 3MOpPMOHAJIbHBIX KJIETKaX, HO
TakXe B HEKOTOPOU CTeNEeHU B TKaAHSIX B3POCJIbIX Opra-
Hu3MoOB. Ilpu paHHeM 3MOpHUOHAJIILHOM Pa3BUTHUU, B
YacTHOCTH, 10 20% TpaHCKPUIITOMA MHULIUAPYETCS U3
pETPOTPaHCNO30HOB. JlaHHbIE aJIbTEpPHATUBHBIE MPO-
MOTOPHI ITPOSIBJISIIOT CKIOHHOCTD K TKaHecneluduyie-
CKOI1 akTUBHOCTU. Bo MHOTHX ciy4dasix 3T peTpo-TE
ObLIM KOOINTUPOBAHbI XO35IMHOM TTOCPEICTBOM 3K30-
Huzauuu [45]. Dk3oHU3alLMell Ha3bIBAIOT IIPOIIECC
NproOpeTeHUsI TeHaMU HOBBIX 9K30HOB U3 HEKOJIUPY-
IOIIMX TIOCJIeIOBATEbHOCTEN, TJIaBHBIM 00pa3oM UH-
TpoHOB. WHCeplUM WM TOYKOBBIE MYTallMM YacTO
CIOCOOCTBYIOT 00pPa30BaHUIO aJIbTePHATUBHbBIX CANTOB
CTJIaiicHra, BbI3bIBasl BKJIIOUEHWE HOBBIX MOCEeI0Ba-
TEJIbHOCTEN B KaueCTBE SK30HOB WU YIJIMHEHUE CY-
IIECTBYIOIINX K30HOB [31].

TE oka3zajiuch MCTOYHMKAMU TOYTU TOJOBUHBI
(YHKIIMOHAIBHBIX PETYISTOPHBIX MOCAEI0BATEIbHO-
cTeil B reHoMe vesioBeka. TE pacroyioXeHbl Tprubim-
3UTETbHO B 44% OTKPBITBIX OOJACTSIX XpOMaTWHA
(ygacTkax XpoMaTWHa, CBOOOIHBIX OT HYKJIEOCOM U
runepuyBcTBUTeNbHBIX K JIHKa3ze I). [Tpu atom B oT-
KPBITBIX O0JIACTSIX XpOMaTHUHA Y TIPUMATOB OOHAPY KU -
Baetcs 10 63% TE. B uccnenosanuu Jacques et al. mist
onpenenaeHus, B Kakoli cterieHn TE cmocoOCTBYyIOT co-
3[IaHUIO TPAHCKPUITLIMOHHON CETH YesloBeKa, ObUIU UC-
M0JIb30BaHbl HAOOPHI JAHHBIX KOHCOPLIMYMa DHIIUKJIIO-
nenuu saemeHToB JIHK (ENCODE) ¢ onpeneneHuem
pPacmnoyIoKeHUSI aKTUBHBIX PETYISITOPHBIX 3JIEMEHTOB B
KieTKax oojiee 40 pa3nuaHBIX TKaHel denoBeka. Mc-
MOJIb30BaHUE TaHHOTO pecypca MO3BOJIUIO U3MEPUTh
BKJIaJ] BCEX KJIaCCOB MTOBTOPSIIOIIMXCS MMOCTIEA0BATENb-
HOCTE U CUCTEMHO OXapaKTepu30BaTh BO3IEMCTBUE,
kotopoe TE oka3biBatoT Ha JaHamadT XxpoMaTUHA Ye-
JoBeka. [TonydyeHHbIe pe3yabTaThl MoKas3aiu, YTo To-
caemoBaTelIbHOCTH, Tipousomenmue u3 TE, BHecan
COTHU TBICSIY HOBBIX PETYJSITOPHBIX JIEMEHTOB B JIU-
HUIO MPUMATOB U U3MEHWJIM JaHAIa(dT TPAaHCKPUTILIMUA
reHoma uesioBeka. JlJIsi CHUCTEMHOIO HCCIEeIOBaHUS
Bkiana TE B peryisiTopHbie ceT YesioBeKa Mo 1LeJIOMY
psiy TUIIOB KJIETOK 4YejoBeKa ObLIM MCIIOJb30BaHbI
IaHHble runepuyBcTBUTENbHBIX K JIHKaze-1 caiitos
(DHS), coznanHble B YHUBepcuTeTe BalimHITOHA U B
Yuusepcurere Hroka kak yactb ENCODE. Ilpenmy-
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ILIECTBO MCMOJIb30BaHUS 3TUX KapT JOCTYMHOCTU XPO-
MaTHWHa 3aKJII0YaeTCs B BbIAEJIEHNU aKTUBHBIX MOCIIE-
nosatenbHocTelt [JIHK. XoTst mocTymHOCTD He TpUpaB-
HUBaeTcsl K peryiasaTopHoit ¢byHkuuu, Jaques et al.
OCHOBBIBJIMCH Ha 3TUX Habopax NaHHBIX JJII U3MeEpe-
HUSI TJ100TBHOTO TIPOMUIISI aKTUBHOCTU BCEX KJIACCOB
MOoCaeA0BaTeIbHOCTEM, MOTYYEHHBIX OT TPaHCIO30-
HOB, U CUCTEMHO oxapakTtepu3oBaian BnussHue TE Ha
nmanmmadT XxpoMaTrHa denoBeka. Haunnas ¢ 106 Ha-
6opoB gaHHbIX DHS, 6bLI IIpoBeaeH 00U PHEI KOH-
TPOJIb CBOMCTB 75 HAOOPOB MAHHBIX, OTIPEIACTSIIONINX
B 00111eit cmoxxHocTHu 11848 530 oTKpBITHIX oOJiacTei
xpoMmaTuHa B 41 Tume KjaeTOK 4esioBeKa, BbIAeeH-
HBIX U3 HOPMaJIbHBIX, SMOPHOHANbHBIX U 3JI0Kaye-
cTBeHHbIX TKaHeit. IlonydyeHHble maHHbie DHS B
JlaJbHENIIeM CrpyIlIMpoBaHbl MO TUMAM KJIETOK B
1643643 pa3nuyHbIX 00JIACTU OTKPBITOIO XpOMAaTHHA.
ITpu nsmepeHun nepeKpbiBaHUS C ITOBTOPSIOIINMU-
cs 3JeMeHTaMu OOHapyxkeHo, uto 725610 (44.1%)
DHS oo6macTeit mepeKphIBaIOTCSI C 3K3eMIUISIpaMu
4 ocHoBHbIX ki1accoB TE (ERV, LINE, SINE u JIHK
TpaHcno30HE!). I1Ipu pasmeneHuu obiacreit DHS Ha
OCHOBaHUM HAJIMYUS WU OTCYTCTBUSI TOMOJIOTUYHBIX
MOCJIENOBATEIbHOCTEl B OPTOJIOTUYHBIX JIOKyCax Y
JIpYTUX BUIOB OOHApPYXEHO, UTO 3Ta NOJISI JOCTUTAEeT
63.1% nna TE, BCTpOeHHBIX B ITOCJIEIOBATEIBHOCTH,
crieuuduyHbIe OJ1s TIpUMaTtos [9].

Tricaun mMocaenoBaTebHOCTEN, MPOU3OIIEAITNX
u3 TE, akTUBUpPYIOTCS B CITeU(MPUIECKUX TUTIAX KJIETOK.
JlaHHasi aKTUBHOCTb CBSI3aHa C IKCITPECCHUE COCeTHUX
TE€HOB, CIIEIM(MUIHBIX 11T TUIIOB KJIETOK. TakmMm o6pa-
30M, TE, ByactHOocTH ERV (3HIOreHHBIE pETPOBUPYCHI),
BHECJIM COTHU ThHICSTY HOBBIX PETYJIITOPHBIX 3JIEMEHTOB B
JIMHWIO TPUMaTOB M W3MEHWIM JaHmmadT TpaH-
cKpunuuu yeaoneka [9]. U3MeHeHUsT perysilium 3KC-
MPecCcuu reHoB, B OTJIMYME OT UBMEHEHU I B caMUX Te-
Hax, UrpaloT 3HAYUTEIbHYIO PoJib B Mopdosornye-
CKOl 2BONOLMU. Peryasduusi reHoB BO MHOTOM
zaBucutT or TFBS. Ilpu wnccnemoBanum TFBS vy
29 BUIOB MJIEKOMUTAIONIMX TOKa3aHO, YTO T€HOMBI
KoonTupytoT ¢gparmeHTsl TE s Mcnojb30BaHUST B
KauyecTBe FeHHOM peTyJIITOPHOI Mocjien0BaTeIbHOCTH
B IIXPOKMX MaciuTabax [16].

TE saBIs10TCSI OCHOBHBIMU MTPOKAMM B 3BOIIOLINN
reHOMOB. DM (eKThI UX MepeABUKECHNI BapbUPYIOT OT
HOKayTa I'eHa J0 0ojee TOHKMX — M3MEHEHUS DKC-
npeccuu reHa. Tak kak TE moryr comepxars TFBS,
OHM MOTYT NEepPeIuchiBaTh HOBbIE T€HBI B CYILIECTBYIO-
I1e TpaHCKPUIILIMOHHEIE ceTH. IlokasaHo, Hampu-
Mep, uyto TE 3HaunTenbHO aMIIMGULIIPOBAIN KOJIH-
YEeCTBO IIOCJIENOBATEJIbHOCTE, COOTBETCTBYIOIINX
E2F TFBS B mpoliecce BUIooOpa3oBaHUsI KaIlyCThl.
B pesynbraTe y HEKOTOPBIX BUIOB KallyCThl HE MEHEee
85% mocnenoBaTeIbHOCTEN, COOTBETCTBYIOIINX KOH-
cencycam E2F TFBS, naxomsarcs B mpenenax TE.
TpaHCcI030HBI BEI3BIBAIOT IIPSIMOI 3(pheKT Ha orocpe-
noBaHHy10 E2F reHHyr0 peryisiiuio, Tak Kak MocJieno-
BatesabHOCTH BHYTpU TE cBsswiBatoT E2F in vivo. TE,
pacmojioXXeHHbIE BOJM3M T€HOB, MOTYT HEIIOCpE.I-
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CTBEHHO CJIY>KMTh B KQ4eCTBE IIPOMOTOPOB IreHoB. JIo-
Kanu3auusg TE Bmaau reHOB OKa3bIBaeT KOCBEHHBIN
3¢ deKT 3a cueT cBs3bIBaHUA ¢ O0elkoM E2F u ymMeHb-
IIEHUS eTo KojmmdyecTna [ 18].

BDHxaHcepbl — 3To TocjiegoBateabHocTd TFBS,
yCUIMBAaIOIINEe TPAHCKPUIILIWIO TeHoB. JlaHHbIe 00J1a-
CTU 00BIYHO MMeroT MIMHY 150—500 11.H. 1 MoryT pac-
rnoJjiaraTbCsl aJIeKo OT CTAPTOBOTO caiiTa TpaHCKPUII-
1u. CpaBHeHUE TeHOMOB 29 BUIOB MJIEKOMUTAIOIINX
TMO3BOJIMJIO OOHApPYXKUTH OoJiee 280000 KoHCEepBaTUB-
HBIX HEKOIUPYIOIINUX 3JIEMEHTOB, TIPOU3OIIEAIINX U3
TE ¢ moreHLIMaNIbHO peryaIsaTopHOi pyHKIIMeil. MHO-
TMe U3 HUX MOTYT OBITh dHXaHcepamu. Hampumep, y
MieKonuTaomux sHxaHcepamu ciayxaT: LF-SINE
mrsa reda Is/l, CORE-SINE — mis Pomc, MIR — nnga
Tall, AmMnSINE — nna SATB2, AmnSINE — nns Fgf8,
MaLR — mist Pome. Y yenoeka LINEI ciyxut sHxaH-
cepoM sl reHa apoa, Alu — gnst K19; y mbiiu B2
SINE — nng ropmoHa pocta; v KykKypy3sl JHK-TE
Hopscotch — nns th1[17]. B reHoMe 4ye1oBeKa SHXaHCe-
po1, ipousomeninre u3 MIR (mucneprupoBaHHEIE TTO-
BTOpHl MIleKomnuTaomux) TE, saBusioTcs GoraTeiMu
WCTOYHUKAMMU calToB CBsA3bIBaHUSI TP, 4TO OOBSICHSI-
eT MX CoXpaHeHMe B 3Boynonuu. Ilpomsonrenmue u3
MIR sHXaHCEpHI IBISIOTCSI BAXKHOM CisS-peryJIITOPHOMN
niatgopMoit, mo koropoit MIR MoryT ocyiiecTBisITh
peryiasaTopHyio ¢GyHKIMIO B TeHOMe deiaoBeka [19].
Haubonee akTMBHBIMU 3HXaHCEepaMM B BO3HUKHOBE-
HUM HEOKOpTeKca SMOPUOHOB MbIllIeil B BO3pacTe
14.5 nHeit okazanuchk cemeiicTBa mmosropoB MER130.
brio mokaszano, yto MER 130 nMmeloT 3HadueHUe B pe-
TYJUuU GOpMUPOBaHUSI KOPBI TOJIOBHOTO MO3ra, pac-
oJarasich BOJIM3M C TeHaMU, Ba>XKHBIMH JIJISI Pa3BUTHS
" pyHkunoHupoBaHus HeokopTekca. MER 130, Heas-
ToHOMHBI TE, BO3HUKINNMIT y YeTBEPOHOTUX WU, BO3-
MOXHO, Y JIOTIACTEeNePhIX PHIO, YTO IIPEAIIEeCTBOBAJIO
TMOSIBJIEHUIO KOpBI Oonbmmx Tonymapuii. [1penmoira-
raercsi, YTo BCTpavMBaHUE PETyJISITOPHBIX MOCIeI0Ba-
TenbHOCTEM TpaHcmo3oHoB MER130 B kauecTBe 2H-
XaHCEPOB CITOCOOCTBOBAIIO OOPa30BAaHUIO HEOKOPTEK-
ca B 3Bomouuu [47]. TE wMoryr ydyacTBOBaTh B
PEryIsIlMy 3KCOPECCHUU Te€HOB HAa TPaHCKPUIILIOH-
HOM U IOCTTPAHCKPUMILIMOHHOM YPOBHSIX Pa3JIMYHbBI-
MU criocobamu. 3a cuet nepemeuneHuii TE B aBoIO-
o (pOpMUPOBATUCH PETYISITOPHBIE CETU, CIIeIM-
duaHbBIle I OIpele/ieHHBIX BHOoB. Ilpm »TOoM
Bunocnenududeckue TE xapakTepusyloTcs TpyINIiv-
POBKOI1 BOKPYT T€HOB, BOBJICYCHHBIX B pa3BUTHE U pe-
TYJISIIIAIO TpaHCKpunouu [5].

IToayyeHO MHOXECTBO CBUAETEABCTB TOro, 4To TE
cyXaT BaXHbIMM McTouyHMKaMu TFBS B KimoueBBIX
MeXaHU3MaX TMEPeKIIOUeHUSI 9KCIIPECCUU Te€HOB IIpU
InddepeHIMpoBKe KIETOK B OHTOreHese [16—20].
MoOXHO TIPEaNoJIOKUTh, YTO OCOOCHHOCTH PACIIOJIO-
keHud naHHbeix TFBS, a Takke jokanm3anus caMux
TE B reHOMax MOTYT y9aCTBOBAaTh B SIIUT€HETUYECKOI
peryJIsiiuM padoThl TeHOMAa. DTO OMOCPEIOBaHO OOpa-
30BaHMeM M3 TpaHcKpunToB TE mpu ux mmpoliieccuHre
siPHK [34] u mukpoPHK [35—40]. Janasie HKPHK
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peryaupyroT akcipeccuio TE, n3 KoTopblx oHU 00Opa-
30BaHbl, a TaKXKe OEJT0K-KOAUPYIOIIUX TEHOB, COAEP-
KalllMX KOMITJIEMEHTapHbIE UM MOCJIeA0BaTEIbHOCTH.
B sBomoniuu TE 9BASIOTCS BaXXHBIMU UCTOYHUKAMU
BO3HUKHOBEHMSI HOBBIX OEJIKOB 32 CYET OIOMAIIIHUBA-
Husi reHoB TE [5, 21—-26], o6pa3oBaHMsT peTPOKOITHIA 1
sk3oHu3auueil TE [27—33]. 3a cueT 3TOro MHOTHE Ie-
HBI comep:kaT ItociieqoBatebHOCTH TE M crmocoOHBI
KOMILIEMEHTapHO cBs3biBaThcs ¢ HKPHK, nmpoucxo-
ngmuvu U3 TE, yto omocpenyeT ¢dopMupoBaHUe
CJIOXHBI PETYJSITOPHBIX CeTeid SMUTEHETUYECKOTO
yIIpaBJICHUSI OHTOT€HE30M.

TPAHCITO30OHBI KAK NCTOYHUKU
BEJIOK-KOJIMPYIOIMX 'EHOB B 5BOJIIOLIMU

B cBs3u ¢ rimobanbHOM pacnpocTpaHeHHOCThIO TE
B I€eHOMax 3yKapMOT, MX IIOCIEI0BaTEJIbHOCTU HC-
MOJb3YIOTCS KaK MJIST UCHOJIb30BAHUS PETYISITOPHBIX
MOCJIeIOBATEIbHOCTEN B YIIPABJIEHNM SKCIIPECCUM Te-
HOB X035¢B, TaK 1 B 00pa30BaHNH HOBBIX TeHOB. B 3BO-
mouuun aykapuot reHbsl TE MoryT ObITh 0OqOMalIHEHBI
¥ WCIIOJIb30BaHBI I HYXI Xo3stmHa [5, 21-26]. TE
CITOCOOCTBYIOT 00Opa30BaHNIO PETPOKONUI CYIIIECTBY-
oLIX O0eJIoK-Koaupytoiux reHos [27, 28]. Ilepeme-
meHus TE MoryT ciy>kKuTb IpUYMHON 3BOIIOLAN Oe-
JIOK-KOIUPYIOIINX T€HOB IIyTEM BK30HU3ALUU IIPU
vHcepuuu B UHTPOH [29—31] wiu B6sm3u 3’ UTR rena
[32, 33]. HoBbie BapuaHThI O€JIKOB, 0Opa30BaHHBIE B
pe3yabTaTe 9K30HU3ALM, CIIOCOOCTBYIOT ITOSIBJICHUIO
HoBOW ¢dyHKkuMu. Ecim mpuoOGpeTeHHOe CBOWMCTBO
MO3BOJISIET OpTaHU3MaM JIydllle agalTHPOBaThCSI, ajlb-
TEpPHATUBHBINA CIIAICMHTOBBLIA BapUaHT MOXET IMOJI-
HOCTBIO 3aMECTUTbD MpeAlecTByomuii [31]. XapakTep-
HO TKaHecreuudruueckoe MCHOJIb30BaHUE IK30HOB,
npoucxonsammx 13 TE, 9To ToBOpUT 0 BO3MOXKHOM po-
JIV TPAHCITIO30HOB B YIIpaBieHUU OTU(hepeHIIMPOBKOM
kJeTok [29, 30]. B taHHOM OTHOIIIEHUU BaxKHOE 3HaYe-
HUE nMeeT 9K30HMu3anus MmexxreHHbIX TE 3a cuet obpa-
3oBaHus1 n3odopM ¢ anbrepHatuBHBIM 3'UTR. Tak
kak xormuu TE conepxarcs B 3'UTR MHOrux reHOB, TO
npousoirenine n3 Hux MukpoPHK moryT perymmpo-
BaTh KJIETOUHBII ypPOBEHb OOJIBIIIOTO YMCJIa HEPOJ-
crBeHHbIX MPHK ¢ oOpa3zoBanueM TakcoHcreumndu-
yecknx MukpoPHK [32, 33].

Coxpanenue mociaenoBarenbHocTeii TE B cocraBe
T€HOB MMeEET BaXXHO€ 3HAYeHME B OOECHEYCHUU UX
crieun(pUIEeCKOMN peryIsiiuu. OTUM MOXKHO OOBSICHUTD
COXpaHEHME B 3BOJIIOLIMU PETPOKOIIMIA, MYyTUIUIINPO-
BaHHBIX IPHU MOMOINM PEeTPOTPaHCIIO30HOB. OKOJIO
10% Bcex 0eOK-KOIMPYIOLIMX T€HOB coaepxkaT 0oJjiee
ogHOro perporeHa. Hannyue GOJIBIIOro KOJIMYECTBa
PETPOKOIINIA SIBISIETCSI OMHUM M3 CIIOCOOOB, obecIie-
YMBAIOIINX 3YKApUOT pa3HooOpaszueM OelkoB [27].
I[Ipu 3TOM peTporeHbl OTIMYAIOTCS OT POIAUTEIHLCKUX
TeHOB HaquuyueM (JIaHKAUPOBAHHBIX CIEHUMOUIHBIX
i1 TE moBTOpOB, 4TO MO3BOJISIET cTamuecrenpude-
CKM U TKaHecHenU(UIEeCKU pPeryjIupoBaTbh MX 3DKC-
npeccuio [28]. Perymsmus obecriedynBaeTcsl B3anMMO-
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neiictBueM ¢ HKPHK, mpousomenmmmu n3 TE [33],
qT0 obecrieunBaeTcs crrocooHocThio siPHK crienmmdpmae-
cK1 u3MeHATh MeTunpoBanue JIHK 1 Monudukamm
ructoHOB [48]. MukpoPHK, momMumo mocTrpaHCKpHUII-
IIMOHHOTO BO3IEWCTBUS, TAKXKE CIIOCOOHBI OKa3bIBaTh
BIVSIHUE Ha TPAHCKPUIILIUAIO IIyTeM B3auUMONEHCTBUS C
TUCTOHOBBIMM neaueTwiazamMu U JJHK-MmetunrpaHc-
depazamu [49, 50]. JlonoaHUTEIbHBIE PETYJISITOPHBIE
B3aMMOCBSI3U PETPOKOMNUU TIPUOOPETAIOT TIPU UHCEP-
oMy B HUX HOBBIX TE. MHOrue peTporeHbl aKTUBHO
BDKCIPECCUPYIOTCS U MOTYT COXpaHATh (DYHKIIUIO PO-
JIUTEJILCKOTO TeHa (CyOohyHKIIMOHAIM3allMs), Pa3BUTh
HOBYIO (pyHKLINIO (HeO(YHKIIMOHAIN3ALMS) UJIN TOJI-
HOCTBIO 3aMECTUTh POIUTEILCKUM TeH [28].

OnomamHuBaHue reHoB TE oka3zamoch pacrpo-
CTpaHEHHBIM SIBJICHMEM Y BcexX aykKapuoT. I[Ipnobpe-
TEHHbIE XO3IMHOM I'eHbl TPAHCIIO30HOB YaCcTO CTaHO-
BSITCSI KOHCEPBATUBHBLIMU B XOJI¢ SBOJIOLINU, BBIIIOJ-
Hsisd BaxkHble (DYHKIIUM B padbotre reHoMa. Hauboiee
XapakKTEepHBIII NpUMEpP — BO3HMKHOBEHME I'eHa TeJlo-
Mepasbl, MPOU3OLIeNIIeil, KaK IpearnoiaraeTcs, W3
obpatHoii TpaHckpuItadbl (RT) LINE-1 B cBs3u ¢ ux
3HAYUTEJILHBIM ¢X0AcTBOM [23]. biaromapst oopa3osa-
HUIO TeJIOMEP T€HOMBI BCeX BYKApUOT OTINYAIOTCS OT
MPOKAPUOTUUECKUX YHUBEPCATbHBIM CBOMCTBOM JIUC-
KPETHOCTHU F'eHOMa.

OnomamHuBaHue reHa env obonouku LTR-comep-
XKalIuX PeTPOBUPYCOB Y MJICKOIIUTAIOIINX IPUBEIO
K BO3HMKHOBEHUIO B T€HOME XO3sMHAa HOBOTO reHa
ERVW-1, xonupymomuiero 6ejJoK CUHIMTHUH, KOTOPBINA
HEeOoOXooUM JIJISI peryJIsiiuu 00pa3oBaHUsI OOBEINHEH -
HOTO CJIOSI KJIETOK IIpY MMIUIAHTAlIMKM 3apOojbIllia Ha
TMOBEPXHOCTU MaTKU [24]. Y XMBOTHBIX, pacTeHUI U
TprOOB OOHAPYKEHO OOIBIIIOE KOTUYECTBO OEJIOK-KO-
IUPYIOIINX T€HOB, 00pa30BaHHBIX MyTEM OJOMAaIIHI-
panus reHoB TE. B reHoMe dyenoBeka MIeHTUDUIIMPO-
BaHO 47 TeHOB, IIPOU30LICAIINX HEIIOCPEACTBEHHO OT
TE, u3 Hux 43 oOpa3oBaHbl M3 TpaHCITO3a3bl [5].
W3 npeBHel TpaHCIIo3a3bl BO3HUKIIM T€HBI (DAaKTOPOB
tpaHckpunuuu FHY3 u FARI1, koTopbie obecrieunBa-
IOT peaKIIMIo Ha CBET y pacTeHuid [22]. Y ITO3BOHOYHBIX
BeIsIBIIEHO OoJice 1000 reHOB, KOTOpBIE coOep>KaT JIo-
MEHBI TpaHCMo30HHOTO mpoucxoxaeHus — RETRA
(Retroviral or Transposon-associated) [21]. To ects TE
CITOCOOHBI 00pPa30BBIBATh CTPYKTYPHI OCJIKOB, OKa3bI-
BaIOIIE PETYISITOPHOE BO3ICIICTBUE IIPU B3aIMOIeii-
crBuu ¢ JIHK. Hanmpumep, TpaHcmo3a3bsl 00pa3yioT y3-
JBI M eTnu B Mectax B3aumMopercTeusa ¢ JHK, crmo-
COOCTBYSI OpraHMU3allMM M KOMITAKTH3alUM TeHOMA.
Mamuorue 6enku TE-mmponcxoXneHus1 0Ka3ajnuch Bax-
HEHIIMMHU TPaHCKPUILIMOHHBIMM (dakTopamu [5].
YuuteiBasg kao4eByo poiab TE B obecriedeHUN reHo-
MoB aykKaproT TFBS [16—20], MoXXHO OpeAIIoIoXUTh,
yto TE ciayxaT yHuBepcaJIbHBIMU NUCTOYHUKAMU B T10-
CTPOSHUU PETYJISITOPHBIX CeTeil TeHOMOB. DTO obecme-
yuBaeTcs Oyaromaps HaJIW4WIO B IOCJIEIOBATEIBHO-
ctax TE moBTOpOB, 00pa3yrommnx TOMEHHbBIE CTPYKTY-
Pl B IIPOCTPAHCTBE M CIIOCOOHBIX B3aUMOIeICTBOBATh
C IpyTUMHU MOJIeKyJlaMu. JlJaHHOE CBOMCTBO yHUWBEpP-
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cajibHO Kak s TpaHcKpunToB TE, Tak u mis ux oei-
KOBBIX IIPOAYKTOB. B yacTHOCTH, BBISIBJIEHO, 4TO (hpar-
MeHTHI TE, BcTpoeHHBIE B ITOC/Ie10BaTEILHOCTU AJIUH -
HBIX HKPHK, crmtoco6cTByI10T X (pyHKIIMOHUPOBAHMUIO.
ITocnenoBarenpHOoCcT TE MCIob3yIloTCST B KaueCTBE
CaliTOB pacrio3HaBaHUs 1 1151 OEJIKOB, 1 1151 HYKJICMHO-
BBIX KHUCJIOT. DTO OOBSCHSIET 3HAYMUTEIILHYIO PacIIpo-
crpaneHHocTh TE B cTtpykType mmHHBIX HKPHK. V ye-
JIOBEKA, HATIpuMep, 83% 3K30HOB Beex WIMHHBIX HKPHK
comepxaT He MeHee ogHoro ¢parmeHTa TE [51].

YHuBepcanbHbie cBoicTBa moBTOPOB TE mpuBoasT
K TOMY, YTO UX OJIOMalllIHUBAaHNE MOXET CIIOCOOCTBO-
BaTh OOpa30BaHUIO OEJKOB, OOecIeyMBaIOLIUX TJIO-
OanbHOE peryjiMpoBaHUe TeHOMa, YTO MoAYepKUBaeT
BeICOKMIT moTeHIMan TE B peryassnnm oHTOTeHEeTHUYE -
ckoro paszButus. [IpumMepom SBIsIETCS MPOUCXOXKIIE-
HMe oT obpaTtHoi TpaHcKpunTassl LINE peTporpaHc-
MO30HOB TeJaoMepasbl. OOMallIHEHHBIN TeH TeJloMe-
pa3bl B 3BOJIIOLIMM CTaJl KOHCEPBATUBHBIM LIS BCEX
9YKapMoT, obecrieyrBasi (hOpMUPOBaHUE TeJIOMEP Ha
KoH1ax xpomocoM [52]. TE okazammchk ncToUHNKaMU
o6enkoB HDP 1 u HDP 2, npousomeninux u3 JHK-
CBsI3bIBaroIIero 6enka v TpaHcno3assl JIHK-tpaHco-
3oHa Harbinger [26]. 3 pogo-T10006GHOIT TpaHCHO3a-
3bl MPOM3OIIEN I1IEHTPOMEP-CBI3bIBAIONIUI OeloK
CENP-B [21]. OmomamnHeHHBIE M3 TPaHCIO30HOB
MIR (mammalian-wide interspersed repeats) MHCYJIsI-
TOPBI UCTIOIB3YIOTCS IUISI MOIYJISILIUUA TeHHBIX peTyJisi-
TOPHBIX CeTell MyTeM peKPYTUPOBAHUS TPAHCKPUTILIM -
OHHBIX KOMIJIEKCOB U (hepMeHTOB MoauduKaluu
XpoMaTHhHa y yejoBeka [25].

Takum o6pazoMm, B 3BodouMU TE crmocoOGcTByIOT
BO3HMKHOBEHMIO HOBBIX T'€HOB MyTeM 3K30HU3aIlUU,
IyTIUKaLWi 1 onoMmaitHuBaHus. TE okazanuch Bax-
HBIMU UcTOUHUKamMu T [5], uTto, HapsIiLy C UX Bax-
HbIM 3HauyeHueM B obOpasoBaHuu TFBS, rosoput o
kiroueBoit pyHkimn TE B perynsiimm aKCIIpeccuu re-
HoB. /laHHas1 ¢yHKI1IMS cBsI3aHa ¢ pojiblo TE B Kaue-
cTBe ucTouyHnkoB HKPHK.

TPAHCITO30OHbBI — UCTOYHUKU
SIIUTEHETUYECKOI'O YITPABJIEHUA

Pacronoxenne TE B reHOMe OKa3bIBaeT BIMSTHUE
Ha 9KCIPECCUIO COCEAHUX T€HOB B CBSI3U C SIIUTEHETU -
YEeCKHMM U3MEHEHUEM CTPYKTYPbl XpOMaTUHA MO/ BJIU-
STHUEM IPOMCXOISIIMNX U3 TpaHCII030HOB HKPHK, Mo-
nuunupymomumx ructoHbl [49, 50]. IIpomeccuHr
TpaHckpuntoB TE nmpuBonut k obpazosanuio siPHK
[55] m muxkpoPHK [35—40]. bonee Toro, TE moryr
CIIyXXUTbh HEMOCPEACTBEHHO B KauyeCTBE F€HOB JJIMH-
Hblx HKPHK, a o6pazoBanHbie 3 Hux HKPHK yyacrt-
BYIOT B PETYJISIIUY 3KCTTPECCUU IreHOB Ipu AuddepeH-
nupoBkKe KieTok [42]. [TponykTel TE obnamaioT Takske
MOTEHIIMAJIOM BJIUSTHUS Ha CTPYKTYpY XpoMaTtuHa. Ha-
npumep, oenku HDP1/2, npouzomenmue or JJHK-
TPaHCIO30HOB, MCIIOJIL3YIOTCS B alleTUITpaHchepas-
HOM KOMILIEKCE TUCTOHOB [Jisl NeMeTUJIMPOBaHUS
JAHK [26]. I'enom uenoBeka Ha 10% cocTOUT U3 MoOCe-
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moBarenbHOcTe SINE, nmpeacraBlieHHBIX MUJLUIMOHA-
mu konuii. [1pu aTtom SINE Ttpancno3onsr hopMupy-
I0T PETYJISITOPHYIO CETh U OKa3bIBAlOT CYILIECTBEHHOE
BJIWSTHUE HAa XPOMATUHOBBIN JTaHIIIAa(dT CBOUX “XO35-
eB” [53].

3navenue TE B kauecTtBe mctounnkoB TFBS, Ho-
BBIX OenmkoB m Hekomgmpylommx PHK orobpaxaer
CJIOXXHBIE 3BOJIOLIMOHHBIE TTPOliecChl, B KOTOphIX TE
HUCIIOJIB3YIOTCS B (hOPMUPOBAHUH PETYJISITOPHBIX CeTeit
yIIpaBJI€HUSI OHTOreHe30M. BEISIBIEHO, HAaIIpuMep, 4TO
MEePBBI TIPOMOTOP TeHa Aebp2 TIPOU30IIIET OT PETPO-
TPAHCIIO30HOB HE3aBUCUMO B JIMHUSX NPUMATOB U
ITPBI3YHOB. JlaHHBI IIPOMOTOP HE METWIMPOBAH B
cIiepMe, METWJIMPOBAH B 3pEJIbIX STHAIEKISTKAX 1 Ja-
CTUYHO METUJIMPOBAaH Yy 3MOpMOHOB. /s mepBoro
MpoMoTOopa reHa Aebp2 TakKe XapaKTEepHBI pa3InuyHbIe
ypoBHM MetuimpoBaHus JIHK B pasHbix opraHax
B3pocibIx ocobeii [54]. TE cimy:kaT OCHOBHBIMU MCTOY-
HukoM siPHK y pacteHuii u XuBOoTHBIX. B mociennue
roAbl THTEHCUBHO M3y4YaeTCs CAalJIeHCUHT, MHIYLIMPO-
BaHHBIN SiPHK, KoTopble TpaHCKpUMOMPYIOTCS M3 O~
cnepoBatenbHocTeit TE. JlaHHBINA caliJICHCUHT HOeii-
ctByeT nyreM PHK-HampaBieHHOro METUIMPOBAHUS
JHK (RdDM) u y4acTByeT B MOAAep>KaHUM 1IETOCT-
HocTU TeHoMa. OH HUCIIONb3yeTCs I CYIIPECCUM Te-
HOB, He oTHocsmuxcsad K TE. BeigBneHo, Hanpumep,
uyrto siR815, nmpoucxonsmas n3 TE, oka3bIBaeT IIpoOTH-
BoMoJiIoXHOe nevictBue Ha nBa awieiasa WRKY45-1 u
WRKY45-2 reHa, KonupyoImero TpaHCKpUITIIMOHHBII
daxkTop WRKY45 y puca, 4To nMeeT BaxkHOE 3HaUeHHUE
B YCTOMYMBOCTM K OaKTepUaJbHOMY 3a00JIeBaHUIO
pacteHust. Okcnpeccus amieinss WRKY45-1, aktuBu-
pyemass npu nomoiuu SiR815, crocobcTByeT pe3m-
CTEHTHOCTU K Xanthomonas oryzae pv. oryzae. B To Xe
BpeMms Ha ajuielib WRKY45-2, BRI3bIBaIOIINiT YyBCTBU -
TEJIBHOCTh K 0akTepnu, siR815 oka3siBaeT MHTMOUPY-
I01[e€ BO3IEUCTBUE, YTO TOBOPUT O 3alIMTHOU POJIU
npousowenuieit ot TE siPHK mis xo3siuna [55].

TE sBiasgiorcss BaXHEUIIMMU MCTOYHUKAMU BO3-
HUKHOBeHUS MUKpoPHK y skmBoTHBIX [35, 36, 38, 39]
u pactenuii [37, 40]. Harrpumep, B 2011 1. y MBIIIIN BBI-
apieHo 141 mukpoPHK, npousomenmux us TE,
y yeraoBeka — 226, y pesyca — 115 [35]. [1pu aHanm3e
6a3n1 jaHHbIX MUKpoPHK mn TE xmBotHBIX B 2011 T.
obL10 BhIsIBIIEHO 2392 MukpoPHK, mpouzonieninux ot
pa3IMYHBIX TOBTOPOB, MIaBHBIM oOpaszom TE [36].
B 2013 r. 6bum BbIsSIBIIeHBI 1213 HOBBIX JIOKYCOB MUK-
poPHK, coznannbix nHcepumsimu TE [38], B 2014 1. —
1494 HoBbrix MUukpoPHK, HenmocpeacTBEHHO MPOU30-
mwenmux u3 TE [39]. ¥V pacTeHuii 601bIIMHCTBO MUK-
poPHK romonornyHbl wian maxke MACHTUYHBI U3BECT-
vHeIM TE [37, 40]. ITpoucxoxnenne MHOrMX Mukpo PHK
ot TE roBoput o KJI104eBOii pOJIv TPAaHCIIO30HOB B pe-
TYJISIOUA 9KCIIPECCUM T€HOB B MHIMBUIYaJIbHOM pa3-
BuTUM. Perynsauust orocpemyeTcss CIIOCOOHOCTBIO
MukpoPHK oka3piBaTh BO3AeiCTBME HAa 3KCIIPECCUIO
0eJI0K-KOAUPYIOIIMX T€HOB HE TOJBKO MyTeM B3aUMO-
neictBuii ¢ ueneBbiMu MPHK, HO 1 3a cueT BausiHUS
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Ha rucToHoBbIe AeauneTwaasbl U JIHK-Mmetunrpancoe-
passl [48, 50].

CorlacHO JaHHBIM KPYITHBIX MCCIAEI0BATEIbCKUX
MPOEKTOB, OCHOBHAsI 4acTh IeHOMa JII00OIr0 XXMBOTO
opraHmusMa TpaHcKpuoupyercs. Hanmpumep, y 9yeaoBeka
TpaHcKpubupyetcst 6osee 75% renoma [56]. Bonbinas
YacTb TPAHCKPUNTOB TIIpeAcTaBieHa IIMHHBIMU
HKPHK, KoTOpBIE peryImpyIoT TpaHCKPUIILIMIO, CTIIai -
cuHr, nerpagauuio PHK u tpanciasuto [57]. Otianum-
TeIbHBIMU CcBolicTBaMu MinHHBIX HKPHK sBnsiercs
BBICOKasl TKaHeBas crielu(puuHOCTb. OHU BIMSIOT Ha
W3MEHEeHHE XUMUYECKOI 1 TIPOCTPAaHCTBEHHOM CTPYK-
TYpBI XpOMaTHUHA IIPU KJIeTOYHOM arddepeHIIUPOBKE.
Mmuorue gnmumaHble HKPHK monmdyHKIIMoHaIbHEI 1
OKa3bIBalOT BO3JCUCTBHUE HAa MPOCTPAHCTBEHHOE pa3-
MellleHWe B sape 1eioro psina Td, yyacTBYOIINX B
npoymdepanny 1 MUTpan KieTok [58]. Okazanocs,
uyto LTR-conepxaiue TE MOTYyT Cly>kUTh HeIlocpe -
CTBEHHO B KaudecTBe reHOB JIMHHBIX HKPHK [42], a
11 O0MBIIMHCTBA TeHOB MIMHHBIX HKPHK Tpancmoo-
30HBI COCTaBJISIIOT 6ojiee 60% TmocaenoBaTeIbHOCTEM
MX TPAHCKPUIITOB [41], 9TO TOBOPUT O KJIIOYEBOI PO
TE B 3BOMIOIMOHHBIX MeXaHM3Max (OPMHUPOBAHUS
peryJISITOpPHBIX ceTeil TeHOMOB.

SAKIIIOYEHHME

TakuMm o00pa3oM, TIOJy4YeHbl MHOTOYMCIICHHbBIE
JIaHHbIe 0 BaxkHOoU poau TE B popmMupoBaHuu u pery-
JISIUMU T€HHBIX PEeryJIsITOPHBIX CeTeil 3yKapuoThU4e-
CKMX OpPTraHM3MOB. Y MHOTOKJIETOYHBIX >KMBOTHBIX
JTaHHAasl peTyJISILINS XapaKTepU3yeTCs aKTUBalMeit cIie-
mndpudecknx TFBS TpaHCIIO30HHOTO IIPOMCXOXKIIE-
HMSI BAMOPUOHAIbHOM Pa3BUTUU IIpU N1 depeHI -
POBKE CTBOJOBBIX KJIETOK. JIaHHBIE OCOOEHHOCTU
aktnBauun TFBS compoBoxkmaioTcs crienmdude-
CKUMU HU3MEHEHUSIMU 3KCITPECCUM TeHOB, HEO0XO-
IUMBIMHA IJ1s1 (pOpMUPOBAHUST OPraHOB U TKaHEM.
JnaamMuaHoCcTh nocienoBarenbHocTeid TE, cBsI3aH-
Hasl C UX CITOCOOHOCTBIO K MepeMEIeHUSIM, 000CHO-
BBIBAeT JIOTMYHOCTb HX HCIIOJIb30BAHUS T€HOMOM
XO35I€B IJISI CUCTEM PEeTYJISIIMY TeHHBIX CeTeil B pa3-
BUTUMU. JlaHHBIE CUCTEMBI 001aAa0T BUAOCTEU DU -
YEeCKMMH OCOOEHHOCTSIMHM, YTO OTpaxKaeTcs B IPO-
IBJICHUN (PEHOTUNNUYECKUX ITpu3HaKoB. OCHOBOI
IS (bOpMUPOBAHUS CUCTEM PETYSLIUY TeHHBIX Ce-
Te B 3BOMIOLMHU CIIyKaT nepemelnieHus TE ¢ usme-
HEHHUEM OCOOCHHOCTE aKTUBAIIUU ONPEIaeIeHHBIX
reHoB npu nmomoiuu TFBS u Hekonupywomux PHK
TPAHCIIO30HHOTO MIPOUCXOXIeHUs. B aBomonnm ay-
kapuoT TE oka3zanuch BaXXHbIMU UICTOUHUKAMU BO3-
HUKHOBEHUSI HOBBIX O€JaKOB, B TOM uucie TO,
YYaCTBYIOIIMX B pPeTyIsIUuMM (QYHKIUOHUPOBAHUS
reHoMa B Pa3BUTUU OPTaHU3MOB. DTO TOBOPUT O
dynkuuu TE B ¢hopmMupoBaHUM AUHAMUYHBIX T€H-
HbIX ceteit. [logmepxaHue maHHONW (YHKLIUU U €€
npeobpa3oBaHUS O0ecIIeunBaIOTCSI OOpa3oBaHUEM
Hekonupytomux PHK npu npoiieccuHre TpaHCKpUI-
ToB TE.

Ne 1
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COBJIOAEHUE OTUYECKHWX CTAHIAPTOB

Bce INMPUMEHUMBIC MCXKXAYHApPOIHbIC, HAallMOHAJIb-

HbIC I/I/ NI MHCTUTYIMOHAJTBbHbBIC ITPUHIMIIBI YXO04a N
HMICTIOJIb30BAHMS JKMBOTHBIX OBLIA COOJTIOICHEI.

Hacrosmas crates He COOCPXKUT KaKNX-JI100 MC-

CIeIOBaHUI C yJYacTHEM JIIOJIEN B KaueCcTBEe OOBEKTOB
MUCCJIEIOBAaHUM.
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The Relationship between Transposons and Transcription Factors
in the Evolution of Eukaryotes

R. N. Mustafin
Bashkir State University, Ufa, Russia
E-mail: ruji79@mail.ru

Transposons are important sources of binding sites for transcription factors whose specific activation character-
ized the embryonic development of animals. In the evolution of eukaryotes, molecular domestication of the mo-
bile genetic elements led to the emergence of multiple novel proteins, including the transcription factors involved
in the control of cell differentiation. Transposons are abundantly present in intergenic DNA, introns and 3R-un-
translated regions, specifically, near the transcription factor genes which they regulate. This promotes gene in-
terregulation through transposon activation by the products of their expression in successive divisions of stem
cells, thus representing a dynamic biological encoding of the species-specific ontogenetic regulation. This pro-
gram can be implemented due to tissue- and stage-specific regulation mediated by the presence of transposons
at specific genomic sites. The crucial role of domesticated transposon genes in controlling genome operation and
key developmental stages provides a sound argument in favor of this assumption.

Key words: differentiation, stem cells, transcription factors, transposons, evolution
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