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CrocoOGHOCTh TPAHCIIO30HOB OOBEAUHSTh Pa300IIeHHbIE UX UHCEPLUSIMU TeHBI, KOIUPYIOIIUE eIUHbIE
OuoJIOTMYeCKHE TIPOLIECCHI, B PETYJISITOPHBIE CETU, CITOCOOCTBOBAJIO OTHOBPEMEHHO C YCI0XHEHUEM 3yKa-
PMOT MX 3BOJIIOLIMOHHOMY YCIIeXy IyTeM (DOpMUPOBaHUSI HOBBIX YHUBepPCaIbHbIX cucteM. [1pu momonu
TaHHBIX CUCTeM, BKIoJapux MetwinpoBanue JJHK, Mmogudukammm rucToHOB, B3aMMOCBSI3b TEJIOMED C
TpaHCMO30HaMU, peryysiuuio craiicuHra u PHK-uHTepdepeHnrio, miobaabHOE pacrpocTpaHeHUe
TPaHCIMO30HOB B TEHOMAaX COMPOBOXIaT0Ch BO3HUKHOBEHUEM MX CTPYKTYPHBIX MHHOBALUI, IMHAMUYHbBIX
PEeTyJIITOPHBIX IMOCJIENOBATEIbHOCTEN U OEJIOK-KOAUPYIOIINX FTeHOB. MOOWIbHBIE 3JIEMEHTHI CITOCOOCTBO-
BaJIM BOJIIOLIMU O€JIOK-KOAMUPYIOIIMX FEHOB MyTeM UX AYTUIMKALIMU, a TAaKXKe 9K30HU3ALMU U OIOMAaLlIHU-
BaHUsI CaMUX TPaHCMO30HOB. O6pa3yeMblie ITPU 3TOM HOBBIE T€HbI COJEPKAT TPAHCITO30HHBIE TTOCIeI0BA-
TeJIbHOCTH, YYaCTBYIOIIIME B UX YIIPABJIEHUU TIPU TTIOMOIIU PETYJISITOPHBIX ceTeit u Hekoaupytoiux PHK,
TaKXKe TMTPOUCXOISIINX OT MOOMJIBHBIX 3JIeMeHTOB. B xo/e aBosonnu cchopMupoBajach CTpaTerusi, Koria
TpaHCcsILuUs reHoB Hekomupylonux PHK croco6cTtBoBania oT60py MOJYyYEeHHBIX ITOJIUIETITUAOB B Kaue-
cTBe (DYHKIMOHAJIBHBIX KIeTOYHBIX 0ekoB. [1pu aTom Hekonupytomue PHK mpoleccupyoTcs Takke B
MOJIEKYJIbI, YUYaCTBYIOILIME B PETYJSTOPHBIX MPOLIECCAX CAMOCTOSITEIBHO WU B COCTaBE OEKOBBIX KOM-
ruiekcoB. JIBOMCTBEHHOCTDh (PYHKIIMIT oKa3aiach npucylieil Bcem HekomnupywoimmM PHK, HecmydaitHbrii
pacnai/mpoleCcCHHT KOTOPBIX MPUBOAUT K 0OPa30BaHUIO MOJIEKYJI, OKa3bIBAIOIIMX PETYJISITOPHOE BO3/IeHi -
CTBHME Ha TPAHCITO30HBI U OEI0K-KOIMPYIOIIre reHbl. B aBoonnn a3ykapuoT cchopMupoBajiach CTpaTerus,
KOr/1a MepBUYHbIE TPAHCKPUIITHI TPAHCTIO30HOB B3aMMOJIEMCTBYIOT C pa3HBIMU CUCTEMAMU MX ITPOLIECCUH-
ra (BO3HUIKIIIMX JJISI 3alUMTHI XO351€B OT TPAHCIIO30HOB), 00pa3ysl ¢yHKIIMOHaNbHbIe MoJieKyiabsl PHK,
TpaHCAUpPYEeMbIe B ITeNTUIbl. Y HUBEPCAIbHBIMUA UCTOUHUKAMM U151 IaHHBIX CTPATEruid CIy>KaT TPaHCII030-
HBbI, YTO OOBSICHSIET UX II0OAIbHOE PACIIPOCTPAaHEHNE B TeHOMAaX 3yKapyuoT U OJlOMalllHUBaHUE B CUCTEME
“IBOMHOTO ITOMCKa” MUILIEHEH 11 (pyHKIIMOHAIBHOTO B3auMoaeiicTBusa Hekonupyoomux PHK u mponec-
CUPOBaHHBIX ITPOAYKTOB MX TpaHCISALMU. [IepBUYHbBIE TPAHCKPUIITHI HEKOTOPHIX O€JIOK-KOAUPYIOIIUX T'e-
HOB, IIOMUMO CIUIaliCMHTIa, TAaKXKe MOTYT IPOLIECCUPOBAThC B (pyHKIIMOHAIbHBIE HeKonupytome PHK,
YYaCTBYIOIIME B €IUHBIX OMOJIOTUUYECKUX PEAKIIUAX C OEJIKOBBIM MPOIYKTOM T'eHa. DTO 00OCHOBBIBAET ac-
couManuy MyIbTH¢haKTOpHUaIbHbBIX 3a00jieBaHuil ¢ SNP reHoB, Tak KaK OHM MOTYT BBI3BaTh MHAKTUBALIUIO
nomeHoB PHK. Cnenano npeamnosnoxeHue, 4To (yHKIIMOHATBbHBIN Tyan3M TPAHCKPUIITOB TPAHCITO30HOB
MOT ObITh BAXKHbBIM YCJIOBUEM BO3HUKHOBEHUS KU3HU, a MOOWIbHBIE 3JIEMEHTHI SIBJISIIOTCS OAHUM U3 QYH-
JlaMEHTaJIbHBIX CBOCTB XXMBOTO.

Kniouesuie crosea: 6e10K-KOOUPYIoOIIMe TeHbl, TMCTOHBI, HeKoaupytoie PHK, MeTunupoBanue, nentuas,
TPaHCITO30HBI
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CIIMCOK COKPAILLIEHUMU: MmsioPHK — manbie sapeimkoBeie PHK (kimace
Maibix HKPHK, KoTophle y4acTBYIOT B METUIIMPOBa-

HUM U TICEBIOYPUIMIMPOBAaHUM TpaHCTIOpTHBIX PHK,
MAPHK — manbie snepubie PHK (k1acc Mambix a0 aneprbix PHK u pu6ocomubix PHK).

HKPHK, xoTOopBle 00Hapy:KMBAIOTCS B sapax dyKa- HKPHK — Hekoanpytomme PHK

PVOT U MIPUHUMAIOT YYacTHUE B PETYJISILIUY CIUTACUH- )

JIOCTHOCTH TEJIOMED). pPHK — pubocomunie PHK.

BKI' — 6enok-konmpyloniye reHbl.
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T® — TpaHCKpUITLUOHHEIE (PaKTOPHI (GEJIKH, KO-
TOpBIE CBSI3BIBAIOTCS CO CHELIM(UISCKUMU MTOCIEA0-
BatenbHOCTSIMU JIHK m KOHTpomupyromue TpaH-
ckpunuio MPHK na marpune JIHK).

TPHK — tpancnoptasie PHK.

ERV — sHuooreHHble peTpoBUpYyChl (endogenous
retroviruses).

IGS — MmexxreHnHsbIe crieiicepsl (intergenic spacer).

LINE — nanHHBIE IUCIIEpTUPOBaHHEBIC 3J1eMEHTHI
(Long Interspersed Nuclear Elements).

IncPHK — mmnanble Hekonupylomue PHK (long
noncoding RNA).

LTR — mmnaHBIe KOoHLeBbIe ITOBTOPHI (Long Ter-
minal Repeats).

RT — oGparnas tpanckpunrasa (Reverse Tran-
scriptase).

sdPHK — mansie PHK, mpon3zonieniime oT MaIbix
sapeiikoBbIXx PHK (sno-derived RNA).

SINE — kopokue aucrneprapoBaHHbBIC siAepHBIE
aneMeHTHI (Short Interspersed Nuclear Elements).

SNP — OZHOHYKJICOTUIHBIE IOJIUMOPMOUIMBI
(Single Nucleotide Polymorphism).

SR — capkoriasaMaTU4eCKHUII peTUKYJIyM (Sarco-
plasmic reticulum).

TE — tpancno3onsl (Transposable Elements).

tRF — ¢parmentsl PHK, Bripe3anHbie n3 TPHK
(tRNA derived RNA fragments).

tsRNA — mansie PHK, o6pasyemsie us3 TPHK
(tRNA-derived small RNA).

UTR — HerpaHcaupyeMas ooaacth (Untranslated
Region).

BBEAEHWE

Tpancno3onsl (TE — transposable elements) —
9TO FeHETUYECKUE OOBEKTHI, CIIOCOOHBIC M3MEHSITh
CBOIO JIOKaiau3auuio B reHoMe (Startek et al., 2017).
OHU OTJIMYAIOTCS IO CTPYKTYpPE U MEXaHU3MY Mepe-
MEIIECHUS M MOAPa3AEISIFOTCS Ha KJIACChI, TIOIKIAaCCh
(m1a JHK-TpaHcmio3oHOB), IOpSOKM, Haacemeii-
cTBa, ceMeiicTBa, moaceMerictBa. Kimace I — perpo-
TpaHcno30HbI (peTpoTE) — mepemernarorcs mo me-
XaHM3My “kKomnupoBaHue — BcraBka”. Kiracc II —
AHK tpancnozonst (AHK-TE) — mo mexanuzmy
“BoIpe3aHre—BcTaBKa” (Topsiaku TIR u Crypton) u
“Karsierocs konbla” (mopsinku Helitron u Maverick).
IMoapaszneneHue Ha NOPSIKUA MPOBOAUTCS HA OCHOBA-
HUU OOIleil opraHU3allMK 3JIeMEHTa, OCOOEHHOCTEI
¢depMEeHTOB TepeMellleHUs] 1 MEXaHW3MOB BCTparBa-
Hus B reHoM (puc. 1) (Wicker et al., 2007). Camas pac-
npocTpaHeHHas knaccudukauus TE Obu1a peannso-
BaHa B Repbase (http://www.girinst.org/repbase/).
Tpancno3unmsa TE kmacca I ocymecTBasercs yepes
npomMmexxyTouHoe 3BeHO PHK, xorma mcxomHast mo-
ClIeIOBaTEIbHOCTh OCTAEeTCSl Ha TMpeXHEeM MecTe
(Startek et al., 2017). Bce perpoTE nMeroT nBa o61mx

reHa: gag u pol. I'ennl gag xomupyotr Oenku GAG
(Group-specific AntiGen), KoTopble (GOPMUPYIOT BU-
pycoronobHbie yactulibl VLPs (Virus-Like Particles).
I'ensr pol xomupyioT (depMeHTBI OOpaTHYIO TpaH-
ckpuntaszy (RT — reverse transcriptase), MHTEerpasy
(IN) u niporeasy (PR) (Alzohairy et al., 2013). O6a
knacca TE BcTpeualoTcst y MpoKapuoT U 3yKapuoT,
OIHAKO y TIOCIIEIHUX PETPOIIEMEHThI OKa3aJUCh
Haubojiee pacHpoCTpaHEHBI, 3aHWMas y pa3HBIX
TpenacTaBuTeseii oT 3 mo 85% HyKJICOTUIHBIX TTOCITe-
nosareiabHocTeit (HIT) reHoma (Startek et al., 2017).
TE conepxarcst jaxke B TeHOMaX TUTAHTCKKUX BUPYCOB,
yuactBys B ux pyHkunonupoanuu (Filee, 2018). Boi-
JIO TIOKa3aHO, 4To B cocTaBe naHmopaBupycoB TE
CIOCOOCTBYIOT VX 3BOJIIOIIMOHHBIM TTpeoOpa3oBaH-
am (Zhang et al., 2018).

OOMeH TeHaMM BCIIOMOTraTeJbHOro Habopa Ipu
IMOMOIIIM TOPU3OHTAJILHOTO MepeHOCa SIBJISIETCS] BaXK-
HBIM YCJIOBMEM BbIKMBaHUS OakTepuii u apxeit. [1o-
aToMy y mpokapuoT TE Takke UTpaloT KIIOUYEBYIO
poOJib B BBOJIOLMU, CIOCOOCTBYSI BOZHUKHOBEHMIO
HOBBIX T€HOB 3a CYET IMepexoja BCIIOMOTaTeIbHBIX
reHoB B 6a3oBble (PaBuH, Illectakos, 2013) mmpu mo-
Mol perpoaieMeHToB. K mpumepy, TE Gakrepuii
OOBIYHO MEPEHOCT FeHbl YCTOMYMBOCTU K aHTUOUO-
tukaM (Babakhani, Oloomi, 2018). Emie B 1989 rony y
E. colin M. xanthus 6611 OOHAPYXKEHBI PETPOHBI, a B
2002 romy — y poma Bordetella — peTpo3neMeHTHI
DGR. Tlocnegane, HeCMOTPST Ha KOOIUPOBaHUE 00-
paTHOM TpaHCKPUNTAa3bl, HE MPOSIBISIIOT MOOWIBLHO-
CTU, HO 00eCIIeurBalOT 3alllUTy OT OaKTepruodaros.
ITomuMo 3TOTO, B TeHOMaX OakTepuii OOHAPYKESHBI
CRISPR (clastered regularly interspaced short palin-
dromic repeats) u Abi, Takxke kogupyroomue RT u 3a-
IIMIIAIONINE UX OT YyXXKEPOIHBIX ITOCIIEIOBATEIBHO-
creit (Toro, Nisa-Martinez, 2014). bonee 50% RT
0axKTepuii KOOUPYIOTCS MHTpoHaMHM rpyrmbl 11, koTo-
phIe MOIPa3Ie/IsIOT Ha HECKOJBKO OCHOBHBIX TPYIIIL:
A, B, C, D, E, F, G, CL1/2 (chloroplast-like) u ML
(mitochondrion-like) (Toro et al., 2018). Kimaccudpuka-
v TE, mma3mun 1 ¢paroB IpoKapyroT IIpe/icTaBIeHa B
6aze nmaHHbix ACLAME (http://aclame.ulb.ac.be)
(Leplae et al., 2004). OgHako HECMOTPSI HA HaJIM4Ke
TE 1 cJIOXHBIX CUCTEM 3aIIUTHI, TEHOMBI TTPOKAPUOT
3HAUYUTEJIbHO MPOIIE 3YKApUOTUUECKUX U COAepKaT
ropasno MeHblilee KomdyecTBo TE, uTo oTpaxkaercs B
nx pa3Mepax. [IprmamHoOif yCII0XKHEHUM B CTPYKTYpPE U
(GYHKIIMOHUPOBAaHUU TEHOMOB 3YKapUOT SIBJSIETCS
BO3HUKHOBEHHE psila KOHCEPBATUBHBLIX MEXaHU3-
MOB, CIIOCOOCTBYIOIINX UCHOIb30BAHNIO HOBBIX MH-
cepuuii TE my1st UBMEHUMBOCTY 1 aganTallud B 3BO-
oLV, B MI3MEHYMBOCTU MPOKAPUOT GOJIbIIEE 3HA-
YyeHWEe MMEEeT TOPU3OHTAJbHBIM OOMEH TeHaMH,
KOTOPBIi1 TaKXKe MOXET HOCUTh TJI00ATBbHBIN Xapak-
Tep, MOA0OHO 3HAOIEHHOMY paciipocTpaHeHuo TE
B reHoMax syKapuoT. Hanpumep, nBe aHTEpoOaKTe-
puu Escherichia coli u Salmonella pa3neiasiior 0KoJIO
70% nx T€eHOB — aHAJIOTUYHBII YPOBEHb TUBEPIeH-
LY HaGII0maeTcst MeXXIy TeHOMaMU ABYX LITaMMOB
OHTOTEHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018
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Kiacc 1 MI'® — peTpoTpaHCITIO30HBI
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Kiacc II MI'® — IHK TtpaHcio30HBI
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Puc. 1. Knaccudpuxkaiust tpancmo3oHoB o Wicker. LTR — long terminal repeats (nnHHBIe KOHILIEBbIe TOBTOPBI). GAG — Kam-
cuaHBIN 6enok, AP — aspartic proteinase (acriapratHas nporenHasa), INT — integrase (nHTerpasa), RT — reverse transcriptase
(o6parHas tpaHckpunTasa), RH — RNase H (PHKaza-H), TIR — terminal inverted repeats (MHBepTUpOBaHHbBIC KOHIIEBbIE ITO-
BTOpHl), ENV — envelope protein (o6ono4euHsbiii 6e10K), YR — Tupo3uHoBast pekoMbuHas3a, EN — endonucleases (3HIOHYKJIe-
aza), APE — apurinic endonucleases (arrypuHoBas sHnmoHykieas3a), ORF — open reading frame (oTKpbITast paMKa CYUTHIBAHUSA ),
RPA — replication protein A (peruukatuBHbiil 6e10K A), HEL — helicase (xenmuka3sa), ATP — ynakopbiBatomiass AT®a3za,
CYP — cysteine protease (uucrenHoBas npotea3a), POLB — DNA polymerase B (IHK-mmonumepasa B).

E. coli (mabopatopubiM mtammoMm K12 u maToreH-
HoM O157-H7, koropsie oriinyarorcs Ha 30% Mx TeHo-
MOB). ITpu 5TOM GOIBILIMHCTBO Pa3INUU OOBSICHSIIOT-
csl TipodaramMu. AHaJIOTUYHBIM OOpa3oM, OCHOBHBIE
OTJINYMSI MEXIy TeHoMaMu Listeria monocytogenes 1
Listeria innocua cOOTBETCBYIOT Ipodaram, MUHTETPUPO-
BaHHBIM B nocienHuii (Leplae et al., 2004).

ITockonbky aktuBHOCTh TE, momobHO apyrum
¢dopmaM MyTalnii, MOXET ObITh BPEIHOU C TOUKU
3peHus1 (heHOTUNIMYEeCKUX 3(PdeKToB, MOHUMaHUE
IIIMPOKOTO pacpoCTpaHEHWS TPAHCIIO30HOB B FEHO-
Max dYKapMOT HYXKIIaeTCsl B aHaJIM3€ CMbICJIa BBOJIIO-
1mmoHHoro HakoruieHnda TE. B naHHOM oTHOmIeHUn
uMeeT 3HayeHue MHakTtuBalus TE u3-3a Hakoruie-
HUSI UMU MyTaluii, cailieHcuHr TE 1 ux nomectuka-
1S X0351€BaMHU, a TaKXkKe TOPU3OHTAJIbHbBIN MepeHocC
TE (Song, Schaack, 2018). Ognako TE saBmsiorcs
KJIIOYEBBIMU KOMMOHEHTAMM adalTUBHON 3BOJIIO-

OHTOTEHE3

tom 49  Ne 4 TTIPUJIOXEHHUE 2018

uu sykapuoT (Barry, 2018). HecMoTpst Ha pa3BuTue
1 COBEPIIECHCTBOBAaHNE MEXaHU3MOB OOPBHOBI C ATOU-
CTUYECKUMMU TTOCJIeIOBAaTEIbHOCTSIMU, B TeHOMAaX 3y-
KapuoT pacnpocTtpaHeHue TE xapakTepusyertcs riio-
OaJlbHBIMU MacIuTabamMu, a CUCTeMbI 3a1IuThl OT TE
CITIOCOOCTBOBAJIM BO3HUKHOBEHUIO KapAWHAJTbHBIX
OTJIMYMIA OT MMPOKAPUOTUIECKMX I'eHOMOB. JlaHHEIE
OTJIMYMS BKITIOYAIOT HyKJIeocoMHyIo yrmakoBKy JIHK ¢
BO3MOXKHOCTBIO €€ YIpaBIeHUS IIPU ITOMOIIMY MOIM-
dukauuu ructoHoB 1 MeTuimpoBanust JJHK, muHeii-
HYIO CTPYKTYpPY XpPOMOCOM C Te€JIOME€paMU Ha KOHILIAX,
mI00AJIBHOE PaCIpOCTpaHEHWE WHTPOHOB W peTpore-
HOB, ucnoib3oBaHue Hekoaupytoiux PHK (HKkPHK)
B YIIPaBJICHUH BCEMU OHMOJIOTMYECKUMU IIPOLICCCAMU.
BDyKaprOTHl IPOU3OLILUIM OT apxeii, MHOTMe U3 KOTO-
pBIX oburtaioT B arpeccuBHBIX yciioBusix (Henikoff,
Smith, 2015; IllectakoB, 2017), cmoCOOGCTBYIOIINX OT-
OOpy OpraHmM3MoB ¢ (opMUPOBAaHMEM MAaKCUMAaITBHO
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BO3MOXHOTO KOJIMYECTBA OMOMOJIEKYJI, HEOOXOIMMBIX
JIJTSI TIOSIBJIEHMSI HOBBIX aJallTallMOHHBIX CBOMCTB ISt
BBDKMBAHMSL. DTO MOIJIO CTaTh IPUYMHOM pacIpocTpa-
aeansa TE n ¢dopmMupoBaHusT yHUBEPCATTBHBIX CUCTEM
X UCHOab30BaHUs x03dauHOM. CrniocooHocTh TE u3-
MCHSIThH JIOKAJIM3aLI0 BHYTPU T€HOMAa IIPUBOOUT K
BO3HMKHOBEHUIO HOBBIX CTPYKTYPHBIX U (DYHKIIMO-
HaJbHBIX aKTUBHOCTEM, KOTOPBIE CITOCOOCTBYIOT 3BO-
JIIIIMYM Te€HOMOB M BUA0OOpa3oBaHulo (Alzohairy
et al., 2013).

V sykapuot sHA0oreHHoe pacrpoctpaHeHue TE B
9BOIIOLIUY MPUBEJIO K Ucnojib3oBaHuo ux HII xo3s-
eBaMH B InobanpbHOM MacmTabe. TE ctanm kiroue-
BbiMU ucTouHuKamMu HKPHK (Borchert et al., 2011; Li
et al., 2011; Yuan et al., 2011; Roberts et al., 2013; Gim
et al., 2014; Johnson, Guigo, 2014; Kapusta, Feschotte,
2014; Lorenzetti et al., 2016; Cho, 2018), 6e10K-Konu-
pywoiiux reHoB (BKI'), B ToM uunciie TpaHCKPUIILIM-
oHHBIX (hakTOpoB (TD) (Zdobnov et al., 2005; Volff,
2006; Feschotte, 2008; Sinzelle et al., 2009; Alzohairy
et al., 2013; Garavis et al., 2013; Duan et al., 2017;
Schrader, Schmitz, 2018), a Takxke caliTOB CBSI3bIBa-
Hus ¢ TD u npyrux peryasaTopHbIX CTpyKTyp (de Sou-
za et al., 2013; Jaques et al., 2013; Mak et al., 2014; Ito
et al., 2017). Kpome toro, TE MOryT CIIyXUTh MCTOY-
HUKaMHU CaTeJUIMTHBIX TAHIEMHBIX MAaCCUBOB B T€HO-
max (McGurk, Barbash, 2018). ITIpu atom TE usme-
HSIIOTCSI, GJaromapsl HaKOIUICHUIO MyTallvii, 1O He-
Y3HAaBa€MOCTH, U CTAHOBITCS HEOThEMJIEMBIMU
KOHCEepPBAaTUBHBIMU CTPYKTypaMu 1 reHamu. [1penro-
naraercs, uto TE cocTaBisiioT 3HAaYUTEIbHO OOJIb-
IIIYIO YaCTh T€HOMOB 3YKapHMOT, YeM UACHTU(MUIIN-
pOBaHHbIE CTAHAAPTHBIMU METOJAMU UCCICAOBAHUS
(Goerner-Potvin, Bourque, 2018). Hanpumep, mpu-
HATO cyuTtaTh, uto TE 3aHuMalor okono 45% Bceit
JAHK 4JenoBeka, olHaKO aHAJIM3 IPU IIOMOILU CITeL -
¢uYecKNX OJMTOHYKJICOTUOAOB, Y3HaIIMX ¢par-
MmeHTHl TE, mokasain, 9To uX 0 3HAYUTEIILHO BhI-
1re, v 3aHuMaeT 6osee 60% renoma (de Koning et al.,
2011). B Hacrosimee BpeMsI aKTUBHO pa3padaThIBa-
JOTCSI MeTOIbI MneHTuUKaInum “ckpoIThix” TE B Te-
HOMax pa3IMYHbIX BUAOB JIsI Oojiee TOUHOTO OIpe-
JIeJICHUSI UX pOJIM B (DOPMUPOBAHUM PETYIISITOPHBIX
HII u BKT (Goerner-Potvin, Bourque, 2018). axe c
y4eTOM HECOBEpIIIEHCTBA METONOB OOHApYXKEHMUS,
COTJIACHO COBPEMEHHBIM JaHHBIM, Y 3YKapHOT B 3BO-
monuu TE cranu ucTouHukamMu 3HaYUTEIbHOI YaCTH
HIT reHOMOB, pacnoJIOXKEHHBIX B MEXT€HHbBIX 00Jia-
ctax u B uHTpoHax bKI'. Hammpumep, B reHoMe Opo30-
¢duel TE cocrapnstior no 22, M — 40, pacTeHNI —
10 90% (Yuan et al., 2011). birarogaps rio6ajisHOMY
pacnpoctpaHeHuio TE, pa3Mepbl TeHOMOB 3YKapuoT
pasnuyarorcs B 70000 pas ot 2.3 (Saccharomyces cer-
evisiae) no 150000 maH. map HykJaeoTunoB (Paris
Jjaponica). JIns cpaBHeHUSI, MUHUMAJIbHBIA pa3Mep
reHoMa npokapuot y Micoplasma genitalium meHbIIIe
MaKCUMaJIbHOTO Y Myxococcus xanthus Bcero B 16 pa3
(ITaTpymes, MunkeBu4, 2007). HecMoTpst Ha TO, 4TO
B reHoMax aykapuotT noas HIT, kogupyrommx 6eiaku,

COCTaBJISIET OT JOJIY OO0 HECKOJBKMX IIPOLICHTOB BCEiA
JHK, TE okazanuch BaxKHEWIIMMU HWCTOYHUKAMU
VX BOBHUKHOBEHMUS Y 9BOJIIOLIMHY IyTeM AYTUIUKAIINIA
cymectByroniux reHoB (Huang et al., 2009; Sakai et al.,
2011; Grandi et al., 2015; Tan et al., 2016; Zhu et al.,
2016; Kubiak, Makalowska, 2017; Cerbin, Jiang, 2018),
sk3oHu3auuu (Wang et al., 2012; Elkon et al., 2013;
Tajnik et al., 2015) u omomamHuBaHus camux TE
(Zdobnov et al., 2005; Volffet al., 2006; Feschotte, 2008;
Sinzelle et al., 2009; Alzohairy et al., 2013; Garavis
etal., 2013; Duan et al., 2017; Schrader, Schmitz, 2018).

BO3HMKHOBEHHWE HOBBIX BEJIKOB
I[mPU IMOMOIIN TPAHCITO30OHOB

TE crocoOCTBYIOT OIyIIMKALIMU TEHOB XO35€B ITy-
TeM HHcepuuu mpoieccupoBaHHbix PHK-mpomyk-
TOB T€HOB C TIOMOIIBIO OOpaTHOI TpPaHCKPUIIAT3bI
(Cerbin, Jiang, 2018). Ilpu aToM 0Opa3oBaHHEIE pe-
Tpokormu (iankupoBaHbl HII Tpancmo3oHos, 4To
CMOCOOCTBYET UX YMPABJICHUIO PEryISITOPHBIMU Ce-
tsamu ¢ yaactueM TE (Schrader, Schmitz, 2018). Ha-
MpUMep, Y MIIEKONUTAIOLINX PETPOKONMUU COIEePKAT
BO (pIaHKUPYIOIIUX OOJACTSIX CalT pacllerieHUs
sHponykieassl TTTT/AA u mom(A) XBOCT, CIIELIU-
¢uunbie aas1 LINE-1 (Long Interspersed Nuclear
Elements). ¥ npo3zoduibl peTporeHsl MOTYT ObITh
¢ITaHKMPOBaHKI INIMHHBIMUA KOHIIEBBIMU IIOBTOPaMU
(LTR — long terminal repeats) (Tan et al., 2016). ¥
pacTeHMi, BK/IIOYasi apaOUAOINCUC, PUC U MHOTUE
JIpyrve BUIbI, TaK:Ke MICHTU(PUIIMPOBAHO MHOXE-
CTBO pPETPOT€HOB, YacThb M3 KOTOPBHIX 00JIamaioT
(GYHKIIMOHAJILHOCTBIO (HarpuMep, reH Sun y Toma-
TOB, TeHbl CYP98AS u CYP9SA9 y apabunoricuca).
Perpokonmuu pacreHuii (aaHKUpOBaHBI TJIaBHBIM
obpazom LTR, Tak Kak mx oOpa3oBaHUIO CIIOCOO-
cTBY1OT B ocHOBHOM LTR-comepxamme TE, xotsa
L1-mmogo0OHBIe peTpoaaeMeHThl TaKKe YJacTBYIOT B
JaHHBIX Tpoueccax (Zhu et al., 2016). be3uHTpOH-
HBIE PETPOreHbl MOTYT IIPHUOOPETAaTh HOBBIE MHTPO-
HBbI, COXpaHEH1E KOTOPHIX TAKXKEe TOBOPUT O BKIIIOUE-
HUU PETPOKOIUI B DYHKIIMOHUPOBAHUE PETYISATOP-
HEIX ceTell (KaK B KauyeCTBE MCTOYHUKOB IIPOAYKTOB
TPAaHCKPUIMILIMM, TaK U TPAHCISLMN). 3a CUET ITOrO
peTporeHbl MOTYT Jaxe (hYHKIMOHAIBHO 3aMECTUTD
POIMTENILCKUII TeH WJIM Pa3BUTh HOBYIO (DYHKIIMIO
(Kubiak, Makalowska, 2017). Takum o6paszom, TE
CIIOCOOCTBYIOT OEJIKOBOMY pa3HOOOPa3UIO B BOJIIO-
UM 3a CYST PETPOTPAHCIIOZUIINU CYIIECTBYIOIINX
BKI', coxpaneHne KOTOpPBIX CIIOCOOCTBYET OoOpeTe-
HUIO TeHaMM B3aMMOCBSI3eil B (hOPMUPYIOLIUXCS HO-
BBIX PETYJISITOPHBIX ceTsIX B aBoouun. [Ipenmnomnara-
€TCsI, 4YTO KOJIMYECTBO PETPOr€HOB 3HAYUTEIBHO
0oJIbllie OMpenesieMblX CTaHAAPTHBIMU MeTOdaMU
UICHTU(PUKAIINY B CBSI3U C 5'-ycedeHUEM, XOTsI TaKe
C 3TUM y4eToM B cpenHeM okoJjio 10% Bcex BKI co-
JIepxaT oJHy u 0oJjiee perpokoruii (Grandi et al., 2015).
B renome yenroBeka, K mpumepy, conepxurcst oonee 1000
PETPOreHOB, KOTOPhIe TPAHCKPUOMPYIOTCS 1 TIPOSIBISI-
OHTOTEHE3
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10T Onosorndeckyto akruBHocTh (Huang et al., 2009). ¥V
puca onpeaesieHa SKCIpeccust He MeHee 66% BBISIBIICH-
HBIX PETPOKOIMIA, XOTSI U ¢ 00jiee HU3KUMU 3HAYCHUS -
MM, YeM MIX UCXOIHBIE TeHBI, HO ¢ TKaHeCcHeU(pUIeCcKOi
KoppeJsiiyeit ux ypoBHeit (Sakai et al., 2011).

PacripocTpaHeHHBIM CIIOCOOOM BO3HMKHOBEHMS
HOBBIX bKI' B 3BOJIIOLIMM O0Ka3a10Ch TaKXKe OJOMAIIl-
nuBanue reHoB TE (Joly-Lopez, Bureau, 2018;
Schrader, Schmitz, 2018). CaMbIM SIpKUM TpUMEPOM
SIBJISIETCSI TeJIoMepas3a, KOHCepBaTUBHAsI IJISI OOJIb-
IIMHCTBA 3YKapuoT U npousoieamas ot RT perpo-
anemeHTOB (Garavis et al., 2013). Tenromepasa obiagaet
3HaunTeabHBIME cxoncTBaMu ¢ RT L1 snemenToB (Ko-
peraetal., 2011), a B KJIETOYHOM JIMHUN SAYHUKOB K-
TaliCKOro XOMsIYKa C HapylIeHHOM (PYHKIMEH TeJo-
Mep, L1 mpeumyllieCTBEHHO TPaHCIIO3UPYIOT B 00JIa-
CTM TeJIOMEp, IIOMOrasl COXpaHUTb WX (QYHKIIHIO
(Morrish et al., 2007). IToTepst reHa TejloMepasbl y
JIPp0o30(MIbI B 3BOJIONNUY ObLJIa YCHEIIHO 3aMellleHa
perpo-TE HeT-A, TART u TAHRE (Casacuberta,
2017). Y XXMBOTHBIX, paCTEHUI U APOXKE ObLIO 00-
HapyXeHO MHOXKECTBO I'eHOB, ITpoucxonsamux ot TE,
ocobeHHO ot TpaHcmo3asbl (Feschotte, 2008). V mo-
3BOHOYHBIX BbIsIBIeHO 1000 reHOB, MPOU30LIEAIINX
ot petpo-TE (Zdobnov et al., 2005). I[1pu 3TOM BHOBB
oopasoBanHble BKI' Moryt kogupoBath T® 3a cuer
ucnosabs3oBanus JHK-cBga3biBalomx romeHoB TE u
OCYIIECTBJISIOT BaxXHele (pyHKIUY B YIIPaBICHUN
paboTEI TeHOMOM. B TO Xe BpeMsI, MHOTHE CAThI CBSI-
3piBaHMs ¢ TP Takke mpoucxonsat ot HIT TpaHcnoso-
HOB, YTO TOBOPUT 0O ItobanbHo poi TE B hopmupo-
BaHNM TeHHBIX peryIsITopHBIX ceTeii (Feschotte, 2008;
de Souza et al., 2013; Jaques et al., 2013; Mak et al.,
2014; Ito et al., 2017). CnocoOOHOCTh 3TOMCTUYECKUX
3JIEMEHTOB K CAMOPETYJISIUUU, COXPAHSIOMIASICS B
9BOJIIOLIMY TEHOMOB MX X035I€B, TOBOPUT O CYILIECTBO-
Banuu crpateruu “TE—akPHK—nenmuner” (puc. 2), B
KOTOPO TPAHCKPUIITHI TPAHCIIO30HOB OTOMPAIUCh
Ha (PYHKIMOHAJbHYIO IPUTOIHOCTh ITapajljleJIbHO C
nXx OeJIKOBBIMU MpoayKTamu, Tak KaKk HKPHK cmo-
COOHBI TpaHCIMpPOBaThcs B mentuabl (Zhang et al.,
2013; Anderson et al., 2015; Lauressergues et al., 2015;
Couzigou et al., 2016; Lv et al., 2016; Nelson et al.,
2016), a TE ciyxar BaXKHEHMIIUMU WCTOYHUKAMU
HKPHK (Borchert et al., 2011; Li et al., 2011; Yuan
etal., 2011; Roberts et al., 2013; Gim et al., 2014;
Johnson, Guigo, 2014; Kapusta, Feschotte, 2014;
Lorenzetti et al., 2016). Kpome Toro, BKI', mpouso-
memmue or TE, BEIMOMHSIOT BaxKHEHIME KJIeTOY-
Hele ¢pyakuum (Sinzelle et al., 2009). I[Tomumo omo-
MaIllTHUBaHUS IJIsI peryasiuuu paboTel reHoma, TE
CTaJId UICTOYHUKAMU OCJIKOB, YI4ACTBYIOIIMX B PpeMO-
JIeIMPOBAaHMM XpOMaTUHA U KJIETOUHBIX (DYHKIIMSIX
(Joly-Lopez, Bureau, 2018). 310 yKa3bIBaeT Ha KJIIO-
yeByl0 pojib TE B hopMUpOBaHUM OTIIMYUTEIHLHBIX
OCOOEHHOCTEN BYKapMOTHYEeCKMX XpomocoM. Ha-
MpUMep, U3 TpaHCIlo3a3bl 00pa30BaHbI CBS3bIBAIO-
[T XPOMATUH C SIAEPHBIM MAaTPUKCOM WHCYJISITOP
BEAF-32 u nenTpoMepcBsI3bpIBaronine oenku Abpl y

OHTOTI'EHE3
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npoxckeit (Feschotte, 2008), a Takke Oe1Ky alleTHI-
TpaHcdepa3sHOTo KomIuiekca ructoHoB HDP1/2 y
apabuporicuca (Duan et al., 2017). ¥ yenoBeka BbISIB-
JIEHBI MHCYJISITOPHI, Impousoieminue oT TE cemeii-
ctBa MIR (mammalian-wide interspersed repetitive)
3JIEMEHTOB, KOTOpPbIC BepOYyIOT (pepMeHThI MoaudU-
Kallu¥ XpoMaTWHA JISI M3MEHEHMS PeryJIsITOPHBIX
reHHbIx ceteil (Wang et al., 2015). ¥ pacteHuii reHbl
farl, fhy3 v frs Tpou301LIN TIyTeEM OAOMAIIHUBaHUS
JHK-TE (Alzohairy et al., 2013). MHOXeCTBO HOBBIX
BKI' B 3BoonMM Mpou30LuId MPHU JOMECTUKALIUU
paznuuHbix TeHOB TE. M3 TpaHcmo3a3sl oOpa3oBa-
smmch reHbl RAG y mo3BoHOUYHEBIX, Daysleeper y npo3o-
bunsl, Tram, Busterl-3, Zbed4, P52rlPK y MaeKomnmTa-
to1ux, Cenp-B 'y Bcex aykapuotT, Metnase u Pgbd y ue-
JIOBeKa W MBIIIH, TeHbl harbil y pwIO, JIATYIIEK U
miieKonuTaromux, Daysleeper y apadunomncuca, Fob Ip
y apoxckeil. OT MHTerpasbl MPOU3OLILIU TeHbl Gin- 1,
Fob Ip. Ot Gag-reHoB BO3HUKIU reHbl Mart, Ma, Fv1,
PEGI10, Rill, MyFEF-3 y minexkonurtaoiiux. OT reHOB
000JIOYKU PETPOBUPYCOB MPOU3OLLIN TeHbI Syncytin-1,
-2, -A, -B (Volff, 2006; Alzohairy et al., 2013). benko-
BbI€ TIPONYKThI OAOMaIllHEHHbIX TeHOB TE yrpaBisi-
10T CTpyKTypoii xpoMmatuHa (6enku Cenp-B, BEAF-32,
HIM-17), yugactBytor B amonto3e (THAPO, THAPI,
E93), KOHTpOIUPYIOT KJIETOYHBIN LIMKJ (CEMEMCTBO
6enkoB THAP, LIN-36, LIN-15B) (Sinzelle et al.,
2008). KpymHomaciITaOHBIN CTPYKTYpPHBIA aHaIu3
npoteoma TE mo3Bonnn npeacka3aTh CTPYKTYPBI CO-
TeH OeJTKOB U3 pernpe3eHTatuBHOro Habopa JJHK-TE
u LINE mis o0mieil cTpyKTYypHOI XapaKTepUCTUKU
OenkoB, mpousolnlennux B 3poaonuu ot TE. benknu
ORF1 u Gag peTpoajieMeHTOB coAepKaT OOJbIlIoe
KOJIMYECTBO CTPYKTYPHBIX U3MEHECHUI, 1, HECMOTPSI
Ha MX HU3KYI0 KOHCEPBAaTUBHOCTb, COXPAHSIOT UX B
spomouuu. benku JHK-TE okazanuch Hauboliee
IPEBHUMHU W COIEpPKAT CKJIAAKM, KOTOPBIE CYIIE-
CTBOBAJIM YK€ TOrAa, KOrmua IMosIBUJIUCH TIepBbIe KJIe-
TOUYHbIe opraHu3Mbl (Abrusan et al., 2013). CornacHo
HEJAaBHUM WCCICOOBAaHUSIM, IIOCIAECOIHUIA YHUBEp-
CaJIbHBIM OOIIUI TTPEeTOK KJIETOYHOM XXU3HU MOSIBUJI-
cs1 okoJio 3.9 muIpa JieT Ha3ala. DybakTepruu U apxeu
MOSIBMJIMNCH OKOJIO 3.4 MJIpH JIeT Ha3a, a COBpeMeH-
HbI€ 2YKapHUOTbl BO3HUKJIM 3HAYMTEJHLHO IIO3XE —
MmeHee yeM 1.84 mapn siet Hasan (Betts et al., 2018).
benxu JIHK-TE umeror 6ojee HU3KMIT NOPSIIOK KOH-
TaKTOB, YEM CJIy4aitHO BEIOpaHHBIE KOHTPOJILHEIE OeII-
KU, YTO TO3BOJISIET UM OBICTPO CKJIaIbIBAThCS U U30€e-
raTb arperanuu (Abrusan et al., 2013).

WNucepuyu TE B MHTPOHBI 1 MEXXTEHHBIE 00JTACTH
CMOCOOCTBYIOT 3K30HM3AallMM U aJlbTepHATUBHOMY
CIUIAICUHTY, YTO UTPAET BaXKHYIO POJIb B 3BOIOLUN
0eTKOB 1 OOPETEHWIO NMU HOBBIX (PYHKIIMOHAJIBHBIX
JIOMEHOB. B TaHHOM OTHOIIIEHUU 3HAYUTEIbHYIO aK-
TuBHOCTB IIposIBIIstioT SINE (Short Interspersed Nu-
clear Elements) u LINE, comepxkarue jJaTeHTHBIC
CUTHaJIbl CIUIAliCMHTA, YTO OOBSICHSIET WX PacIpo-
CTpaHEeHHOCTh B MHTpOoHax. Hampumep, B reHOMe ue-
JIoBeKa 10 5% allbTepHATUBHBIX 3K30HOB U 3'-He-
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Puc. 2. CxeMa “mBoitHOTO IMmoucKa” MUILIEHEH B CTpaTernu “TpaHCIo30HbI—HeKkoaupytole PHK—(rmonu)nentuas” B Bo3-

HUKHOBCHHU HOBBIX GCJIOK-KO,B;I/IpyIOH.II/IX T€HOB B 3BOJIIOLIMNA.

TpaHcaupyeMbix obnacteit (UTR — untranslated re-
gion) BO3HUK/INW IIyTeM 3K30HM3aLMKU MEXTCHHBIX
Alu-anemenTtoB (Tajnik et al., 2015). DnureHeruye-
cKasl peryJsiiusi BHyTpureHHblx TE, nHcepTupoBaH-
HBIX B MHTPOHBI, YaCTO CIIOCOOCTBYET U3MEHEHMIO
TeHHOM peryJIsiuny, QeHOTUIIMYECKOI SKCIIPECCUN U
reHoMHo 3Boonuu (Saze, 2018). Y yenoBeka 60-
nee 50% reHOB XapaKTepU3YIOTCS HATMYUEM aIbTep-
HatuBHBIX 3'UTR, crmocoGcTBylommx mMx TKaHe- U
crague-crnenuduaeckoii perynsuuun (Elkon et al.,
2013). Conepxanue HII Tpancnozonos B 3'UTR re-
HOB MMEET BOIIOLIMOHHOE 3HAaYEHUE IJIs1 0TOOpa oM -
TUMaJIbHBIX PETYJISITOPHBIX CETeil yIpaBieHUs] dKC-
npeccueit TeHoB, Tak Kak TE ciyXaT ncTouHMKaMu
HKPHK, snureHetnyeckoe BO3ACHCTBHE KOTOPBIX
pacopoctpaHsercs Ha reHbl, B 3'UTR (1 B uHTpOHAX)
KoTopbIx coaepxatcs TE v ux ocratku. TE Takke
CITOCOOCTBYIOT BO3HMKHOBEHWIO HOBBIX UHTPOHOB C
ucrnojgb3oBanueM wux HII nug anpTepHATHBHOIO
crulaiicuHra u sk3oHuzanuu (Wang et al., 2012).
INpenmnonaraeTcs, 4TO CILJIAiiCOCOMHBIE WHTPOHBI,
XapaKTepHbIE JJIs1 9yKapuOT, IPOMU3OILIM OT MUHTPO-
HOB Ipymibl 11, KoTophle 0061a1a10T CITIOCOOHOCTHIO K
perporpancno3ulinu (Novikova, Belfort, 2017) u xo-
nupyioT cooctBeHHyto RT (Toro et al., 2018). ITpu
9TOM TJI00IbHOE pacIpOCTPaHEHNE NHTPOHOB IIPO-
MCXOOWUIIO IVIAaBHBIM 00pa30M ITyTeM TPaHCIIO3UIINIA,
nHcepuuii TE, penapaiuuu 1BoiiHbIX pa3pbiBoB JJTHK
(B xotopoii Takxke ydactByioT TE) (Yenerall, Zhou,

2012), uytro oobsicHseTcss HanuuueMm B HIT TE axkuern-
TOPHBIX M IOHOPHBIX caiiToB crulailicuHra (Belancio
et al., 2010). Ilpu stom B 3Bomouun TE okazaauck
MCTOYHUKAMU OCHOBHOTO KOMITOHEHTA CILJIaiicoco-
MBI, Prp8, xoTopsriii o6pa3oBancsa u3 RT ¢ yrpadyeH-
HOI KaTaauTUYeCKOll akTuBHOCTbIO (Arkhipova,
2018). Ponp TE B BOBHMKHOBEHUM YHUBEPCAJIbHBIX
CHUCTEM PETYJISILIMU T€HOMOB OOBSICHSIET COXpaHEHUE
B 3BOTIOLNY (heHOMEHA MO3aNYHOM CTPYKTYPHI TeHOB,
KOHCEepBaTUBHOM 111 3ykapuoT. I[loarBepxkaeHuem
CJTy>kaT JaHHbIE O HAJIMUYMU B3aMMOCBSI3eli MHOXECTBa
HKPHK ¢ mHTpOoHamMu ¢ OTYETIMBBIM CHUHEpreTHhde-
ckuMm 3¢dekToM. bonee Toro, mocie craicuHra
YacTh MHTPOHOB CaMU CIIOCOOHBI MPOLIECCUPOBATHCS B
¢yukmonanbHble MoeKyiabl HKPHK (Rearick et al.,
2011), yto roBopuT o BaxkHoi posu TE B obecneue-
HUU (QYHKIMOHAJBHOTO Oyaju3Ma TpaHCKPUIITOB
TeHOB, HEOOXOAUMOTIO IS BOSHUKHOBEHUSI MaKCH-
MaJIbHOT'O KOJIMYECTBO PETYISITOPHBIX B3aUMOCBS3Ei
KaK MCTOYHMKA NUHAMUYECKON M TJIACTUYHON M3-
MEHYMBOCTH U aJalTalluA B €CTECTBEHHOM OTOOpE, a
TaKXe CIYKUT OIHUM U3 OObSICHEHUI pacrpocTpa-
HEHUSI U COXpaHEHWSI UYHTPOHOB B BOJIIOLIMH.

BO3HUKHOBEHME PEI'VJIATOPHOM CETU
IMTPY ITOMOIIN TPAHCITO3OHOB

CoxpaHeHle B 9BOJIIOLIMY HOBBIX TEHOB, COIEpKa-
mux 1ociienoBatenbHocT TE, HEM30eKHO IIPUBOIUT
K TOMY, YTO 3KCIIPECCHSI HOBOIO OeJjiKa YIIpaBisIeTCs
OHTOTI'EHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018



®OYHKIMOHAJIBHBIN IYAINU3M TPAHCKPUIITOB TPAHCITIO30HOB S9

HOBOM PETYIITOPHOM CEThIO C OOJIBIINM KOJIMIYECTBOM
B3aIMOCBSI3ei 1 KOHTPOJIEM SITUTeHETUIECKUMU haK-
Topamu. To ecTh BO3HMKAeT IBOMHAS CUCTEMa KOH-
tpossa (puc. 3). C omHoii croponsl, TE B aBomonnn
CJTy>KaT UICTOYHUKAaMM Kak T®, Tak 1 caiiTOB CBSI3bIBA-
Hus ¢ ganHbiMu T (Feschotte, 2008; Ito et al., 2017). C
JIpyTOit CTOPOHBI, Bo3HMKaromue 13 TE HoBbIe 6eakn
colep:KaT yJacTku, cBs3biBatonivecss ¢ HKPHK tpanc-
IO30HHOIO IMpoucXoxXaeHus, Tak Kak TE sBnstorcs
BaxkHbIMU McTouHnkamu siPHK, MukpoPHK u mmam-
HbIX Hekoaupyomx PHK (IncPHK — long noncoding
RNA) (Borchert et al., 2011; Li et al., 2011; Yuan et al.,
2011; Roberts et al., 2013; Gim et al., 2014; Johnson,
Guigo, 2014; Kapusta, Feschotte, 2014; Lorenzetti
etal., 2016). 3a c4eT 3TOTO CO3MAIOTCS CIIOKHBIC PETY-
JIITOPHBIE B3aMMOCBSI3U MEXIY 3MUTCHETUIECKUMU
dakTopamu u T, uyro obecrieunBaeT KOOPIUHUPO-
BaHHEBIE I10CJICAOBATEIbHEIC 3TAIbl YIIPABICHUST 9KC-
Mpeccreiil TeHOB MPU KJIETOUYHBIX ACICHUSIX. DTO CIIy-
JKUT KJITIOYOM K peryistuny 1 depeHIIPOBKH KIIETOK
B OHTOI'€HE3€ C O[THOBPEMEHHOM TMHAMUYHOCTHIO TaH-
HoOTO TIporecca B ¢cBs13U ¢ nipucyineii TE MoouiapHO-
CTBbIO U YYBCTBUTEJIBHOCTHIO K cTpeccy (Feng et al.,
2013; Wheeler, 2013; MycraduH, XyCHYTOAUHOBA,
2018), obycnaBauBasi BO3MOXKHOCTh SBOJIIOLIMH 3yKa-
puOT. B HaHHBIX PEryJISITOPHBIX CUCTEMax IIPUHUMAIOT
TaKXKe BaXKHOE y4acTHe CIUIAiCHMHIoBas MalllliHa, YTO
00BSICHSIET INIOOAJIBHYIO PACIIPOCTPAHEHHOCTD Y 3yKa-
PMOT CIUIaiiCOCOMHBIX MHTPOHOB, KOTOPbI€ B3alMO-
JIEUCTBYIOT CO MHOXECTBOM Pa3MIHbIX MUKpOPHK,
snoPHK, siPHK, piPHK u IncPHK 1ipu yripaBneHuun
akcnpeccueit reHoB (puc. 4) (Rearick et al., 2011).
Tak, y npozodunsl piPHK perymvpyroT crumaiicuHr
npe-MPHK TpaHCII030HOB KaK B COMaTUYECKMX, TaK U
B IT0JI0BBIX KJIeTKax (Barry, 2018). HecmoTpst Ha rpouc-
XoxaeHue ot uHTpoHoB rpyrmkl 11 (Novikova, Belfort,
2017), pacrpocTpaHeHHE B TECHOMAX 3YKApHOT MOIydM-
JIV TOJTBKO CIUIaliCOCOMHBIE MHTPOHBI. DTO TOBOPUT 00
MX BaXKHOM POJIM B PETYJISIIMU SKCIIPECCUM TeHOB, a
B3auMocBs3b ¢ HKPHK 1 TE roBopur o cyiiecTBoBa-
HUU KOHCEPBATUBHON IJIs1 3YKApUOT CUCTEMbI COOCH-
ctBust Mmexny TE, crumaiicuarom, PHK-nHTEepdepen-
mueit (PHKu), rmcronamu u renomepamu. [lpu atom
B XOJI€ 9BOJIIOLIMU MHTPOHBI MOTYT TEPSIThCS U pac-
IIPOCTPAHATHCSI TJIABHBIM 00pPa3oM IyTEM TPaHCIIO-
sunmii 1 npu nomomu TE (Yenerall, Zhou, 2012).
Vuactue TE B pacripocTpaHeHUM MHTPOHOB IIPEATIO-
naraetT Haimuue ux HII B mHTpoHax, 4TO CIOCO0-
CTBYET YIIPaBJICHUIO KCIIpeccreil TeHOB He TOJIBKO
Ha ypPOBHE CIJIaliCOCOMBI, HO U TPAHCKPUMNILIMOHHO
(3a cuer BozaeiicTBus HKPHK TpaHcriozoHHOro mpo-
ncxoxnenust). [lomumo storo, TE B nHTpOHAX cmo-
COOCTBYIOT 00pa30BaHMIO AIbTEPHATUBHBIX CTUIAMCUH-
roebix BapuaHToB (Feschotte, 2008).

I'nob6anbHOe pacnpoctpaHeHue TE B reHoMax 3y-
KapMoOT CITOCOOCTBYET McIToab30BaHmWIo X HIT B reH-
HOI peryisiiuyM B KadyecTBe CAWTOB CBS3BIBAHUS C
T®, npomoTopoB u 3HxaHcepoB (de Souza et al.,
2013; Sahebi et al., 2018). TE Morytr uamMeHsITh 9KC-

OHTOTEHE3
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IIPECCUIO HE TOJILKO COCETHMX, HO TaKXKe HE CBSI3aH-
HBIX C THCEPUUSIMU T€HOB, U3MEHSITh MOTU(UKALIAIO
XpoMaTHHa, CIYXKUTb UCTOYHUKAMMU luUC-IeiiCTBYIO-
II1X PETrYJISITOPHBIX 3JIEMEHTOB, a TAKXKEe MOTYT MH-
CEpPTUPOBATh B CYIIECTBYIOIINE SHXaHCEPhl, KOTOPEIE
peryaupyloT TpaHckpuriuio (Sahebi et al., 2018).
IIpu stom TE accouuupoBaHbl ¢ BUAoOCIeupuye-
CKVMM M3MEHEHUSIMM T'€HHOI 3KCIIPECCUM Y BBIC-
IIMX [TIO3BOHOYHEBIX, UYTO TOBOPUT 00 UX POJIU B BUJIO-
obpazoBaHuu (Zeng et al., 2018) u TkKaHecnnenunyie-
CKOIi peryisiuuu padbotbl reHoMoB (Trizzino et al.,
2018). BrisiBiieHa BbIpaxk€HHas KOPPEISILUS MEXIY
aktuBHOCThIO TE 1 BunpooopazoBanuem (Ricci et al.,
2018), a Takxe poab TE B BOBHUKHOBEHUH TeHETUYE-
CKUX ne(DEeKTOB y THOPUIOB, IIPEHITCTBYIOIINX CKPEe-
muBaHuIo BUIoB (Serrato-Capuchina, Matute, 2018).
B otiimune ot n3MeHeHUIi B caMUX TeHaxX, HaCTpoiiKa
PETYISATOPHEBIX CeTeil SKCIpeCcCCUr T'eHOB UrpaeT 00-
Jiee 3HAYMMYIO pPOJIb B MOP(MOIOrMIecKOil 3BOJIIO-
muu. HanpuMep, npu UCciiefOBaHUM CAalATOB CBSI3BI-
BaHus ¢ T® y nipeacraButeseit 29 pa3InyHbIX BUIOB
MJICKOIIMTAIONINX OBLJIO BEISIBJICHO, YTO (PparMeHThI
nociaenoBarenbHocTeli TE Mcnonb3yloTest Xxo3sieBa-
MU B KayeCTBE PETYJISITOPHBIX CTPYKTYpP B IJIOOajIb-
HbIX MacmTabax (Lowe, Haussler, 2012). ITpu cpaB-
HUTEJIBbHOM aHan3e 29 BUIOB MJIIEKOIIUTAIOIINX
naeHtuduponaro 280 000 mpousonremmux ot TE
PEeTYJISITOPHBIX CTPYKTYP, B TOM YMCJIe 00JI1amaloinxX
cBoiicTBamMu sHXaHcepoB (de Souza et al., 2013). B re-
HOMe dYejoBeka u3 MIR, moMmMo WHCYIITOpPOB
(Wang et al., 2015), oOpa3oBaHbI TaKxKe HXAaHCEPHI,
HUTpalolIye BaxXKHYIO POJIb B yi/C-PETYIISIIIAN SKCIIPEC-
cun BKI (Jjingo et al., 2014). 111 MHOTOKJIETOYHBIX
OOJIBIIMHCTBO TKaHECIIEM(MUUIECKN aKTUBUPYEMBIX
PETYISITOPOB T€HOB UMeIOT IpoucxoxneHue oT TE,
YTO TOBOPUT O BaXKHeiIleil pojiu TpaHCIO30HOB B
SBOJIOLUM 3yKapuoT. MHTepecHO, 4YTO B paHHEM
SMOpPHUOHAILHOM pa3BUTUU U3 peTpo-TE mHuImm-
pyercst 1o 20% TpaHCKpUIITOMa, a MHOTOYMCIIEH-
Hble TiepemeltieHusT TE B xolie 3BOJIIOLIMHM BbI3BAJIU
repepacnpeneieHue caiiToB cBsi3biBaHus ¢ TAD, BbI-
MOJHSIOMIUX TKaHEeCHeUM(PUIECKYI0 PEryJIsiiuio
(Mak et al., 2014). Konn4yecTBO aKTUBHBIX PeTyJIsi-
TOPHBIX 3JIEMEHTOB TPAHCIIO30HHOTO ITPOMCXOXIIE-
HUSI, YOPaBJISIONIMX 3KCIIPeCcCUeil TeHOB XO03sS1Ha,
MMeeT KoJIoccalabHble MacmTadbl. Hammpumep, B re-
HOME d4ejoBeKa okasajioch okojio 800000 caiitoB
cBs13biBaHMs ¢ T, KOTOphIe MPOU3OILIN TOJILKO OT
LTR-conepxamux TE. MHorue u3 aTux peryiasTop-
HBIX 3JIEMEHTOB XapaKTEepU3YIOTCSI TKaHeCIeludu-
yeckMM xapaktepoMm aktuBaumu (Ito et al., 2017).
Oxo:10 15 MJIH JIeT Ha3al CeMECTBO PETPOBUPYCOB,
nopoausiiee LTR5SHS, pacnpocTpaHuiocs B 3apo-
JIBIIIEeBOM JIMHUYA TOMUHMA, co3aaBast cxogubie HIT B
reHoMe 4ejioBeka. B pesynbTaTe mpu IMoMollu Bcero
12 cneundpuueckux PHK ynanocek naeHTHUMULIMPO-
BaTh 0K0Ji0 90% maHHBIX 371eMeHTOB. HecMoTpst Ha
10, uto LTR5HS gBASIOTCS 3BOMIOLIMOHHO MOJIOIBI-
mu TE B reHoMe 4estoBeKka, ObIJTa OTMEUYeHa X CITO-
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Puc. 3. Poib TpaHCTIO30HOB B CO3JaHUM PETYJISITOPHBIX CeTeil FTEHOMOB C TBOMHOM CUCTEMOI KOHTPOJISI SKCIPECCUU TEHOB —
npu oMot Hekonupytomux PHK (ixkPHK) u TpaHckpuniimoHHbIX (haKTOpPOB.

COOHOCTh (PYHKIIMOHUPOBATh B KAa4eCTBE DHXaHCE-
poB 1151 KoHTpoJist padotsl TeHoB (Judd, Feschotte,
2018). Ilpu sTOM IapaUIeIbHO C MCIOJIb30BaHUEM
onomalHeHHbIX TeHOB TE B oHTOreHese, mpoucxo-
nuna koornrauust HIT TpaHCTIO30HOB 1151 peryisiTop-
HBIX B3aMMOCBsI3ei f1aHHbIX TeHOB (MycTaduH, Xyc-
HyTtauHoBa, 2018). IIpuMepoM MOXET CIyXKUTh J0-
MeCTUKanusi reHa env perpoBupycoB (Dupressoir
etal., 2012), crocoOcTByIOIIEro GOpMUPOBAHUIO
TUIALIEHTBI, B TO BpeMsl KaK 3KCIaHCUsI TPaHCMO030-
HoB RLTRI13D5 u MER20 6buta Heobxonuma mjisi
9KCIPECCUN T€HOB B DHIOMETPUU, B3AaUMOJEUCTBY-
OLIMX ¢ MpoayKToM aaHHoro reHa (Chuong et al.,
2013). Okazajioch, UYTO OKOJIO ITOJOBUHBI (QPYHKIIO-
HaJIbHBIX PETYJSITOPHBIX MTOC/IeI0BaTEeIbHOCTE B I'e-
HOME YeJIOBeKa MMEIOT TPAaHCIIO30HHOE ITPOMCXOXK-
nenue (Jacques et al., 2013). BoIsiBiieHbI COTHU ThICSY
DHXAHCEPOB Pa3JIMYHBIX BUIOB XXUBOTHBIX U pacTe-
Huii, npousomenmmx oT TE, yro roBoput 06 yHH-
BEPCAJIbHOCTU TIPUHIIMITA KOOTITAllMM TPAHCIIO30H-
HBIX PErYJISTOPHBIX MOCIEA0BAaTeIbLHOCTE reHoMa-
mu sykapuot (de Souza et al., 2013). I'mo6anbHBIE

MaciuTadbl KooTTaluu TpaHcno3oHHbIx HIT kak gist
PEryIsLiM 3KCIIPECCUM I'eHOB B OHTOIeHe3e, TaK U
U1 BO3HNKHOBeHNsI HOBBIX BKI' MOXXHO O1IeHNTh Ha
npumepe B3anMocBsizu TE ¢ TejoMmepaMu 1 THCTOHA-
MU, KOHCEPBAaTUBHOCTb KOTOPLIX IJIsI BCEX 3YKapUOT
TOBOPUT O KJ1toueBoM 3HaueHUU TE Kak yHuBepcalib-
HBIX CUCTEM MOJACIMPOBAHUSI TEHOMOB B 9BOJIIOLIMH.

B3ANUMOCBA3b TPAHCITO3OHOB
C TEJIOMEPAMU U THCTOHAMU

B ecrecTBeHHOM 0TOOPE (hOPMUPOBAHUE TEJIOMED
Ha KOHIIaX XpoMocoM Iiponsonuio omaromapst TE,
TaK Kak TeJioMepasa B 3BOJIOLMU TTpousoliia oT RT
petpoanemeHToB (Garavis et al., 2013). /TaHHOe cBOi1-
CTBO SIBJISIETCS XapaKTEPHbIM OTJIMYMEM 3YKApUOT OT
OGakTepuii u apxeii. XoTs1 HEKOTOpbIEe MPEACTaBUTEIN
OakTepuii MoOryT o0JianaThb JUHEWUHON CTPYKTypoit
JHK, Teromep Ha KOHIIaX XpOMOCOM OHU HE COaep-
KaT, a ISl OOJILIIMHCTBA U3 HUX XapaKTepHbl KOJb-
eBble Hykneouanl (PaBuH, [llectakos, 2013). Y npo-
30(MITEI B BOJTIOLINY OBIJIa TIOTEepsTHA TeJioMepasa, u
OHTOTEHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018
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Puc. 4. B3aMocBsI3b CIUTaliCMHTA ¢ IPYTUMHM PETYJIATOPHBIMU CHCTEMaMU 9YKapuoT.

IJ1s1 (hOPMUPOBAHUS TEOMEP UCIIOJIb3YIOTCSI PETPO-
anemeHTel HeT-A, TART m TAHRE (Casacuberta,
2017). B Heomna3max ¢ myrauusmu B reHe ATRX,
MPOAYKT KOTOPOTO PEMOAEIUPYET HYKJIEOCOMBI 3a
cueT B3ammopeicTBusa ¢ H3 xBocToM, 0OHApyKEeHO
BBIpOXKEHHOE yBEJIMUEHUE pa3Mepa TeJomep 6e3 yua-
ctus teaoMepasbl (Henikoff, Smith, 2015). Kpome
TOTO, Atrx CBSI3BIBACTCS C yYaCTKAMU PETPOIIEMEH-
ToB, Ha3biBaeMbIX IAP (intracisternal A particle) u
CMOCOOCTBYET MX CalJIEHCUHTY, CIOCOOCTBYS Ghop-
MUpOBaHUIO rerepoxpoMaruHa (Sadic et al., 2015).
Pons Oenka, peMomenMpymooIiiero HYKJICOCOMBI, B
aJIbTePHATUBHOM YUIMHEHUU TeJIOMEP U PETyIsiluu
TE, roBoput o Hanmmunu B3ammocBs3eit mexny TE,
TeJIOMepaMy U THUCTOHAMM, IO3BOJISIONINX COXpa-
HUBILIUMCS B 9BOJIOLMY FT€PMUHATUBHBIM MHCEPIIU-
M TE U3MeHSTh CTPYKTYPY ¥ KOJIMYIECTBO XPOMOCOM.
JelcTBUTENIbHO, TeJIOMEPHBIE ITOCIeNOBaTEIbHOCTH
OOHApYXUBAIOTCSI B UHTEPCTULIMAIBHBIX YacCTsIX XPO-
MOCOM, BO3HHMKAFOIIINX 3a CYET CIUSTHUS TeJIOMep TIpU
penykiyu uyncia xpomocom (bagaesa, Canuna, 2013).
Poinb pemoneanpoBaHusi XpoMaTHA B JaHHBIX y4acT-
Kax TOBOPUT O CJIOXHEIX B3auMocBs3ax ¢ TE, xoro-
pbIe CTajlu UICTOYHUKaMU TeJoMep B aBotoluu (Ga-
ravis et al., 2013).

V 6Gakrepmii u apxeit B ynmakoBke JIHK ydactByeT
oesok HU, y HEKOTOPBIX apxeil M BceX 3yKapuoT — TH-
OHTOTEHE3

tom 49  Ne 4 TTIPUJIOXEHHUE 2018

croHbl. [Tpenmnosnaraercsi, YTo OKTaMepHbIE HYKJIEOCO-
MBI 3YKapUOT 3BOJIOLIMOHUPOBAIN OT 00Jiee MPOCThIX
TeTpaMepHBIX HyKJeocoM apxeil. Ho sykapmormue-
CKMe TUCTOHEBI, B OTJIMYME OT apXcaJbHbIX, COIEpKAT
XBOCTBI, MOIM(PUKALIMS KOTOPBHIX CIIOCOOCTBYET 31~
TCHETUYECKOMY VIIPABICHUIO 3KCIIpEeCCUeil TeHOB
(Henikoff, Smith, 2015). Xots1, HanboIee BEPOSITHO,
MEePBOHAYAJIPHO JAHHBIA MeXaHM3M BO3HUK KaK CH-
cTeMa 3allUThl IJIS1 3aMaT4YMBaHUS BHEIPEHHbBIX B Te-
oM TE. OT10 ropoput o BaxHoit poau TE B 3BoJTI0-
LY TUCTOHOB. MOXKHO IPEAIOJIOXUTh, YTO BO3HUK-
HOBEHME OKTaMEPHOI'0 HYKJIEOCOMHOI'O KOMILIEKCA U
KOHCEPBAaTUBHOI CUCTEMbI TUCTOHOBBIX OEJIKOB Yy 2Y-
KapuoT IPOUCXOIUIIO TTapaJlIeJIbHO ¢ afanTalyeii re-
HOMOB K MHOTOYMCJIEHHbIM nHcepLusM TE u co3na-
HUEM IPYTMX YHUBEpPCAJIbHBIX CUCTEM, TaKUX Kak
PHKu, crinaiicuHroBast MalliHa 1 TeJioMephl. OTOop
HauboJjiee oNTUMaIbHbIX HA0OPOB T'MCTOHOB Ha TIPU-
TOIHOCTb MOT MPOUCXOAUTH Npu ydacTuu TE, Ha uto
YKa3bIBAalOT HEKOTOpHEIe ocobeHHocTu. Harpumep,
IreHbl TUCTOHOB PACIIONaraloTcsl B BUIE TaHIAEMHEBIX
noBTopoB, a ux MPHK He comepzkaTt nonuageHWIn-
POBaHHBIX YIaCTKOB, 3aKAHUYMBASICh CIIeIN(UIECKIU -
MU BTOPUYHBIMM CTPYKTypamMu “‘cTeOeab—IeTisa”.
OTU CTPYKTYPhl B3aUMOIEHCTBYIOT ¢ O0enkoMm SLBP
IUIST JaJbHEMIIMX 3TaroB Metabonm3Ma (Marzluff,
Koreski, 2017). IIpocTpaHCTBeHHasi OpraHU3alys
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MPHK ructoHoB nposiBiisieT GyHKUMOHABHOCTD Ha-
nogo6ue IncPHK, moMeHbI KOTOPBIX ITOCTPOEHBI I1aB-
HBIM 00pa3oM u3 nocienoBarebHocTeil TE (Kapusta,
Feschotte, 2014). To ecTh IPOAYKTHI TPAaHCKPUITIIAN
T€HOB TMCTOHOB MPOSIBISIIOT (DYHKIIMOHAIBHbBIN Tya-
JIU3M — pocTpaHcTBeHHbIe fToMeHbl PHK cmocobHbI
B3aMOJIEICTBOBAaTh C OeJIKaMM, OTHOBPEMEHHO CO
CITOCOOHOCTBIO K TpaHCHsIuuu. JaHHOE CBOWCTBO
I03BOJISIET IIPEAII0NA0KUTE posib TE B aBoMmonuu re-
HOB TMCTOHOB, Tak Kak HII TpaHcIio30HOB urpaior
KJIIOYEBYIO POJib B (DOPMUPOBAHUM BTOPUYHBIX U
TPETUYHBIX CTPYKTYp Mojekyn PHK, crmocobGHbIx
Y4acTBOBATh B PA3IMYHBIX OMOJIOTMIECKIX PEAKIIMSIX
(Johnson, Gujigo 2014), a dyHKIIMOHAJbHBINA mya-
Jmu3M TpaHckpunitoB TE sBisieTcss MX XapaKTepHOIA
YepToil. DTO OOYCIOBIECHO BO3MECHCTBHEM 3aIlIMTHBIX
CHCTEM XO35IMHA, OCyIIecTRIsIomx rmpoieccuHr PHK
TPaHCIIO30HOB Y BbIpAOOTAHHBIMU B 3BOIIOLUM CBOIi-
CTBaMH ITOJTyYEHHBIX ITPOMYKTOB IIPOLIECCUHTA K (PyHK-
LIMOHAJILHOCTU B MHTEpPecax XO3sWHa [JIsI OOpeTeHMS
WM aJanTUBHBIX CBOMCTB 3a cueT ydyactuss HKPHK B
Pa3TMYHBIX OMOJIOTUYECKUX PeaKLMsIX JI100 CaMOCTO-
STEJIbHO (B KayecTBEe pMOO3MMOB WJIM pUOOCBUTYECH),
160 B coctaBe PHIT i RISC.

He uckimoyeHo, 4o (hpyHKIIMOHAIBHEIE JOMEHEI
PHK rncronoB moctpoeHsl npu ydyactum TE, 4uto
yKa3bIBaeT Ha UX TECHYIO B3aMMOCBSI3b B 9BOIIOLIUU,
TaKk Kak TE crmoco6¢cTBOBaii BOBHUKHOBEHUIO BaxK-
HEMIIMX KJIETOUYHBIX OEJIKOB MyTeM 3K30HM3allNU,
OYIJIMKALMA U OJOMAlIHMBaHUS, CO31aBasi OCHOBY
TSI TIOSIBJICHUSI IMHUM C HOBBIMM aJanTallMOHHBIMU
cBoiictBamMu. IlpuMepoM CIIyXXUT BO3HUKHOBECHUE
TeJaoMepasbl U3 OOpaTHOM TPaHCKPUIITA3bl PETPO-
sneMmeHTOB (Garavis et al., 2013) 1 IEeHTPOMEPCBSI3bI-
Baroiux 0enkoB Cenp-B ot TE pogo Bcex aykapuort
(Volff, 2006), omoMmaliHUBaHUEe TeHa env 00O0JIOYKU
PETPOBUPYCOB T€HOMAaMM MJIEKOIUTAIOIINX C MC-
MMOJb30BAHUEM €ro IS CO3MaHUusI OObEAMHEHHOTO
CJIOSI TUIALlGHThl HAa MOBEPXHOCTU MaTKU. JlaHHBIN
IeH, Ha3BaHHBIII CUHIIUTUHOM, UTPaeT BaXKHEUIIYIO
POJIb B SMOPMOHAJILHOM Pa3BUTUU MJIEKOITUTAIOIINX
(Sinzelle et al., 2009). ITpu 3TOM TOMUMO KOOIITALIUU
JUIS1 CO30aHMsI HOBBIX 0enKoB, TE aKTUBHO MCIIOIb-
30BaJINCh B 9BOJIIOIIMU B KAUYE€CTBE UICTOYHUKOB PEry-
JIITOPHBIX MTOocJieqoBaTeIbHOCTEM (puc. 5). MHTepec-
HO, 4TO AuAaIla30H pa3MepoOB KOHCEPBATUBHEIX 1 He-
KOHCEPBAaTUBHBIX ydyacTKoB MHTpoHOB BKI mmeer
MaKCUMYMBbI, OJIM3KHUE K AJIMHE HYKJI€OCOMHOM U IN-
HykyeocoMHoit JIHK. DTo roBopuT 0 TOM, 4TO IJIMHA
WHTPOHOB ompenessiercs (pyHKIIMOHAIbHON HAarpy3-
Kkoii (Bunorpagos, 2011). Kpome Toro, 3To CIy>XuT
noarBepxkaeHreM poiii TE B hopMupoBaHUM KOH-
CEepBaTUBHOTO KOMILIEKCA TMCTOHOB B BUIE HYKJIE-
OCOM MyTeM “mouMcKa” BO3MOXHBIX BapUMaHTOB B
sBoIOIMHU ¢ ydactueM TE, Tak KaKk MHTpOHBI 00513a-
HBI CBOUM ITPOMCXOXICHUEM MOOMIBHBIM 3JIEMEH-
taM (Yenerall, Zhou, 2012; Novikova, Belfort, 2017).
JaHHEBIM IIpUMep XapaKTepU3yeT YHUBEPCAIbHOCTh
NpUHIONIA “ITBOMHOIO IMOMCKA” CTPYKTYPHO-(PYHK-

MYCTA®UH

IMOHAJIbHBIX B3aMMOCBSI3€ll ITOC/IeA0BATEILHOCTEM
HYKJIEMHOBBIX KMCJIOT C TIPOCTPAHCTBEHHOM KOH(PU-
rypaiueii [JOMEHOB BTOPUYHBIX U TPETUYHBIX CTPYK-
Typ JHK, PHK n 6e1xoB. To ecTh B X01¢e eCTeCTBEeH-
HOTo 0TOOpa BYKapuoT B3aumoeiicTBue xo3sieB ¢ TE
IIPOUCXOAMJIO Oyiarofapsl YHUBEPCAJIbHOM 3aKOHO-
MEPHOCTH CaMOPETY/ISILIMU TPAaHCIO30HOB, CIIOCO0-
cTByIOIIEH aBOMoLIM ux xo3seB. TE ciyxaT Kak mc-
TOYHUKAMM PETYISITOPHBIX IOCJIEIOBATEIBHOCTENA,
TaK ¥ B3aMMOIEICTBYIOIINX C HUMU OJOMaIlIHEHHBIX
oenkoB. TE pacnpocTpaHSIOTCS B TeHOMax dyKapH-
OT, HO IpY 3TOM YYaCTBYIOT B 9BOJIIOLIMU CUCTEM, Ha-
npaBiaeHHBIX Ha 00pb0Oy ¢ TE (sBomonus Hykie-
0COM). YHMBEpPCAJIbHOCTh CAMOPETYJISILIN ITPOLYK-
TaMHU COOCTBEHHOI BKCIpPECCUU CIIOCOOCTBOBAja
9BOJIIOLIUHY CTPYKTYPHI M PYHKIIMY TreHOoMOB. Harpu-
Mep, LiIeHTpoMephl Bo3HUKIIM Onarogapsi TE u Teno-
Mmepam (Garavis et al., 2013; Klein, O’Neill, 2018;
McGurk, Barbash, 2018), a nieHTpoMepcBs3bIBatOLINE
oenxku Cenp-B sykapuor npousonum ot TE pogo B
spomonu (Volff, 2006). Kpome toro, TE cirykaT Bax-
HbeiMU ucTtouHnMKamyu MUKpoPHK (Borchert et al.,
2011; Li et al., 2011; Yuan et al., 2011; Roberts et al.,
2013; Gim et al., 2014; Lorenzetti et al., 2016), KoTo-
pbIe BBI3BIBAIOT caiiJIeHCHMHT cOOCcTBeHHBIX TE 1 npy-
T'MX reHoB, coaepxKamux romogorngdeie HIT, a ipo-
IYKThI TpaHcasiuuu npu-mukpoPHK ctumynupyror
skcnpeccuto cobctBeHHBIX MUKpOoPHK (Couzigou
et al., 2015; Lauressergues et al., 2015; Couzigou et al.,
2016; Lv et al., 2016).

CTPATETUA TPAHCITIO30HBI — HKPHK —
IENITHUAbI B BOSBHUKHOBEHUN
HOBBIX TEHOB

B sBomonun sykapuor TE okazaauch He TOJIBKO
nctounnkamMu BKI™ u perysiTopHBIX mociaenoBaTeIb-
Hocreit, Ho 1 HKPHK, Bximouas siPHK, mukpoPHK
(Borchert et al., 2011; Li et al., 2011; Yuan et al., 2011;
Roberts et al., 2013; Gim et al., 2014; Lorenzetti et al.,
2016; Cho, 2018) u IncPHK (Johnson, Guigo, 2014;
Kapusta, Feschotte, 2014). ITpu 3ToM OoJbIIast YacTh
TeHOMOB 3yKapuoT obopa3oBaHa u3 TE mocienoBarensb-
HOCTEIi, 3HAYUTEJIbHO IIPEBbIIIAS WASHTU(UILIMPYE-
MYIO CTaHIAPTHBIMM METONAMU OIpeAcsICHUs JOJIIO
(de Koning et al., 2011; Goerner-Potvin, Bourque, 2018).
Tak kak 6oxpmmHcTBO HKPHK TpanckpnbupyioTcs
W3 MEXXTEHHBIX 1 MTHTPOHHBIX 00J1acTel, TIe pacioio-
xkeHbl TE, MOXHO IIpenoaoXuThb, YTO TPAHCITO30HEI
SIBJISIIOTCSI OCHOBHBIMU McTouHnKamMu HKPHK. [eii-
CTBUTEJIbHO, B Pa3IMYHbBIX paboOTax ObLIM BBISIBICHBI
Teicsiyr MUKpPOPHK, mpoucxonsiux ot TE y XkuBoT-
HbIX (Borchert et al., 2011; Yuan et al., 2011; Roberts
et al., 2013; Gim et al., 2014). Y pacteHui1 GOIBIINH-
ctBo MUKpoPHK romonornunsr TE, 4yTo yKa3beiBaeT
Ha nx npoucxoxnenue ot TE (Li et al., 2011; Loren-
zetti et al., 2016; Cho, 2018). TE oka3bIBalOT BaxkHOE
BJIMSIHME Ha 3BOJIIOLMIO Ojlaromapsi X pPoJid B BO3-
aunkHoBeHNU IncPHK. LncPHK saBnsiorcst perymns-
OHTOTEHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018
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Puc. 5. B3aumMocBs3b TpaHCII030HOB, HeKoaupyiomux PHK, TpaHCKpUIIIIMOHHBIX (DAKTOPOB U PETYJIITOPHBIX CTPYKTYP T€HO-

MOB 9YKapHOT.

TOpaMy TPAHCKPUIILIMM 3a CUET B3aMMOACUCTBUS C
T® u gpyrummn JHK-cBs3pIBalomumMu OeaKaMu,
PHK-nommmepaszoit II m rucron-momuduimpyio-
muMu KomriekcamMu. LncPHK moryr BRIOJTHATH
CBOM (YHKLMU KaK CaMOCTOSITeJIbHbIE aKTUBHBIE
MOJICKYJIBl B KadeCTBe pUOOCBUTYET MIM pHOO3U-
MoB, a Takke B coctaBe PHII (Long et al., 2017). Bro-
pUYHbIe CTPYKTYpbI MosiekyJ IncPHK, nogo6Ho 6e-
KaM, 00JIagaroT MOIYJILHOM OpraHu3anueii U comep-
XKaT JOMCKPETHBIE JTOMEHBI, KOTOpbIE CO31a0TCs
m1aBHBIM ob6pa3oM 6aromapst TE. Okoio 83% mome-
HoB IncPHK conmepxar ne menee 1 ¢parmenra TE
(Johnson, Guigo, 2014), a mHorue 3penble IncPHK
nosiHocThio coctosT u3 TE (Kapusta, Feschotte, 2014).
LINEI1 perporpancmozonsl obnamaoT IncPHK-10-
JIOOHOI (byHKIIMEel, yJacTBYsI B pPeryasiliiyd TeHHOM
SKCIIPECCUU ST YIIPABJIEHUSI CaMOOOHOBJIEHUEM
SMOPUOHAIBHBIX CTBOJIOBBIX KJIETOK M IIPEUMILIAH-
tauroHHoro pa3Butusi (Honson, Macfarlan, 2018).
bonee Toro, TE MOryT MCHnoab30BaTbCsl HEMOCPEI -
ctBeHHO B KadyecTtBe TeHoB IncPHK (Lu et al., 2012),
YTO TOBOPUT 0 NepBUUHOM cBolicTBe TE K ¢pyHKIIMO-
HaJIbLHOMY IyajJu3My HUX TpaHCKpunToB. To ecThb
TPAaHCKPUNTHI TPAHCIIO30HOB CITOCOOHBI MPOLECCU-
poBaThCsl KaK (PyHKLMOHaJIbHbIe MojeKysibl PHK,
o0J1aaloniye TOMEHHOM CTPYKTYPOii, TaK M BO B3al-
MmoneiictByomue ¢ pnoocomamm PHK, mpomykTer

OHTOTEHE3

tom 49  Ne 4 TTIPUJIOXEHHUE 2018

TPaHCJISILIUU KOTOPBIX YYACTBYIOT B pa3JIMYHbIX OUO-
Jormyeckmnx peakumsx. JlanHasg crparerus “TE—
HKPHK—(momm)nentuasl” CIy>KMT B Ka4eCTBE HC-
TOYHMKA IS “IoMcKa” B 3BOJIOLIMM ONTUMAaTIbHBIX
NyTeil peryJIsIIMU TeHHBIX CeTE M MOXET CIIY:KMTh
YHUBEPCAJILHBIM CBOMICTBOM ITOCTPOECHUSI TUHAMM-
YyeCcKMX OMoJIorndyeckux cuctem. bosee Toro, ynuBu-
TEJILHBIM OTKPBITMEM oOKa3ajioch To, 4To IncPHK
TakKKe€ CIIOCOOHBI TpPaHCIMPOBATHCSI B IIEHTUIIBI
(Zhang et al., 2013; Anderson et al., 2015; Lv et al.,
2016; Nelson et al., 2016). Eme ymuBuTenbHee TO,
9T0, IIOMMMO TpaHCIsIuuy B rerrtuabl, IncPHK cno-
COOHBI K JajbHENIIIeMY MPOLIECCUHTY C 00pa30BaHU-
em MukpoPHK (Guo et al., 2014; Lv et al., 2018). B to
Xe BpeMs o0HapyxkeHo, uyTo npu-MukpoPHK Taxcke
CITOCOOHBI TPAaHCIMPOBATHCS C 00pa3oBaHUEM (PYHK-
nuoHanbHBIX tentuaoB (Couzigou et al., 2015; Lau-
ressergues et al., 2015; Couzigou et al., 2016; Lv et al.,
2016). To ecTb peryasaTopHbIE CUCTEMBI TEHOMOB 3Y-
KapHOT OKa3bIBalOTCSI HAMHOIO CJIOXHEE CJIOXUB-
IIUXCSI B TeHETUKE IIpeAcTaBiieHuit. M3yyeHne Ho-
BBIX JaHHBIX MO3BOJISIET MMPUHATU K UHHOBALIMOHHBIM
BBEIBOAM O ToM, 4To TE Mornu OBITh ApeBHEMIIEH
YHUBEPCATbHOM cCUCTEeMOI, 06eCTIeunBalIoIIeii camo-
BOCIIPOM3BEICHNE KMBOM MaTepUU MPU BO3ZHUKHO-
BEHUM XM3HM, TaK KaK KoHcepBaTuBHble HKPHK,
Bkiovaronie TPHK (tpancroprasie PHK), pPHK
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(pubocomusie PHK), maPHK (manbie simepHbIie
PHK) u mssoPHK (mainbie sapeiiikoBeie PHK) cio-
COOHBI K HeC/Iy4yailHOMY HpPOLIECCUHTY (ITOJO0HO
tpaHckpuntam TE) ¢ ucmons3zoBannem PHK-1po-
IYKTOB i1 MHTEephepeHLIMU TPaHCIIO30HHBIX IO-
cienoBarenbHocTeil (Ender et al., 2008; Jacob et al.,
2012; Lietal., 2012; Kumaret al., 2014; Venkatesh et al.,
2016; Martinez et al., 2017).

Cama 110 cebe PYHKIIMOHAJILHOCTh OJHOBPEMEH -
Ho kKak Mosiekya PHK, Tak 1 nx 6e1KOBBIX TPOAYK-
TOB MOXET CBUIETEIbCTBOBATH O IPOMCXOKICHUN OT
TE, yTo BaxXXHO IS OomNpencjieH!us DBOJIOLMOHHOMN
uctopuun BKI'. JleiicTBuTeNbHO, (prjloreHeTUYeCcKue
aHanu3bl enle B 2006 1M03BOJIMIINA BBISIBUTH 0Opa3oBa-
Hue HoBbIX BKI 3a cuet oTOOpa pas3mmyHbIX BapruaH-
toB skcrnpeccnu IncPHK (Levine et al., 2006). B
2008 romy Ta ke 3aKOHOMEPHOCTH B BOSHUKHOBCHUH
HoBbIX BKI" obHapyxeHa Ha S. cerevisiae (Cai et al.,
2008). B 2012 r. 6b110 MaeHTUDUIIMPOBaHO 24 pa3-
mmaubiXx BKT, Bosaukimmx n3 IncPHK myrem mx or-
Oopa mpu “rmoMcke” BapuaHTOB MOJIEKYISPHBIX W
ouoxuMHuIeckux BlauMogeictuit (Xie et al., 2012).
B 2014 r. Ha ocHOBaHMM M3Y4eHUS IIIECTA BHUIOB KW-
BOTHBIX (Mus musculus, Danio rerio, D. melanogaster,
A. thaliana, S. cerevisiae, Homo sapiens) ObLIIO 10Ka3aHO,
yto Bo3HuKHOBeHnEe BKI de novo n3 itk PHK siBisiercsa
pacIpOCTPAaHEHHBIM SIBJICHUEM M CIIYXXKUT MCTOYHU-
KOM MHHOBALIMI B 3BooLMK. OKazanoch, YTO 00JIb-
mmHCTBO IncPHK Bcex mrecTit BUIOB B3aMMOIECTBY-
IOT ¢ pubOCOMaMU U TIPOSIBJISTIIOT CXOIHBIN TTOTEHIIMAT
KOIUPOBAHUSI C HSBOJIOLMOHHOIO MojoabiMu BKIT
(Ruiz-Orera et al., 2014). KpoMe TOT0, Y SKWBOTHBIX 10-
CcToBepHO moaTeepxkaeHa TpaHciasaus IncPHK B mier-
TUAbIL, KOTophle, nogooHo BKI', yyacTByIOT B pa3HO00-
pa3HBIX OMOJIOTMYECKUX peakuusx. Hampumep, y
MBIIIM BBISIBJIeHa creuuduyeckass s CKeJIETHBIX
Mol akcnpeccust IncPHK, koropast Tpancaupyer-
cs B nierrtun MmuoperyiauH (MLN). MLN mpossisieT
CTPYKTypHOE M (pYHKIIMOHAJIBHOE CXOJCTBO C (hoc-
danamMOGaHOM M CapPKOJUIIMHOM, KOTOpPbIE KOHTPO-
JIMPYIOT MBIIIICYHYIO PEIaKCAIIMIO 3a CUET PeTyJISILINU
MOIJIOIIEHUSI MOHOB KaJbllMsI B capKoOIlJIa3MaTuye-
ckuii petukyiayMm (SR) (Anderson et al., 2015). B SR
00HapyKeHO (hyHKIIMOHUPOBAHME IPYTOro IENTHIA,
Takke oOpasyemoro myreM TtpaHcasuuu IncPHK.
Hannbiit nentua HazBaH DWORF (dwarf open read-
ing frame). OH ycumBaeT akTuBHOCTL SERCA (sar-
co/endoplasmic reticulum Ca?"—ATPase), BbITeCHsIS
ero WMHTuOUTOpHl (QocdoaaMObaH, CAPKOIUNNH U
MLN B KapAMOMHUOLIUTAX M CKEJIETHBIX MBIIILAX
(Nelson et al., 2016). Y pacTeHU1i1 IENTUAI, 0Opa3ye-
MBIe TyTeM TpaHcistuuu IncPHK, yaacTByioT B pa3-
JIMYHBIX Ouojorndeckux npoueccax: IPS1 perynu-
pyet noriomeHue pocdaros, ENOD40 yuacTByeT B
CUMOMOTUYECKNX B3aMMOCBSI3SIX C OaKTepUSIMHU,
COLDAIR u COOLAIR ynpaBisitoT BpeMeHEM
nBereHus (Zhang et al., 2013).

Oxazanoch, yro nomuMmo IncPHK, y asykapuor
TPaHCAUPOBAThCS B (PYHKIIMOHAJIbHBIE TIENTUIbI CITIO-

MYCTA®UH

coonnrl Takke npu-MukpoPHK. OO6pasyembre mpm
aToM mMiPEP oka3bIBaloT peryiasiTopHoe BAWSIHUE Ha
BKT (Lv et al., 2016). [1pun-MukpoPHK, ongHOBpeMeH-
HO CO CITOCOOHOCTBIO K ITPOLIECCHHTY B 3pEjble MHUK-
poPHK, comep:kat KOpoTKHE OTKPBIThIE paMKW CUM-
teiBaHMs (SMORF) ¢ TpaHcasuueit B miPEP, koropbie
CHOCOOHBI YCWJIMBATh TPAHCKPUIIINIO CBSI3aHHBIX C
Humu MUKpoPHK (Couzigou et al., 2015). dyHK1IMO-
HaJibHas1 akTUBHOCTh miPEP noka3aHa, a HEKOTOpbIe
n3 Hux (miPEP172¢) yxe ycrenno mpuMeHsII0TCS B
CEJIbCKOM XO3SIMCTBE C LIEJIbI0 ONTUMM3AlIMK arpoOHO-
MUYeCKMX CBOMCTB pacTeHuit. Harpumep, miPEP172c,
3a cYeT ycwieHMs 3Kcnpeccun miR172¢, cmoco6-
CTBYET O0Opa30BaHUIO Y3€JIKOB KOPHEBOM CHUCTEMBbI
COM, YTO MOBHIIIACT YPOXKAWHOCTh IIyTEM CTUMYJISI-
1 cumMb6buosa ¢ pusobusimu (Couzigou et al., 2016).
YV apabunorncuca BoisgBiieH miPEP165a, a He MeHee 1
u3 50 npu-mukpoPHK conepxxatr smORF, Heo6xo-
IUMYIO 11 TpaHcasuuy mpu-MukpoPHK B menru.
YV Medicago truncatula ooHapyxeH pri-miR171b (Lau-
ressergues et al., 2015). He uckiouyeHo HaqIu4ue 1mo-
IOOHBIX CBOMCTB y Ipn-MUKpOoPHK XmBOTHBIX 1
rpu0OOB, UTO SBJSIETCS MPEAMETOM TSI JAJIbHEUIIIUX
HUCCJIeNOBaHUIA.

NutepecHo, uto, nomumo BKI', mpou3zoieaimx
orreHoB IncPHK (Cai et al., 2008; Levine et al., 2006;
Xie et al., 2012; Ruiz-Orera et al., 2014), dyHKIIMO-
HaJILHBIM AyaJM3MOM 00J1aJatoT TeHbl KOHCEPBATUB-
Heix HKPHK (TPHK, pPHK, MaPHK, mso0PHK)
(Liet al., 2012; Kumar et al., 2014; Venkatesh et al.,
2016; Martinez et al., 2017). DT0 MO3BOJISIET MIPEAIIO-
JIOXHUTH, YTO B 3BOJIOLIMM, ¥ UCTOKOB 3apOXIACHUS
KM3HU MOOWMJIBHBIE 3JI€MEHTBI MOTJIM OBITH IIEPBUY-
HBIMM YHUBEPCAIbHBIMU CTPYKTYpaMUu, CITIOCOOHBIMHU
YBEJIMYMBATh pa3Mepbl OMOIIOJIMMEPOB OJlarogapsi
TPAHCITO3ULINHU 1 CIIY>KUTh UICTOYHUKAMU JIJIsI BOZHUK-
HOBEHUSI BCEr0 MHOT000pa3ust Apyrux GyHKINMOHAIb-
HBIX MOJIEKYJI IIyTeM TPAaHCKPUIILINU Y TPAHCIISIINN.
TE mornu ygacTBoBaTh B BOSHUKHOBEHUHU M 3BOJIIO-
u reHoB BceX n3BecTHbIXx HKPHK. IToka3aHo, uTo
KOHCTUTYTUBHO 3Kcmpeccupyemble TPHK, pPHK,
MmssoPHK 1 MmaPHK miponytmpyrot nmperMyIinecTBeH-
HO Majible 5' 1 3' KoHueBble PpparMeHTHl. [1ogoOHO
npoueccuHry MukpoPHK, 3t1 KkoH1IeBEIe (DparMeHThI
TEHEePUPYIOTCS ACUMMETPUIHBIM CIIOCOOOM C IIPEUMY -
IIECTBEHHOM MoAmepKKoii 5' min 3' KoHLIOB. JlaHHbIE
¢dparMeHTBl OKa3aJIUCh 0oJjiee PaCIPOCTPAaHCHHBIMMU,
yeMm MukpoPHK, 1, momoorno MukpoPHK, onm mipo-
LIECCUPYIOTCSI IJIST y4acTUsI B pa3HOOOPa3HBIX OMOJIO-
TMYECKUX ITPOLIECCAX, SIBJISIICh KOHCEPBATUBHBIMU JJISI
OTHAJICHHO CBS3aHHBIX BUIOB. JloKazaHO, 4TO IIpO-
nzomenie or MaioPHK ¢dparMeHTsl hyHKIIMOHU-
pyioT B kKauectBe MUKpOPHK nimuHoit ot 18 HykIleo-
tunoB u 6onee (Li et al., 2012).

M3 TPHK o6pa3zytorcst 3 Tiiia (pparMeHTOB, Ha3bI-
BaeMbIX tRF (tRNA derived RNA fragments): momy-
yeHHbIe U3 3'-koH1a 3pesbix TPHK tRF-3s, u3 kpaii-
Hero 5'-koH11a 3peiibix TPHK tRF-5s 1 13 3'-cparmen-
ta npekypcopa TPHK tRF-1s. ¥V yenoBeka tRF-5s u
OHTOTEHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018
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tRF-3s cBg3bIBafoTCST OenKaMu cemMeiicTBa AproHaBT,
dyHkumronupys nogodbHo MukpoPHK u BbI3bIBas ux
caitneHcuHr ueieBbix PHK. Monekynbsr tRF o6pa3zy-
IOTCSI HE CITy4YaiiHo, a SIBJISIIOTCSI TOYHO C(DOPMUPOBAH -
HbeiMu He3aBucuMo oT DROSHA un DICER dpar-
MEHTaMU, TTPUCYTCTBYIOIIMMU BO BCEX XXMBBIX Opra-
HH3Max OT OakTepuii 1o yesioBeka. HecMoTps Ha To,
yto tRF 6osiee 3BOMIOLIMOHHO KOHCEPBATUBHBI, YEM
MukpoPHK, u mpucyTcTBYIOT B TOM € M300UINU B
KJIeTKaXx, JJIsl HUX 10 CUX TTOp HE CYIIECTBYET oOIIe-
MIPUHSITON HOMEHKJIATYpbl M YHUKAJIbHBIX UASHTU(DU -
karopoB (Kumar et al., 2014). Monekybl tRF sBisitoT-
cs Hecay4yaliHbIMM MPOAYKTaMW acUMMETPUYECKOTO
npoueccuHra TPHK maunHoit 18—26 HyK/I€OTHIOB.
Jaanasie HKPHK ob6pa3syroTcst B 00IBIIIOM KOJTMYECTBE
B MHOUIIMPOBAHHBIX BUPYCOM WJIM TOJABEPTHYTHIX
cTpeccy Kietkax. Kpome Toro, tRF HakaminBaroTcs
B OOJIBIIIOM KOJIMYECTBE B MYXKCKUX TameTax AUKOTO
TUIIA, HE TOIBEPKEHHBIX CTPECCY, y LIBETKOBBIX U HE-
LIBETKOBBIX pacTeHMii. ¥ apadbuporcuca, tRF mporec-
cupyrotcs mpu momonu Dicer-likel 1 coequHSIIOTCS €
AGO1, monooHo MukpoPHK. O6pa3oBaHHbIiI KOM-
wiekc tRF-AGO1 BoszaeiicTByeT Ha crienmrduueckre
muiieHu W pacuierisier MPHK TpaHckpuniimoHHO
aktuBHBIX TE (Martinez et al., 2017). MHTepecHO, 4TO
tRF-3s o0nagaloT BBICOKOW KOMILIEMEHTAPHOCTHIO
sHAaoreHHbIM peTpoBupycHbIM (ERV) mnocnenosa-
TEJIbHOCTSIM B reHoMe uesioBeka. Ilpenmnosnaraercs
poib tRF-3s B perymsauuu akcnpeccun ERV myrem
PHK-unTepdepennnm. beuto mokasano, uro TPHK
n pPHK monBepratorcst crpecc-mHAYyIIMPOBAHHOMY
paciieIuieHuiIo ¢ odpa3oBaHueM cradbwibHbix PHK-
MPOAYKTOB — MaHHbBIIi MeXaHW3M KOHCEPBAaTUBEH OT
Ipoxckeit mo yenoBeka. CTpecc-MHIYLIMPOBAHHBIN
pacnang TPHK BbBbIBaeT oOpa3zoBaHME HOPOOYKTOB
gmHoi ot 30 1o 50 HyKJIeoTHAOB, Ha3BaHHLIX sitPHK
(stress-induced tRNA-derived RNAs), tiPHK (tRNA-
derived stress-induced RNAs) u TPHK-“nooBunku”
(tRNA halves). O6HapyXeH TakXe ellle OOUH KJIacc
tSRNA (tRNA-derived small RNAs) — npou3sorien-
mast of TPHK manast PHK (tRNA-derived small RNA),
dyHkmoHupytomasa mnomooHo MukpoPHK. Ilepe-
yucieHHsie tsPHK mponeccupyercss mpu momoriu
Dicer mnn PHKa3p1-Z, B 3aBUCMMOCTH OT JIOKaJIn3a-
o tRF kaxk B 3penoit TPHK, Tak 11 B ee mpexkypcope
(Li et al., 2012). ITopa3uTeIbHBIM OTKPBITUEM CTaJIO
TO, YTO, TIOMUMO TEePEeYMCIeHHbIX KJIacCoB (par-
meHTOoB TPHK, m3 panee cymecrBoBaBiinx TPHK
MOTryT oO0pa3oBbIBaThcs Takxke MUKpoPHK. Hampu-
Mep, 6bu10 BhIsIBIIEHO 20 MukpoPHK, mpowu3zomren-
mux ot TPHK, KoTopble pa3neasioT nociaeaoBaTe/Ib-
HocTHu ¢ tRF (Venkatesh et al., 2016). I[TonxyyeHHBIC
JIAaHHBIE O POJIU HECITyYalHbIX TIPOAYKTOB pacIlerie-
Hust TPHK B caitnencunre ERV (Liet al., 2012) moryT
CBUIETEJILCTBOBATh 00 OOIIMX MeXaHU3MaX BO3ZHUK-
HoBeHus1 TE u reHoB TPHK Ha paHHuX 3Tanax 3Bo-
JIIOLIMM KUBOTO, TaK KaK IaHHbI€ CTPYKTYpPbI OTOUpa-
JIMCh B KAaYECTBE YHUBEPCAJIbHBIX CUCTEM CaMOBOC-
npousBeneHus OuononumepoB. [loarBepxaeHuem

OHTOTEHE3

Tom 49  Ne 4 TTIPUJIOXKEHHME 2018
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MOXKET CIIyXUTb OOHapyXeHHe (PyHKIMOHAIbLHBIX
B3aumMocss3eil TE ¢ TPHK. Tak, y apoxckeit TE Ty3
pacnio3HaroT reHbl TPHK myTtemM BzanMoneiicTBust ux
nHTerpassl ¢ cyobenunuiieit TFIIIB PHK-mmommme-
pasbi-I11, ygactByromeit B Tpanckpunuuu TPHK. ¥V
KJieTouHoro ciuseBka Dictyostelium discoideum pu-
oonykieasa, kogupyemasa petpolTE DGLT-A, B3au-
mopeiictByeT ¢ TFIIIC cyorenuuuieir PHK-mmonm-
mepasbl-111 (Kling et al., 2018).

ITomumo TPHK, acMMMeTpuYHBIA ITPOLIECCUHT
(crrenuduueckuii pacmnan) ¢ 3' i 5' KoHoB MIPHK,
MmssoPHK u pPHK npuBoaut K obGpa3zoBaHUIo ¢par-
meHToB PHK mmHoit okosro 20 nykiteornnos (Liet al.,
2012). BpIBIIeHO TakXe, YTO IJIMHHBIE MEKTeHHbIE
cneiicepnl (IGS — intergenic spacer), pacrojoXXeHHbIe
Mmexny reHamu pPHK, He gBasi0TCS MHEpTHBIMHU, a
MPOSIBIISIIOT MOJU(PYHKIIMOHAIILHOCTh, HEOOXOIM-
MYIO IS TPaBUJILHOTO (DYHKLIMOHUPOBAHUS KJIETOK.
bnaromapsa wHaykuuu pasaudHbix HKPHK TpaH-
ckpuntoB n3 IGS, kneTka crmocodHa Kak peryimpo-
BaTh cuHTe3 pPHK, Tak 1 cBsI3bIBaTh OOIBIIIOE KOTW-
YeCTBO OCJIKOB, TEM CaAMBIM MOLYJINPYS BaXKHBIC MO-
JneKkynsgpHble cetd. IGS, B ommmune oT KOTUPYIOIINX
pPHK, xapakTepu3yloTcs BBICOKMM YypPOBHEM W3-
MeHYMBOCTH Kak 110 HII, Tak u mo mimHe, cocTaBIIsIs
y apoxckeit 2.5 kb, y apo3oduinl 5.1 kb, y Xenopus
laevis, xyp, MbIIIN U TIpUMaTOB — 0KoJj10 30 kb. ITpu
sToM wu3MeHeHus1 HII oOycioBiieHBI WMHCEPLMSIMU
ooneimoro komuuectBa petpoTE (Jacob et al., 2012).
beimu o6HapyxeHsbl Takke Manble PHK, mpouzoren-
e u3 MsioPHK (urpatolivie BaxkHyto poJib B CO3peBa-
anr pPHK). Hanmpumep, 13 MmssoPHK ACA45 miporiec-
cupyercsa PHK miuHoii ot 20 no 25 HyKJIeoTUAOB, KO-
TOpasi CTaOMJIBHO CBSI3BIBaeTCS C OeakaMu Ago.
IIpouieccuHr He 3aBUCUT OT Komiuiekca Drosha/
DGCRS, Ho Hyxmaercss B Dicer. JlaHHbBIe Mable
HKPHK, npouzomenme or maoPHK, ¢yHxkimonu-
pyiot rtonooHo MukpoPHK ¢ nieneBeIM Bo3neiicTBueM
Ha crieuuguueckue MPHK (Ender et al., 2008). JlaH-
Hbele MUKpoPHK-momoonrie PHK, Ha3BaHHEBIE
sdPHK (sno-derived RNA), ¢ 3BOJIIOIIMOHHO KOH-
CepBaTUBHBIMM pa3MepaMU U PacHoOJIOXKEHUEM, TPO-
HMCXOIAT OT IKpokoro nuana3oHa MsioPHK nokycos y
KMBOTHBIX (YE€JIOBEKa, MBIIIN, Kyp, Apo30¢hHiI), apa-
oumoricuca u aessmxcs apoxckeil. MsoPHK Ha-
npasisioT Monudukanmo PHK, nokanusysice y ayka-
puoT B sgapeinkax u Tenax Kaxana. C aTuMu CTpyKTy-
paMu cBsi3aHbl KoMIloHeHThl mnytu PHK. V
xuBoTHBIX SAPHK nnmHoit 20—24 nykieoTtnaa odopa-
sytotcss u3 3' konnma H/ACA msoPHK. U3 C/D
MsioPHK nipoucxonsat sdPHK ¢ 6umonansHbIM pa3-
MepoM Tpubau3uTeabHo 17—19 u 6osee 27 HyKJeo-
TUIOB NpenMyliecTBeHHo U3 5' koHua. SAPHK cBs-
3piBaloTcsl ¢ AGO7 y apabunoricuca u ¢ Agol y nensi-
IIUXCS IpoXKeit C XapaKTepHBbIMU 5
HYKJICOTUAHBIMY CMEILIeHUSIMHU. TO €CTh y 3yKapuoT
CylllecTBYeT B3auMocCBs3b Mexxay PHK-caitneHcuH-
rom u onocpegoBaHHbeIMU MsioOPHK cuctemamu ripo-
neccunra PHK, a sdPHK mnpencraBasgior coboit
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Puc. 6. ®ynkumoHanbHbIN nyann3Mm Hekogupyoommx PHK. LncPHK — mimvaHast Hekomupytomiast PHK.

npeBHuit knacc Maibix HKPHK (Taft et al., 2009). Ta-
KM o6pasoM, Bce n3BecTHble HKPHK xapakrepn3sy-
JOTCSI CIIOCOOHOCTBIO K MPOLIECCUHTY B HOBBIE
HKPHK, cBs13p KOTOPBIX CcO crienmupuiecKuMu Oe-
KaMHM MO3BOJIsSIET UM (DYHKIIMOHUPOBATH IS CailieH-
cunra tpanckpuntoB TE u BKI', obecrieunBas nuHa-
MUYECKHUIl ToMeocTa3d B3YKApMOTUUYECKUX KJIIETOK
(puc. 6). OYHKUMOHANBHBIN Oyaau3M XapaKTepeH
i1 TpaHckpurntoB TE, oOyciaoBieHHBIN Bo3neii-
CTBHEM CHUCTEM IIPOIIECCHHTIA, BO3HUKIIMX IS 3a-
IIUTHI X03siMHa OoT pacnpocTpaHeHus TE. [Toatomy
(YHKIIMOHANBHBII Ayalnu3M M BO3MOXHOCTH IIPO-
LIECCUHTa BCEX U3BECTHBIX Haubojee IPEeBHUX
HKPHK ¢ ux ucnons3oBanuem miass PHK-umHTEpdE-
peHuu TE, ToBopuUT 0 pojii MOOMJIBHBIX 3JIEMEHTOB
B BOBHUKHOBeHUU JaHHbBIX HKPHK B aBOMIOLIMM TTpH
BO3HUKHOBEHMU >KMBOTO. YHUBepcajJbHasI CITOCOD-
HocTh TE K caMoBOCIIpOM3BENEHMIIO Y CAMOPETYJISILINIA
MPOLIECCUPOBAHHLIMU ~ MPOAYKTAaMU  COOCTBEHHOI
TPAHCKPUIILIMU TTO3BOJISIET NPEAIIONA0XKUTh, YTo TE s1B-
JIsIIoTCsl (byHIAMEHTAIBHBIM CBOMCTBOM KMBOIO, HE-
00XOIMMBIM IS CAMOBOCIIPOU3BEIEHUS OMOTIOIMME-
POB IIpY BO3HMKHOBEHUH KU3HU Ha 3eMJIE.

3AKJIIOYEHUE

dusnyeckoe pazodIeHUEe WHCEPLUSIMUA TpaHC-
no30HOB B cTpykType JIHK reHoB, ydyacTByrommx B
eIMHBIX OMOJIOTMYECKMX peaklMsx (COCTaBISIONINX
ONEPOH y IPOKAPUOT), Y 3yKaprOT ObLIO KOMITEHCH-
poBaHO (POPMUPOBAHUEM CJIOXHBIX PETYyISITOPHBIX
cetreii. [laHHbIe ceTu cocTosT U3 TE, nmpoucxonsinux
OT HUX PEryJISITOPHBIX IOCJeI0BaTeIbHOCTEN, Oel-
koB 1 HKPHK, xoTopnie ob6ecrieunBaroT 601ee quHa-
MUYECKOe yIpaBjeHue paboToi TeHOB B OOIIINX OMO-
XUMHYEeCKMX peakuusax. OOpaszyemble IIpU 3TOM
CJIOXKHBIE MOJIEKYJISIPHbIC B3aUMOCBSI3U MEXIY pa3-
HBIMM OMOJIOTMYECKHUMMU IIpolleccaMM, CTaiau OoJjiee
JTaOUJILHBIMU, OOecIieYnBasi BO3MOXKHOCTD JIyUIei
aJanTaluy U YCJIOXKHEHUSI OPTaHU3MOB C ITOSIBJICHU -
€M HOBBIX KJIETOYHBIX (PYHKIIMI M MEKKIJIETOUYHBIX
B3anMocBs3eii. CoxpaHeHUe TepMHHATUBHBLIX WH-
cepunii TE B 3BoIONIMM, B CBSI3U C MX aTallTUBHBIM
3HaYeH1eM (0O0pa3oBaHME HOBBIX PETYJISITOPHBIX I1O-
clienoBaTebHOCTe 1 HOBBIX moMeHOB BKI') compo-
BOXIAJIOCh U3MEHEHUEM CTPYKTYpPbl U KOJIMUYECTBA
XPOMOCOM. DTO O0YCJIOBIECHO IIPOMCXOXICHUEM Te-
snomep oT TE, ux aquHamMmudyeckoii B3auMocssi3bio ¢ TE
B OBOJIIOIINY 1 OHTOTE€HE3€E, a TAKXKEe HATMYMEM CJIOXK-
OHTOTI'EHE3

toMm 49  Ne 4 TIPUJIOXEHHME 2018
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Ennnbie OMonornueckue

Puc. 7. CxeMa BIMSTHUSI OMTHOHYKJIEOTUIHOTO TTotmMopdusma (SNP) Ha pa3BuTHE aCCOLIMUPOBAHHOTO C HUM MYJIbTU(AKTO-

pUAJIbHOTO 3a00JeBaHMSI.

HOIT cucTeMbl B3aumoaelictBuit Mmexkny TE, rucroHa-
MU U TenoMmepamu. Bzaumocssasp TE ¢ rucroHamm
o0ycyioBIeHa WX clienuduueckoil MoaguduKanmuei,
Hapsiny ¢ usMeHeHneM metunupoBanus IHK, mon
BusgaueM mnpoucxomammx or TE siPHK m mmk-
poPHK. TakuM obpaszoM, IJis1 5yKapuoT XapaKTepHO
(GYHKIIMOHMPOBAHME CIOXKHBIX cructeM mexny TE,
TeJoMepaMu, TUCTOHaMM, MeTwinpoBaHueM JIHK,
cucteMamu cruiaicuara 1 PHKu, koropeie obecnie-
YUBAIOT TUHAMUYECKYIO PETYISILIUIO UCTIOJb30BaHUS
nHcepTupoBaHHBIX TE s HyXI X03siMHA B 3BOJIIO-
LIMM ¥ OHTOTeHe3e. B3auMocCBsI3b 3TUX cUCTeM 00ec-
neunaa BO3MOXHOCTh BOZHMKHOBeHUST HOBBIX BKI
n3 HKPHK, mpoucxonsmux ot TE. IIpu 3TOM BHOBB
00pa30BaHHbBIC B 3BOJIOLUN OCJIKM XapaKTepu3yloT-
cs1 B3auMoperyisiinueit ¢ mojiekyinamu PHK, u3 koto-
PBIX OHM TPaHCIMPOBAJIMCH, TaK Kak gaHHble PHK
NpOSIBISIOT (YHKIIMOHAIBHOCTE JIMOO CaMOCTOSI-
TeJibHO, 160 B coctaBe PHIT (mist IncPHK) wiu
RISC (mns mukpoPHK). Crparerust “TE — nkPHK —
NENTUABI” B BOJIOLMA T€HOMOB TOBOPUT O MOTEHIIV-
ajbHOI (byHKIMOHaNIBHOCTH OosbimmHcTBA MPHK,
TpaHCIUpPyeMbIX B 6eJiku. C OdHOI CTOPOHBI, 3TO MO-
KeT CTaTh KITIOYOM K 00BsICHeH1IO posii SN P, He BBI-

OHTOTEHE3

tom 49  Ne 4 TTIPUJIOXEHHUE 2018

3bIBAIOILIMX U3MEHEHNE aMUHOKUCIOTHBIX MOC/IEI0-
BaTeJIbHOCTEM OEJIKOB, HO MIPAIOIIMX POJIb B IeHe3€e
MyJIbTU(aKTOpUaIbHBIX 3a0oieBaHuili (puc. 7). C
JIPyroii CTOpOHBI, OOHapyXKeHUe (QYHKIIMOHAIBHO-
ctu MPHK KJ1eTOYHBIX OEJIKOB MOXET CBUICTEJIb-
CTBOBaTb 00 MX BOZHMKHOBEHMM B 3BOIIOLIMU IIPU
yyactu¥ TE ¢ BO3BMOKHBIM UCITOJIb30BaHUEM CTpaTe-
i “TE—axkPHK-—1ienrtunbl”. MOXHO IIpenrnoso-
XKWUTh, YTO JaHHAS CTpaTErHsl BOZHUKIIA IIEPBUYHO IIpU
3apOXXIEHUM XW3HU Ha 3emile KaK YHUBEpCaJbHOE
CBOICTBO, 3a CYET KOTOPOIO MPOUCXOOWI “IIOMCK”
HanbojIee ONTUMAJbHBIX B3aUMOICHCTBUIT MEXIY
npocTpaHCTBeHHBIMU cTpykTypamu PHK 1 6enkoB ¢
MOCJIEAOBAaTEIBHOCTSIMI HYKJIEOTUAOB (TJIaBHBIM 0O0-
pa3om noBTropamu) JIHK 1 PHK.

CITMCOK JIMTEPATYPbI

baodaesa E.JI., Casuna E.A. CTpyKTypa reHOMa 1 XpOMO-
COMHBIi1 aHaIu3 pacTeHuii // BaBUIOBCKMIA XXypH. re-
HeTuku U cenexkuuu. 2013. T. 17. C. 1017—1042.

Bunoepadose A.E. @yHKIMOHAbHOE 3HaYeHUE Oa30BBIX
CBOICTB CTPYKTYpbl FTeHOMa 3yKapuoT. ABToped. ... T1C.
oK. 6uoir. Hayk. CII6. 2011.



S18

Mycmadghun P.H., Xycnymounosa 3.K. Ponb TpaHCTIO30HOB
B OMUT€HETUYECKON peryassunu oHToreHesa // OHTO-
reHes. 2018. T. 49. Ne 2. C. 69-90.

Ilampywees JI.H., Munxesuu U.I. I1pobaema pa3mepa re-
HOMOB 3YKapuoT // Ycnexu OMOI0rM4ecKoil XUMUM.
2007. T. 47. C. 293-370.

Pasun H.B., lllecmakoe C.B. I'enHoM nipokapuot // BaBuios-
CKMii XXypH. reHeTnKH U cejiekumu. 2013. T. 17. Ne 4/2.
C. 972—-984.

Ilecmaroe C.B. Ponb apxeil B IPOMCXOXICHUN 3YKapuoT //
Bkonorudeckas reHeruka. 2017. T. 15. Ne 4. C. 52—59.

Abrusan G., Zhang Y., Szilagyi A. Structure prediction and
analysis of DNA transposon and LINE retrotransposons
proteins //J. Biol. Chem. 2013. V. 288. P. 16127—16138.

Anderson D.M., Anderson K.M., Cang C.L. et al. A micropep-
tide encoded by a putative long noncoding RNA regulates
muscle performance // Cell. 2015. V. 160. P. 595—606.

Alzohairy A.M., Gyulai G., Jansen R.K., Bahieldin A.
Transposable elements domesticated and neofunction-
alized by eukaryotic genomes // Plasmid. 2013. V. 69.
Ne 1. P. 1-15.

Arkhipova I.R. Neutral Theory, Transposable Elements,
and Eukaryotic Genome Evolution // Mol. Biol. Evol.
2018. V. 35. Ne 6. P. 1332—1337.

Babakhani S., Oloomi M. Transposons: the agents of antibi-
otic resistance in bacteria // J. Basic Microbiol. 2018.
doi 10.1002/jobm.201800204

Barry G. Small RNAs and Transposable Elements Are Key
Components in the Control of Adaptive Evolution in
Eukaryotes // Bioessays. 2018. V. 40. Ne 8. ¢1800070.

Belancio V.P., Roy-Engel A.M., Deininger P.L. All y’all need
to know ‘bout retroelements in cancer // Semin. Cancer
Biol. 2010. V. 20. P. 200—210.

Betts H.C., Puttick M.N., Clark J.W. et al. Integrated ge-
nomic and fossil evidence illuminates life’s early evolu-
tion and eukaryote origin // Nat. Ecol. Evol. 2018. doi
10.1038/s41559-018-0644-x

Borchert G.M., Holton N.W., Williams J.D. et al. Compre-
hensive analysis of microRNA genomic loci identifies
pervasive repetitive-element origins // Mobile Genetic
Elements. 2011. V. 1. Ne 1. P. 8—17.

Cai J., Zhao R., Jiang H., Wang W. De novo origination of a
new protein-coding gene in Saccharomyces cerevisiae //
Genetics. 2008. V. 179. P. 487—496.

Casacuberta E. Drosophila: Retrotransposons Making up
Telomeres // Viruses. 2017. V. 9. Ne 7. pii:E192.

Cerbin S., Jiang N. Duplication of host genes by transpos-
able elements // Curr. Opin. Genet. Dev. 2018. V. 49.
P. 63—69.

Cho J. Transposon-Derived Non-coding RNAs and Their
Function in Plants // Front. Plant. Sci. 2018. V. 9. P. 600.

Chuong E.B., Rumi M.A., Soares M.J., Baker J.C. Endoge-
nous retroviruses function as species-specific enhancer
elements in the placenta // Nat. Genet. 2013. V. 45. Ne 3.
P. 325—-329.

Couzigou J.M., Lauressergues D., Becard G., Comier J.P.
miRNA-encoded peptides (miPEPs): A new tool to an-
alyze the role of miRNAs in plant biology // RNA Biol.
2015. V. 12. P. 1178—1180.

Couzigou J.M., Andre O., Cuillotin B. et al. Use of microRNA-
encoded peptide miPEP172¢ to stimulate nodulation in
soybean // New Phytol. 2016. V. 211. P. 379—38]1.

de Koning A.P., Gu W., Castoe T A. et al. Repetitive Elements
May Comprise Over Two-Thirds of the Human Ge-
nome // Plos Genetics. 2011. V. 7. Ne 12. €1002384.

MYCTA®UH

de Souza E.S., Franchini L.F,, Rubinstein M. Exaptation of
transposable elements into novel cis-regulatory ele-
ments: is the evidence always strong // Mol. Biol. Evol.
2013. V. 30. Ne 6. P. 1239—1251.

Duan C.G., Wang X., Xie S. et al. A pair of transposon-de-
rived proteins function in a histone acetyltransferase
complex for active DNA demethylation // Cell. Res.
2017. V. 27. Ne 2. P. 226—240.

Dupressoir A., Lavialle C., Heidmann T. From ancestral in-
fectious retroviruses to bona fide cellular genes: role of
the captured syncytins in placentation // Placenta. 2012.
V. 33. P. 663—671.

Elkon R., Ugalde A.P., Agami R. Alternative cleavage and
polyadenylation: extent, regulation and function // Nat.
Rev. Genet. 2013. V. 14. Ne 7. P. 496—506.

Ender C., Krek A., Friedlander M.R. et al. Human snoRNA
with MicroRNA-Like Functions // Mol. Cell. 2008. V. 32.
Ne 4. P. 519-528.

Feng G., Leem Y E., Levin H.L. Transposon integration ex-
pression of stress response genes // Nucleic Acids Res.
2013. V. 41. Ne 2. P. 775—789.

Feschotte C. Transposable elements and the evolution of regu-
latory networks // Nat. Rev. Genet. 2008. V. 9. Ne 5.
P. 397—405.

Filee J. Giant viruses and their mobile genetic elements: the
molecular symbiosis hypothesis // Curr. Opin. Virol.
2018. V. 33. P. 81-88.

Garavis M., Gonzalez C., Villasante A. On the origin of the
eukaryotic chromosome: the role of noncanonical DNA
structures in telomere evolution // Genome Biol. Evol.
2013. V. 5. P. 1142—1150.

Gim J., Ha H., Ahn K. et al. Genome-Wide Identification and
Classification of microRNAs derived from repetitive ele-
ments // Genomic Inform. 2014. V. 12. Ne 4. P. 261—267.

Grandi F.C., Rosser J.M., Newkirk S.J. et al. Retrotranspo-
sition creates sloping shores: a graded influence of hy-
pomethylated CpG islands on flanking CpG sites //
Genome Res. 2015. V. 25. Ne 8. P. 1135—1146.

Goerner-Potvin P., Bourque G. Computational tools to un-
mast transposable elements // Nat. Rev. Genet. 2018.
V. 19. Ne 11. P. 688—704.

Guo L., Zhao Y., Yang S. et al. An integrated evolutionary
analysis of miRNA-IncRNA in mammals // Mol. Biol.
Rep. 2014. V. 41. P. 201-207.

Henikoff'S., Smith M. M. Histone variants and epigenetics //
Cold. Spring Harb. Perspect. Biol. 2015. V. 7. Ne 1.
a019364. doi 10.1101/cshperspect.a019364

Honson D.D., Macfarlan T.S. A IncRNA-like Role for
LINEIls in Development // Dev. Cell. 2018. V. 46. Ne 2.
P. 132—134.

Huang C.J., Lin W.Y., Chang C.M., Choo K. B. Transcription
of the rat testis-specific Rtdpoz-T1 and -T2 retrogenes
during embryo development: co-transcription and fre-
quent exonisation of transposable element sequences //
BMC Mol. Biol. 2009. V. 10. P. 74—88.

Ito J., Sugimoto R., Nakaoka H. et al. Systematic identifica-
tion and characterization of regulatory elements derived
from human endogenous retroviruses // PLoS Genet.
2017. V. 13. Ne 7. e1006883.

Jacob M.D., Audas T.E., Mullineux S.T., Lee S. Where no
RNA polymerase has gone before: novel functional tran-
scripts derived from the ribosomal Intergenic spacer //
Nucleus. 2012. V. 3. Ne 4. P. 315-319.

Jacques P.E., Jeyakani J., Bourgue G. The majority of pri-
mate-specific regulatory sequences are derived from

OHTOI'EHE3 TtomM 49 Ne 4 IIPUJIOXEHWE 2018



®OYHKIMOHAJIBHBIN IYAINU3M TPAHCKPUIITOB TPAHCITIO30HOB

transposable elements // PLoS Genet. 2013. V. 9. Ne 5.
€1003504.

Jjingo D., Conley A.B., Wang J. et al. Mammalian-wide in-
terspersed repeat (MIR)-derived enhancers and the regu-
lation of human gene expression // Mob. DNA. 2014.
V.5.P.5-14.

Johnson R., Guigo R. The RIDL hypothesis: transposable
elements as functional domains of long noncoding
RNAs // RNA. 2014. V. 20. Ne 7. P. 959—-976.

Joly-Lopez Z., Bureau T E. Exaptation of transposable ele-
ment coding sequences // Curr. Opin. Genet. Dev. 2018.
V.49. P. 34—42.

Judd J., Feschotte C. Transposons take remote control //
Elife. 2018. V. 7. pii: e40921.

Kapusta A., Feschotte C. Volatile evolution of long noncod-
ing RNA repertoires: mechanisms and biological impli-
cations // Trends Genet. 2014. V. 30. Ne 10. P. 439—452.

Klein S.J., O’Neill R.J. Transposable elements: genome in-
novation, chromosome diversity, and centromere con-
flict // Chromosome Res. 2018. V. 26. Ne 1-2. P. 5-23.

Kopera H.C., Moldovan J.B., Morrish T A. et al. Similarities
between long interspersed element-1 (LINE-1) reverse
transcriptase and telomerase // Proc. Natl. Acad. Sci.
USA. 2011. V. 108. P. 20345—20350.

Kubiak M.R., Makalowska 1. Protein-Coding Genes’ Retro-
copies and Their Functions // Viruses. 2017. V. 9. pii: E80.

Kumar P., Anaya J., Mudunuri S.B., Dutta A. Meta-analysis
of tRNA derived RNA fragments reveals that they are
evolutionarily conserved and associate with AGO pro-
teins to recognize specific RNA targets // BMC Biol.
2014. V. 12. P. 78.

Lauressergues D., Couzigou J.M., Clemente H.S. et al. Pri-
mary transcripts of microRNAs encode regulatory pep-
tides // Nature. 2015. V. 520. Ne 7545. P. 90—93.

Leplae R., Hebrant A., Wodak S.J., Toussaint A. ACLAME:
a CLAssification of Mobile genetic Elements // Nucleic
Acids Res. 2004. V. 32. P. 45—-49.

Levine M.T., Jones C.D., Kern A.D. et al. Novel genes de-
rived from noncoding DNA in Drosophila melanogaster
are frequently X-linked and exhibit testis-biased expres-
sion // Proc. Natl. Acad. Sci. USA. 2006. V. 103.
P. 9935-9939.

LiY, Li C., Xia J., Jin Y. Domestication of transposable el-
ements into microRNA genes in plants // PLoS One.
2011. V. 6. e19212.

Li Z., Ender C., Meister G. et al. Extensive terminal and
asymmertric processing of small RNAs from rRNAs,
snoRNAs, snRNAs, and tRNAs // Nucleic Acids Res.
2012. V. 40. Ne 14. P. 6787—6799.

Long Y., Wang X., Youmans D.T., Cech T.R. How do IncRNAs
regulate transcription? // Sci. Adv. 2017. V. 3. Ne 9.
eaao2110.

Lorenzetti A. P, de Antonio G.Y., Paschoal A.R., Domingues D.S.
Plant TE-MIR DB: a database for transposable ele-
ment-related microRNAs in plant genomes // Funct.
Integr. Genomics. 2016. V. 16. P. 235—-242.

Lowe C.B., Haussler D. 29 mammalian genomes reveal nov-
el exaptations of mobile elements for likely regulatory
functions in the human genome // PLoS One. 2012.
V.7.Ne 8. P. e43128.

Lu X., Sachs F, Ramsay L. et al. The retrovirus HERVH is a
long noncoding RNA required for human embryonic
stem cell identity // Nat. Struct. Mol. Biol. 2014. V. 21.
Ne 4. P. 423—425.

OHTOI'EHE3 Tt0oM 49 Ne 4 ITPUJIOXEHWE 2018

S19

Lv S., Pan L., Wang G. Commentary: Primary Transcripts
of microRNAs Encode Regulatory Peptides // Front
Plant Sci. 2016. V. 7. P. 1436.

Lv J., Wang L., Zhang J. et al. Long noncoding RNA H19-
derived miR-675 aggravates restenosis by targeting
PTEN // Biochem. Biophys. Res. Commun. 2018.
V. 497. P. 1154—1161.

Martinez G., Choudury S.G., Slotkin R.K. tRNA-derived
small RNAs target transposable element transcripts //
Nucleic Acids Res. 2017. V. 45. Ne 9. P. 5142—5152.

Marzluff W.F., Koreski K.P. Birth and Death of Histone
mRNAs // Trends Genet. 2017. V. 33. Ne 10. P. 745—759.

Mak K.S., Burdach J., Norton L.J. et al. Repression of chi-
meric transcripts emanating from endogenous retrotrans-
posons by a sequence-specific transcription factor // Ge-
nome Biol. 2014. V. 15. Ne 4. R58.

McGurk M. P, Barbash D.A. Double insertion of transposable
elements provides a substrate for the evolution of satellite
DNA // Genome Res. 2018. V. 28. Ne 5. P. 714—725.

Morrish T.A., Garcia-Perez J.L., Stamato T.D. et al. Endonu-
clease-independent LINE-1 retrotransposition at mam-
malian telomeres // Natrure. 2007. V. 446. Ne 7132.
P. 208—212.

Nelson B.R., Makarewich C.A., Anderson D.M. et al. A pep-
tide encoded by a transcript annotated as long noncod-
ing RNA enhances SERCA activity in muscle // Sci-
ence. 2016. V. 351. P. 271-275.

Novikova O., Belfort M. Mobile Group II Introns as Ances-
tral Eukaryotic Elements // Trends Genet. 2017. V. 33.
Ne 11. P. 773—783. doi 10.1016/j.tig2017.07.009

Rearick D., Prakash A., McSweeny A. et al. Critical associa-
tion of ncRNA with introns // Nucleic Acids Res. 2011.
V. 39. Ne 6. P. 2357—-2366.

Ricci M., Peona V., Guichard E. et al. Transposable Elements
Activity is Positively Related to Rate of Speciation in
Mammals // J. Mol. Evol. 2018. V. 86. P. 303—310.

Roberts J.T., Cooper E.A., Favreau C.J. Formation from
transposable element insertions and noncoding RNA
mutations // Mob. Genet. Elements. 2013. V. 1. e27755.

Ruiz-Orera J., Messeguer X., Subirana J.A., Alba M.M. Long
non-coding RNAs as a source of new peptides // Elife.
2014. V. 3.e03523. doi 10.7554/eLife.03523

Sadic D., Schmidt K., Groh S. et al. Atrx promotes heteroch-
romatin formation at retrotransposons // EMBO Rep.
2015. V. 16. Ne 7. P. 836—850.

Sakai H., Mizuno H., Kawahara Y. et al. Retrogenes in rice
(Oryza sativa L. ssp. japonica) exhibit correlated expres-
sion with their source genes // Genome Biol. Evol. 2011.
V. 3. P. 1357—1368.

Saze H. Epigenetic regulation of intragenic transposable
elements: a two-edged sword // J. Biochem. 2018.
V. 164. P. 323—328.

Schrader L., Schmitz J. The impact of transposable ele-
ments in adaptive evolution // Mol. Ecol. 2018. doi
10.111/mec.14794

Serrato-Capuchina A., Matute D.R. The Role of Transpo-
sable Elements in Speciation // Genes (Basel). 2018.
V. 9. Ne 5. pii: E254.

Sinzelle L., Izsvak Z., Ivics Z. Molecular domestivation of
transposable elements: From detrimental parasites to
useful host genes // Cell. Mol. Life Sci. 2009. V. 66.
P. 1073—1093.

Song M.J., Schaack S. Evolutionary Conflict between Mo-
bile DNA and Host Genomes // Am. Nat. 2018. V. 192.
Ne 2. P. 263—273.



S20

Startek M.P., Nogly J., Gromadka A. et al. Inferring trans-
posons activity chronology by TRANAcendence-TEs
database and de-novo mining tool // BMC Bioinfor-
matics. 2017. V. 18. P. 422.

Taft R.J., Glazov E.A., Lassmann T. et al. Small RNAs derived
from snoRNAs // RNA. 2009. V. 15. P. 1233—1240.

Tan S., Cardoso-Moreira M., Shi W. et al. LTR-mediated
retroposition as a mechanism of RNA-based duplica-
tion in metazoans // Genome Res. 2016. V. 26. Ne 12.
P. 1663—1675.

Tajnik M., Vigilante A., Braun S. et al. Inergenic Alu exoni-
sation facilitates the evolution of tissue-specific tran-
script ends // Nucleic Acids Res. 2015. V. 43. Ne 21.
P. 10492—10505.

Toro N., Nisa-Martinez R. Comprehensive phylogenetic
analysis of bacterial reverse transcriptases // PLoS One.
2014. V. 9. Ne 11. e114083.

Toro N., Martinez-Abarca F., Gonzalez-Delgado A., Me-
stre M.R. On the origin and evolutionary relationships
of the reverse transcriptases associated with type III
CRISPR-Cas Systems // Front. Mircrobiol. 2018. V. 9.
P. 1317.

Trizzino M., Kapusta A., Brown C.D. Transposable elements
generate regulatory novelty in a tissue-specific fashion //
BMC Genomics. 2018. V. 19. Ne 1. P. 468.

Venkatesh T., Suresh P.S., Tsutsumi R. tRFs: miRNAs in dis-
guise // Gene. 2016. V. 579. P. 133—138.

Volff J.N. Turning junk into gold: domestication of trans-
posable elements and the creation of new genes in eu-
karyotes // BioEssays. 2006. V. 28. P. 913—922.

Wang D., Su Y., Wang X. et al. Transposon-Derived and Sat-
ellite-Derived Repetitive Sequences Play Distinct Func-
tional Roles in Mammalian Intron Size Expansion // Evol
Bioinform Online. 2012. V. 8. P. 301-319.

MYCTA®UH

Wang J., Vicente-Garcia C., Seruqqia D. et al. MIR retro-
transposons sequences provide insulators to the human
genome // Proc Natl Acad Sci USA. 2015. V. 112.
P. 4428—4437.

Wheeler B.S. Small RNAs, big impact: small RNA pathways
in transposon control and their effect on the host stress
response // Chromosome Res. 2013. V. 21. P. 587—600.

Wicker T., Sabot F., Hua-Van A. et al. A unified classifica-
tion system for eukaryotic transposable elements // Nat.
Rev. Genet. 2007. V. 8. Ne 12. P. 973—-982.

Xie C., Zhang Y.E., Chen J.Y. et al. Hominoid-specific de
novo protein-coding genes originating from long non-
coding RNAs // PLoS Genet. 2012. V. 8. ¢1002942.

Yenerall P, Zhou L. ldentifying the mechanisms of intron
gain: progress and trends // Biol. Direct. 2012. V. 7. P. 29.
doi 10.1186/1745-6150-7-29

Yuan Z., Sun X., Liu H., Xie J. MicroRNA genes derived
from repetitive elements and expanded by segmental du-
plication events in mammalian genomes // PLoS One.
2011. V. 6. €17666.

Zdobnov E.M., Campillos M., Harrington E.D. et al. Protein
coding potential of retroviruses and other transposable
elements in vertebrate genomes // Nucleic Acids Res.
2005. V. 33. P. 946—954.

Zhang J., Mujahid H., Hou Y. et al. Plant Long ncRNAs: A
New Frontier for Gene Regulatory Control // American
J. of Plant Sciences. 2013. V. 4. ID:32139.

Zeng L., Pederson S.M., Kortschak R.D., Adelson D.L.
Transposable elements and gene expression during the
evolution of amniotes // Mob. DNA. 2018. V. 9. P. 17.

Zhang H.H., Zhou Q.Z., Wang P.L. et al. Unexpected inva-
sion of miniature inverted-repeat transposable elements
in viral genomes // Mob. DNA. 2018. V. 9. P. 19.

Zhu Z., Tan S., Zhang Y., Zhang Y E. LINE-1-like retro-
transposons contribute to RNA-based gene duplication
in dicots // Sci. Rep. 2016. V. 6. P. 24755.

Functional Dualism of Transcripts of Transposons
in the Evolution of Eukariotic Genomes
R. N. Mustafin'- % *
! Bashkir State Medical University, Lenin str., 3, Ufa, Russia

2Bashkir State University, Zaki Validi str., 32, Ufa, Russia
*e-mail: ruji79@mail.ru

Received August 11, 2018
Revised October 30, 2018

In the evolution of eukaryotes, the insertion of transposons structurally disconnected genes encoding the
same biological processes. But at the same time, transposons contributed to more complex regulation of these
genes, which is necessary for adaptation. This became possible through the creation of universal conservative sys-
tems that include DNA methylation, histone modifications, the relationship of telomeres to transposons, regula-
tion of splicing and RNA interference. Due to the functioning of these systems, transposons have been used to cre-
ate new genes through duplication, exonization and domestication. The new genes thus formed contain sequences
of transposons that are necessary for their control in regulatory gene networks in which the transposons themselves
participate. The sources of new proteins of eukaryotes are also noncoding RNA, which, simultaneously with trans-
lation, are processed into functional RNAs. This duality of functions of non-coding RNA is due to their origin from
transposons, which are attacked by protective systems of host processing. We suggested that the primary transcripts
of genes encoding proteins can be subjected to both splicing and processing into functional RNAs. This justifies the
effect of SNP of genes on the development of multifactorial diseases, since polymorphisms can cause inactivation
of RNA domains while maintaining the function of the protein. We hypothesize that the functional dualism of
transposon transcripts was an important condition for the onset of life on Earth, and mobile genetic elements are

a fundamental property of the living.

Keywords: protein-coding genes, histones, long noncoding RNA, methylation, microRNA, peptides, regula-

tion, transposable elements
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