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Hekoaupyroiiiye 4acTy reHoMa
KaK OCHOBAa JIINTreHeTN4YeCcKOi HacjleCTBEHHOCTU
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T Bawknpckui rocyfjlapcTBeHHblI yHuBepcuTeT, Yda, Poccua
2 WNHCTUTYT 6roXmmnmn 1 reHeTukn Yormckoro HayuyHoro ueHTpa PAH, Yoa, Poccnsa

AHanus nuTepaTypHbIX AaHHbIX AaeT BO3MOXHOCTb MPefinonoXnTb,
UTO OCHOBOW 3MUreHeTNYECKKX Npeobpa3oBaHuii FEeHOMOB B OHTOre-
He3e ABNATCA 0CODEHHOCTY pacnpefeneHuns, KonmyecTsa U coctaBa
MOGWIbHbBIX FEHETUYECKUNX 371eMeHTOB. TPaHCMO30HbI COCTaBAAT
60s1bLLYI0 YaCTb FEeHOMOB MHOTFOKIIETOUHbIX 3yKapyoT, 3BOMOLMOHHOE
COXpPaHeHWe AaHHbIX CTPYKTYP CONMPAXKEHO C ABYMA YHUBEPCaJIbHbIMU
MexaHu3Mamu ynpasneHua gudpdepeHLnpPoBKY KNeToK — NPOLIeCCHH-
rom Hekogupytowwmx PHK n perynauueii cnnaiicrira. [laHHble yHUBep-
canbHble MeXaHU3Mbl NepBOHaYanbHO ObIM HanpaBeHbl Ha 3aLUTy OT
BUPYCOB N MOOWIIbHBIX FreHEeTNYECKMX 3/1IeMEeHTOB, OAHAKO B JabHeln-
LeM KoorepaLua 3alMTHbIX CUCTEM C MeXaHU3MaMu ynpaBneHuna
B3aIMOCBA3M K/EeTOK 1 X AnddepeHLMpPOBKOI CTana NpUYMHON BO3-
HVKHOBEHWA 1 3BOMIOLMU MHOTOKNETOUHbIX. B nonb3y aToro rosopAar
3BOJIOLIMOHHOE COXPaHEeHMe KOMMJIeKca B3anMOCBA3aHHbIX pepMeH-
ToB Drosha, Dicer, Argonaut, RARP 1 nx romonoros npakTnyeckn y Bcex
MHOTOKJIETOUHbIX, @ Tak»Ke OTCYTCTBUE fJaHHbIX GePMEHTOB y OJHO-
KNEeTOUHbIX. IHTPOHbBI MPONCXOAAT OT MOBUIbHbBIX FEHETUYECKMX d/1e-
MEHTOB, B PaCnpOCTPaHEeHNN 1 PEryNALMN UHTPOHOB BaXKHYIO POSb
UrpatoT TPaHCMO30HbI C UX MPOAYKTaMM SKCMpeccuit. TpPaHCMO30HbI
perynupytoT SKCNpeccuio reHoB in cis 1 in trans, a Takxe onocpefoBaH-
Ho nyTem npofyKumun manbix PHK, BnsAoLwmx Ha CO6CTBEHHYI0 aKTWB-
HOCTb MOOMIIbHBIX FeHETUYECKMX NTIeEMEHTOB, Kak MyTemM U3MeHeHNA
Metunvposanua HK n moandrkaumen rucToHoB, Tak 1 MOCTTPaH-
CKPUMUMOHHO. Kpome Toro, TpaHCMO30Hbl PacCMaTprBaloTCA B KayecT-
BE Ba’KHbIX MICTOUHMKOB JJIMHHbIX Hekoanpytowmx PHK, yyacTsytoLmx
B perynaumu guddepeHLNpPoBKY KNeToK. 3aKOHOMepHOe U3MeHeHVe
aKTVBHOCTW TPAHCMNO30HOB B OHTOreHe3e TKaHecneunduyHo 1 ctagne-
cneundUUHO 1 COMPAXKEHO C dKCMpeccuneit cneynduyecknx HeKoanpY-
towyx PHK TpaHCMO30HHOIo NPOVCXOXAEHNSA, U3MEHAIOLNX aKT/B-
HOCTb reHOB Npu AnddpepeHLMpoBKe KneTok. [peanonaraeTca, 4to
Bupocneynduyeckme 0cobeHHOCTV akTUBaLIMM TPAHCMO30HOB MpU
KaX[JoM NnocneayoLem fefleH!N KNeToK NPOXOAAT SBONOLMOHHbIN
0TOOP ¥ NCMONb3YIOTCA B KaUeCTBe KITI0UEBbIX PErynaTopoB pocTa 1
pa3BuUTVA opraHn3ma. HaunmHas ¢ nepBoro AeneHna suroTbl, pacnono-
XKEHWe 1 CoCTaB TPaHCMO30HOB B reHOME BSIMAIOT Ha VX Hacliefyemyto
aKTVBaLMIO B KaXKAOM NocefyioLem KNeTOYHOM eneHnm. TO Bbi3bl-
BaeT M3MeHEHWe SKCpeccun onpeaeneHHbIX reHoB 1 anddepeHLu-
POBKY K/eTOK, B pe3yJibTaTe Yero pa3BrBaeTca Lie/IOCTHbIN MHOTFOKe-
TOYHbIN OPraHn3Mm.

KntoueBble C10Ba: anbTepHATUBHbIN CMANCUHT; UHTPOHbI; MOOUIbHbIE
reHeTnyecKune sanemeHTbl; Hekogupytowme PHK; cuctema PHK-uHTep-
bepeHUnm; TPaHCMO30HbI; MPOLECCUHT.
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Non-coding parts of genomes
as the basis of epigenetic heredity
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We hypothesized that the basis of epigenetic regula-
tion of genomes in ontogenesis is the specificity of the
distribution, number and composition of transposons.
Transposons constitute the major part of the genomes
of multicellular eukaryotes. The evolutionary preser-
vation of transposons is associated with universal
mechanisms for controlling cell differentiation: pro-
cessing of non-coding RNAs and splicing regulation.
These universal mechanisms were originally aimed

at protecting against viruses and transposons. The
cooperation of these protective systems with mecha-
nisms for controlling the interrelation of cells and their
differentiation became the basis for the emergence
and evolution of multicellular eukaryotes. The evolu-
tionary conservation of a complex enzymes Drosha,
Dicer, Argonaut, RdRP and their homologues in all
multicellular eukaryotes, and their absence in unicel-
lular organisms supports this assumption. Introns ori-
ginated from mobile genetic elements. Transposons
played an important role in the propagation of introns
in evolution and their regulation in ontogenesis.
Transposons regulate the expression of genes in cis
and in trans, and also indirectly by the production

of small RNAs that affect their own activity, both by
altering the DNA methylation and modifying histones,
and at the posttranscriptional level. Tissue-specific and
stage-specific changes in the activity of transposons

in ontogenesis are associated with the expression of
transposon-derived noncoding RNAs and altering the
activity of genes, which leads to cell differentiation. We
proposed that the species-specific features of activa-
tion of transposons for each subsequent cell division
undergo evolutionary selection and are key regulators
of the growth and development of the organism. We
proposed that transposons in the genome affect their
inherited activation in each subsequent cell division,
which causes a change in cell differentiation.

Key words: alternative splicing; introns; mobile
genetic elements; noncoding RNA; RNA interference;
transposons; processing.



HACTOSIIIEE BPEMsI JIUTCHETUKY IIPUHSTO CUMTATh HAYKOH

0 HacJIeIyeMBIX CBOIMCTBAaX OpraHW3Ma, HE CBA3aHHBIX

C U3MCHCHHEM COOCTBEHHO HYKJICOTHIHOH MOCIIEI0BA-
tenprOCTH JIHK. K unciy M3BECTHBIX SIIMTCHETHUCCKUX M-
XaHM3MOB OTHOCSTCA SH3UMarndeckoe metuinposanue JJHK,
TUCTOHOBBIN KOJ M 3amMararBaHue reHoB MajasiMu PHK (Ba-
HiomuH, 2013). OqHaxo 3a mocaeHue ro/ibl HaKarIuBaeTCs
Bce OOJbIe MaHHBIX, MO3BOJSIONINX MPEANOIIOKNTE, YTO
OCHOBOM SIMUTCHETHUYCCKON HACIEICTBEHHOCTH SIBISIOTCS
KOHKPETHBIC CTPYKTYPbI TCHOMA, CBSI3aHHBIC C HEKOUPYIOIICH
JIHK B MeXTeHHBIX H HHTPOHHBIX 00macTsax. [Iprmannoii tro-
OBIX SIMUTCHETUIECKUX IMPOIIECCOB JIOIKHBI OBITh H3MCHCHUS
MaTepUaIbHON CTPYKTYPBI, Uk KOTOPOH HanOOIee MOAXOISAT
COCTaB, pacrpeaeseHne U Komn4ecTBo Tpancmo3oHoB (TE —
transposable elements), crierudranbie a1 0codeil oxHOTO
BUja. B 1M0b3y NaHHOTO MPEAIOI0KEHHUS CBHICTEIbCTBYET
BBISIBIICHWE Y MHOTOKJIETOYHBIX XUBOTHBIX ITOCIE OILIO-
JIOTBOPCHHS SHIICKICTKH BO BHOBH 0Opa30BaHHON 3HWTOTE
[7100aIbHOTO SMUTCHETUYCCKOTO MepPernporpaMMUPOBAHUS
TeHOMa, MPHU KOTOPOM BIUIOTH IO CTaJWH ONIaCTOIHMCTHI
00HapyXHUBaeTCs I00aTbHOE NEMETHINPOBAHIEC TCHOMA
SMOpPHOHA, IIPU KOTOPOM CTUPAFOTCS UMIIPUHTBI MY)KCKUX U
JKEHCKHX TeHOMOB. {nddepeHmpoBka KIeTOK BHyTpEHHEN
KIIETOYHON MacChl ¢ 00pa30BaHUEM TPEX 3apPOJBIIICBBIX
JIMCTKOB COMPOBOXKAACTCSI YCTAHOBICHUEM XapaKTEPHOT'O JIst
Ka)XJIOTO U3 HUX narTepHa MetunnpoBanus (bapanos, Kys3ne-
1oBa, 2007). To ecTh METKH METHIIMPOBAHIS BHAYAJIC YIATISI-
I0TCSI, TIOCJIE Yero TKaHecTe(pUIHO U cTaanecnenupuIHo
pacmpenensioTes. 3a ImpoIecc mepepacipeesieHIs] METOK
METHIMPOBAHUS TOJKHBI OTBEYaTh KOHKPETHBIC CTPYKTYPBI.
B 10 e BpeMsi yCTaHOBJICHBI TKAHECTICIUPUICCKHE U CTaIHC-
cnennuIecKre 0COOCHHOCTH SKCIPECCUI HEKOIMPYIOIITIX
PHK (Dimmeler, Nicotera, 2013; Du et al., 2013; Samantarrai
et al., 2013; Ong et al., 2015; Shen et al., 2015), perymsiuu
aJBTEPHATUBHBIX CIUIAHCHHTOBBIX BapuaHTOB reHoB (Fes-
chotte, 2008; Belancio et al., 2010; Luco et al., 2011; Dumesic,
Madhani, 2013), a Takxe XapakTep akTHBaLUK TPAHCIIO30HOB
(Ostertag et al., 2002; Prak et al., 2003; Muotri et al., 2005;
Van den Hurk et al., 2007; Coufal et al., 2009; Macia et al.,
2011; Marchetto et al., 2013). TpaHCIIO30HBI HTPAIOT BAXKHYIO
pois B reneze MukpoPHK (Borchert et al., 2011; Yuan et al.,
2011; Gim et al., 2014; Platt et al., 2014; Qin et al., 2015),
siPHK (Shabalina, Koonin, 2008; Xu et al., 2013; Zhang et al.,
2016), piPHK (Biryukova, Ye, 2015), IncPHK (Singh, Rath,
2012; Hadjiargyrou, Delihas, 2013; Johnson, Guigo, 2014) u
peryssiuu crutaiicunra (Luco et al., 2011). Tak kak peryssiimst
crumaiicnara, MukpoPHK, siPHK, piPHK, IncPHK nmeet Bax-
HOC 3HAYCHUE B OHTOTCHETUICCKON PETYISAIIMA Pa3BUTHS Op-
TaHOB U TKAHEH, MOYKHO MPE/IIOI0KUTh, YTO TPAHCIIO30HBI —
MaTepranbHas OCHOBA YITUTEHETHIECKON HACTIeICTBEHHOCTH.

Bnuanue Hekogupytowmx PHK

Ha andPpepeHLNPOBKY KNETOK,

meTtunuposBaHue JHK n moandukaumio rucToHoB
Jumunsie Hexonupytomue (IncPHK) u manbie Hekoaupy-
forne (HKPHK) PHK perymmpyioT akTHBHOCTH T€HOB HE
TOJIBKO MTOCTTPAHCKPHITIIOHHO, HO | ITyTE€M BO3ICHCTBHS Ha
MOM(UKALNIO TUCTOHOB U IiefieBoe MeTwiupoBanue JJHK
(Zhang et al., 2015). IToxa3zano, gto siPHK, mpoucxonsmme
or TE, moryt criocobcTBoBars Metunuposanuto IHK u ne-
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METHJIMPOBAHMIO JIM3nHA 9 B THcTOHEe H3, M3MeHss akTuB-
HocTh TE m skcmpeccuro renos (Xu et al., 2013; Zhang et al.,
2016). [Tomumo siPHK, mukpoPHK Taxske MoryT snureneTu-
4eCKU MOJIYJIMPOBATH MHOYKECTBO '€HOB ITyTEM KOHTPOJIHPO-
BaHUS yPOBHEW NEPBUIHBIX JIIUTEHETUIECKUX PETYIIITOPOB —
JHK-meruntpancdepazst (DNMT) u ructonoBoii neare-
tunassl (HDAC). Hampumep, muiensto miR-320 ciayXut
Metui-CpG-cepsspiBatoniuii 6enok-2 (MECP2), ycunnBa-
IOIINH KJIETOUHYO ITposngepaniio. B3anMocBs3b HEKOTOPBIX
MukpoPHK ¢ DNMT u HDAC npezncraBieHa Ha pUCYHKe
(Samantarrai et al., 2013). Unens! cemeiictBa miR-29 Bo3ieii-
ctBytoT Ha JIHK-metuntpancdepasst DNMT3Au DNMT3B,
MO/ABJIsIsI METHJIMPOBAHUE M TYMOPOTEHE3 ITyTEM 3allUThI
oT de novo metunupoBaHus. miR-29 BoBIeUeHBI Takke B
nemerunaupoBanne JIHK, Biausis Ha METHIIIIUTO3MH THOKCH-
nazy 1 (TET1) u tumun-JIHK-rmukosunazy (TDG) (Morita
etal., 2013). Ca3siBanue HekoTOpsIXx MUKpOPHK, Taknx xax
miR-155-5p, c DNMT]1 Bener k HHrnOonpoBaHuio ee GpepMeH-
TaTUBHOH akTuBHOCTHU (Zhang et al., 2015).

Hoxkazano, uro HKPHK perymupytot pa3sutne u nudde-
PEHIIMAIINIO CTBOJIOBBIX KIIETOK, BO3/ICHCTBYS Ha 00pa3oBaHne
OpraHoOB M TKaHEil MHOTOKJIETOYHOTO OpraHu3Ma IyTeM pe-
TYJISAIIAH KCTIPECCHHU OeNTOK-Koaupyrontix reHoB (Ong et al.,
2015). Bumpocnenuduuaeckas 3KCIaHCHS CIICIIUPHYCCKIX Ma-
nb1x HKPHK okasbIBaeT BeIpaskeHHOE BIMSHIE HA OHTOT€HE3;
kiactepsl Manbix HKPHK nrpaior dyHgamMeHTanbsHyo posb
B Pa3BUTHU SMOPHOHAIBHBIX KJIETOK, IIPH 3TOM PETyJISIUs
3P PEKTUBHOCTH TPAHCKPHUIIIIUHU U cTabMIbHOCTH MUKPOPHK
npoucxonuT TkanecreruduyaHo (Du et al., 2013). ¥ mpo3o-
¢uiter BersiBena MUKpoPHK miR-130a, oxa3biBaroniast Bo3-
JICHCTBHE Ha MPEIOPEICICHHbIN pa3mep opranos (Shen et al.,
2015). O6napyxena takxe MUKpoPHK miR-25, cnocobnas
00paTHO penporpaMMHUPOBATh 3perble GUOPOOIACThI MBIIIICH
W 4YesioBeKa B MOJMIIOTEHTHBIE cTBOJIOBBIE KiieTku (Lu et al.,
2012). ITokazaHO M3MEHEHNE SKCIIPECCUH OMPEACIIEHHBIX
mansix HKPHK Buiocnenuduyeckn u Tkanecnennpuuecku
B pa3JIMuHbIC CTAJIMH OHTOI€HETHYECKOro pa3sutusi. Harpu-
Mep, B KOPE FOJIOBHOTO MO3Ta 4eJI0BEeKa C BO3PACTOM yCHIIU-
BaeTcst akTUBHOCTh MUKpOPHK miR-33b, miR-34, miR-181,
miR-1271. Y MpllIeit IpU CTApEeHUH B TOJIOBHOM MO3Te BO3-
pacraert skcripeccust miR-22, miR-101a, miR-720, miR-721,
B TKaHU TieueHH — miR-29, miR-30d, miR-34a — u npyrue
TKaHecnenuduueckue ocodeHHoCTH FKcnpeccrn MUKpoPHK
(Dimmeler, Nicotera, 2013). meetcs psa paboT, CBHICTENb-
CTBYIOIIMX KaK O 3aKOHOMepHBIX niepemereHnsx TE B panaem
SMOPUOHAIILHOM Pa3BUTHH MHOT'OKJIETOYHBIX )KMBOTHBIX
in vivo, Tak 1 00 MX aKTHBALIMH B Pa3HbIEC IEPUOABI OHTOTEHE3A
(Ostertag et al., 2002; Prak et al., 2003; Muotri et al., 2005;
Van den Hurk et al., 2007; Coufal et al., 2009; Macia et al.,
2011; Marchetto et al., 2013). YunTsBas Baxuyto pois TE
B KadyecTBe MCTOUHMKOB Manblx HKPHK, MoxxHO mpearoo-
JKUTh, YTO CJIO)KUBIINECS B 3BOJIIOLMHU BUAOCTICHUPUIECKIE
0COOCHHOCTH aKTHBAIIMH TPAHCIIO30HOB ABJISAIOTCSI OCHOBOM
JUIS1 STINTEHETHYECKOTO PETYIMPOBAHNS TEHOMOB JCIIAIINXCS
KJIETOK, crtocoOcTBysl uX AuddepeHpoBKe ¢ pa3BUTHEM
LIETOCTHOTO OpPTraHu3Ma.

TpaHCNO30HbI Kak CTOYHNKN HeKoaupyowmux PHK
TpaHCIO30HBI Y MHOTOKJIETOUHBIX 9YKapUOT COCTAaBIISIOT
3HAYUTCIbHYIO JOJIFO TCHOMOB U CITY7KaT HpH‘H/IHOﬁ HX Kpym-

BaBuNOBCKMI XKypHan reHeTUKn n cenekuymm « 2017 <216

743



R.N. Mustafin
E.K. Khusnutdinova

Non-coding parts of genomes
as the basis of epigenetic heredity

MwukpoPHK,
HaLeneHHble
Ha 3nureHeTUYeCKme

OHK-meTunTpaHcpepasbl MukpoPHK-muweHn

a¢pdeKTopbI SMNUreHeTUYeCcKnx
addekTopos
miR-194 DNMT1 1 HaLeneHHble Ha HUX
DNMT2 Ao iR-
miR-148 miR-152
el >
DNMT3A \ .
miR-181 \\‘ miR-9
DNMT3B
miR-199 \‘
il MukpoPHK-muLeHn
lucToHoBble MOANdUMKaTOPbI .+ 3MUreHeTUYECKNX
: s¢ddekTopos
miR-101 t \ el P
SIRT1 N
( miR-127
miR-212 E7HD
miR-132 :
MECP2 S ECEEEEEEE N0,
miR-124a
miR-140 _— 5 HDAC4
mR342 @ — o ) miR-125a

CeTb B3ammocBaseit Mexay MUKPOoPHK 1 anureHetnyeckummn spdexktopamu (no faHHbIM Saman-
tarrai et al., 2013).

HBIX Pa3MepOB, 3HAUUTEILHO MPEBHINIAIONINX TAKOBBIE Y MPOKapHoT. HanmeHbImii
pa3Mep PYKapuOTHUYECKOTO TeHOMa ompeneicH y Encephalitozoon intestinalis
(2.3 merabassr), xotopsiit B 70000 pa3 MeHbIIe pazMepa TeHOMa JIPyroro syka-
puoTndeckoro opranusma — Paris japonica (150000 mera6as) (Elliott, Gregory,
2015). Y npokapuoT pazmep Haubojee KpynHoro renoma y Myxococcus xanthus
(9.5 merabassr) mpeBBIIIACT pa3Mep HanMEeHbIero reoma Micoplasma genitalium
(0.58 mera6assr) Beero B 16 pa3 (Ilarpymes, Munkesuu, 2007). TE 3aHumarot
0OJIBIIYIO YaCTh TCHOMOB PACTCHUMN — Y HEKOTOPBIX IpeacTaBuTeneit 1o 90 % Bceit
JHK. Y sxusorsbix TE Takxke pacrpocTpaHensl, Hanpumep y Mblin TE cocTaBistor
40 %, y npozodmiasl — 15-22, y vemarons! — 12, y xyp — 8.6 % renoma (Yuan et
al., 2011). Y pacrenuit HauOosee 3Haunmast Gppakiust TE reHoMoB mnpencTaBicHa
LTR-conepxamumu TE u accounnpyercst ¢ yBeIUYEHUEM Pa3MEpOB F€HOMOB
(manpumep, y Zea mays 3a cuetr LTR pasmep reHoma yBennueH B J1Ba pasa 3a Tpu
muuinoHa Jet). LTR-conepskamue TE 3annmator 6osee 58 % Bcero renoma Allium
cepa, 6onee 76 — Hordeum vulgare n 6onee 91 % — Asparagus officinalis (Kubiak,
Makalowska, 2017). IIpeamnonaraercs, uto TE 3aHMMaroT 3HaYUTEIHHO OOJIBIIYIO
JIOJIIO B T€HE3€ T10CIIeI0BATEIbHOCTEH FeHOMOB, O/IHAKO BCJIEJICTBUE UX BBICOKOM
MyTabenpHOCTH pacmo3HaTe MHorTHe ydacTkn JJHK kak pesymbraT mHCepumn
MOOMIIBHBIX 3JIEMEHTOB 4acTo He ynaercs. Harpumep, B padore (de Koning et al.,
2011) mpu aHanM3e reHoMa YeJI0BEKa C MOMOIIBIO OJIMTOHYKJIEOTH OB, Y3HAIOIINX
¢parmentsl TE, HaKOTIJIGHHBIE 332 COTHU MUJUTHOHOB JIET BOJIOINN, OOHAPYKEHO,
gto TE cocrasmstor 6omee 60 % reHoMa, Tora Kak, COIJIACHO COBPEMCHHBIM Me-
Toxam uccienosanus, TE oOHapykuBatoT nuib B 45 % reHoma yenosexa.

V sykapuor TE — BaxHeimas ABMKyLIas cuila 3BOJIOLMH, y4acTBYIOLIas B
MOCTPOCHUH MEXTCHHBIX y4acTKOB M MHTpoHOB. [TocnenoBarensuoctn TE-npo-
HCXOXKCHHS BBISBIISIOTCS B 9K30HAX Oejok-komupyromux reHos (Yuan et al.,
2011). Kpome Toro, mMeeTcst psifi MPIMEPOB NCTIONB30BAaHHS TCHOMAMHU «XO035EBY
nocienoBarenbHocTeit TE 1t yuacTus B BayKHBIX dTanax oHTorenesa. Hampumep,
rensl RAG, nonyuennsie ot gpesnero TE, npumensitores st V(D)J pexomOuHa-
un (Lescale, Deriano, 2016). benku HDP1 u HDP2, yuacTByromue B akTHBHOM
nemernnupoBannu JIHK myTem anernnrpancdepa3Horo Bo3ieicTBUs Ha THCTO-
744
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HBI, OJJOMAIIHEHbI U3 TPAHCII03a3bl U
JHK-cBs3pIBatoniero 6enka, KOaupy-
€MbIX TPAHCIIO30HOM CylepcemMencTBa
Harbinger (Duan et al., 2017). Benku
Env 0601109KH 5HIOT€HHBIX PETPOBHPY-
COB OJIOMAITHEHB! Tl (OPMHUPOBAHHUS
00BbEIMHEHHOT0 KJIETOYHOI'O CJIOS T1Ta-
LIEHTHI Ha TOBepXHOCTH MaTku (Dupres-
soir et al., 2012).

TE cayxaTr BaxHEWIIMM HUCTOYHU-
KoM MaibIix uHTepdepupyromux PHK
(siPHK) y xuBOTHBIX 1 pacTeHuii. bo-
nee toro, siPHK TE-npoucxoxnenus
BozaeiicTBytoT Ha PHK-HanpasinenHoe
MermnupoBanue JJTHK (RADM), BoI-
3bpIBas callJieHCUHT He ToJibko TE, HO u
0eI10K-KOAMPYIOIINX TEHOB, B TOM UHCIIE
TPAHCKPHUITIIMOHHBIX ()aKTOPOB, OKA3bI-
Basi BAKHOE BIIMSHHE HAa OHTOTCHETH-
geckoe passutue (Shabalina, Koonin,
2008; Zhang et al., 2016). OcHOBHBIMHI
ucrounnkamu piPHK, nanpumep, y Ha-
CEKOMBIX, TaK)Ke OKa3aJHNCh TPAHCIIO-
3oubI (Biryukova, Ye, 2015). IIpouc-
XoxaeHne HekoTopelx MUKpoPHK ot
TEHOMHBIX ITOBTOPOB B CMBICIIOBBIX U
AQHTHUCMBICIIOBBIX HAIpaBICHUSIX BIIEpP-
BbIC BBISIBJICHO Ha Arabidopsis thaliana
(Llave et al., 2002). Y XHBOTHBIX TIep-
Bble RdmiRs (repeat-derived miRNAs)
BoisiBieHbl N.R. Smalheiser u V.I. Tor-
vik (2005). ITo3xnee J. Piriyapongsa
¢ komteramu (2007) obnapyxxmimm 55
MukpoPHK TE-npoucxoxkaenus y ue-
noBeka. B Hacrosee Bpems moiy-
YEHO MHOXECTBO JI0Ka3aTelbCTB, UTO
MukpoPHK moryT npoucxoauts ot TE
Yy JKUMBOTHBIX M pacteHuil. Hanpumep,
B pabote (Yuan et al., 2011) BbIsIBIIEHO
226 RdmiRs B renome uenoBeka, 115 —B
TreHoMe pesyca, 141 — B reHOMe MBIIIH.
G.M. Borchert ¢ xoyuteramu (2011) co-
o0mmH 00 ooHapykeHuu 2 392 MUKpO-
PHK TE-npoucxoxaenus. 374 Mukpo-
PHK TE-npoucxoxaeHusi OMUCaHbl
y jerydedl Mbimu, 128 — y cobaku u
124 — y nomann (Platt et al., 2014).
J. Gim ¢ xomneramu (2014) ommcanu
1900 mukpoPHK TE-npoucxoxaeHus,
a S. Qin ¢ xomneramu (2015) — 409 TE-
mukpoPHK.

Takum o6pazom, TE ciryxar BaxHew-
mumu ucrounukamu HKPHK, yuactsy-
IOIINX B CIIENN(UICCKON PEryIsiuu
aKTHBHOCTH T'€HOB, yHpaBisisi 1udde-
PEHIMPOBKOH KJIETOK B 3aBUCHMOCTH
OT TKaHH U CTA/INM OHTOTeHEe3a. Y UNThI-
Basl peryjisiTopHoe BiausiHue caMux TE
in cis u in trans (Belancio et al., 2010;
Kitkumthoron, Mutirangura, 2011; Fi-
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natto et al., 2015) Ha TeHBI ¥ BO3MOYKHOCTh CaAMOPETYIISAIHA
MposyKTaMHu cOOCTBeHHOH akcnpeccuu (mansie HKPHK),
MOXHO TPEINOJI0KUTh, uTo TE SBISIOTCS MarepuanbHON
OCHOBOW SITUTEHETHYECKON HACIEICTBEHHOCTH — UX pac-
NpeJieNieHHe, COCTaB U KOJIWYECTBO, CrelU(UIHOE IS Te-
HOMOB OJHOTO BH[A, PETYIUPYIOT MOATAMHYIO aKTHBAIHIO
W CAMJIGHCUHT CHEIU(PUICCKAX TEHOB, CIIOCOOCTBYIOMINX
mddepeHInpoBKe KJIETOK B 3aBUCUMOCTH OT TKaHHU, CTaNU
Pa3BUTHS U IPOCTPAHCTBEHHOT'O PACTIONOKEHHUSI, OTPAKAACH
Ha (DEHOTHNMHMYECKNX OCOOCHHOCTAX. B monp3y maHHOTO
MPEINOJI0KEHNsI TOBOPUT Hacienyemas aktuauus TE B
OHTOTCHE3€ M AAaXKE MX MEPEMEIlEeHUE Ha PAaHHHUX dTarax
SMOpHOHAIBEHOTO pa3BHUTHL. BeposTHO, uTo koomnepanms TE
C YHUBEpCAIBbHBIMH CUCTEMaMH ITporieccuura Maibix HKPHK
U PEryssiiuy CITaCHHIA CTajla IPUYNHON BO3HUKHOBEHHUS
MHOTOKJIETOYHBIX 9YKapHOT B 3BOJIONNH, O YEM CBH/ICTEIb-
CTBYET, HarpuMmep, oTcyTcTBUE romonoroB Drosha u Pasha y
OIHOKJIETOYHBIX 9YKapUOT, TOI/1a KaK OHU 00HAPYKUBAIOTCSI
Jlake y HanOosee NPUMHUTHBHBIX MHOTOKJIETOUHBIX, HalpH-
mep y tuna Cnidaria (Moran et al., 2013), y npeacraBuresneii
KOTOPBIX BBISBIISIOTCS TaKXKe KOHCEPBATUBHBIC JUII MHOTHX
MHOTOKJIETOYHBIX KHUBOTHBIX MUKPOPHK miR-100, miR-2022,
miR-2023, miR-2030, miR-2036 (Liew et al., 2014). Y npoka-
PHOT HET CHCTEMBI, TOMOJIOTHYHON 3yKapHOTHYECKON CUCTEME
PHK-unTepdepentmm (RNAI), HO 0HM 007a1at0T HE3aBUCHMO
Pa3BUTBIMHU aHAJIOTMYHBIMU MEXaHW3MaMH 3allUThl OT JKC-
npeccuu TE (Shabalina, Koonin, 2008).

MN3meHeHne akTUBHOCTN TPAHCNO30HOB

B OHTOreHese

Jokazano, uto TE BIUAIOT Ha SKCHPECCUIO OIH3IICKAIITIX
TCHOB Ha TPAHCKPUIIIMOHHOM U MOCTTPAHCKPHUIIIIUOHHOM
YpOBHSAX. MHOTHE MPOMOTOPHI U CUTHAJIBI TOJIHAICHUIH-
pOBaHUS TEHOB YeNOBEKa M MBIIIH mpousonud oT TE — ux
WHCEPIIMH CIIOCOOCTBOBAIM CO3JaHUI0 JTHHUU TuddHepeH-
LUPOBKHU CHEHUPHUUECKUX MATTEPHOB DKCIPECCUH T€HOB.
TE, mpuoOpeTaromniye peryasITopHy0 (QYHKIHIO, 00pa3yloT
KJIaCTepbl BOKPYT FCHOB, BOBJICUCHHBIX B PA3BUTHE U TPAHC-
KPHUIIMOHHYIO perysuio. Okoio 25 % IpoMOoTOPOB B T€HO-
M€ YeIOBEeKa COMIEPIKAT MOCIICI0BATEILHOCTH TPAHCIIO30HOB.
TE co31a10T ChIpbe, U3 KOTOPOTO Cis-PErYASTOPHBIC IEMEHTHI
HBOJIOIMOHHUPYIOT de novo P TOYSUHBIX MyTanusax. Kpome
TOTO, Cis-3JIEMEHTHI IIPEPACTIONOKCHEI B ITOCIICIOBATEITEHO-
ctsix TE (Feschotte, 2008). L1-31eMeHTBI peryupyOT JKC-
[IPECCUIO TEHOB iM CiS B COOTBETCTBUU C TPAHCKPUIIIIMOHHON
aktuBHOCTBIO npomortopa L1, 5'UTR kotoporo KoHTpomH-
pyeTrcst METUIIMPOBAHHEM M TPAHCKPUOUPYETCsI B MIPSIMOM U
oOparHOM HampasieHusx. [ nnomernauposanusie L1 moryT
KOHTPOJIMPOBATh IKCIIPECCUIO TeHA in {rans, HAIpUMep B
HEKOTOPBIX PAKOBBIX KIETKaX MHTHOMpPOBaHHWE OOpaTHOM
TpaHCKpUNOTAa3bl L1 MOXET M3MEHSTh SKCIIPECCHIO MHOKECTBA
reroB (Kitkumthoron, Mutirangura, 2011). B A/u-anemenTax
TIOSIBIISIFOTCSI CiS-PETyNSTOPHBIE CUTHAIIBI TIOCIIE MX HHCEPIIUU
MpH aKKyMYJIHPOBAaHWU MYTalHi, oOpeTas CIOoCOOHOCTH
BO3JICHCTBOBATh HA MHOTHE TeHBI. Hampumep, y denoBe-
Ka I10J] PEryJISATOPHBIM BIUSHHEM A/u-acCOIMUPOBAHHBIX
CpG-obmacreii Haxomutes: okosto 1000 renos (Belancio et
al., 2010). LTR-3meMeHTHI Takke PEeTyIHPYIOT aKTHBAIIUIO
Oernok-koaupyroumx reros in cis (Finatto et al., 2015). LTR
coziepyKar CHIIbHBIE TPOMOTOPHI ¥ SHXAHCEPHI TPAHCKPHITIIIH,
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a TaK)Ke PEryJSATOPHbIE TOCIEA0BATEILHOCTH JIJIsI CBA3bIBAHUS
C TPAaHCKPUNIMOHHBIMHU (haKTOPaMHM, BKIOUYAsl PEIETITOPbI
creponsioB U (akropsl npoueccunra. Ilpu unaceprm LTR
MOTYT BBIIIOJHATH POJIb AJbTEPHATUBHBIX MTPOMOTOPOB M
ydacTBoBath B perymnun ciutaiicuara PHK (Kucenes, 2013).
MHOTOYNCIIEHHBIE SKCIIEPUMEHTAIBHBIE HCCIIEJOBAHUS
JIOKa3alu 3aKOHOMEpHBbIe HaclielyeMble TPAaHCIO3HUIUU
pazmuusbix TE (LINE, Alu, SVA) B panHeM smOpHorenese
MBIIICH W 4elloBeKa in Vvivo, B 3aBUCUMOCTH OT XapakTepa
muddepennmposku u Buaa Tkanu (Ostertag et al., 2002; Prak
et al., 2003; Muotri et al., 2005; Van den Hurk et al., 2007;
Coufal etal., 2009; Macia et al., 2011; Marchetto et al., 2013),
YTO FOBOPUT O BO3MOYKHOI POJIN IAHHBIX SIBJICHHH B Ka4€CTBE
peryisitopa skcnpeccus reHoB. CaM XapakTep TPaHCHO3UINHI
TE, HaunHAas C IEPBOTO JETICHNUS 3UTOTHI, C TAITBHCHIICH -
(hepeHIMPOBKOI BHOBh 00Pa30BAHHBIX KJICTOK MOXKET OBITh
yHacIeJOBaH BUIOCHEN(DUIECKH 1 3aBUCETh OT KOJTMIECTBA,
cocrasa u pacnpeneneaus TE B reHOMe. AKKyMyJIHpOBaHHUE
MHCEpLUI B SOMOPHOHAIILHBIX CTBOJIOBBIX KJIETKAaX YeJOBEKa
JIOKa3aHO B 3KCIIEPUMEHTAX in Vitro. JlaHHbIE IEpEMEILECHUS
CHIO0COOCTBOBAJIM CAMJICHCHUHTY OJHHX T'€HOB W aKTHBAIIUH
JIpyTHUX, 4TO OKa3bIBAJIO PETYIATOPHOE BO3ACHCTBHE /IS CIIe-
uuaeckoil T GEpEeHITUPOBKN KICTOK IS BBHITIOTHEHHUS
omnpeneneHHbIx Gpynkuuii (Garcia-Perez et al., 2007). ITomumo
SMOpHOHANILHOTO pa3BuTus, TE COXpaHsFOT BRICOKUI TOTCH-
I[MaJl TPAaHCHO3UINH B MOJIUIIOTEHTHBIX CTBOJIOBBIX KJIETKAX,
YTO HEOOXOAMMO Ul uX TpaHcopmanuu ¢ auddepeHn-
POBKOI1 32 cyeT U30MparesIbHOM Peryssiuuy cuenupuIecKux
reroB (Wissing et al., 2012; Klawitter et al., 2016). boxee
Toro, nepemenieHusi TE MpoucXoaaT B pa3iMdHbIX KIETKAX
OopraHu3Ma Ha NMPOTSKEHUH BCErO0 OHTOTEHE3a, NMPHU ITOM
BapHali B OJHOM OpraHu3Me (OPMUPYIOT T€HETHUIECKH
pas3Iuyaronecs COMaTHIeCKUE KJICTKH ¢ TeHOMHBIM MO3aH-
IIU3MOM B Pa3HbIX TKaHsX. /l0ka3aHO, 4TO 3aKOHOMEPHBIC
nepemelieHuss TE UMEIOT BaKHOE 3HAUE€HUE B HEMpOreHe-
3e yenoseka (Faulkner, 2011) u rpezynoB (Richardson et
al., 2014). BeusiBieHo, 4T0 y HMCCIEyeMbIX JIMHUNA MbIIIEH
TEHOMBI KJIETOK I€YEHU KPYyIHEe, YeM B JPyTUX OpraHax.
JlanHble n3MeHeHMs cBsA3aHbl ¢ nepemeniennsivu TE co cTa-
JuecrennpuuecKUMI OCOOCHHOCTSIMH C TUKOM aKTHBHOCTH
B 5 Hex (Lee et al., 2012). Tkanecnenuduyaeckoe H3MEHEHHE
pa3MepoB FeHOMOB IO BIMSIHUEM MOITAITHBIX HACIETYEMBIX
nepemMeliennii TE BbIsIBJI€HO, TOMUMO IE€YEHHU, B KIIETKaX
Cep/Iia UCClIeyeMbIX MBIIIeH B Bo3pacTe 29 Hen, a Takxke
B KOJKE M TOJIOBHOM MO3re Mbllieil B Bo3pacte 6 Hex. Ilpu
9TOM II0Ka3aHO, YTO JaHHbIC 3aKOHOMEpHBIE TepeMEeIeHUs
TE cmoco6cTBoBaNM crienn()UIecKiM MPeodOpa3oBaHUsAM B
(DYHKIMOHMPOBAHWUU T€HOMa, HEOOXOAUMBIM Ut nudde-
PEHIMPOBKHU KJIETOK IpH (POPMHUPOBAHUH OPraHOB M TKAHEH
(Leeetal., 2015). MHOTOUYHCTICHHBIE HCCIISIOBAHNS JJOKA3aITH
TaK)Ke XapaKTepHYIO JUIS BHJA HACIEIyeMyl0 aKTHBAIIUIO
orpenenenHbix TE B oHTOrEeHE3€, 4TO TOBOPUT 00 MX BO3MOXK-
HOM 3Ha4YEHHH B PETYIISAINHU SKCIIPECCUU TEHOB, HEOOXOANMOH
Jutst indepeHInPOBKH KJIETOK ITPU (POPMHUPOBAHUH OPIaHOB
u tkanei (Prak et al., 2003; Van den Hurk et al., 2007; Coufal
et al., 2009; Macia et al., 2011; Guo et al., 2016; Klawitter et
al., 2016; Zakrzewski et al., 2017). YuureiBas BaXXHSHUIITYIO
pons TE B renese Hexomupytomux PHK, perynupyromux
JKCIIPECCUIO FEHOB, MOYKHO NIPEANIONIO0KUT, uTO TE, sABIssACH
MaTepraJbHOW OCHOBON SMNUTIEHETHYECKOM HACIIEICTBEHHO-
BaBuNOBCKMI XKypHan reHeTUKn n cenekuymm « 2017 <216
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CTH, SBOJIIOIIIOHHO 3alIPOrpaMMHUPOBaHbI Ha YPOBHE BH/1a HA
MOCJIEA0BATENbHBIN KacKa] TPAaHCIO3UINN H/UIIH NX aKTHBa-
UM B K&KJOM KJIETOUHOM JieJIeHUH. JIlaHHBIN 3aKOHOMEPHBII
LIMKJI aKTHBAIIUK MOOMIIbHBIX TeHETUUECKHX AIEMEHTOB BEAET
K (OpPMHPOBAHMIO IETOCTHOTO OpTraHu3Ma. TKaHecTerugu-
yeckas auHamuueckas skcnpeccusi PHK LINE-anemenTos
C UX MO3aM4YHBIM paclpeiesieHueM NPEeACTaBIsieT co00it
CTAllMOHAPHBIM TCHOMHBII IOTOK MPU PA3BUTHU MIIEKOITHTA-
rouux. [Tokazana BeipakenHas sxcrpeccust PHK P1-LINE B
Pa3IMYHBIX TKAHSIX U OpraHax KpbIC ¢ TKaHeCHeU()UIECKUM U
JMHAMUYECKUM ITaTTEPHOM B BUJIE JUTMHHBIX HEKOJUPYIOITHX
PHK (IncPHK) n mansix HkPHK (Singh, Rath, 2012). Tpanc-
030HbI — BayKHbBIH rcTouHUK IncPHK, onu hopmupyrot ocHo-
By Lenesoro pacnaga MPHK uepes kopoTkue HecoBepILIEHHbBIE
CHapHUBaHMs HYKJICOTHUAOB. Y uenoBeka Teicsiun IncPHK
cesi3anbl ¢ LTR-anemMenTamu, 00ecrieunBaomnmMy ux peryss-
topubsiMHu curHanamu (Hadjiargyrou, Delihas, 2013). Oxomno
41 % sx30n0B renos IncPHK nenocpencTBeHHo 00pa3zoBaHbl
u3 TE, a 83 % sk30H0B IncPHK umeroT npeanonoxuTesHoe
TE-mponcxoxk/ieHne B CBSI3U C COACpKaHMEM (pparMeHTOB
nx nocnenoaresnsHocTed (Johnson, Guigo, 2014). B mons3y
PEeryasTOPHONH POJIM 3aKOHOMEPHBIX HACIETyEeMBIX TpaHC-
no3uuui u aktuBauund TE B OHTOreHE3€ CBUAETEIbCTBYIOT
BBICOKHE TKaHeCTeIU(pHIECKHEe 0COOCHHOCTH IKCIIPECCUH
IncPHK, Brusironie Ha xapakrep qudGepeHIMPOBKA TKaHEH
(Ramsay et al., 2017).

B3anmocBA3b cnnancuHra ¢ TpaHCno3oHamMum
1 Hekogumpytowmmm PHK

B BO3HHKHOBEHMH MHTPOHOB BaKHYIO poib urpanu TE,
croco0CTBYs MX pacrpocTpaneHuto B reomax (Lee, Stevens,
2016). IToxazaHo, HalpUMep, YTO KOPOTKHE HEABTOHOMHBIE
TE He3aBHCUMO reHEPUPOBAIH THICSIYM HHTPOHOB Yy 3€JICHBIX
u Oypbix Bogopocieit. Kaxnapiit TE comepxut onuH cait
CIUIalicuHra, APYyro CauT KOONTUPYETCsI U3 TIOCIIE10BaTENb-
HOCTH I'eHa, TyonmposanHo# npu uHcepimu TE, ciocoOcTByst
nneansHomy crutaiicunry (Huff et al., 2016). Bzaumocssizb
nHTpoHOB ¢ TE cymecTByeT naxe y mpokapuot. Y d6akrepuit
0oOHapy>KeHbI XMMEpHBIC 31eMeHTH! [Strons, cocrosimue u3
UHTPOHOB rpynmnsl [ u IS-anemenToB. B maHHBIX CTpPyKTYy-
pax MHTPOHBI IPymnsl I, camMu ABJISIOIIMECS MOOMIBHBIMU
TCHEeTHYECKUMH 3JIeMEHTaMH, obecriednBaroT IStron camo-
CIUTAWCUPYIONICHCs crTOCOOHOCTRIO. [Ipu 3TOM CrutaliCHHT
BO3MOJKEH 110 anbTepHaTUBHBIM Ty TsM (Tourasse et al., 2014).
V xuBoTHBIX reHsl MUKpOPHK pacnonoixkeHnsl B 0CHOBHOM
BHYTPU MHTPOHOB OEJIOK-KOJIUPYIOIIUX T'€HOB, 3a4aCTYIO
(hopMHpy4 KITaCTEPHI C TPAHCKPUTIIINEH B €ANHBII TEPBUIHBIN
TpaHcKkpunT. B o6pasoBannu MukpoPHK y MHOTOKIIETOUHBIX
JKMBOTHBIX, TOMUMO Drosha-ornocpenoBaHHOro Mexanusma,
MIPUMEHSETCS aJbTEPHATUBHBIHN ITyTh C y4aCTUEM CIIIalCHH-
ra noaxomsumx PHK, TpanckpuOupoBaHHBIX W3 HHTPOHOB
(MHPTPOHOB), KOTOPbIE UMHUTHPYIOT CTPYKTYypHBIE OCOOEH-
Hoctu ipe-MukpoPHK (Shabalina, Koonin, 2008). YuurteiBas
BaxkHy10 ponb TE kak nctounukoB MukpoPHK u nx yuactue
B PaclpoOCTPAHEHNUH UHTPOHOB, MOXKHO MPEANOJI0KUTE, YTO
B PETYISAIMN CIUTaCHHTa OOJBIIOE 3HAYEHHE MOTYT UMETh
cnenuduyeckre ocobeHnoctn akrusanyn TE B oHTOrCeHE3E,
BbIpabOTaHHBIC YBOJIOIMOHHO HA YpOBHE BUIA. B momb3y
JTAHHOTO TIPEJIIOJNIOKECHUSI TOBOPHUT BBISIBICHUE MHOXECTBA
BBICOKOKOHCEpBaTUBHEIX TE B KauecTBe anbTepHaTHBHBIX
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CIJIaMCUHTOBBIX AK30HOB WJIHM TPAHCKPUIIITUOHHBIX 3HXaH-
CEepOB, BBOISIINX NPEKIEBPEMEHHBIC CTOIM-KOJIOHBI M MHU-
[IUHMPYIOIINX HOHCEHC-OIIOCPE/IOBAaHHBIN pacna/l. Beenenue
MPECKIACBPEMCHHBIX CTOII-KOJJOHOB M WHUIIMAIIUA HOHCECHC-
OTIPOCPEOBAHHOTO paclajia CIoCOOCTBYIOT FOMEOCTasy
MPHK B knetke (Feschotte, 2008). imeeTcst psi CBHACTEITBCTB
o crnocobunoctu TE perynupoBaTh CIUIaiiCHHT, BbI3bIBas
TKaHeCTeNN()UIECKYIO U CTaTueCTIeNn(PUIESCKYI0 IKCIIPEC-
CHIO OINpEJENICHHBIX TeHOB NpH JTU(QEepeHIIMPOBKE KIETOK
(Feschotte, 2008; Belancio et al., 2010; Dumesic, Madhani,
2013). IlocaemoBaTelbHOCTH TPAHCIIO30HOB COJEPKAT aK-
LENTOPHBIC ¥ JIOHOPHBIE CANTHI CIIJIAiCHHTA, JAHHBIC CAUThI
MOTyT 6I)ITb HCIIOJIB30BaHbl BO BpEMs TPaHCKPUIIIHUU, YTO
MOXET CTIOCOOCTBOBAaTh M3MEHEHHIO YKCTIpeccu TeHoB (Be-
lancio et al., 2010). Tpanckpuntsr TE MOTyT HCTIONTB30BaTHCS
B KadecTBe cyOcTparoB A mpoxykiuu Maiasix HKPHK n3-3a
WX TeHICHINH (UKCHPOBATHCS B CIuTalicocomax. Mmeercs
001asi 3HAYUMOCTh 00BEIMHEHHOTO C CIUTalicoCcOMOi OHo-
reHe3a mainbix HKPHK mist npyrux cucrem peryisiimu paboTsl
reHoma. B xagectBe cybcTpatoB mis 6morenesa siPHK wc-
TIOJTB3YIOTCS HE TIOJIHOCTBIO CIUTAiCHPOBAHHBIE TIPEKYPCOPHI
MPHK, u Tpanckpuntsl TE-mpoucxoxaeHus cuutaroTcs
tpurrepamu ais PHK-cailiencunra B mpouecce cruiaiicuara
B siipe (Dumesic, Madhani, 2013). O6napy»keHo Takxe, 4To
CIUTACHHT HHTPOHOB CIIOCO0OEH roaBiisiTh cucremy RNAI, B
4acTHOCTH, Y Arabidopsis oubmmorexu maisx HKPHK 3naun-
TEJILHO 000TaNIeHBI 17151 OE3MHTPOHHBIX TEHOB. DKCIIEPUMEH-
TaJILHO JI0Ka3aHO, YTO BHEAPEHUE HHTPOHA B TPAHCTEH IIOHH-
xaet PHK-caitnencunr B getsipe pa3sa (Christie et al., 2011).

OcHOBHast 4acTh NMEPBUYHBIX TPAHCKPHUIITOB MHOTOKJIE-
TOYHBIX COJEPKHUT 0O0JIEe OJHOTO MHTPOHA U CIOCOOHA K
aJbTEPHATUBHOMY CIUIAHCHHTY, B pe3yJbTare KOTOporo oopa-
3ytorcst pasniuabie MPHK 13 ogHoro rena, uro nemnonb3yercst
B muddepentmposke kierok (Ulrich, Wahl, 2017). [Toatomy
KOJIMYECTBO T€HOB, CIIOCOOHBIX K aJIbTEPHATUBHOMY CIIIai-
CHHTY, BO3pACTaeT MpH 3BOJIOUOHHON AUBepcH(UKAIIK
THUIIOB KJIETOK B CBSI3H C YCIIO)KHEHUEM IIPOrpaMM Pa3BUTUSA
(Bush et al., 2017). ITomumo criermudpuaeckoil MPOIYKIHN
mansix HKPHK, B Tkanecnenmduueckoit tuddepeHmpoBke
OTPOMHOC 3HAYECHHUE UMCET PCryjdnusd aJlbTCPpHATUBHOIO
CIUIalicMHra, B KOTOpOM BaXkKHYIO poJib Takxke urpator TE.
Tpa guIMOHHO CUMTAETCS, YTO ANBTEPHATUBHBIN CIIAWCHHT
peryaupyercs CIUIaiiCHHIOBBIMHU SHXaHCEPaMH U cailyieHcepa-
MH. J[aHHbBIE KOPOTKHE KOHCEPBATHBHBIE OCIIEJOBATEILHOCTH
PHK, o6pran0 ammuHO# 10 HYKICOTHIOB, TOKATH3YIOTCS B 9K-
30HaX WJIM MHTPOHAX U JICHCTBYIOT JILO0 U30JIMPOBAHHO, JTHOO
B B¢ KiacTepoB. @yHknus ykasanublx PHK 3axmrouaercs
B CTUMYJIISILIMY WJIM MHTUOMPOBAaHUH HCIIONB30BAHUS CAliTOB
MyTeéM CTUMYJIALUU WA I/IHFI/I6I/lpOBaHl/Iﬂ HUCIIOJIb30BaHUA
CaliTOB CIUTACHHTA TOCPEICTBOM CIIEII()UIECKOTO CBS3hIBA-
HUSI C TAKMMH PETYISITOPHBIMU OenrkaMu, Kak SR it masble
snepHsle pudonykieonporernsl (snRNP) (Pastor et al., 2009;
Luco etal., 2011). UuTepecHO, YTO HCTOYHUKAMH CIUTAHCHH-
TOBBIX SHXAHCEPOB U CAWIEHCEPOB TAKXKE MOTYT CIYXKHUTh
TE (Lei, Vorechovsky, 2005). Harrpumep, BBISIBJICHO, YTO U3
MOCTIEIOBATEIBHOCTH AU SKCIIPECCUPYIOTCS CTIACHHTOBBIC
SHXAHCEpHL, AeHCTByroIue 3a cueT npusiaeueHus Ul snRNP
(Pastor et al., 2009). [Toka3aHo Takke, YTO MOJMHOKECTBO
SR-0ekoB aKTUBHPYET KpUNTHIESCKIH 3'-CallT CIITalicHATa B
CMBICIIOBOM TTOBTOpE A /i, TOKaJIM30BaHHOM B MHTPOHE 4 reHa
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LSTI 4genosexka. Vcrnonp30BaHNE AaHHOTO KPUIITHYECKOTO
caiiTa CIJIaliCHHIa KOHTPOJUPYETCS CONOCTABIISIFOLIMMUCS
CIUTaliCHHIOBBIMH CaliJIEHCEPAMU U YHXaHCEPAMH, IPOUCXOISI-
mmu ot Alu (Lei, Vorechovsky, 2005). Ha ocHoBaHuu 3T0T0
MO’KHO IIPEANOI0KUTH, yTO Masible HKPHK Taxxke MoryT BbI-
CTyHaTh B KAUECTBE PHXAHCEPOB U CAWIEHCEPOB CILIaliCHHTa.
B cBsi3u ¢ HanmureM OOJIBIIOrO KOJIMYECTBA JIOKA3aTEIbCTB
BaskHOTO 3HaueHus TE B kadecTBe ncTounnka Maiabix HKPHK,
BBIpa0OTaHHasI B 9BOJIONNH ITOCIIEI0BATEIEHOCTH OHTOTEHE-
tnyeckoi aktuBanuu TE MoxkeT ObITh OCHOBOM BaXKHEHILINX
MyTell TeHOMHBIX TpeoOpazoBaHuil IPH T PEepEeHITNPOBKE
kietok (Borchertetal., 2011; Yuanetal.,2011; Xuetal.,2013;
Gim et al., 2014; Platt et al., 2014; Biryukova, Ye, 2015; Qin
et al., 2015; Zhang et al., 2016).

3aknioyeHue

[TomryyeHBI MHOTOYHCIICHHBIC SKCIIEPUMEHTATBHBIC TaHHBIC,
MTO3BOJISIFOIIUE TIPEAIIONIOKHUTE, YTO B OCHOBE BO3HHUKHOBE-
HUS W 3BOJIOIUN MHOTOKJICTOYHBIX DYKAPUOT KIIHOUCBYIO
OB UTPAN YHUBEPCATBHBIE CHCTEMBI IPOIIECCHHTA MAJIBIX
HKPHK u perymsanuu crnadicunra. JlaHHbIe yHUBEpCaJIbHbIE
MeXaHM3Mbl UMEIOT HerocpeacTBeHHyto cBsizb ¢ TE (Lei,
Vorechovsky, 2005; Feschotte, 2008; Shabalina, Koonin,
2008; Pastor et al., 2009; Belancio et al., 2010; Borchert et
al., 2011; Yuan et al., 2011; Singh, Rath, 2012; Dumesic,
Madhani, 2013; Hadjiargyrou, Delihas, 2013; Xu et al., 2013;
Gim et al., 2014; Johnson, Guigo, 2014; Platt et al., 2014;
Biryukova, Ye, 2015; Qin et al., 2015; Huff et al., 2016; Lee,
Stevens, 2016; Zhang et al., 2016) i mepBoHadaIEHO OBLTH HA-
TIpaBJICHBI Ha 3aIIUTy TCHOMA X035€B OT Uy)KEPOIHBIX TCHETH-
YECKHX MOCIIC0BATCIBHOCTECH U MOOUIIBHBIX TCHETHYCCKIX
anemeHToB (Shabalina, Koonin, 2008). OxHako koomepanus
YHHBEPCaIbHBIX CHCTEM Mporeccuara Maibix HKPHK u pery-
JISIUY CTIACUHTA, TOMUMO 3a1UThl OT TE ¢ BO3MOXKHOCTBIO
TG PepeHITMPOBAHHOTO PETYIHPOBAHIS (DYHKIHSIMH T'€HOB,
croco0cTBOBaja KOOPAWHAIIMKA PaOOTHl KIETOK B MHOTO-
KJIETOYHBIX OpraHu3Max. boiblioe KoJu4ecTBO MHCEPIUM
pasnuuHbX TE B TeHOMax 9yKapHOT B BOJIFOLUH CITOCOOCTBO-
BaJIO YCOBCPIICHCTBOBAHUIO B3aWMOCBSI3M YHUBEPCATBHBIX
CHCTEM PETYJISAIUU OHTOreHe3a C PA0OTOMN PAa3IUYHBIX TCHOB,
YTO COZIEHCTBOBAJIO [TOCIIEOBATENBHOMN PETYIISILIUHU IKCIIPEC-
CHH OTIPEIICIICHHBIX TEHOB C (DEHOTUIIIYCCKUMHU MIPOSIBICHH-
SIMU B BHJIC (POPMUPOBAHKSI OPTaHOB, TKAHEH U I[CIOCTHOTO
opranusMa. TE o0magaroT criocoOHOCTBIO CaMOPETYIISIIUH C
YyBCTBHUTEILHOCTEIO K cTpeccy (Zhou, Kishima, 2017) u xo-
3SIMH-OMOCPEIOBAHHBIM MEXaHM3MaM KOHTPOJISL SKCIIPECCHU
(Pizarro, Cristofari, 2016). TE-omocpenoBaHHbI KOHTPOJIb
9KCIIPECCUU OCYHIECTBIsIeTCs Oiaronapsi 0o0pa3oBaHHIO
YCCUCHHBIX CYNMPECCOPHBIX KOMUH Il TPAHCII03a3-0I0Ccpe-
JIOBAHHOM ayTOPETYJSAINH, MCIIONb30BAHNI0 COOCTBEHHBIX
AHTHUCMBICIOBBIX IMPOMOTOPOB, PETYIATOPHBIX (PaKTOPOB
xo3auHa 1 obpasoBanuio HKPHK u3 TpaHcmo3oHHBIX mO-
cienoBarenbHocTel (Shabalina, Koonin, 2008; Borchert et
al.,2011; Yuan et al., 2011; Singh, Rath, 2012; Hadjiargyrou,
Delihas, 2013; Xu et al., 2013; Gim et al., 2014; Johnson,
Guigo, 2014; Platt et al., 2014; Biryukova, Ye, 2015; Qin et
al.,2015; Zhang et al., 2016). Xo3simH-0MIOCpEIOBAaHHBIH KOHT-
POJIb CBSI3aH C BO3JCHCTBHEM SIHICHETHYCCKUX (PAKTOPOB,
TaKUX KaK MOTU(HUKAIINN THCTOHOB, PETyISTOPaMHU KOTOPBIX
spisitorest camu TE (Miousse et al., 2015), a Takke akPHK
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TE-npoucxoxkaenus (Shabalina, Koonin, 2008; Borchert et
al.,2011; Yuan et al., 2011; Singh, Rath, 2012; Hadjiargyrou,
Delihas, 2013; Xu et al., 2013; Gim et al., 2014; Johnson,
Guigo, 2014; Platt et al., 2014; Biryukova, Ye, 2015; Qin et al.,
2015; Zhang et al., 2016). Ha Bo3MOXHOCTH (popMUpOBaHNUS
camoperyisatopHoi cucremsl TE, criocoOcTByromiel pocty
1 Pa3BUTHIO OpraHni3Ma, YKa3blBacT YyBCTBUTCIbHOCTD TE x
BO3/eHicTBHIO cTeponaHbIX TopMoHOB (Kucenes, 2013). Yun-
ThIBasi BaxHyI0 poib TE B opMupoBaHNN T€HOMOB, TeHE3€
nexomupytommx PHK, Bnustomux Ha metunuposanue JJTHK
n mogudukanuu ructonos (Upadhyay et al., 2017), MmoxHO
MPEIONOKUTh, YTO BUAOCTEenH(pHIECKHe 0COOEHHOCTH
pacrnosoxeHus, koaudecTsa U cocrasa TE ciyxar ocHOBOU
SMHUI'CHETHYECKOI HACIEeICTBEHHOCTH.

KoH)NuKT nHTepecos
ABTOPBI 3asBIISIOT 00 OTCYTCTBUH KOH(IMKTAa HHTEPECOB.

Cnuncok nutepaTtypbl

bapanos B.C., Ky3uenosa T.B. Llutorenerrika sMOpHOHAIBLHOTO pa3-
BuTHs uenoseka. CI16., 2007.

Bantommu b.®. Dnurenetnka ceromgHs u 3aBTpa. BaBumoBCKuit xyp-
HaJ reHeTuku u cenekmmu. 2013;17(4/2):805-832.

Kucener O.1. DHioreHHbIE PETPOBUPYCHI: CTPYKTYpa M (YHKIIUH B re-
HOMe 4ernoBeka. Bomp. Bupyconorun. 2013;1:102-115.

[Marpymes JI.W., Munkesuu W.I. IIpobinema pasmepa reHOMOB dyKa-
puot. Yen. 6uon. xumun. 2007;47:293-370.

Belancio V.P., Roy-Engel A.M., Deininger P.L. All y’all need to know
‘bout retroelements in cancer. Semin. Cancer. Biol. 2010;20(4):
200-210.

Biryukova I., Ye T. Endogenous siRNA and piRNAs derived from
transposable elements and genes in the malaria vector mosquito
Anopheles gambiae. BMC Genomics. 2015;16:278.

Borchert G.M., Holton N.W., Williams J.D., Hernan W.L., Bishop I.P.,
Dembosky J.A., Elste J.E., Gregoire N.S., Kim J.A., Koehler W.W.,
Lengerich J.C., Medema A.A., Nguyen M.A., Ower G.D., Rar-
ick M.A., Strong B.N., Tardi N.J., Tasker N.M., Wozniak D.J., Gat-
to C., Larson E.D. Comprehensive analysis of microRNA genomic
loci identifies pervasive repetitive-element origins. Mob. Genet. Ele-
ments. 2011;1(1):8-17.

Bush S.J., Chen L., Tovar-Corona J.M., Urrutia A.O. Alternative splic-
ing and the evolution of phenotypic novelty. Philos. Trans. R. Soc.
Lond. B. Bilol. Sci. 2017;372(1713):pii:20150474.

Christie M., Croft L.J., Carroll B.J. Intron splicing suppresses RNA
silencing in Arabidopsis. Plant. J. 2011;68(1):159-167.

Coufal N.G., Garcia-Perez J.L., Peng G.E., Yeo G.W., Mu Y., Lov-
ci M.T., Morell M., O’Shea K.S., Moran J.V., Gage F.H. L1 ret-
rotransposition in human neural progenitor cells. Nature. 2009;
460(7259):1127-1231.

de Koning A.P., Gu W., Castoe T.A., Batzer M.A., Pollock D.D. Repeti-
tive elements may comprise over two-thirds of the human genome.
PLoS Genet. 2011;7(12):e1002384.

Dimmeler S., Nicotera P. MicroRNAs in age-related diseases. EMBO
Mol. Med. 2013;5(2):180-190.

Du Z., Yang C., Rothschild M.F., Ross J. Novel microRNA families
expanded in the human genome. BMC Genomics. 2013;14:98-
105.

Duan C.G., Wang X., Xie S., Pan L., Miki D., Tang K., Hsu C.C,,
Lei M., Zhong Y., Hou Y.J., Wang Z., Zhang Z., Mangrauthia S.K.,
Xu H., Zhang H., Dilkes B., Tao W.A., Zhu J.K. A pair of transpo-
son-derived proteins function in a histone acetyltransferase complex
for active DNA demethylation. Cell Res. 2017;27(2):226-240.

Dumesic P.A., Madhani H.D. The spliceosome as a transposon sensor.
RNA Biol. 2013;10(11):1653-1660.

BaBuNOBCKMI XKypHan reHeTUKn n cenekuymm « 2017 <216

747



Non-coding parts of genomes
as the basis of epigenetic heredity

Dupressoir A., Lavialle C., Heidmann T. From ancestral infectious ret-
roviruses to bona fide cellular genes: role of the captured syncytins
in placentation. Placenta. 2012;33(9):663-671.

Elliott T.A., Gregory T.R. Do larger genomes contain more diverse
transposable elements? BMC Evol. Biol. 2015;15(1):69-81.

Faulkner G.J. Retrotransposons: mobile and mutagenic from concep-
tion to death. FEBS Lett. 2011;585(11):1589-1594.

Feschotte C. The contribution of transposable elements to the evolution
of regulatory networks. Nat. Rev. Genet. 2008;9(5):397-405.

Finatto T., de Oliveira A., Chaparro C., da Maia L.C., Farias D.R., Woy-
ann L.G., Mistura C.C., Soares-Bresolin A.P., Llauro C., Panaud O.,
Picault N. Abiotic stress and genome dynamics: specific genes and
transposable elements response to iron excess in rice. Rice. 2015;
8(13). DOI 10.1186/s12284-015-0045-6.

Garcia-Perez J.L., Marchetto M.C., Muotri A.R., Coufal N.G., Gage F.H.,
O’Shea K.S., Moran J.V. LINE-1 retrotransposition in human em-
bryonic stem cells. Hum. Mol. Genet. 2007;16(13):1569-1577.

Gim J., Ha H., Ahn K., Kim D.S., Kim H.S. Genome-wide identifica-
tion and classification of microRNAs derived from repetitive ele-
ments. Genomics Inform. 2014;12(4):261-267.

Guo W., Zhang M.Q., Wu H. Mammalian non-CG methylations are
conserved and cell-type specific and may have been involved in the
evolution of transposon elements. Sci. Rep. 2016;6:32207-32219.

Hadjiargyrou M., Delihas N. The Intertwining of transposable elements
and non-coding RNAs. Int. J. Mol. Sci. 2013;14(7):13307-13328.

Huff J.T., Zilberman D., Roy S.W. Mechanism for DNA transposons to
generate introns on genomic scales. Nature. 2016;538(7626):533-536.

Johnson R., Guigo R. The RIDL hypothesis: transposable elements as
functional domains of long noncoding RNAs. RNA. 2014;20(7):
959-976.

Kitkumthorn N., Mutirangura A. Long interspersed nuclear element-1
hypomethylation in cancer: biology and clinical applications. Clin.
Epigenet. 2011;2:315-330.

Klawitter S., Fuchs N.V., Upton K.R., Munoz-Lopez M., Shukla R.,
Wang J., Garcia-Canadas M., Lopez-Ruiz C., Gerhardt D.J.,
Sebe A., Grabundaija I., Merkert S., Gerdes P., Pulgarin J.A.,
Bock A., Held U., Witthuhn A., Haase A., Sarkadi B., Lower J.,
Wolvetang E.J., Martin U., lvics Z., Izsvak Z., Garcia-Perez J.L.,
Faulkner G.J., Schumann G.G. Reprogramming triggers endogenous
L1 and Alu retrotransposition in human induced pluripotent stem
cells. Nat. Commun. 2016;7:10286-10301.

Kubiak M.R., Makalowska I. Protein-coding genes’ retrocopies and
their functions. Viruses. 2017;9(4):pii:E80.

Lee K.H., Chiu S., Lee Y.K., Greenhalgh D.G., Cho K. Age-dependent
and tissue-specific structural changes in the C57BL/6J mouse ge-
nome. Exp. Mol. Pathol. 2012;93(1):167-172.

Lee K.H., Yee L., Lim D., Greenhalgh D., Cho K. Temporal and spatial
rearrangements of a repetitive element array on C57BL/6J mouse
genome. Exp. Mol. Pathol. 2015;98(3):439-445.

Lee S., Stevens S.W. Spliceosomal intronogenesis. Proc. Natl. Acad.
Sci. USA. 2016;113(23):6514-6519.

Lei H., Vorechovsky 1. Identification of splicing silencers and enhanc-
ers in sense Alus: a role for pseudoacceptors in splice site repression.
Mol. Cell. Biol. 2005;25(16):6912-6920.

Lescale C., Deriano L. The RAG recombinase: Beyond breaking. Mech.
Ageing Dev. 2016;16:30263-30269. DOI 10.1016/j.mad.2016.11.003.

Liew Y.J., Aranda M., Carr A., Baumgarten S., Zoccola D., Tambutte S.,
Allemand D., Micklem G., Voolstra C.R. Identification of microRNA
in the coral Styphora pistillata. PLoS One. 2014;9(3):¢91101.

Llave C., Kasschau K.D., Rector M.A., Carrington J.C. Endogenous
and silencing-associated small RNAs in plants. 2002;14(7):1605-
1619.

LuD., Davis M.P., Abreu-Goodger C., Wang W., Campos L.S., Siede J.,
Vigorito E., Skarnes W.C., Dunham 1., Enright A.J., Liu P. MiR-25
regulates Wwp2 and Fbxw7 and promotes reprogramming of mouse
fibroblast cells to iPSCs. PLoS One. 2012;7(8):¢40938.

Luco R.F., Allo M., Schor LE., Kornblihtt A.R., Misteli T. Epigenetics
in alternative pre-mRNA splicing. Cell. 2011;144(1):16-26.

748 Vavilov Journal of Genetics and Breeding - 2017 <216

R.N. Mustafin
E.K. Khusnutdinova

Macia A., Munoz-Lopez M., Cortes J.L., Hastings R.K., Morell S., Lu-
cena-Aguilar G., Marchal J.A., Badge R.M., Garcia-Perez J.L. Epi-
genetic control of retrotransposons expression in human embryonic
stem cells. Mol. Cell. Biol. 2011;31(2):300-316.

Marchetto M.C., Narvaiza 1., Denli A.M., Benner C., Lazzarini T.A.,
Nathanson J.L., Paguola A.C., Desai K.N., Herai R.H., Weitz-
man M.D., Yeo G.W., Muotri A.R., Gage F.H. Differential L1 regu-
lation in pluripotent stem cells of humans and apes. Nature. 2013;
503(7477):525-529.

Miousse I.R., Chalbot M.G., Lumen A., Ferguson A., Kavouras 1.G.,
Koturbash 1. Response of transposable elements to environmental
stressors. Mutat. Res. Rev. Mutat. Res. 2015;765:19-39.

Moran Y., Praher D., Fredman D., Technau U. The evolution of mi-
croRNA pathway protein components in Cnidaria. Mol. Biol. Evol.
2013;30(12):2541-2552.

Morita S., Horii T., Kimura M., Ochiya T., Tajima S., Hatada I. miR-29
represses the activities of DNA methyltransferases and DNA de-
methylases. Int. J. Mol. Sci. 2013;14:14647-14658.

Muotri A.R., Chu V.T., Marchetto M.C., Deng W., Moran J.V,,
Gage F.H. Somatic mosaicism in neuronal precursor cells mediated
by L1 retrotransposition. Nature. 2005;435(7044):903-910.

Ong S., Lee W.H., Kodo K., Wu J.C. MicroRNA-mediated regulation
of differentiation and trans-differentiation in stem cells. Adv. Drug
Deliv. Rev. 2015;88:3-15.

Ostertag E.M., De Berardinis R.J., Goodier J.L., Zhang Y., Yang N.,
Gerton G.L., Kazazian H.H., Jr. A mouse model of human L1 ret-
rotransposition. Nat. Genet. 2002;32(4):655-660.

Pastor T., Talotti G., Lewandowska M.A., Pagani F. An Alu-derived in-
tronic splicing enhancer facilitates intronic processing and modulates
aberrant splicing in ATM. Nucleic Acids Res. 2009;37(21):7258-
7267.

Piriyapongsa J., Marino-Ramirez L., Jordan I.K. Origin and evolution
of human microRNAs from transposable elements. Genetics. 2007;
176(2):1323-1337.

Pizarro J.G., Cristofari G. Post-transcriptional control of LINE-1 ret-
rotransposition by cellular host factors in somatic cells. Front. Cell.
Dev. Biol. 2016;4:14-23.

Platt R.N., Vandeweqe M.W., Kern C., Schmidt C.J., Hoffmann F.G.,
Ray D.A. Large number of novel miRNAs originate from DNA
transposons and are coincident with a large species radiation in bats.
Mol. Biol. Evol. 2014;31(6):1536-1545.

Prak E.T., Dodson A.W., Farkash E.A., Kazazian H.H. Jr. Tracking an
embryonic L1 retrotransposition event. Proc. Natl. Acad. Sci. USA.
2003;100(4):1832-1837.

Qin S., Jin P., Zhou X., Chen L., Ma F. The role of transposable ele-
ments in the origin and evolution of microRNAs in human. PLoS
One. 2015;10(6):e0131365.

Ramsay L., Marchetto M.C., Caron M., Chen S.H., Busche S., Kwan T.,
Pastinen T., Gage F.H., Bourgue G. Conserved expression of trans-
poson-derived non-coding transcripts in primate stem cells. BMC
Genomics. 2017;18(1):214-226.

Richardson S.R., Morell S., Faulkner G.J. L1 retrotransposons and so-
matic mosaicism in the brain. Annu. Rev. Genet. 2014;48:1-27.

Samantarrai D., Dash S., Chhetri B., Mallick B. Genomic and epig-
enomic cross-talks in the regulatory landscape of miRNAs in breast
cancer. Mol. Cancer Res. 2013;11(4):315-328.

Shabalina S.A., Koonin E.V. Origins and evolution of eukaryotic RNA
interference. Trends Ecol. Evol. 2008;23(10):578-587.

Shen S., Guo X., Yan H.,, Lu Y., Ji X,, Li L., Liang T., Zhou D.,
Feng X.H., Zhao J.C., Yu J., Gong X.G., Zhang L., Zhao B. A miR-
130a-YAP positive feedback loop promotes organ size and tumoro-
genesis. Cell Res. 2015;25:997-1012.

Singh D.K., Rath P.C. Long interspersed nuclear elements (LINEs)
show tissue-specific, mosaic genome and methylation-unrestricted,
widespread expression of noncoding RNAs in somatic tissues of the
rat. RNA Biol. 2012;9(11):1380-1396.

Smalheiser N.R., Torvik V.I. Mammalian microRNAs derived from ge-
nomic repeats. Trends Genet. 2005;21(6):322-326.

Epigenetics



HekoampytoLyme 4acTv reHoma Kak OCHOBa
3MUreHeTUYECKON HaCNeACTBEHHOCTM

Tourasse N.J., Stabell F.B., Kolsto A.B. Survey of chimeric IStron ele-
ments in bacterial genomes: multiple molecular symbioses between
group I intron ribozymes and DNA transposons. Nucleic Acids Res.
2014;42(20):12333-12351.

Ulrich A.K.C., Wahl M.C. Human MFAP1 is a cryptic ortholog of the
Saccharomyces cerevisiae Spp381 splicing factor. BMC Evol. Biol.
2017;17:91-107.

Upadhyay U., Srivastava S., Khatri I., Nanda J.S., Subramanian S., Aro-
ra A., Singh J. Ablation of RNA interference and retrotransposons
accompany acquisistion and evolution of transposases to hetero-
chromatin protein CENPB. Mol. Biol. Cell. 2017;28(8):1132-1146.

Van den Hurk J.A., Meij L.C., Seleme M.C. L1 retrotransposition can
occur early in human embryonic development. Hum. Mol. Genet.
2007;16(13):1587-1592.

Wissing S., Munoz-Lopez M., Macia A., Yang Z., Montano M., Col-
lins W., Garcia-Perez J.L., Moran J.V., Greene W.C. Reprogram-
ming somatic cells into iPS cell activates LINE-1 retroelement mo-
bility. Hum. Mol. Genet. 2012;21(1):208-218.

dnureHeTnKa

2017
21-6

P.H. MyctadpuH
3.K. XycHyTamHoBa

Xu C., Tian J., Mo B. siRNA-mediated DNA methylation and H3K9
dimethylation in plants. Protein Cell. 2013;4(9):656-663.

Yuan Z., Sun X., Liu H., Xie J. MicroRNA genes derived from re-
petitive elements and expanded by segmental duplication events in
mammalian genomes. PLoS One. 2011;6(3):e17666.

Zakrzewski F., Schmidt M., Van Lijsebettens M., Schmidt T. DNA
methylation of retrotransposons, DNA transposons and genes in
sugar beet (Beta vulgaris L.). Plant J. 2017; DOI 10.1111/tpj.13526.

Zhang G., Esteve P., Chin H.G., Terragni J., Dai N., Correa Jr. LR,
Pradhan S. Small RNA-mediated DNA (cytosine-5) methyltransfer-
ase 1 inhibition leads to aberrant DNA methylation. Nucleic Acids
Res. 2015;43(12):6112-6124.

Zhang H., Tao Z., Hong H., Chen Z., Wu C., Li X., Xiao J., Wang S.
Transposon-derived small RNA is responsible for modified function
of WRKY45 locus. Nat. Plants. 2016;2:16016-16023.

Zhou H., Kishima Y. Alternative plant host defense against transposon
activities occurs at the post-translational stage. Plant Signal. Behav.
2017;e1318238. DOI 10.1080/15592324.2017.

BaBuNOBCKMI XKypHan reHeTUKn n cenekuymm « 2017 <216

749



