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NHcepunoHHbIN MyTareHes, oOyCOBMIEHHbIA TPAHCMO3MLMAMM MOOUbHBIX IEMEHTOB, JIEXXMT B OCHOBE U3Me-
HEeHWII TeHOMOB B €CTECTBEHHOM OT60pe. TPaHCNO30HbI ABAAIOTCA CEHCOPOM SKOMOMMUYECKUX CTPECCOBbIX BO3-
LelcTBUIN, 6narofapsa yemy BO3[ENCTBUA CTPECCOPOB Ha OPraHW3Mbl MOTEHLUMPYIOT U3MEHEHWA PacnonoXeHns
TPaHCMO30HOB, YTO CMOCOGCTBYET afjanTaummn 1 BUA006Pa3oBaHMIo. ITO 06YCNOBNEHO M3MEHEHNEM MEXAHN3MOB
MopdoreHesa, Tak Kak TPaHCMO30HbI COAep»KaT B CBOEM COCTaBe perynaTopHble NocnefoBaTeNbHOCTM, OKa3biBa-
IoLLMe YUC- 1 MPAHC-BO3LAENCTBIE Ha SKCMpeccuto cneurdrnyecknx 6eok-koampyowmnx reHo. MobunbHble reHe-
TUYECKME 3N1eMeHTbl CMOCOBHBI TaKKe K calT-creumdrnyeckM nepemeLLeHnAM, KOTopble NPUBOAAT K akTUBaLum
reHOB CTPeccoBOro oTBeTa. Kpome TOro, TPaHCMO30HbI Ciy»aT nctoyHnkamm MnkpoPHK, siPHK, anvHHbIX Heko-
anpytownx PHK 1 caiiToB cBA3bIBaHUA C TPAHCKPUNUMOHHBIMU daKTopamu. B asoniounn 6narogapsa MoounbHbIM
reHeTUYeCK1M 3N1IeMEHTaM BO3HMKAIOT HOBble 6eNOK-KOAMpPYIOLLMe reHbl NyTeM OAOMALUHMBAHUA, SK30HM3aLMMN 1
aynnvkaumuy. [laHHble reHbl cogepKaT HyKNeoTUHble NoCAef0BaTENbHOCTI, KOTOPble B3aUMOLENCTBYIOT C NPo-
LleCCMPOBaHHbIMY 13 TPAHCMO30HHBIX TPAHCKPUMTOB Hekoampyowymn PHK, B ¢BA3M € ueM OHM HaxomATcA rnop
yrnpaB/ieHeM 3MnnUreHeTUYeCKNX PerynaTopHbIX CeTel C yyacTieM MOBUIbHbBIX FeHETUYECKMX dN1eMeHTOB. Mo3Tomy
Hacnegyemble 0COGEHHOCTM PACMONOXKEHNA U COCTaBa TPAHCMO30HOB MOTYT UMETb 3HAUEHME B XapaKTepe pearu-
pOBaHVA Ha onpeAesieHHble SKONTOrNYeCcKre CTPeCCOPHble BO3AENCTBUA. DTO CITYKUT OCHOBOW ANA oTbopa U Bbl-
XKMBaHMs 0cobeit co cneyndryeckum COCTaBOM U XapaKTepoM PacnofioXKeHWs TPAHCMO30HOB, CMOCOOCTBYIOLLMX
apanTaumu npy onpefaeneHHbIX CPeAoBbIX YCIOBMAX. B 3BonoLMM CBOMCTBO TPAHCMO30HOB NepemMeLLaTbCs B cre-
unduryeckmne caiTbl FeHOMA, PErynpoBaTh SKCNPECCHIO FeHOB 1 B3aMIMOAENCTBOBATL C TPAHCKPUMLUMNOHHBIMUN paK-
TOpamu, HapsAAy CO CMOCOBHOCTbIO pearnpoBaTb Ha SKONOMMYECKME CTPECCOPDI, ABMAETCA OCHOBOMN AN GbiCTpOi
MN3MEHUYMBOCTY 1 BMA00OPa3oBaHMA 3a CYET MOAYINPOBAHUA YNpaBieHNA OHTOreHe3oM. Ponb TPaHCMO30HOB B
3Kosornyeckom mopdoreHese NoaTBepKaeHa AaHHbIMU 06 X TKaHe- 1 cTagnecneundrnyecknx 0CoO6eHHOCTAX aK-
TUBaLMM 1 yYacTum B ynpaBneHnmn anddepeHUMpPOoBKOI KNeTOK B SMOproreHese 1 NoCTHaTanbHOM pa3Butuu. [lo-
NMOMHUTENBHBIM MCTOYHNKOM U3MEHUYUBOCTY CIYXKWUT rOPV30HTaIbHbIN NEPEHOC TPAHCMO30HOB, CNOCOOCTBYOLMNIA
MN3MEHEHWIO UX COCTaBa B FeHOMaX.
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In natural selection, insertional mutagenesis is an important source of genome variability. Transposons are sensors
of environmental stress effects, which contributes to adaptation and speciation. These effects are due to changes
in the mechanisms of morphogenesis, since transposons contain regulatory sequences that have cis and trans ef-
fects on specific protein-coding genes. In variability of genomes, the horizontal transfer of transposons plays an
important role, because it contributes to changing the composition of transposons and the acquisition of new
properties. Transposons are capable of site-specific transpositions, which lead to the activation of stress response
genes. Transposons are sources of non-coding RNA, transcription factors binding sites and protein-coding genes
due to domestication, exonization, and duplication. These genes contain nucleotide sequences that interact with
non-coding RNAs processed from transposons transcripts, and therefore they are under the control of epigenetic
regulatory networks involving transposons. Therefore, inherited features of the location and composition of trans-
posons, along with a change in the phenotype, play an important role in the characteristics of responding to a
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variety of environmental stressors. This is the basis for the selection and survival of organisms with a specific com-
position and arrangement of transposons that contribute to adaptation under certain environmental conditions.
In evolution, the capability to transpose into specific genome sites, regulate gene expression, and interact with
transcription factors, along with the ability to respond to stressors, is the basis for rapid variability and speciation by
altering the regulation of ontogenesis. The review presents evidence of tissue-specific and stage-specific features
of transposon activation and their role in the regulation of cell differentiation to confirm their role in ecological

morphogenesis.
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BBepeHune

Dkonornueckuii MoporeHes oTpakaeT 0COOEHHOCTH pocTa
1 pa3sBUTHUA OPTaHU3MOB 110/ BIMIHUEM KIIFOUCBBIX MEXaHNU3-
MOB aJIaNTALNK IPH BO3AECHCTBUH 3KOJIOTUYECKUX (DaKTOpOB
(Curran, 2015). OcHOBHBIE TPUHIIHITBI AKOJIOTHIECKOTO MOP-
(horeHesa CBS3aHBI C TEM, YTO TEHETHYECKHE PO PAMMBI, KOH-
Tponupyromue auhhepeHIPOBKY U pa3BUTHE TKaHEH, dBO-
JIFOIIMOHUPOBAIIHN IO ICHCTBUEM OIIPE/ICICHHBIX (PaKTOPOB
OKpYKaroIIel cpeibl ¢ 0TOOPOM ONTUMATBHBIX aIalTUBHBIX
MOp(OPYHKIIMOHATEHBIX BO3MOKHOCTEH opranmMa (Deng et
al.,2014). Eme B 1940-x rt. K. Yonnuarronom (Waddington,
1942) 651510 BBIABIEHO, YTO HEKOTOPBIE (DEHOTUITHYECKHE Yep-
ThI, HHAYIIMPOBAHHBIE METOJOM TEIJIOBOTO IIIOKA Y KYKOJIOK
JIPO30(HIIBI ¥ 3aT€M OTOOpaHHBIE B sy OKOJICHUH, ITpU Ha-
JIMYUH TCIIJIOBOI'O HIOKA CTAHOBATCA HACIICAYEMbIMU. To ecth
BBI3BaHHBIC SKOIOTHYeCKIMH cTpeccopamu (DC) n3MeHEeHUs
(heHOTHITMYECKHUX TPU3HAKOB MOTYT HACJIEAOBATHCS Yepes3
3apOJBILICBYIO JTUHHIO. J[J1s1 JapBUHOBCKOTO OOBSICHEHUS
MOJTyYCHHBIX TAaHHBIX YOJIMHITOH pa3padoTas KOHIETIHIO
«KaHAJIM3alMu ¥ accuMuiiMny. Kanannzanuei Oblia Ha-
3BaHa yCTOWYMBOCTH OpraHM3Ma K CTPECCYy M CIIOCOOHOCTh
MO/IIEPKUBATh MOCTOSIHCTBO (peHoTHIa. [Tpn 3TOM renernye-
CKHE BapHally TeHOB OPraHM3MOB OJIHOTO BH/Ia, CIOCOOHBIE
M3MEHUTD (PEHOTHII, OCTAIOTCS CKPbIThIMU. Eciu cTpecc no-
CTAaTOYHO CHJIBHBIH, YTOOBI MPEOAOJIETh 3TY YCTOWUYNBOCTS,
MyTh Pa3BUTHSI MOXKET W3MEHUTHCS Oarofapst SKCIpeccuu
OIIPE/ICJICHHOT0 I'eHa M3 MMEIOIINXCSl Bapualii, KOTOpbIE
OCTaBAJIUCh CKPBITHIMU. DTOT BAPUAHT MOXET COXPAHUTHCS
B X071¢ 0TOOpa 1 CTaTh HACJIEAyEeMBIM ITOCPECTBOM IIpoliecca
accummnsininu (Waddington, 1959).

B nuTeparype HaKoMIEeHB! JaHHBIE, TIO3BOJISIONINE MIPEa-
MOJIOKUTh, YTO CKPBITBIMH I'€HETHUYECKUMH CTPYKTYpaMH,
KOTOPBIE CIIOCOOHBI M3MEHSTh IKCIIPECCUIO CHIELUPHYSCKUX
TE€HOB B OTBET Ha ompezeneHnple DC, MpeoaoieBaIne
YCTOHYMBOCTb K IIOCTOSTHCTBY (DEHOTHIIA, MOTYT OBITH TPaHC-
II030HBI, TaK KaK OHM UIPAIOT BAXKHYIO POJb B PETYISALUN
SKCIpeccuu TeHoB B oHTOoreHe3e (de Souza et al., 2013; Pav-
licev et al., 2015; Wang et al., 2016; Ito et al., 2017; Ramsay
etal., 2017; Saze, 2018) u ciry:KaT HCTOYHUKAMH U3MCHCHHI
smureHetndeckux (O17) dakropos (Li et al., 2011; Ito, 2012;
Kapusta et al., 2013; Gim et al., 2014; Cho, 2018).

Tpancmnosons (TE — transposable elements) — 310 reneTu-
YEeCKHE HJIEMEHTBHI, IePEeMEIIAOIINECs U3 OTHOH ITO3UINHU B
reHome B Jipyryto. OHH MOTYT OBITH IPOCTHIMU (HAIpPHUMED,
WHCEPIMOHHBIC AEMEHTHI — IS) MITH CIOKHBIMHU, HECYITIMHU
TEHBI, KOTOPBIE YYaCTBYIOT B KOHBIOT ALY 1 JIEKAPCTBEHHOM
ycroitunBoctu y npokapuot. Pasmepst TE Bapsupytot ot 0.7
10 500 Thic. map HykieoTus0B (Zhang, Saier, 2012). Homen-
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KJIaTypHas cucrema [S-a1eMeHTOB NpoKapruoT npecTaBieHa
B 0a3e manHEIX (http://www-IS.biotoul.fr). st ximaccuduka-
IIM TPAHCIIO30HOB OaKTEpHi U apXeil HCIONB3YIOT CUCTEMY,
npeanoxennyo B 2008 1. (Roberts et al., 2008). Paznuuator
nBa ocHoBHBIX kiacca TE. Kmacc I npeacrasien petpo-
anemenTamu (PD), KoTopble NepemMeniaTcs 1Mo MEXaHU3MY
«xomupoBaHue—BcTaBka». Cpean Hux BelaensaoT LTR-PO,
KOTOPBIE COJepIKaT JUIMHHBIE KOHIIEBBIE MOBTOPHI (long ter-
minal repeat — LTR), Britouaromniyie 3HJ0reHHbIE PETPOBH-
pycs (endogenous retroviruses — ERV), u non-LTR-PD (ue
conepxamue LTR). PasHble nx mpeacTtaBUTe N copepikat
TpaHcKpHITasy (reverse transcriptase — RT) murs peruikarum,
HO pa3yInyaroTCs COCTaBOM KaTaJMTHUYECKUX KOMIIOHEHTOB,
OTBETCTBEHHBIX 332 MHTETPALIUIO B TeHOM X03sMHa. B xiacc 11
BxogaT JAHK-TE, nepememiaromuecs: nyTeM «BbIpe3aHUsI—
BCTAaBKMU» HJIN «KATALICTOCS KOJIbLA». Nx TpaHCIIO3ULUA
BO3MOYKHA OJaroyaps TpeM pa3mnaabM Mexannsmam: DDD/E
TpaHCI03a3a, THPO3MHOBAs PEKOMOMHA3a M HHJIOHYKJICa3a
HUH B coueranuu ¢ renuka3soii (Kojima, 2018). Camas pac-
npoctpaneHHas kiaccudukammsa TE npencrasnena B Repbase
(http://www.girinst.org/repbase/). TE cocTaBisioT Tarxxe 3Ha-
YHUTEJIBHYIO YaCTh TEHOMOB pactenuii (oosiee 80 %), rpudoB
(3—20 %) n xuBoTHBIX (3—45 %) (Wicker et al., 2007).
CymecTBeHHbIM BKIa B uzydyenue TE, ux cucremaru-
3alUI0 U OIPE/EICHHe PEryJsITOPHOI POJIM BHECIIH OTede-
cTBeHHBIE nccnenosarenu. Ente B 1984 1. P.b. Xecun B cBoE€it
MoHorpadun «HermocTossHCTBO reHOoMa» MOAPOOHO omHcant
u cucremarusuposan TE npokapuoT u 3yKapuor, OTMETUB
WX PONb B TEHETHYECKON PEeKOMOWHANNHU, MPUBOIAIICH K
YMHOXXEHHIO reHoB. [laparurensHyio H3MEHYNBOCTh XeCHH
o0bsicHs1 BiusinueM TE co cxonHol caiT-crienin(puuHOCThIO
uaTerpannu (Xecun, 1984). B manpHEHmmMX sKCTIEpUMEH-
TANBHBIX padoTax Ha Apo3oduie OblTa MOATBEPKICHA POITb
caiir-crienn¢uueckoit narerpauun TE kak agantupyroeit
cniocoonoctn reromoB (Kaiinanos u ip., 1996). I1pu pacmono-
skennn TE BOMU3M onpeieIeHHBIX TEHOB M3-32 0COOCHHOCTEH
TepPMHUHATHBHBIX HHCEPIIMI OINPEAeIeHHOI 0CO0M BO3ZMOXKHA
cnerrduueckas peakus Ha OC, 9T0 0OBICHACT MOHATHUS
«KaHAJIM3alMU U aCCUMUIISILIMMY Ha TeHETHYECKOM YpPOBHE.
210 00ycnoBieHno aktupauved TE B 0TBeT Ha BO3nEHCTBUE
ctpecca (Todeschini et al., 2005; Mapkens, 2008; Ito et al.,
2016) u BrussareM TE Ha 9yBCTBUTEIBHBIC K CTPECCY TCHBI
BCJIEJICTBUAE CONEPIKAHUSA PETYIISATOPHBIX HYKIECOTUIHBIX I10-
clezoBaTeIbHOCTEN B TpaHcmo3oHax (de Souza et al., 2013;
Feng et al., 2013). Hanpumep, B reHOME YeTIOBEKa BBISIBICHO
794972 caiita CBsI3bIBaHUS C TPAHCKPUIILIMOHHBIMU (haKkTOpa-
M (T®), mpomzomreanmx Toiapko ot LTR-PD, koTopsie xapak-
TEPU3YIOTCS cHenn(pHIecKO aKTHBAIMEH B pa3HbIC CTAINU
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pas3Butus 1 B 3aBucuMoctH oT TkauH (Ito et al., 2017). Kpome
TOTO, B XOJI€ IBOTIONINH chopMupoBaiack crrocodHocts TE k
caifr-criennuuaeckoit rpancnosuimn (Mapkeins, 2008; Feng
etal., 2013), odecneunBaromieit TE, moMumMo tuHaAMHUYIECKOTO
BJIMSHUS Ha dKCTIpeccuro 6emok-komupyrommx reHoB (BKI)
in cis v in trans (de Souza et al., 2013; Sahebi et al., 2018),
CTaOMJIBHOE M3MEHEHHE PEeryysliii IFeHOB 3a CUeT CTPYK-
TYPHBIX IepecTpoek. MI3MeHunBOCTh, MHAyIHpoBaHHas JC,
JIGKUT B OCHOBE ABOJTIOLIMOHHBIX Iporeccos (Mapkens, 2008),
a MHOTHE BUJIbI DYKapHOT BO3HUKIIU IIPU «BCIIBIIIKAX TPAHC-
TIO3HIINID TIPU MEKBUIOBOI THOPHIN3AIINH, ISHCTBOBABIICH
B KadecTBe «reHoMHoro moka» (Yepecus u ap., 2008).

AxtuBanus TE mopn neiictBuem crpecca BnepBble Oblia
ommcana b. Mak-KnmnTtok. B ee paHHUX HaOMIONEHHSIX ITO-
Ka3aHO, YTO TPAHCIIO3UIINU CBSA3aHBI C SIBJICHUSIMH T€TEPO-
XPOMAaTHHHU3ALUH, @ MOOMIT3ALIUSI TeTePOXPOMATHHOBBIX J10-
MEHOB MOJKET U3MEHATH dKCIpeccuio reHoB. Mak-KimHTok
npeanonarana, uto TE, koTopsle oHa Ha3bIBaga KOHTPOJIHU-
PYIOIIMMH 3JIEMEHTAMH, TO3BOJISIOT T€HOMY OoJjiee THOKO
pearuposath Ha ctpecc (McClintock, 1984). [leiicTBuTensHO,
TE urpatot BaxkHy!o posib B agantauuu. Mucepunu TE moryT
BJIMSITH HA 0COOCHHOCTH 3KCIPECCHU I'€HOB X03sMHa 1 00ec-
MEYNBATh OPTaHU3MbI MEXaHU3MAMH OBICTPOH TE€HETHYECKOH
M3MEHYMBOCTH 3a cueT pearuposanus TE Ha crpecc. Tak, y
apabunorcuca (Arabidopsis thaliana) nepeMenicCHUE aKTH-
Bupyemoro HarpeBanueM TE ONSEN npuBOANT K MyTaluu
TeHa, YyBCTBUTEIBHOTO K a0cIm30Boi kuciote (ABA). Oto
CHocoOCTBYET HEUYBCTBUTEIBHOCTH pacTeHus: K ABA u to-
JIEPAaHTHOCTH K cTpeccopy. To ectb aktuBauus TE non aeii-
ctBreM DC MOXKET BBI3BIBATH MOJYJIMPOBAHHE PEAKIIMH XO35IH-
Ha Ha BO3JECHCTBUSI Cpelibl. DIUTEHETUYECKUE MEXaHH3MBbI
00BryHO 3anTymaioT 3¢ ekt HoBo nHCcepiwH (1 ABA npu
nomoty IBM2), Ho MoryT BEIOOpOUHO «BKII04aTh» TE mpn
crpecce (Ito et al., 2016). MHAyKIMsT MHTETPALIMOHHBIX CO-
OnITHif ozt BustHEEeM DC BhIsBIIeHa y TprOoB. Hampumep, y
Saccharomyces cerevisiae peTposneMenTsl 1)/ akTHBUPYIOTCS
T0J1 BIMSIHUEM pa3iinuHbix DC, B TOM YHCIIE IPU HEJJOCTATKE
anenunna (Todeschini et al., 2005).

Posne TE B 3BOMIOLIMOHHON U3MEHUMBOCTH CBSI3aHA TAKIKE C
UX CIIOCOOHOCTBIO BBI3bIBATH XPOMOCOMHBIE TIEPErPyIIITUPOB-
KM, BKJIIOYAs! AEJIEIHH, HHBEPCUH U CIHSHHUE PEIUINKOHOB —
LEHTPAJIbHBIC COOBITHS MHOTHX YBOIOLMOHHBIX IIPOLIECCOB.
Kpome toro, TE sBistoTCS NPUYMHON 3HAUNTEIBHON peop-
TaHW3AIMY TEHOB U3 IIEPBOHAYANIBHBIX CITyJalHBIX MOPSIKOB
TI0/T IaBJICHHEM 0TOOpa. Y sykapHoT B xoze sBononun TE
CHOCOOCTBOBAIM BO3HHUKHOBEHHIO a/IallTUBHBIX MYTallWH,
MPOUCXOIAIINX CIydalfHBIM 00pa3oM, HO C MOBBIIICHHON
CKOpPOCTBIO B yCIIOBHSX Bo3JelcTBHA cTpecca (Zhang, Saier,
2012). HabGnronaeMbie B OTBET Ha CTPECC MIMPOKOMACIIITAOHBIC
n3menenus merrmuposanust JJHK (Dowen et al., 2012) moryT
oTpakaTb TUHaMUKy dkcnpeccur TE, uyBctBuTenpHbIx k OC
u crpeccoBoii peakuuu opranusma (Todeschini et al., 2005;
Mapxkemns, 2008; Ito et al., 2016). 910 00ycIOBICHO Ba)KHON
ponbio TE B kauecTBe MCTOYHUKOB BOSHUKHOBEHHSI HEKOH-
pytoux PHK (uxkPHK) (Li et al., 2011; Gim et al., 2014;
Cho, 2018), koTOopBIe OKA3bIBAIOT PETYASTOPHOE BIUSIHUE HA
CTPYKTYpYy XpOMaTHHa U MeTHIHpoBaHue reHoma (Ito, 2012;
Zhang et al., 2015). Kpome Toro, ceorictBo TE npu nx aktu-
BaIlM¥ YCHIIMBATh TPAHCKPHIIIIUIO TEHOB CTPECCOBOTO OTBETA
(Feng et al., 2013; Ito et al., 2016), a Takxe OKa3bIBaTh pery-
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JISITOPHOE BO3ICHCTBUEC in Cis W in trans Ha Pa3HOOOPA3HBIC
BKT" (de Souza et al., 2013) memaer TE yHHBepcambHBIMA
nocpeHuKaMu B3auMozeiicteus reHoma ¢ OC. Hampumep,
npu uccienoBannu JIHK-nemerunas y pactenuii BwisBIie-
HO, 4TO WX MEpBUYHAS (DYHKIHS 3aKIOYAETCS B PErysIIUN
SKCIPECCUH T€HOB CTPECCOBOIO OTBETA 3a CUET BIUSHUS HA
npomotopsl TE (Le et al., 2014). Biusiaue TE Ha perynsuro
paboTBI TEHOMA CBSA3aHO TAKXKE C TEM, YTO B HBOJIFOLIMN OHHU
OKa3aJIMCh BaKHEHIMME ucTogHnkaMu reHoB T® (Lin et al.,
2007; Feschotte, 2008) u caliTOB CBA3bIBAHUS C HUMH, aKTH-
BaIlMs KOTOPBIX XapaKTepHa JUIsl EPEKITIOUEHHS SKCIIPECCUT
TeHOB NpH An(PepeHnnpoBKe KIIETOK B oHTOreHe3e (de Souza
etal., 2013; Ito et al., 2017).

Okcmpeccus TE uyBcTBuTensHa kak k OC, Tak ¥ K cTpec-
COBBIM peaknusM camoro oprauusma. IIpu stom TE moryt
BBI3BIBATH JIOKAJBHYIO PETYJSALUIO ONpEleICHHBIX TeHOB,
neiicTBys Kak sHXaHcepsl (Makarevitch et al., 2015), a Taxoke
M3MEHSTH AKCIIPECCHIO CIIENU(PNIECKUX TEHOB C IIOMOIIBIO
HKPHK (Cho, 2018). TE moryT neiicTBoBarh Kak cTpecc-
YyBCTBUTEIIBHBIE PETYIATOPSI, BIUAA in Cis U In trans Ha
padoty BKI (de Souza et al., 2013; Sahebi et al., 2018). ['eno-
MBI X035I€B, B CBOIO OUepe/ib, BRIPAOOTAIN B XOZE IBOTIOIUU
CIOCOOHOCTB PETYIIUPOBATh AKTUBHOCTD M CIENN(UIHOCTD
uHTerpanun A TE, cMsryas HecTaOMIbHOCTh TEHOMA, BBI-
3BaHHYIO HEKOHTPOJIUPYEMBIMU TPAHCTIO3UIMSIMU. B Hemas-
HUX UCCIIEOBAaHMsX ITOKAa3aHa KITI04eBasi poib Maibix HKPHK
B PETyISILIMN TPAHCIIO3UIMH Y TPHOOB, PACTEHHH 1 )KUBOTHBIX
Yyepes KOHCEePBaTUBHBINA MexaHu3M. Curnaisl o Hamnunu PHK
TPAHCIIO30HOB WJIM MX MHTETPALIUH B CTICIN(HIECKUE JTOKYChI
reHoma nepenarorcst MmassiM HKPHK, koTtopsie HarpaBmisiioT
SMUTEHETHYECKHE MOTM(UKALINY U CailJICHCHHT T'eHa 00paTHO
k TE (Wheeler, 2013). Perymsms TE reHOMOM X03siMHA HOCHT
00aNbHBI XapakTep ¢ BOBJIEUEHHEM BCEX PAa3HOBHJIHO-
creit HKPHK (Mycradun, XycnytnuHoBa, 2017). YaursiBast
BaxkHy!0 posib TE B kauectBe ucrounukoB HKPHK, moxxHo
MIPE/TIONIOXKHTE, 4TO B X0/1e dBoutorn TE BeipaboTanu crno-
COOHOCTB CAaMOPETYIISIIIH PH TTOMOIIH ITPOIIECCHPOBAHHBIX
MIPOIYKTOB COOCTBEHHOI TPaHCKPHUIIINHU, 00€CIIeUnBaIOIICH
UX ONTUMAJIbHOE B3aMMOJICHCTBHE C TeHOMOM Xo3sinHa. TE
MOTYT MHIYLUUPOBaTh MyTallUH IOl KOHTpPOJeM (haKTOpOB
XO35IMHA B Iporiecce, GEHOTUIHUECKH U MEXaHUCTHUECKH
COOTBETCTBYIOIIEM OTPE/IEIICHHIO «HAIIPABIICHHBIE My TaII»,
KOTOpPBIE TPOUCXOAAT C BBICOKOM YAaCTOTOM IPU BO3/1EHCTBUN
CTpecca, eclIi OHU BBITOJHBI X03uHY. [IpoToTHmb! Hampas-
JICHHBIX MyTanuii oOHapyskeHsl y 6akTepuid. Hanpumep, mm-
Huu E. coli ¢ nenenueii reHa crp He MOTYT PacTH Ha IIHLICPUHE
(Glp(-)). Omnaxo nHcepimn IS5 B cnenududeckyro obaacts
HerocpeacTBeHHO nepen mpomotopoM glpFK npuBomsT k
s dexTnBHOMY Hcnonb3oBanuio runepuHa (Glp(+)) co
CKOPOCTSIMHU, KOTOpPBIE 3HAUUTEIHHO YBEIMYHBAIOTCS TPH-
CYTCTBHEM DIIMIIEPHHA WX TTIOTEPEl perpeccopa IIINIeprHa
(GIpR) (Zhang, Saier, 2012). 3akoHomepHbic uHTerpanuu TE
BBISIBIICHEI B TeHOME Schizosaccharomyces pombe, B KOTOpOM
LTR-PD TfI BcTpanBaeTcsi B IPOMOTOPEI € MIPEATIOYTCHHEM
reHoB ctpeccoBoro oreera (Feng et al., 2013). bbutu BbIsiB-
JIEHBI TAKXKE CalThl IPEANOYTUTENbHON nHTerpanuu TE nox
neiictBueM crpecca 'y D. melanogaster (Bacunbesa u 1p.,
1997). Y nannoro o0bexta 94 % Bcex uHCepLuil P-anemMenTa
W BCE WHCEPUUHU APYTUX dIEeMEHTOB ( jockey, gipsy) B 00-
JIacTH TPOMOTOPOB T€HOB MPUXOIMIINCH HA TEH TEIJIOBOTO
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moka asp70 (Walser et al., 2006). To ecTh omocpenoBaHHbIC
TPAHCIIO30HAMH M3MCEHEHUS ABISIOTCS «HAIPAaBICHHBIMHU
myTanusmm» (Yepecus u np., 2008).

AKTI/IBaLI,I/If-l TPaHCNO30HOB
npwu cTpecce y pacteHUn
Pacrenus pasnnuarorcs cocraBoMm TE, ux pacnpenenesuem,
a Takke ocobenHocTsaMu MUKpoPHK, uTo oTpakaercs Ha x
Mopdorenese nox aelicteuem crpecca (Mycradun, 2018).
Bausnue TE Ha nuHaMuKy sKcripeccuu TeHOB Npu (hopMu-
pOBaHUHM TKAaHEHW OIMOCpPEIOBAaHO B3amMopewcTBueM ¢ DI
(akropamu, takumu kak HKPHK, mermmmposanne JJHK u
MoauuKanu TucToHoB. Y pactennit siPHK oTBeTcTBEeHHBI
3a PHK-3aBucumoe metunmmposanne JIHK (RADM), kotopoe
nozasisier TE npu ux akTHBaIuy 1moj| JeWCTBHEM cTpecca U
cobObrTnit tnopuauzanuu (Ito, 2012). CiocoOHOCTH perysnu-
pOBaTh aKTUBHOCTH TEHOB BO3AECHCTBUEM Ha IIEJIEBOE METH-
JMPOBaHNE U Ha N3MEHEHHE MOIU(HUKAIIMN THCTOHOB BBISIB-
nena takxe y MukpoPHK n nnunanbix HKPHK (Zhang et al.,
2015), BaxxHBIMH HCTOYHUKAMH KOTOphIX sBistfoTest TE (Li et
al., 2011; Kapusta et al., 2013; Lorenzetti et al., 2016; Cho,
2018). To ectb B x01€ 3BOMIONMHU TE 00peinn criocoOHOCT
CaMOpETYJISIIUK MPOAYKTAMH IPOLIECCHHTa COOCTBEHHBIX
TPAHCKPHUIITOB, YTO UMEET BaKHOE 3HAUEHHUE B YIPABICHUU
¢dynkimonnpoBanueM bKI in cis u in trans (de Souza et al.,
2013) u myTem caiT-crermduyaeckux Tpancnosunui (Map-
kenb, 2008; Feng et al., 2013; Sahebi et al., 2018).
IIpoucxonsaume or TE ukPHK cniocoGHBI 0ka3biBaTh pe-
TYISITOPHOE BO3/IEHCTBHE HEMOCPEACTBEHHO HA SKCIIPECCUIO
BKI, xoTopble conmeprkar Mmocie0BaTeIbHOCTH, HACHTHY-
Hele TE (puc. 1). 310 cBa3anHo ¢ BaxkHOI posnbio TE B BO3-
HukHoBeHnu BKI' B xoe 9BOJIIOINH 3a CUET OIOMAIITHUBAHUS

Crpecc

Crpecc

TpaHckpununa

TpaHcnauua

TpaHckpunuma
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(Zdobnov et al., 2005; Lin et al., 2007; Feschotte, 2008;
Dupressoir et al., 2012), o6pa3zoBanus perpoxonwmii (Kubiak,
Makalowska, 2017) n sx3onnzauu (Lin et al., 2008; Sela et
al., 2010; Schmitz, Brosius, 2011; Tajnik et al., 2015). Kop-
pemsiuust Mexay crpeccoBoi uaaykuueid TE u akruBauuei
MEXaHH3MOB 3aIIUTHI KJIETKH OT CTpecca CBA3aHa C HaTMIueM
B coctaBe TE caiitoB cBsizbiBaHus ¢ TD, KOTOpbIE MHAYLIU-
PYIOT TeHBI 3aIIUTHBIX cucTeM KieTkH (Yepecus u ap., 2008)
M 9aCTO KOONTUPYIOTCSI TEHOMAaMH XO35I€B JJIsl COOCTBEHHBIX
HYXJ B CBSI3M C MX agantuBHOU ponbio. Coxpanenue TE B
TEeHOMaX X035€B OOYyCJIOBJIEHO MX y4acTHEM B aKTHBALUU
peakuuii oTBeTa Ha crpecc Ui BepkuBaeMoctH (Feschotte,
2008; de Souza et al., 2013; Ito et al., 2017).

OCHOBHBIMH KOMITOHEHTaMH TEHOMOB PAaCTEHHH SIBIISTFOTCS
LTR-PD. Onn perynupytorcs paznoodpasusimu OC, oTo-
6pa>1<a$l TOHKO HAaCTPOCHHBLIC OTBCTHI HAa JaHHLIC CTUMYIJIbI,
B OCHOBHOM B Buje aktuBamuu. Obmactu LTR comepxar
AQHAJIOTMYHBIC KJIETOYHBIM T'€HAaM PETYISTOPHBIC MOTHBBI
1 BOBJICYCHLHI B (byHKI_II/IOHa.]'H)HyIO INIACTUYHOCTbL XO34CB,
JEUCTBYs KaK JAWCIIEPTUPOBAHHBIE PETYISITOPHBIE MOJYIH,
CIIOCOOHBIE TIEPEOPHEHTHPOBATH CTUMYIIBI CTpecca JUIs CO-
cenuux reHoB (Grandbastien, 2015). B oTBeT Ha cTpecc MOryT
OBITH TPAHCKPHUIILIHOHHO aKTUBUPOBaHbI Kak TE, Tak 1 reHsl,
pacrionoxxeHHsle BOmM3u nHcepnuid. TE cimykaT BaXHbIMA
ucrounukamu DI ¢dakropoB (Mycradun, XycHyTIHHOBA,
2017), a 6onpmuHCTBO MUKpoPHK pacrenunit maeHTHIHBI
wm romonoruydbl TE (Lorenzetti et al., 2016; Cho, 2018),
MOATOMY JUISl OTIPEJICNICHUs] OTBETa PACTEHUI Ha CTPECC HC-
cnenyrores MukpoPHK, urparorne BaxxHyo pojib B yripaBiie-
uun aktuBHOCTH BKI™ 1 TE. Tak, npu u3yuennu prica ObutH
obnapyxenbl MukpoPHK, perynupyemsie Takumu OC, kak
3acyxa, xonox u uHcomsAnus. [Ipu stom 80 muxpoPHK u3

Crpecc

TpaHckpunuma

TpaHcnauna

Bbenkun TE

[ncToHoBbIE
moanduKaTopbl
+ HKPHK

Mopudurkauna
XpomaTrHa
reHomHon AHK

Puc. 1. Ponb TpaHCNO30HOB B perynaummn pa6OTbI reHomMa noj fencrerem cTpecca.

TE - transposable elements (MobunbHble reHeTyeckne snemeHTbl); BKI — 6enok-koampylowmii reH; HKPHK — Hekopgupytowas PHK;
MPHK - maTprunasa PHK; DNMT — DNA methyltransferase (QHK-meTuntpaHcdepasa).
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227 BHOBB BbIsiBIIeHHBIX npousonu or TE (Barrera-Figue-
roaetal.,2012). Ycranosnena akrusarus LTR-PD y puca npu
n30bITKE XKelie3a B mouBe. Okazanock, uto LTR-PD criocoOHbI
YCHJIUBATh 3KCIIPECCUIO T€HOB, YYaCTBYIONIUX B TOMEOCTa3e
xenesa (Finatto et al., 2015).

WneanbHolt cuctemoi st u3yueHus BiusHus TE Ha reH-
HYIO PEryJSIHIO ABISIETCS FeHOM KYKypys3bl, TaKk Kak B HEM
colepKuTCsl MHOXKeCTBO pasHbix TE, uepenyromuxcs ¢ bKI.
[Ipu anamuse pacronoxenus reHoB BOmm3u TE m crpecc-
WHJIyLIUPOBAaHHBIX TPAHCKPHUIITOB OBLJIO MOKA3aHO, YTO ITH
TE MOTryT BBINONHSTH Y3HXAHCEPHYIO aKTUBHOCTb, KOTOpas
CTUMYJIMPYET SKCIPECCUI0 YYBCTBUTEIBHBIX K CTPECCY TIe-
HOB. [lonyuens! naHHble 0 ToM, uTo TE ciyaTr BaKHbIMU
HMCTOYHMKAMM PETYJSILUU aJljlesIell TEeHOB, YyBCTBUTEIbHBIX
k abnotnuaeckomy DC (Makarevitch et al., 2015). IToatomy
npouzouieniune ot TE caiitsl cBs3biBanus ¢ TP MoryT nepe-
[IUCBIBATh CYIIECTBYIOIINE TPAHCKPUIILIMOHHBIE CETH, IPUBO-
51 K TIOSIBJICHUIO HOBBIX aJJalITUBHBIX IPU3HAKOB, UTO BAXKHO
Juist 00pa3oBaHKst HOBBIX BUIOB. Tak, pu BU000pa30BaHUN
kamyctsl TE ammmudunupoBanu caifTsl cBs3bBaHusA ¢ TD
E2F, mosTomMy y HEKOTOpBIX BUIOB KarrycThl 6oree 85 % Bcex
E2F naxomsarcs B npenenax TE (Henaff et al., 2014).

AKTI/IBaLI,I/Iﬂ TPAaHCNO30HOB
nop AencTBrieM CTpecca y KUBOTHbIX
Bnmsane ctpecca Ha aktuBaiuio TE moapoOHO n3ydeHo Ha
npozodute. Eme B 1985 1. 6pU10 1TOKa3aHO, YTO IPHU TEINIOBOM
moke y D. melanogaster ycunusaetcs skcupeccust PO copia
u rena hsp-10 (Strand, McDonald, 1985). B mamsraeimmx
HCCIIE0BaHUAX OOHAPYKEHO, UTO XapaKTep aKTUBALUH Copid
pasnuuaercs B pasHbIX JuHUAX D. melanogaster (Uepecus n
Ip., 2008), 9T0 yKa3pIBaeT Ha BapHbHPOBAHUE TYBCTBUTEIH-
HoctH TE K cTpeccy nake y ocoOeil B mpezieax ofHOTO BU/IA.
BeposiTHBIMM NIpUYMHAME [1OJI0OHON M3MEHUYUBOCTH MOTYT
O5ITh HapymIeHus B3anmooTtHomrenuit TE ¢ pazmmaasivu TO.
He nckmroueno, uro uysctBuTenbHocTs TE k OC u cTpecco-
BbIM UBMCHCHHUAM OpraHn3mMa MEHACTCA B PA3HBIX KJIICTOYHBIX
JIMHUAX OJHOIO OpPraHMu3Ma IO/ JEUCTBUEM MEHSIOUIEHCS
9KCITIPECCUH TeHOB Npu audepeHnnpoBke. B cBs3u ¢ aTum
KJIETKU PA3HbIX OPraHOB U TKaHen MOT'YT IIPOSBJIATH CIICLIA-
(hrgeckyio BocipuMYHBOCTh TE B cOcTaBe WX T€HOMOB K
cTpeccy. BEICOKOUyBCTBUTEIBHBIMY KIIETKAMH SIBIISIFOTCSI HE-
poubl rooBHoro mosra (Hunter, McEwen, 2013). Onaum u3
MEXaHHU3MOB BO3JEMCTBUSI CTpecca Ha FOJIOBHOM MO3T CIIy-
JKUT M3MeHeHHe DI METOK Ha pa3HBIX CTaJHUsIX PA3BUTHS B
OHTOI'€HE3€, 32 CYET YEero PEryIHpyeTcst SKCIIPECCHUs CIIeIH-
¢ngecknx TE B 3aBucuMocTH oT ux pacnonoxenus (Hunter,
McEwen, 2013). Bo3mMoXxHO# npu4anHON nepenadn ycTon-
YHBOCTH K CTPECCY MOTYT OBbITh OCOOEHHOCTH COCTaBa, pac-
mpesiesieHns U croco0b! akTuBanuu TE B HHIMBHyaIbHOM
Pa3BUTHH, KOTOPBIC CITyKaT BayKHBIMU (akropamu DI pery-
nsinmu Mopgorenesa (Mustafin, Khusnutdinova, 2018b). To
€CTh B €CTECTBEHHOM OTOOPE COXPAHSIOTCS 0CO0HM, 0COOCH-
HOCTH pacroyioxkeHus u coctasa TE B reHOMe KOTOPBIX cHO-
COOCTBYIOT aJIalITallii U BBDKUBAHUIO MpH Bo3aeiicTBuu IC.
OnureHeTH4deckue GaKTOPbl MOTYT OOBSICHUTH MEXaHHU3M,
110 koTopomMy OC BBI3BIBAIOT JUIUTEIBHBIC H3MEHEHHS (hr3HOo-
noruu v nosesenus. CTpecc, a TakyKe CTePOUHbIE TOPMOHBI
BIHAIOT 3a cyeT m3MeHeHust D' MapkepoB (METHIMPOBAHUS
JHK u moaudukaiuii THCTOHOB) Ha TUIACTHYHOCTE B Psijie
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oOnacTei roJJIOBHOTO MO3ra, BKJrouas runnokamn (Hunter et
al., 2015), conepskarmii HelpoHAIBEHBIE CTBOJIOBBIE KIETKU U
XapakTepu3yIomuiics akTuBHOCTRIO TE, HeoOxonumoit mutst ux
mddepeHIpoBKY B crienn(pUuecKie HEHPOHBI Pa3HBIX 00-
nacTei rooBHoro mo3ra (Mustafin, Khusnutdinova, 2018a).
[TokazaHo, HarIpUMep, YTO y KPHIC OCTPBINA CTPECC BHI3BIBACT
3HAYUTCIILHOC, CHeLII/l(i)I/I‘iHOG IJId TUNIIOKaMIia, yCHUJICHUE
ypoBHeit H3K9me3, kotopsrit nanenen Ha LTR-PD nns
C/ICP)KMBAHMS MTOTCHIMAIBHON TeHOMHON HEeCTaOMIBHOCTH
(Hunter et al., 2012). AKTUBUDYIOLIMM JAEHCTBUEM Ha HEKO-
topsie TE obnmamaeT Takke cTpecc, BEI3BAHHBIA BUPYCHBIMA
MHQPEKINIMI KJIETOK X03iHMHA. Tak, 3apaXeHHE KYJIBTYpP
KJICTOK BHPYCOM TepIlieca, MMMYyHOAC(UIMTA YETIOBEKA U
a/ICHOBHUPYCOM MHyIpyeT TpaHckpuruio SINE sinemenToB
(Yepecus u ap., 2008).

B3aumocBA3b rOpmMOHOB 1 CTpecc-
MHAYLMPOBaHHOW aKTUBHOCTU TPAHCMO30HOB

Ha xapakrep akcnpeccuu TE BIUSIIOT TUI KJIETOK U TKaHEH
(0coOeHHO B IIAIIEHTE W 3aPOJIBIIIEBBIX KIIETKaX), (haKTOPHI
crapeHust ¥ TUQQepeHINPOBKH, INTOKUHEI, HapyHIAIOIIne
(yHKIHIO KIIeTOK areHThl U crepousl (Taruscio, Mantovani,
2004). TE mposBIISIOT BBICOKYIO TyBCTBHTEIBHOCTD K TOPMO-
HaM, YPOBEHb KOTOPBIX, B CBOIO OUEPE/Ib, OTPAKAET PEAKIIHIO
opraHusMa Ha crtpecc. Mcxoas U3 3TOro MOXKHO MPEAIoso-
KUTh, YTO YIPABICHNE OHTOTEHE30M IIPH YIaCTHH TOPMOHOB
(hopMHpOBAIIOCH 1101 BO3JCHCTBIEM M3MEHEHHUH CPEJIbI B XOJIE
ajanTalyuyd OpraHu3MoB ¢ ucnosb3osanueM TE, ydactByro-
KX B PETYISIMN SKCIPECCHU T€HOB B PA3INIHBIX KJIETKAX B
3aBHCUMOCTH OT TKaHH U CTaJM1 Pa3BUTHU. DTO IIPEIIIONIONKeE-
HHE OCHOBAHO Ha JIaHHBIX O KJItoueBoit posu DI pakropos B
peryisiunn aktuBHocTd TE. B TO %€ Bpemst camu TE ciyxar
ucrounnkamu HKPHK (Lorenzetti et al., 2016; Cho, 2018),
KOTOpbIE€ CIIOCOOHBI TPAHCINPOBATHCS B (PYHKIMOHAJIBHBIC
nentuasl (MiPEP) (Couzigou et al., 2016), perynmupytomue
JKCTIpeccuio reHoB. [Ipeanonaraercs, 4To MENTHAHBIEC TOP-
MOHBI MOTYT BJIMATH Ha TKaHC- U CTa[lI/IeCHeLII/I(l)I/I‘leCKyIO
aktuBauuio TE, ucnonbpzyemyro JUIsl yIpaBlIeHHs 3KCIpec-
cHell TeHOB TIPH pocTe W pa3BUTHHM opraHu3Ma (Mustafin,
Khusnutdinova, 2018a). D10 00yCIOBICHO BO3MOKHOCTBIO
miPEP ycunuBare sxcnpeccuio co6ctBeHHBIX MUKpOPHK
(Couzigou et al., 2016), ygactytomux B OI" perymsiunu TE
(Mycradun, Xycuyraunosa, 2017) (puc. 2).

Ctpecc U CTepOUIHBIE TOPMOHBI OKa3bIBAIOT BO3JIEHCTBHE
Ha CTPYKTYpPBHI TOJIOBHOTO MO3Ta, TJ€ BBISBICHA BBICOKAS
aktuBHocTh TE (Hunter et al., 2015), npeamnonoxuTensHO
CBSA3aHHAS C PETYAATOPHBIM 3(PpPEeKTOM TPaHCIO30HOB Ha
T hepeHIpoBKY HEHPOHAIBHBIX CTBOJIOBBIX KJIETOK (Mus-
tafin, Khusnutdinova, 2018a). Bzaumocss3s TE ¢ ropmonamu
BBIPAXKAETCS KaK B X TyBCTBUTEILHOCTHU K CTEPOUIAM U TeTI-
TUJAAM, TaK U B PETYIATOPHOM Bo3aeiicTBun uncepuuii TE Ha
I'CHBI, BJIMAOMUEC Ha IMTPOAYKIHNIO TOPMOHOB. TaK, BBISIBJICHA
unceptus TE Taguchi B yuc-perynatopHyio obiacTe TeHa
9KJIM30HOKCH/1a3bl, KOJUPYIOMIEH KIFOUeBOH (epMEHT A
YMEHBIIEHHUS YPOBHS TIMHHKOBOTO TOpMOHa 20-THIPOKCUIKIH-
30Ha. OUIOreHeTHYECKUi aHaIu3 nokasai, uro uacepuust TE
MIPOM30IILIA TTPH OIOMAITHUBAHHUH IIEITKOTIPS/IAa H OKA3aJI1ach
aIaliTUBHOM 10151 Bombyx mori, TOCKOIBKY UCIOJIb3YEeTCS B
KadecTBe PHXAHCEPa, HHAYIIUPYIONIETo SKcnpeccuio 20-Tua-
pokcuakau3oHa (Sun et al., 2014). 3a ¢uHanbHBIE cTaAUU
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> BKI2 ctpeccosoro oTeeTa
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MpoueccnHr

AKTBaLUUS HOBbIX nyTe|7| ajanTauunm K ctpeccy

MukpoPHK

Puc. 2. Cxema ponu camoperynsauymn TPaHCno30HOB
reHOMOB.

\4

B ynpasnieHun CTpeCC-VIH,EltuIpOBaHHOI?I afanTUBHOM WN3MEHYMBOCTbIO

3C - 3KonorMyeckme ctpeccopbl; MiPEP — nenTtuabl, o6pasyembie npwv TpaHCALMY NpU-MuKpoPHK.

CHHTE3a KOPTH30J1a U allbJIOCTEPOHA Yy YEeJIOBEKa OTBEYAIOT
rensl CYPIIBI1 n CYP11B2 cOOTBETCTBEHHO. DTH JIBa T€HA
TOMOJIOTMYHBI B IIPOKCHMAITBHBIX 00J1aCTSIX, OJJHAKO MHCEPIINT
Alun L1 cranu npuunHoi auBeprenuun npomotopos (Cheng
et al., 2012). V yenoBeka OBUT BBISBIEH MHKPOTPAHCKPHII-
IIMOHHBIH MEXaHW3M PETYJISIIHUN JKCIIPECCHH TeHa I5po U
crieuuGpUYHBINA 115 TeHa 75po CTepOnIoreHes, yIpaBisieMblii
C TIOMOIIBIO pacioiokeHHoro B ero naTpoHe SINE B2. Bri-
cokue ypoBHu TSPO skcnpeccupyrores B kierkax Jledaura
B SIMYKAaX, a YPOBHU UX JKCIIPECCUH JUKTYIOT CIIOCOOHOCTD
kieTok popmuposats anaporens! (Fan, Papadopulos, 2012).
UccnenoBanue tpanchexkunn npomoropa rena DMBTI
(deleted in malignant brain tumors 1) ¢ KOHCTpyHpPOBaHHUEM
MIPOMOTOPA MTOKAa3ao, 9To cailT Alu amuHoi 3 000 HyKIeOTH-
JIOB JIeBee TeHa 00ECTICUMBACT €TO ICTPOTCHHYIO PETYIISIIHNIO.
OOHapy»XeHO, YTO aHTAarOHMCTHI ACTPOreHa TaMOKcH(eH,
panoxcuden u ICI 182,780 Taxoke HHIYIHPYIOT SKCIIPECCUIO
reHa yepe3 JaHHbIi calfT A/u (Tynan et al., 2005). bsuto mo-
kazaHo, yto ORF-1p L1-a1emeHTa ycuinuBaeT TPaHCKPHII-
IIHOHHYIO aKTUBHOCTH PEIenTopoB aHaAporeHoB (AR) u akc-
npeccuio npocrar-crenudpuaeckoro anrureHa (PSA) (Lu et
al., 2013). Y pactenuii npoayupyeTcst 00JIbII0C KOTHYESCT-
BO FOPMOHAJIBHBIX BELIECTB — (PUTOCTEPOIIOB, OKa3bIBAIOLINX
pa3HooOpa3Hoe BIMSHKE Ha UX pa3BUTHE. B HacTosmIee Bpe-
Ml HIMPOKO JAOCTYITHBIMH JUIsl U3y4YEHHs (PUTOCTEPOIIOB SIB-
JISIOTCSI MyTaHTHI apabuoncuca o TpaHcmo3oHaM (Suzuki,
Muranaka, 2007). Takum oOpa3oM, B psiie HCCICIOBaHUN
[I0OKa3aHO, YTO TOPMOHBI MOT'YT U3MEHATh dKcipeccuo TE,
TOTa KaK CaMH TPAHCIIO30HBI OKa3bIBAIOT BO3/EICTBHE Ha
MPOIYKIMIO TOPMOHOB 3a CUET HHCEPLUH B crieliu(uaecKue
JIOKyChI ¥ BiusiHuA Ha DI perynsnuio MopdoreHesa.

TkaHecneuundunyeckas u ctagmnecneynduryeckas
aKTnBauunAa TpaHCNO30HOB

Cnoco6nocts TE pearupoBats Ha ompeneneHusie 3C u
CTPECCOBBIC U3MCHCHHUS OPTaHU3Ma, a TAKXKE PEryasaTOpHAs
poub TE B Maciirabe Bcero reHoma, Hapsiy € UX YCIIEHIHBIM
COXpaHEHHEM, TOBOPUT 00 YHHBEpPCATBbHOCTH CTPECC-HH-
IynupoBaHHON akTUBHOCTU TE B 5BOMIOLIMK M OHTOTEHE3E.
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B kadecTBe CTpECCOBBIX CHI'HAJIOB, BO3JEHCTBYIOIINX HA
aKTHBHOCTBH ONpeeneHHbIX TE, MOTyT CITy>KUTh H3MEHEHUS
BHYTPUKJIETOUHOH CPEIbl MPH MOCIIEA0BATEIBHBIX JCJICHHU-
SX KIJIETKaxX, HaunMHasl C MEpBOTrO JIIIEHHs 3UTOThl. B cBsizn
co crierupUIEeCKM COCTaBOM U pacmpezneneHueMm TE mms
Ka)KJIOro BU/1a, akTHBAIMA orpeeneHHbIX TE MoxeT BbI3bI-
BaTh aktuBanuio onHux BKI' mocpenctBoM yuc- u mparc-
perymsamun (de Souza et al., 2013; Sahebi et al., 2018) u
caiinencunr npyrux BKI" mocpencrsom HkPHK, oO6pasyembix
myTeM rpoueccunra tpanckpuntoB TE (Gim et al., 2014; Cho,
2018). B pesynbrare BO3MOXHO (pOpMUPOBaHHE Kackaja Imo-
clieIoBaTeIbHBIX M3MeHeHHH skcripeccnu BKT, HeoOxomuMbIx
uist nuddepeHpoBku KieTok. CyliecTBOBaHUE MO00HBIX
9BOJTIOLHOHHO CIIOKUBIINXCSI MEXaHI3MOB PETYIISAINHA OHTO-
rene3a npu nomomy TE MOXXHO MOATBEPANTH, €CIIH MOIAB-
JeHue akTuBHOCTH cniennuuecknx TE, HeoOXomumbIxX 1ist
JanpHenIel perymnamun 1uddepeHInpoBKH KIETOK, TPUBE-
JIET K OCTaHOBKE Pa3BUTHsI Opranu3mMa. JlefcTBUTENIBHO, B 9KC-
MeprUMEHTax Ha SMOPHOHAX MBbIIIEH OBLIO TOKAa3aHO, YTO HC-
tomenne Juuaaor HKPHK LincGET, cea3annoi ¢ LTR-PD,
MPUBOJIUT K TIOJTHOM OCTAHOBKE JAJbHEHIIETO pa3sBUTHS Ha
nBykierouHol cranun (Wang et al., 2016), B koTopyro MHOTHE
TpaHcKpunThl nHUIIHpPYIoTcs m3 LTR-PD (Macfarlan et al.,
2012) u cBs3aHBI C YHXAHCEPaMH, MOAJCPKUBAIOLIMMH I10-
nunorentHocTh (Fort et al., 2014).

B sM6puorenese TE criocoOHBI iepepacnpenessTh pery-
msiamio skcnpeccnu BKIT B 3aBHCHMOCTH OT CTaAMu pa3BUTHS
u tuna tkauu (Pavlicev et al., 2015). V mbln 1 yenoBeka
TE ciyxar nctounnkamu He MeHee 30 % cTapToBbIX caliToB
TPaHCKPUIIINH C TKAaHECTICM(PUUECKUMH 0COOCHHOCTSIMH aK-
tusaiuu (Gerdes et al., 2016). 113 PD B panHeM sMOproreHe-
3e MpIM nHALUHpYyetcs 10 20 % Tpanckpunroma. B sBomo-
MK crieruaecKue TpaHCIo3uuK PO crami 0CHOBOH st
pacnpezeneHus TKaHecnenn(prUUeCKX CalTOB CBSI3bIBAHUS
¢ T® (Mak etal., 2014). Ha ocHOBaHIH 3KCTIEpUMEHTATBHBIX
JAHHBIX 0 HakoruteHnH nHcepiuit LINE-1 B sMOproHaTbHBIX
CTBOJIOBBIX KJIETKaX 4Ye€IOBEKa, COMPOBOXKIAEMBIX MOAABIIE-
HUEM aKTHBHOCTH OIIPEJENICHHBIX T€HOB, ObLIa MOKa3aHa
pous TE B perymsim pabotsl reHomMa npu qudhepeHpoBKe
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kierok (Garcia-Perez et al., 2007). IIpodunu crnienuduye-
ckux TE MOryT cBHIIETENBCTBOBATh O KJIETOUHOM MIEHTHY-
HOCTH, YTO TOBOPHUT O Ba)kKHOM 3HaueHHH TE B ynpaBineHuu
paboroii renoma mipu auddepeHnuporke kietok. JJokasana
CIOCOOCTBYIOIIAST TOAEPKAHHIO IUTIOPUTIOTEHTHOCTH aKTHB-
Hast TpaHckpunuus TE u peaktuBanus onpeaeneHusix PO B
paHHeM SMOPHUOHAIILHOM Pa3BUTHH >KUBOTHBIX I10 JIMHUSM
cTBOJIOBBIX KJeTok (Gerdes et al., 2016).

TE cayxar BaXKHEHIIMMH UCTOYHUKAMU CAlTOB CBS3bI-
BaHus ¢ TD, xapakTepU3YIOIIMXCS CIIOCOOHOCTHIO K aKTH-
BAaIlMU B 3aBUCHMOCTH OT TKaHU U cTaauu paszsutus (Lowe,
Haussler, 2012; de Souza et al., 2013). CaiiTsI CBSI3bIBaHUS C
T®d, xoropsie npousonuu oT LTR-PD, otnuuatorcs Tkane- u
cTaguecnennPpIIecKIMI 0COOCHHOCTIMHU akTuBaruu (Ito
et al., 2017). Kpome toro, TE mMoryT ynpasnsTs TKaHectie-
IU(PHUIECKUMH 0COOCHHOCTSIMU DKCIIPECCHH T'€HOB 33 CUET
MIPEIOCTABICHNS CAalTOB CIUIAficHTa M HETPaHCIMPYEMBIX
oOnacTeif, Tak Kak aJlbTepHaTUBHbBIC BApHAHTHI TPAHCIUpYe-
MBIX O€JIKOB 001a1a10T pa3iindHbIMU cBokicTBamH (Lin et al.,
2008; Tajnik et al., 2015). bsuto mokaszano, uro 3" ympase-
nue (ynknueit TE, pacronokeHHbIX B HHTPOHAX TeHOB, CIO-
COOCTBYET N3MEHEHUIO UX PETYJISILIMU B OHTOT€HE3€e H 0COOCH-
HOCTAM dKcmpeccun (Saze, 2018). B TkaHeBBIX KyJIbTypax
YeJIoBeKa BBISIBICHO TKAaHECHEHU(PHUECKOE pacIleruieHne
9KCIPECCHU T€HOB 10 62 pa3znuuHbIM Knaccam LTR B 18 Tu-
max TKaHe# u npenokeHa ponb TE B TkaHecnerudmaeckoi
peryIsimu SKcnpeccnu renos B oHTorenese (Pavlicev et al.,
2015). Non-LTR-PD ob6nangaroT GpyHKIUSIMU, CXOTHBIMU C
mmaasIME HKPHK, perymupys skcnpeccuto BKI™ mpu mud-
(hepeHIIMPOBKE CTBOJIOBBIX KJIETOK B aMOpuoreHese (Honson,
Macfarlan, 2018). B To xe Bpemst y uenoBeka pa3iduHbIe
mmnable HKPHK, o6pasyrommecs u3 perpoupyca HERVH,
9KCTIPECCUPYIOTCS M HEOOXOANMBI JUTS TUTIOPUIIOTEHTHOCTH
cTBOJIOBBIX KiIeTOK (Ramsay et al., 2017).

lopur30HTaNbHbIN NepeHoC
TPaHCNO30HOB B 3BOIIOL N
I[MTomumo ocobenHnoctelt pacnpenenenus TE B remomax
9YKapuoT, BXXHYIO POJIb JJIsl BUI000pa30BaHUS UTPAET CO-
craB TE, uamensiemblii 61arogaps ropu30oHTAILHOMY Tiepe-
HOCY. Y IPOKapuoT FOPU30HTAJIbHBII IEPEHOC UTPAET OCHOB-
HYIO POJIb B 9BOJIIOIMH, B JAHHBIH ITPOIIEcC BOBIEUEHO Ooree
81 % ux renos (Palazzo et al., 2017). B a3Bostonny >k HBOTHBIX
OTMEYEH XapakTep pacrnpocTpaHeHuss TE npu noMmomu ro-
PHU30HTAIILHOTO ITEPEHOCA, T0T00HO MEXBHIOBBIM BUPYCHBIM
nanaemusM. Harmpumep, oxoso 46 MITH JIeT Ha3a/] IPOU30IIe
kpymHbIi Beruteck aktuBHocTH JIHK-TE cemetictBa SPIN,
Onaromapsi 4eMy WX IOCIJIEI0BATEIbHOCTH MICHTUYHBI Ha
96 % y cambIX pa3HOOOpa3HBIX HMBOTHBIX (adypUKaHCKas
KOTTHCTasl JISTYIIKA, AIEPUIIa AHOHIC, CEHETaIbCKUI raaro,
KpbIca, MBIIIIb, KOpHUYHEBas JieTy4qast MbItib) (Pace et al., 2008).
Y KUBOTHBIX BIIEPBBIC TOPU30HTAJIbHBIN [IEPEHOC TPAHCIIO-
30HOB ObIT TOKa3aH y D. melanogaster (Daniels et al., 1990).
B nanpHeWmmx MCCiIeOBaHUSX BBISABICHA CIIOCOOHOCTH K
TOPU30HTAILHOMY MepeHocy OonpmmHcTBa TE y Haceko-
MBIX, PENTHIINH, YEITFOCTHBIX PbIO, MUHOT ¥ MIIEKOITMTAFOIINX
(Zhang et al., 2014).

[Ipennonaraercs, uto reabl RAG, obpasyromiue HeoOXo-
nmumblit 1 V(D)J pekoMOWHAIIH KOMIUTEKC, Y YeTIOCTHBIX
MT03BOHOYHBIX BO3HHKIIHM OJlarofapsi TOpu30HTaIBHOMY TIe-
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penocy TE (Sniezewski et al., 2018). ¥ nacexomoro Heli-
coverpa zea OplIa OOHapyXeHa TpaHcmo3as3a Transib, 00-
nagaromas cxonueiMu ¢ RAG cBoiicTBaMu. DTO TOBOPUT O
BO3MO)KHOCTAX TOPHU30HTAJIBHOTO MEpPeHOca B 3BOJIOLUU
u ¢unoreHeTrmdeckoM poxctBe reHoB TE, omomamrHEeHHBIX
reHoMaM# pa3inyHbBIX BuaoB sykapuor (Hencken et al.,
2012). dunoreHeTHYecKre UCCIEOBAHUS MO3BOJIMIN BbI-
SBUTh TOPU30OHTANBHBIN mepeHoc PD cemeiictBa An-RTE
Yy TIOKPBITOCEMEHHBIX PACTEHHH OT IPEKOBBIX WIEHHCTO-
HOTHX. Y 42 BHUJOB XKUBOTHBIX PO mokaszanu 3HaYUTENb-
HYIO UACHTUYHOCTB C An-RTE 1BeTKOBBIX pacTernit (Gao et
al., 2018). B MesxxmyHapomHO 6a3e JaHHBIX O TOPU30HTATb-
HoM rniepeHoce (Horizontal Transposon Transfer DataBase —
http://Ipa.saogabriel.unipampa.edu.br:8080/httdatabase/)
0obIIOE BHUMAHUE Y/IEIEHO TOPU30HTAILHOM IepeHOCy
sykapuot (Dotto et al., 2018).

B Hacrosimee BpeMs aKTHBHO W3YYalOTCsI MEXaHU3MBI T0-
PH30HTAJIBHOTO MEPeHOCa MEX/y Pa3InNYHBIMHI TaKCOHAMH.
Onun u3 croco0oB pacnpoctpaneHuss TE myTem ropuszoH-
TaJIBHOTO MEPeHoca ObUT MPOIEMOHCTPHUPOBAH HA TIPHMEpe
TE Bari, oTHOcA1Ierocs k cynepcemeiictBy Icl-mariner, Ko-
TOpPBIE B IBOJIIOLMH TPHOOPETHN CBOWCTBO «Pa3MbITHIX MPO-
MOTOPOB» W MOTYT IIE€pEMEMIaThCs MEXIY Pa3IHIHBIMU
renomamu (Palazzo et al., 2017). B xauecTBe BEeKTOpOB st
TOPU30HTANIBHOrO nepeHoca TE MOryT BbICTYNIaTh BUPYCHI.
Tak, nst TE Chapaev B kauecTBe BEKTOpa MOJKET BBICTYIIATh
Bracovirus. bnaronapst ropusoHTansHOMy niepenocy, Cha-
paev IIEMEHTBI IHPOKO PaciipoCTPaHEHbI B TeHOMaX MHOTHX
BHJIOB )KUBOTHEIX (Zhang et al., 2014).

TpaHCTI030HBI OOHAPYKUBAIOTCS B COCTABE TEHOMOB T'H-
TaHTCKUX BUPYCOB, IJIe OHH YYaCTBYIOT B ()YHKLIMOHUPOBAHUH
U HBOJIOIMOHHBIX NMPEOOPa30BaHMUIX, U HE MCKIIOUEH HX
neperoc B reHoMebI xo3sieB (Filee, 2018). Tak, B cocrase Pan-
doravirus salinus umeercs TE Submariner. Xo3suHoM 1aHHO-
TO TaH/I0paBUpyca ABisieTcs ameda Acanthamoeba castellanii,
B reHoMe KoTopoi BeusiBIeHbl TE Submariner u cBs3anuble
¢ aumu JIHK-TE, uTo TOBOPUT 0 HATM4YUU TOPU30HTATBHOTO
MepeHoca MeXIy BHPYCcOM M Xo3smHOM (Sun et al., 2015).
Kpowme Toro, Bupycsl criocoOHb! akTiBHpoBarsh TE; Hanprmep,
[UTOMETAIOBUPYCHAs! HH(EKIMsI MOJKET BBI3bIBATH IKCITPEC-
cuto HERV (Assinger et al., 2013). B To xe Bpems TE moryT
y4acTBOBaTh KaK B MHTETPAIIMX BUPYCHBIX reHoMoB B JIHK
xo03sieB (Speiseder et al., 2014; Tarocchi et al., 2014), Tak u
B 3all[TE OT BUPYCHBIX nH(peknuii. Hampumep, y ;KHBOTHBIX
nokasaHa criocooHocts ERV BBI3BIBaThE pecTpuKINIO poj-
CTBEHHBIX 3K30T€HHBIX peTpoBHupycoB (Malfavon-Borja, Fe-
schotte, 2015). Omucana crmocoOHOCTH B3aMMOTIPEBPAIICHUT
ERV B 9K30TeHHBIE PETPOBHUPYCHI, a MOCIEAHUX — 00OPATHO
B PO B renomax pasnuuHbix xo3seB (Zhuo, Feschotte, 2015).
Ot LTR-PD npomsomuu Bupycs! cemeiictsa Caulimoviridae
y pacrennii (Llorens et al., 2009). Ananu3 nuTepaTypHBIX
JIaHHBIX TIOKa3aJl, YTO B3aUMOCB:3b TE 1 BUPYCOB B 3BOJIIO-
UM SYKapHoOT SIBIISETCSA DI00ATBHOM M WIpaeT BaKHEHIIee
3Ha4YeHHE B M3MEHYMBOCTH T'€HOMOB X03sieB. B psine uc-
CJIEeI0OBaHM I0Ka3aHbl B3aUMOIIPEBpALLeHUs: BUpYcoB U TE
(Zhuo, Feschotte, 2015), a Taxoke CyIeCTBOBAHHE IIEMEHTOB,
00BeIMHSIONNX B ce0e CBOHCTBA BUPYCOB M TPAHCIIO30HOB.
[TpomexyTouHBIM HBOTIOIIMOHHBIM 3BeHOM Mexay JJHK-TE
u Bupycamu sBisttotcs Bupodaru (Fisher, Suttle, 2011). Ber-
ssieHsl Bupodarn RVP, mpeacrasnsroniie coboii rudpun
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BUPO(]AroB ¢ MOJIMHTOHAMH, CIIOCOOHBIN BBI3BATH BUPYCHBIE
nadexmun (Yutin et al., 2015). CpoiictBamu TE u Bupycos
00I1a/1a10T TaK>Ke MOJIMHTOHBI, CYIIECTBYIOIINE KaK aBTOHOM-
HbIC 1 HCABTOHOMHBIC 3JIEMEHTEBI U paCpOCTPaHCHHBIC CPCAN
Pa3IMYHBIX BHIOB JKMBOTHBIX, IPUOOB M MpoTHCTOB. [Ipen-
TOJIATal0T, YTO OT MOJWHTOHOB NTPOHM30ILIN MHOTHE BUPYCHI
AYKapHUOT, BKJIIOYasi MeraBupychl 1 ajieHoBupycsl (Krupovic,
Koonin, 2016).

3aknioyeHune

HaxoruieHo 10cTaToqHO KCIIePUMEHTAIBHBIX JaHHBIX, OJI-
TBEPIKAAIOLIMX YyBCTBUTENBHOCTh TE K cTpeccy y Beex ku-
BbIX opranu3MoB. AktuBanus TE nox neiictBueM ctpecca Be-
JeT K I3MEHEHUIO U TTOSBICHUIO HOBBIX PEry/IATOPHBIX TeH-
HBIX ceTeil, CmoCOOCTBYIONIMX M3MEHYHBOCTH. JTO BaXk-
Helmi (akTop ecrecTBeHHOro oTOOpa ocobei, obanaro-
IMUX CHeNH(UIECKHM COCTaBOM M PaClOJIOXEHHEM B UX
reHomax TE, akTHBanus KOTOPBIX MO ICHCTBUEM CTpecca B
OHTOI€HEe3€ CIIOCOOCTBYET aJlaNTallky.

Vi3ydeHne BIHUSHHS ONIPEIENICHHBIX CTPECCOPHBIX BO3/ICH-
cTBuil Ha akTuBauuio TE B pasHBIX TKaHAX M B Pa3INyYHbIC
CTaJun pa3BUTHA MOXKET CTAThb KJIIOYOM K BBIACHCHUIO ME-
XaHM3MOB JKOJIOTHYECKOTO Mopdorenesa. JlaHHbIe Hccie-
JIOBaHUS TEPCIEKTHBHBI ISl IUArHOCTHYECKHUX M TeparieB-
THYECKHX MOJeNIel B OMOJOrHMH, T€HETHKE W OHOXHMHUHU.
Omnpenenenne ponmn MuKpoPHK n ropMoHOB B m3MeHeHNH
JudhepeHIMPOBKH KIETOK o BiusHieM TE nepcnekTuBHo
I TNTaHUPOBAHUA TapFeTHOﬁ Tepanuu HaTOﬂOFMﬁ, CBsA3aH-
HBIX ¢ AUCQYHKIMEH SNHUIeHeTHYeCKUX (PaKTOPOB, a TaKKe
BO3MOYKHOTO BO3/IEHCTBUS Ha TIpoliecchl crapenus. Mceneno-
BaHue pasnnuHbiX TE, criocoOHbIX K caiiT-crienuduyaeckoit
TPAHCIIO3UIIMH, NIEPCIIEKTUBHO U MOXYJIHUPOBAHUS POCTa
U Pa3BUTHS OPraHU3MOB, YTO BAXKHO JUIS MCIOJIb30BaHUS
CTBOJIOBBIX KJICTOK B OpraHo3aMCUIaloIMUX TEXHOJIOTHUAX.
CpaBHEHHE YyBCTBHTEIBHOCTH K CTpeccy omnpernenaeHHbX TE
Pa3IMYHBIX BUIOB SIBISICTCS MPEIAMOCHUIKON JUIs M3y4YCHUS
U3MEHEHUH PErYJITOPHBIX TE€HHBIX CETEH B 3BOJIIOLUHU.
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