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1. BBEJAEHUE

AKTyﬂJ’ILHOCTL TEeMbI HCCJICA0BAHUA

Drosophila melanogaster sBisercss OJHHM M3 OCHOBHBIX MOJCIBHBIX OOBEKTOB
TCHETHKH, Ha KOTOPOM aKTHBHO BEIYTCS MCCIECIOBaHUS MOOMIBHBIX JJIEMCHTOB U UX POJH B
Pa3IUYHBIX TEHETHYECKUX TpoleccaXx. MoOWIbHBIE IeMEHThI 3aHUMAaT 0kojo 14% reHoma
apo3o¢uiisl, 1 OoblIas UX YacTh IPEICTaBleHa peTporpaHcmo3oHamu (Saint-Leandre et al.,
2020). TlockonbKy peTpOTPAHCIIO30HBI 3aHUMAIOT 3HAYUTEILHOE MECTO B TEHOME, HX
TPAaHCKPUIIIMS HE MOXET HE OKa3bIBaTh BIHMSIHUE HA OOLIYIO apXUTEKTypy TpaHckpurToma. C
OJTHO¥ CTOPOHBI, TPAHCKPHIILUS PETPOTPAHCIIO30HOB MOXKET NPUBOJMTH K UX TPAHCIIO3HIUH U,
KaK CJEJCTBUE, K TCHOMHBIM IEPECTPOMKaM, C IPYrod CTOPOHBI — K M3MEHEHHUIO SKCIPECCUU
Onm3nexamux  TreHoB.  TakuMm — o0Opa3oM, upe3MepHas  aKTUBAlMS  TPaHCKPUIILUH
PETPOTPAHCIIO30HOB MOXKET OBITh ONMACHOW Ui OPraHMW3Ma, a MOTOMY CTPOTO KOHTPOJIUPYETCS
CO CTOPOHBI XO3SIIICKOTO TEHOMA.

OmuH w3  Hamboliee  W3YYCHHBIX  MEXAaHM3MOB  PETYNISALUH  TPAHCKPHUIILIHUU
perporpancno3onoB — cucrema PIPHK untepdepennmu (Saint-Leandre et al., 2020). Onnaxko,
HECMOTpsi Ha OOJIBIIIOE KOJIMYECTBO HMHGpOpMAIMM, u3BecTHOH o cucreme PIPHK-
uHTEep(EpEHIMK, TOIHOCTHIO 3TOT MPOILECC JO KOHIIA HE HM3YYeH, M OCTaeTCs CIle MHOTO
HEpEIICHHBIX BOMPOCOB. B wacTHOocTH, HE [0 KOHIIA TIOHATHA pOJIb CIUIAiCHHTra
npeaumectBeHHnKoB PIPHK B perynsiium akTHBHOCTH PETPOTPAHCIIO30HOB.

M3BecTHO, 4YTO TOMHMO 3aBHCUMOCTH OT (yHKUMOHANIbHOCTH cuctembl PIPHK-
uHTep(EpeHINU, SKCIPECCHsT PETPOTPAHCIIO30HOB MOYKET 3aBUCETh M OT CPEIOBBIX YCIIOBHIA, B
YAaCTHOCTH, CTpecca, BBI3BIBAEMOIO a0MOTHYECKUMH (akTopamu. B cBsA3M ¢ 3THM BaKHOU
3aja4yell, aKTHMBHO pEIIaeMOl B paMKaX COBPEMEHHBIX IOJXOJOB, SBISETCS IMOUCK IPYrHX
(aKTOpOB, BIMSIONIMX HA SKCIPECCHUIO PETPOTPAHCIIO30HOB, W HW3YyYCHUE MEXaHU3MOB HX
BIMAHUS. B OTAENBHBIX  CilyyasiX  NPUYUHBI  CTPECC-aKTHBALUH  TPAHCKPUIILIUU
PETPOTPAHCIIO30HOB YK€ M3y4deHbI. Tak, NMpH TEIUIOBOM LIOKE HM3MEHEHUE PabOTBI CHUCTEMBI
piPHK-unTEepdepenimu MoryT ObITh BBI3BaHbI aKTHUBAIMel skcrpeccun oenxoB Hsp83, Hsc70-4
u Hsp70 (Bodelon et al., 2023; Cappucci et al., 2019). [Ipyras npuuuHa CTpecC-aKTHBALUH
TPAaHCKPUIILIUU PETPOTPAHCIIO30HOB — TMACCUBHAs KOAKTHBALMs TPAHCKPUIIIMH 33 CYET
renomHoro okpyxkenus (Lanciano and Cristofari, 2020). Ecth nanHble 00 akTHUBaIUH
TPAaHCKPUIIIHUU PETPOTPAHCIIO30HOB TPAHCKPHUIIIIMOHHBIMU (DaKTOPAMH, aKTHBHPYIOIIUMHUCS [TPU
crpecce (Oliveira et al., 2021) . Takum 006pa3oM, MEXaHH3MbI OTBETA HAa CTPECC U TPAHCKPHITLHSI
PETPOTPAHCIIO30HOB SIBJISIIOTCS B3aUMO3aBUCHMBIMU MEXaHM3MaMH, OJHAKO TOYHBIC MPUYMHBI

CBA3U MCIKAY HUMH N0 CUX ITOP HC YCTAHOBJICHBI.



Crenenpb pa3padoTaHHOCTH MPOOJIEMBbI

Perynsiumst skcnpeccuu peTpoTpaHco3oHOB ¢ nomoinsio  PiPHK-untepdepenmm
IIMPOKO paCIpOCTPaHEHA CPEAM JKUBOTHBIX. Y CaMOK Apo30(WIbl KOHTPOJIb SKCHPECCHU
pPETPOTPAHCIIO30HOB B~ COMAaTMYECKUMX  TKAaHAX  SIMYHUKOB  IPOUCXOOUT 3a  CYET
TPAHCKPUIILIMOHHOTO CaillIeHCMHIra M retepoxpoMaruHuzauuu ydactkoB JIHK, conmeprkamux
MOCIIEIOBATEIbHOCTH MOOMIIBHBIX 3JIEMEHTOB, B TO BpeMsl KaK B KJIETKaX 3apOJbIIIEBOrO IyTH
(muTarme KICTKM SUYHUKOB) HMAYT TMPOIECChl KaK TPAaHCKPUIILIMOHHOTO, TaK |
MOCTTPAHCKPHITIIHOHHOTO  TIOJaBiIeHUss MOOWIbHBIX d3aeMeHToB (Théron et al, 2014).
Hcrounnkamu PIPHK sBisitoTCsl MpOTSDKEHHBIE CKOTUICHHUST MOOWIJIBHBIX 3JIEMEHTOB — KJIACTEPhI
(Yamanaka et al., 2014). V npo3oduibl KimacTepbl JesATCs Ha JBa TUMA: OJHOICTIOYCYHBIC
(manpumep flamenco), TpaHckpunIMs KOTOPBIX HAYMHAETCSA C KAHOHUYECKOTO caiita, U
nByuenoyeunsle (Hampumep 42AB), KOTOpble HE HMMEIOT COOCTBEHHBIX IPOMOTOPOB |
TPAHCKPUOUPYIOTCS ¢ HEKAHOHMYECKUX CANTOB 3a CUET paclo3HaBaHUs MX OCIKOM CeMelicTBa
Hpl, Rhino (Wei et al., 2021). Bue 3aBucumocTt ot crniocoba OuoreHesa PIPHK cBs3biBaeT
6enok PIWI, oH ke MHAyIUpYyeT cailIeHCMHT Ha ypoBHE TpaHCKpUNIMU. COriacHO MOCIETHUM
uccienoBanusiM, cuctema PiIPHK npuHuMaer ydacTre kak B peryssiiid HEKOTOPBIX T€HOB, TaK U
y4acTBYyeT mpolecce oHToreneza. OcoOblii MHTepec mpexacTaBisier u3ydeHue ponu PiPHK B
(dopMHpOBaHUU HEPBHOI cuCTeMBbI y npo3oduibl u npyrux xuBoTHbIX (Kim, 2019; Wakisaka et
al., 2019).

[TomuMo BHYTpEHHUX (PAKTOPOB HAa IKCIPECCHIO MOOMIBHBIX 3JIEMEHTOB MOTYT TaKXke
BIMATh M BHEIIHHME. DTOH mpobieme MOCBAlIeHAa Macca paboT MO MHIYKIHMHU 3KCIPECCUU
MOOWJIBHBIX 3JIEMEHTOB B YCIOBHSX CTpecca, Kak y JApo30(uibl, TaKk M y IPYTUX S>KHUBBIX
OpraHu3MoB, BKJIrouas tabak, puc, apadbunoncuc u Hematony (Feschotte et al., 2002; Hwang et
al., 2019; Mhiri et al., 1997; Wessler, 1996). Muaykiusi akTUBHOCTH MOOWJIBHBIX 3JIEMEHTOB
MOXKET HE TOJbKO NPUBOJUTH K BO3HUKHOBEHHMIO HOBBIX MYyTallMid, HO W BIHUATH Ha
TPAHCKPHUITOM KJIETKH Xo3siuHa. [Ipenmornaraercs, 4To MHAYKIHS TPAHCKPUIIIUM OTIACIBHBIX
MOOUJIBHBIX 3JIEMEHTOB MOKET MPOUCXOAUTH KakK 3a CYET aKTUBALMK TPAHCKPUIIIIMH T€HOMHOTO
OKpYXEHHs, TaK W 3a CYET MPHUBICUYCHUS ONPEACTEHHBIX TPAHCKPUIIMOHHBIX (HaKTOPOB,
aKTUBHPYIONIMXCs B 0TBET Ha cTpecc (Arnault et al., 1991; Horvath et al., 2017; Junakovic et al.,
1986; Ratner et al., 1992; Vazquez et al., 2007).

I[JI)I HCCICA0BAaHNA ACTAJIBHBIX MCXAHU3MOB PCryJISINNUU SKCIIPCCCUU PETPOTPAHCIIO30HOB

y D. melanogaster nenecooOpa3Ho HCIOIB30BaTh MyTaHTHBIC JTMHUHM C HAPYIICHUEM KOHTPOJIIS



TpaHcno3uinu, Takue kak SS (¢denorun flamenco), u BbIkIIOUEHHEM (YHKIIMH OCHOBHBIX

yuactHukoB PIPHK-unTepdepentnn — reros piwi u rhino.

Ieans u 3apaun

Lenpio paboOTHI SBISIIOCH UCCIIEOBAHUE BIUSHUS HK30T€HHBIX (PAKTOPOB U MyTaluil B
KiroueBbiX TeHax PIPHK-uHTepdepeHnmm Ha 5SKCOpPECCHI0 peTpoTpaHcno3oHoB y D.

melanogaster.
JIns nOCTHKEHHUSI LIENHU TIOCTABJICHBI CIEAYIOLIUE 3a0auH:

1. Oxapaktepu3oBars BiusiHHe (enotuna flamenco B swmaum SS Ha
skcnpeccuto JIKII-perporpancno3onos, LINE-3nementoB u knactepos PiPHK B TkaHsx

SIMYHUKOB, KOPITyca, ToJoBbl camok umaro u [{HC nuunHoK.

2. OxapakTepHu30BaTh BIUSHHAE HOKAAayHa rNiNO Ha AKCIIPECCHIO OTACIBHBIX
perpoTpaHco3oHoB u kiactepoB PIPHK B TkaHSIX SUYHUKOB, TOJIOBBI M KOPITyCa CAMOK

IpO30(UIIBL.

3. OxapakTepr30BaTh BIUSHHE OTCYTCTBUS (YHKIIMH PIWI Ha SKCIPECCHIO
OTACJIBHBIX PETPOTPAHCHO30HOB W KkiactepoB PIPHK B TKaHSX SUYHUKOB, TOJOBBI H

KOpITyca CaMOK JPO30(HIIBL.

4. IIpoananu3upoBaTh BIMSHUE OKUCIUTEIBHOIO U XPOHUYECKOT'O TEIIOBOTO
crpecca Ha akcrpeccuto JIKII-perporpancno3onoB u kiactepoB PiIPHK B muaum SS ¢

¢denotunom flamenco u nmunuu gukoro Tuma Canton-S.

5. O1eHUTH BIIUSTHUE T€HOMHOH JIOKAJIN3alluu Konui JKII-

PETPOTPAHCIIO30HOB HA UX TKAHECHEIU(DUIHYIO U CTPECC-HHIYIIUPYEMYIO SKCITPECCHIO.

6. IIpoBecTu aHanM3 MOCIENOBATENBHOCTEN O’ -HETPAHCIUPYEMBIX 00JacTeN
JKII-peTpoTpaHCIIO30HOB ~HA  HAlW4YME€ CAaWTOB, BIUSIOIIUX HAa  AKTHUBALUIO

TPAHCKPHUIILIUH.

Hayunasi HoBu3Ha padoThI

Pabora HampaBieHa Ha HM3yYEHHE MEXAHW3MOB PETYISIUH PETPOTPAHCIO30HOB IPU
TEeHOMHOM CTpecce W CTpecce, BbI3BaHHOM abuormueckumMu Qakrtopamu y D. melanogaster.

BriepBbie Ob1T0 TpOaHATM3UPOBAHO TEHOMHOE OKPY)KEHHE MOOHMIIBHBIX JIEMEHTOB Y APO30(PHIIBI
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[0 pe3ysbTaTaM IOJHOI€HOMHOTO HAHONOPOBOTO CEKBEHUPOBaHMS, M Obula NPOU3BEICHA
NpOBEpPKa BIUSHHA TEHOMHOTO OKPY)KEHHS Ha OKCIPECCHUIO0 PETPOTpaHCIo30Ha Tirant B

YCJIOBHUAX CTpECCA.

Taxkxe ObUIO BHEpBbIE NPOJEMOHCTPUPOBAHO BIMSHHE MYyTallMd TeHa PIWI Ha
IKCIIPECCHIO PETPOTPAHCIIO30HOB B COMATUYECKUX TKAHSAX U NMPOBEEH aHAIN3 CBSI3U reHa PIWI U
0COOCHHOCTEH TPAHCKPUIIMU U MPOLECCUHTa OJHOICTIOYCYHBIX U JIBYLEMOYCYHBIX KIaCTEPOB
piPHK. Ilomumo »3TOro, ObUIa NpPOAHAIM3UPOBAHA SKCIPECCHs MOOWIBHBIX 3JEMEHTOB B
COMaTHYECKUX TKaHSIX IPU HOKJayHe OCHOBHOTO yuyacTHHKa komiuiekca RDC (Rhino, Deadlock,
Cutoff), rhino, u 6buT0 OKa3aHO, YTO FKCHpPECCHsT HEKOTOPHIX PETPOTPAHCIIO30HOB 3aBHCUT OT
ATOTO I'eHa HE TOJIBKO B TKAHSAX SMYHUKOB, HO M B COMAaTHYECKUX TKaHAX. Tarke ObLIO TOKa3aHo,
YTO CIUIACHHT W TPaHCKPUIIHMS HEKOTOpbiX KiactepoB PIPHK Taxke 3aBucut ot rhino B

COMATHUYCCKHUX TKaHAX, B YaCTHOCTH, B HGpBHOfI CHUCTEMC.

BriepBbie Obuta OXapakTepu3oBaHa SKCIPECCUS PETPOTPAHCIIO30HOB U KJIACTEPOB B
JUHUM C HapyLICHHEM KOHTPOJIS TPAHCIO3UIMU SS B COMATHYECKUX TKaHSAX CaMOK, a TaKKe
LEHTPAILHOM HEPBHOM CUCTEME JIMYMHOK TPETHErO BO3PACTa, U IPOAHATIU3UPOBAHO BIIUSHUE

SHJIOTEHHBIX (PAaKTOPOB HA TKAHECHELHU(PHUUHYIO SKCIPECCHIO PETPOTPAHCIIO30HOB.

Ilos0:xeHHsI, BBIHOCUMbIE HA 3alIUTy

1. Cucrema  piPHK-untepdepennyu  onpepenser  ypoBeHb  DKCIIPECCHH
PETPOTPAHCIIO30HOB HE TOJBKO B TE€HEPATHBHBIX, HO M B COMAaTHYECKUX TKaHiX. [pyrue
MEXaHU3MBbl PETYIALUN PETPOTPAHCIIO30HOB HE MOT'YT 00ECHEeYUTh IMOJABICHHE HKCIPECCUU
PETPOTPAHCIIO30HOB B COMATHUYECKHX TKAHAX y MMAaro Npy HAJTUYWMU MyTanuii Piwi imudo npu

HOK1ayHe rhino.

2. [Ipoueccunr Tpanckpunrto kinactepoB PIPHK 3aBucutr ot renos rhino u piwi He

TOJIBKO B TCHCPATUBHBIX, HO U B COMAaTUYCCKUX TKaHIX.

3. DKcrnpeccusi peTPOTPAHCIIO30HOB B OTACIBHBIX TKaHAX, a TaKXKe BO BPEMs
CTpecca HE 3aBUCUT OT II0JIOXKEHUS OTACIBHBIX KOIWI B TCHOME, a ONIPEACIIACTCS CTPYKTYPOU UX

PEryATOpHBIX oOsacTelt u QyHKIMOHATBHOCTHIO cucTeMbl PIPHK-unTepdhepennnn.



Hay4Ho-npakTHyeckasi 3HA4YMMOCTb PadoThI

[Ipobnema perymauuMu aKTUBHOCTM MOOWJIBHBIX DJIEMEHTOB SIBISIETCA  IIHPOKO
UCCIIeyeMOl TEeMOW B CBSI3M C IMOTCHUHAIBHBIM MYTAalMOHHBIM 3((EKTOM TpaHCHO3ULIUH,
KOTOpast MOXXET MPUBOJAUTH K Pa3IMYHBIM OHKOJIOTHYECKUM 3a0oJieBaHMAM. TeopeTrmueckas
3HAYUMOCTh PabOTHI 3aKII0YaeTcsi B UccieoBaHuK Ha moxaenu D. melanogaster mexaHmsmoB
KOHTPOJISI TPAHCIO3UIMH TP TEHOMHOM CTpPECC€ M CTPEcCe, BBI3BAHHOM a0MOTHUYECKUMHU
¢dakTopamu. B paboTe mOKa3aHO, YTO TPAHCKPHUIILUS MCCIEAYEMBIX B paboTe MOOMIIBHBIX
9JIEMEHTOB 3aBHCUT HE TOJBKO OT MPOILECCHHTa TpaHCKpunToB kiactepoB PIPHK, HO m ot
PEeryasiuu TPaHCKPUIIIMOHHBIMHM (aKTOpaMHu, KOTOpPBIE SKCIPECCHUPYIOTCS B OIMpPEaeTEHHBIX

CpCA0BLIX YCIOBUSAX.

B paboTe mpoaeMOHCTpUpPOBaH BKJIA( Pa3IHYHbIX ()aKTOPOB, BIHSIONIMX Ha SKCIPECCUIO
PETPOTPAHCIIO30HOB, M UCCIEOBaHa padoTa oTAenbHbIX KoMoHeHToB PIPHK-unTephepennnn
B COMaTHYECKUX TKaHSIX 3a mpejenaMu roxan. Ilokazana cBsi3b reHoB Piwi u rhino, onHux u3
TJIaBHBIX yyacTHHKOB Omorenesa PIPHK, u knacrepor piPHK-unTepdepeHin B coMmaTHyeckux
TKaHsIX. OTW pe3yiabTaThl JOMOJHSIOT MPEACTABICHUS O MEXaHM3Max peryssiiuu
PETPOTPAHCIIO30HOB M MOTYT OBITh NMPUMEHEHBI KaK JUIS WCCICIOBAHUI B OOJIACTH CO3IaHUS
MEXaHU3MOB PEIPECCHH OHKOJIOTMYECKUX IPOLIECCOB, TEHOTOKCHUKOJOTHMH M IPOLIECCOB
pereHepanyy y >KMBOTHBIX, TaK M B JAIBHCUIINX HCCICIOBAHUSAX PETPOTPAHCIIO30HOB C
MOCJIEYIOIUM CO3/IaHHEM HOBBIX CHUCTEM I'€HHO-MH)KEHEPHBIX KOHCTPYKIHMW, MHIYLUPYEMBIX

BHCIITHUMU YCIIOBUAMMH.

Takum o00pa3oM, pe3ylnbTaThl pabOThl MPEACTABISAIOT TEOPETHUYECKYI0 3HAYUMOCTD,
3aKJIIOYAIONIYIOCSI B JIETAJIbHOM MCCIEN0BAHUM 3aKOHOMEPHOCTEH PpEryisiiMM  OTAEIbHBIX
PETPOTPAHCIIO30HOB B I'€HEPATUBHBIX U COMAaTUYECKUX TKAHAX, & TAKKE MEXAHHU3MOB BIIUSHMUS

CTPECCOBBIX (JAKTOPOB HA CTAOMILHOCTh TEHOMA.

CTeneHb 10CTOBEPHOCTH H anpodaius pe3yabTaToB

33,[[21‘-11/1 pa6OTBI IIOCTaBJICHBI B COOTBCTCTBUH C CJIbIO HUCCICI0BaHuA,
OKCIICPUMCHTAJIbHAA YaCTb pa60TI>I BBICTPOCHA Ha OCHOBC HAaHHBIX W3 JIMTCPATYPHBIX
HCTOYHHKOB. B pa60Te HCTIOJIb30BaHbl COBPCMCHHBIC MCTOJAbI U MOAXOAbI, COOTBCTCTBYIOIIINC
PCHICHUIO IIOCTABJICHHBIX 3aj1ay. PGSYJIBTB_TBI OKCIICPUMCHTOB HPOBCPCHBI € IOMOIIBIO
NoAXOAAIINX CTATUCTHYCCKUX KPUTCPUCB U OBLIH MpoaHaJIU3UPOBAHBI C HCIIOJIB30BAHUCM

COBPCMCHHBIX 0a3 JaHHBIX. Bce OKCHCPUMCHTBI HUMCHOT  JOCTATOYHOC  KOJIHNYCCTBO



OHOJIOrMYECKUX MNOBTOPOB JIsI MPOBCACHHUA CTATUCTUYCCKOIO aHAJIM3a W HWHTCPIPETAUN

PE3YyIbTATOB NOCTABJICHHBIX SKCIICPUMCHTOB.

Pesynbrarsl paboThl MpEACTaBICHbl HA POCCUICKUX U MEXIYyHAPOJHBIX KOH(EPEHIUIX
(«Ipo3oduna 2020», 'arunna, 2020; «AkTyanbHbIe TPOOIEMBI OHMOJIOTHH Pa3BUTH», MOCKBa,
2021; «JlomonocoB-2022», Mocksa, 2022; «Bioinformatics of Genome Regulation and
Structure/Systems Biology», Novosibirsk, 2022; «Jlpo3zoduna 2023», Tatumna, 2023) u
omyOJMKOBaHBl B JKypHajaX, BXOJSIIMX B TIepeueHb HayuyHbIXx wu3aanuii BAK, B
MEKIYHApOIHBIX peleH3upyeMbIX xkypHanax (5 crareil, MHIEeKCHpyeMbIX B 0a3zax naHHbix \Web

of Science u Scopus):

Crartei, B )KypHAJIaX, pekoMeH10BaHHbIX BAK:

Kykymkuna U.B., Maxnosckuii [1.A., Hedpenosa JI.H., MuasieBa IL.A., Ky3smun U.B.,
JlaBpenoB A.P., Kum A.M. Anamu3 tpanckpuntoma nuHuid Drosophila melanogaster c
HapyIICeHUEeM KOHTPOJIS TPAHCIIO3HIUK peTpoTpancnozona gypsy // I'enemuxa 2020, T. 56, Ne 5.,
C. 550-560. DOI: 10.31857/S0016675820050082.

Mmuasiea II.A., Hedenosa JIL.H. VYcroiiuuBocte k OopHoii kuciote y Drosophila
melanogaster 3aBucut ot ypoBHs 3kcnpeccuu rena Cyp9b2 // I'enemuxa 2022, T. 58, Ne 4, C.
463-469. DOI: 10.31857/s0016675822040099.

MmuasieBa IL.A., JlaBpenoB A.P., Kysemun U.B. Kum A.U., Hedenosa JI.H. Perymsauus
OJTHOIICTIOYECYHBIX M JBYyLENo4YeuHbIX kKiactepoB PIPHK B repMuHaNbHBIX M COMaTHYECKHX
tkansx Drosophila melanogaster 3aBucut ot rena rhino // I'enemuxa 2023, T. 59, Ne 12, C.
1372-1381. DOI: 10.31857/S0016675823120056.

Milyaeva P.A., Kukushkina 1.V., Kim A.l., Nefedova L.N. Stress induced activation of
LTR retrotransposons in the drosophila melanogaster genome // Life 2023, Vol. 13, Nel2,
P. 2272-2272. DOI: 10.3390/1ife13122272.

MuasieBa ILA., Kykymkuna W.B., JlaBpenoB A.P., Kyssmun WU.B., Kum A.H.,
Hedenosa JILH. Perymsamus skcrpeccuu peTpOTPAaHCIO30HOB B COMAaTHUECKHX —TKaHIX
Drosophila melanogaster // Monekynsipuast 6nonorust 2024, T. 58, Nel C. 9-9.

Tesucsr:

MmuasieBa ILLA. u Hedenosa JL.H. VccrnenoBanue BAMsHUS MyTallid B T€HE UTOXpOMaA
Cyp9bl ma ycroitunBocTh k OopHoi kuciore Drosophila melanogaster. B Mexaynapoanas
koH(pepennus [pozoduna B renetmke u meaunuHe COopHuk TtesmcoB, C. 31-31, HUIJ
Kypuarosckuit uactutyt - [IMAD Narunna, 2020.

MuasieBa I1.A., Hedenosa JI.H., JlaBpenoB A. P. u Hukutuna M. JI. Posiib KOMIIOHEHTOB

cuctembl PIPHK-uHTEpdepeHnm B peryisiiu peTpoTPaHCIIO30HOB B COMAaTHYECKUX TKaHsIX D.
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melanogaster. B Mamepuanvt Koughepenyuu monoovix yuenvix Axmyanvhvie npooaemvl
ouonoeuu paszsumus, 12-14 oxmsaopsa 2021 2., Mockea, UbP PAH, C. 50-50, U3narenpcTBO
ITepo Mockga, 2021.

Milyaeva P.A., Kuzmin I.V., Lavrenov A.R., Dyachenko A.l. and Nefedova L.N.. The
role of the rhino gene in the transcriptional regulation of different piRNA clusters.
In Bioinformatics of Genome Regulation and Structure/Systems Biology (BGRS/SB-2022): The
Thirteenth International Multiconference, pages 696—696, Novosibirsk, 2022.

MuasieBa ILA., Kykymkuna W.B., JlaBpenoB A.P., Ky3smun M.B., Kum AU. u
Hedenoa JLLH. Crpecc-aktuBauusi JIKII-perpotpancrno3onoB B reHome Drosophila
melanogaster: mpuunHbl U cnenctBus. B Bcepoccuiickas konghepenyus ¢ mesncoyHapoOHbim
yuacmuem [poszoguna 2023, TlerepOyprckuii HHCTUTYT sigepHOM ¢usuku um. b.IL
KoncrantuHoBa HanmoHaneHOrO HCCIEIOBAaTENbCKOrO LeHTpa KypyaToOBCKHMI HHCTHTYT,

I'arumna, 2023.

JIMYHBIA BKJIAJ AaBTOPa

Jlnanerit Brmang MunsieBoit [1LA. 3akirodaercs B BBIIOJIHEHUU KaXKIOTO dTama pabOThI:
aHaJIM3€ COBPEMEHHOU TEMaTHUYeCKOW JTUTEPaTyphl, MOA00pe OUOIIOTHYECKOT0 MaTepHasa U €ro
KYJIbTUBHPOBAaHUM, I[IOCTAHOBKE OTHCIBHBIX 3a1ad Juid JOCTH)KCHUS Ield  paboThl,
poOOTOTOTOBKE u 00paboTke MOJYYEHHBIX  PE3YJIbTATOB COOTBETCTBYIOIIUMHU
CTaTUCTUYECKUMHU METOJaMU M COBPEMEHHBIMU mporpammamu. llomydeHHbIe NaHHBIE OBLIH

MHTEPIPETUPOBAHBI ABTOPOM U MPEACTABICHBI B CTAThAX U JOKJIA/1aX Ha KOH(EPEeHIUX.

CTpykTypa 1 00bEM AUCCEPTALMOHHOI PabOTHI

JuccepranuonHas paboTa BbIoJHEHa Ha 152 crpaHuunax, conaepxut 35 pUCYHKOB, S
TabIMI, COCTOMT M3 pas3znenoB Baexenue, OO030p nuteparypsl, Martepuaibl U METOIbI,
Pesynprarel, OOcyxnenue, 3akmodeHue, BeBoabl um Crnmcok nutepaTypbl. bubmmorpadus

paboTsl conepxut 186 ncrounukos. [Ipunoxenue coaepkut 33 CTpaHULIBL.
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2.0B30P JIMTEPATYPbI
2.1. Knaccuduxanus MOOHJIbHBIX TeHETHYECKHX 3JIeMEHTOB

MoOuibHble TeHeTnueckue 3neMeHTsl (MI'D) — yuactku renomuoi JIHK, crocoOmbie
U3MEHATh CBOE MECTOIIOJIOKEHUE B T€HOME OpraHM3Ma-XO3sMHA IIOCPEICTBOM MEXaHU3Ma
Tpa"cno3unuu. MI'D pacrpocTpaHeHbl BO BCEX KilaccaxX JXMBBIX OPraHM3MOB, HauyMHas C
OakTepuil U apxeil U 3aKaH4YMBas BBHICIIUMH dyKapuoTaMu. Y yeroBeka MI'D cOCTaBISIOT OKOJIO

45% renoma, y mposoduibel 15-20% renoma (Perrat et al., 2013).

Knaccudukamnus sykapuotndeckux MI'D ocHOBaHa Ha THUIIE TPAHCIIO3WIIUHU, MPUIEM, B
KKIOM KJIacCe €CTh KaK aBTOHOMHBIC T'PYIMIThl MOOWMIBHBIX JJIEMEHTOB, TaK U HEABTOHOMHEIE,

TPAHCIIO3UIIHMS KOTOPBIX 3aBUCHT OT MIPUCYTCTBUS MepBbIX (puc. 1).

K xmaccy | oOTHOCATCS peTpOTPaHCIO30HBI — MOOWIBHBIE 3JEMEHTHI, KOTOpBIE
OCYILECTBJISAIOT CBOIO TPAHCIO3UIIMIO 110 PEIUIMKaTUBHOMY MexaHu3My. co3ganue JJHK-komuu ¢
noMo1pto ooparHoi TpaHckpuniun PHK-maTpuis! u nocnenyromiee BcTpauBaHue 3TOM HOBOM
konun B HoBbli ywactok JIHK. B pesynprare Takol TpaHCIO3ULMU YHUCIO KOIHUMN
pPETPOTPAHCIIO30HA YBEIMYMBACTCA. Y AAJICEHUE KONHUKW pPETPOTPAHCIIO30HOB U3 TE€HOMA

MPOUCXOTUT C TOMOIIBIO SKTOMUYECKON PEKOMOMHALIMY U HOCUT CITy4allHBINA XapakTep.

PeTpoTpaHCo30HbI pa3AessSioT M0 HAJUYUIO JUIMHHBIX KOHIEBBIX moBTopoB (IKII) Ha
nBa moxkiacca: JIKII-perporpancnosonsl (rpymmber Tyl-copia, BEL, DIRS u Ty3-gypsy) u
perpotpancnosonsl 6e3 JKII (ae-AKII-perporpancnosonsi) (rpymmer LINE (long interspersed
element) u SINE (short interspersed elements)) (Kidwell, 2002).

JKII-peTpoTpaHCIiO30Hbl HEPEIKO MOIBEPraluCh JOMECTHKANUU (B JTAHHOM CiIydae o
JIOMECTHUKAINEeH TIOHMMAETCSl TMPOIECC JBOJIOLUHU IOCIEIOBATEILHOCTA OTKPBITOH paMKH
CUMTBIBAHUS MOOMJIBHOTO 3JICMEHTA B I'€H XO03SMHA) B XOJIC 3BOJIFOIIMH Y PA3HBIX TPYII )KUBBIX
OpranusMoB, BKiIrouas apo3oduiny. Hampumep, ren Gagr mosiBuiics Gnarogapsi JOMECTUKALUU
otkpeiToii pamku cuuthiBanus (OPC) gag (Nefedova et al., 2014). Dnementsr rpymmnsl LINE
TaKkKe CBhITPAId BAXHYIO POJb B JBOJIONUU APO30QWIbl. B OTIWYMH OT APYruX >KUBBIX
OpPraHU3MOB, y TUIOJIOBOM MYIIKH HET TeJIOMepas3bl, a YAJUHEHHE TEeIOMEp MPOUCXOAUT 3a CUET
BCTpanBaHuUs HOBBIX Komuid TenoMepHbix LINE-3nementos (HeT-A, TART-A, TART-B, TART-
C u TAHRE). [lanHbie »5JeMEHTBI HaxOIATCS Ha KOHIAX XPOMOCOM TIOCJIE PaliOHOB
MOBTOPSIOLINXCS TOCIeN0oBaTeNbHOCTe TAS, UM BCTpaWBaHHE MX HOBBIX KOMHN MPOUCXOIUT
umeHHO B 3t ydactku (Radion et al., 2018). Onnako, HECMOTPsi HA MOTEHIIUATIBHYIO TOJIB3Y,

OOJIBIIMHCTBO PETPOTPAHCIIO30HOB HAHOCAT YIIEpO KIETKE B pe3yiabTaTe TPAHCIO3UIMH, U
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MMOATOMY HAXOJSATCS MO/ )KECTKHUM KOHTPOJIEM CO CTOPOHBI x03simHa. 06 3TOM moipoOHee Oyaer

CKa3aHO HUXKCE.

K xnaccy Il otHOcATcs MI'D, KOTOpBIE OCYIIECTBISAIOT TPAHCIO3ZULHIO C IOMOIIBIO
HEPETUTUKATUBHBIX MEXaHW3MOB. MEXaHH3M «BBIPE3aHHE-BCTaBKa» JHOO C IMOMOIIBIO
pexkomOuHanuu (Hanpumep, hobo, P (D. melanogaster) wiu 7cl (Caenorhabditis elegans)) u
MEXaHH3M, HAIIOMHHAIOIIUH «KaTsIIeecs KOJbIo» y 0akrepui, (Haacemeticteo MI'™D Helitrons).

B pesynbrate Tpancno3uipu yncio konuid Takux MI'D He yBenmuuBaetcs (Kidwell, 2002).

Copia —» Ale/Retrofit
> Alesia
Autonomous
G —»Angela
LTR ypsy = .
retrotransposons Blanca
Non- Bel-pao 7 | ——> Bryco
autonomous — Lyco
TRIM —» Gymco
LaRD —— Ikeros/Tork
Hetmgfrf:pgsms PR Autonomous BARE2 s
y non-LTR TR_GAG »
[ retrotransposons Osser
i LINEs — TAR/Tork
autonomous > Tork
L »siNEs L—» Sire
——— CEM
TEs
F—»Chlamyvir
> PLEs » Penelope
> Galadriel
— Reina
—» Tekay/Del
E— DIRS » DIRS =
—— Athila
L »Ngaro i
—— > VIPER
——>> Ogre
> Retand
Subclass 1 > TIR » Te1-Marine
— Phygy
F——— hAT
——>» Selgy
R
v L3> Crypton Mutator
Class 2 » Tas
Transposons Merin
> Transib > Bel
Subclass 2 > Helitron o Pao
> —
> PiggyBac — Sinbad
“—» Maverick > PIF-Harbinger4' Suzu
-————>» CACTA
'——————> Crypton

———> Helitron
Maverick

Pucynok 1. Kinaccupukanms modmiabHbix 3iementoB (Orozco-Arias et al., 2019;

Schietgat et al., 2018). IlosicHeHusI B TeKCTe.

2.2. CTpoeHHe peTPOTPAHCIO30HOB M MX BJIUSIHHE HA TeHOM

B coBpemenHoli mutepaTtype poAcTBO peTpoBupycoB U JKII-peTpoTpaHCIIO30HOB yXke HE
[oJBEpraeTcs COMHEHHMIO. HexoTopele ucciienoBarenn Jaxke OTHOCAT PETPOBUPYCHI K Kiaccy
JKII-perporpancniozonoB (Malik and Eickbush, 1999). J[leiicrButensno, cpemun JKII-
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PETPOTPAHCIIO30HOB BCTPEUAIOTCS TAaKWE BApPUAHTHI, KOTJA WHCEPIHs IMPEIAKOBOTO BHpyca B
T€HOM KOHKPETHOTO BHAA MPOM30IIIA HE Tak JaBHO MO MeEpKaM J3BOJIOLWHU, W
MOCJIEJIOBATEILHOCTh JIAHHOTO MOOWIIBHOTO JJIEMEHTA €II€ He yCIella HAKOMHUTh JOCTaTOYHO
MyTaluid, 9TOOBI TOJIHOCTHIO CTaTh MOOWUIBHBIM 3JIEMEHTOM. K TakuMm mpumepaMm MOKHO
OTHECTH DHJIOTEHHBIC BUPYCHI CBUHBH, KOTOPHIE CIIOCOOHBI K MH(PUIIMPOBAHUIO, YTO MOBBIIIACT
PHCK 3apakeHUs KJICTOK uelioBeka npu kceHotpanciuiantanuu (Denner, 2016). Oxnako 31ech
MBI OyaeMm pazuensaTh perpoBupychl u JIKII-peTpoTpaHCo30HBI HA J1BE OTACTbHBIC KATETOPUU

110 KPUTEPHUIO BUPYJIECHTHOCTH.

N JKII-peTpoTpaHCIIO30Hbl, U PETPOBUPYCHl OONAAAOT €IUHBIM IIJIAHOM CTPOCHUS:
JUTMHHBIMU KOHIIEBBIMH MOBTOpaM (00pa3yroTcst pu oOpatHoW TpaHckpunuuu) u Tpems OPC.
OPC gag xomupyeT CTPYKTypHble Oeiku 00osiouku BupycHoW yactuilel, OPC pol xomupyer
(epMEeHTHI, OTBEYAIOLIHE 32 WHTETPAIMIO M MEpEeMEUICHUE MOOHIBHOTO JJIeMEHTa (BUpyca) —
peBeptady u uHTerpady, npoaykr OPC env orBeuaer 3a 00pa3oBaHHE JMIIONPOTEHUIAHOTO
KOMIUIEKCA, KOTOPbIH oOecreyrBaeT y3HaBaHHE KJIETOUHBIX PELENTOPOB M NMPOHUKHOBEHHE
Bupyca B kietky (mocienuss OPC mnpucyrcrByer He y Bcex JIKII-perpoTpaHCro30HOB)
(Hedenora n Kum, 2009). Taxke cpenu SHAOTEHHBIX PETPOBUPYCOB MHOT/A BBIICISIOT PAMKY
pro, koaupyroiiyrw BHpycHyro mpoteasdy (Johnson, 2019). ITomumo 3toro, cpemam JIKII-
PETPOTPAHCIIO30HOB BCTPEUAIOTCS M Takue, Y KOTOpbIX aBe 6o Bce Tpu OPC oObeauHeHs! B
omny (Hedemoa wm Kum, 2009). OpHako OCHOBHBIM KpUTEpUEM  KIacCU(PUKALUH
perpoTpancno3oHoB Ha Tpu Tpynnbl (BEL, copia u gypsy) CiayXHuT MOCIeIOBaTeIbHOCTD
uHTerpassl. Takum oOpazoMm Bo Bcex Tpéx rpymnmnax JIKII-peTpoTpaHCO30HOB HPUCYTCTBYIOT

AJIEMEHTHI ¢ Pa3HOM OpraHu3aiueil OTKPBITHIX PaMOK cunThiBaHus (Puc.2).
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Pr RT1 RNase H In } BEL

Pr RT1 RNase H In

o s 7 B =)

Pr In RT2 RNaseH

copia
=) 88 ~pe =) ?
Pr In RT2 RNaseH
— gag pol =
Pr RT1 RNaseH In
a
— po . gypsy
Pr RT1 RNase H In
gag — eny WREN

Pr RT1 RNase H In

Pucynok 2. CtpykrypHas opranusauus JIKII-perporpancnozonos D. melanogaster
Tpex rpymm: gypsy, copia m BEL. Iosichennsi B Tekcre. O0o3HaueHus: RT - oOparHas
tpanckpunrtasza, RNaseH — PHKaza H, In — unterpasa, Pr — npoteasa, crpenkamu 0603Ha4eHBI

JUTHHHBIC KOoHIIeBbIe MoBTOPHI (Hedenora u Kum, 2009).

B Hacrosiiee Bpemsi CyIIECTBYIOT JiBa MPOTUBOIONOXKHBIX B3rJIsiAa Ha 3Boonuio JIKII-
perpotpancno3oHoB u perposupycoB (Hedemona and Kum, 2009). ITo oaHo# U3 ToUek 3peHHSI
JKII-peTpoTpaHCIIO30HbI SIBIISIOTCS PETPOBUPYCAMHU, KOTOpPHIE KOTJA-TO ObUIM BKJIIOUEHBI B
TCHOM OpraHU3Ma-XO35IMHA U TMOTEPsUIM CIOCOOHOCTh K BHUpYJIEHTHOCTH. OJHAKO, TaK KaK y
PETPOBHPYCOB KpPYI XO38€B OTpaHMYEH, CYIIECTBYET THIOTe3a 00 HMX 3YKapHUOTHYECKOM
MPOUCXOXKACHUN MYTEM 3BOJIONMH OOJBIIOTO pa3HOOOpasusi PEeTPOTPAHCIO30HOB. B cBs3m ¢
3TUM CTOMT OTMETHUTh, YTO CYIIECTBYET HEMAJIO IPUMEPOB MONAJaHHsI HOBBIX PETPOBUPYCHBIX
MOCIIEIOBATEIbHOCTEH B TE€HOM 3YKApHOT U MX MOCIEIYIOeH JOMECTHKAMK ¢ 00pa3oBaHHEM
IIPOMOTOPOB, JHXAHCEPOB WM I'€HOB, OJHAKO HET HU OJHOIO 3apETHCTPUPOBAHHOIO Ciydas
0o0pa3oBaHUs IOCIEAIOBATEILHOCTH MOOMJIBHOTO »JJIEMEHTAa M3 IOCIEI0BAaTEIbHOCTH T'€Ha
x03a1Ha. boisee Toro, ciemys Takoii JIoruke, 00pazoBaHHEe MEXaHW3Ma OOpPATHOM TPAHCKPUIIIIUH
MOrJo OBl TPOMCXOOUTh HEOJHOKpAaTHO, TeM HE MeHee, Mbl Ha0moJaeM, 4dYTO Y

PETPOTPAHCIIO30HOB M Y PETPOBUPYCOB, MOMUMO OOIIETo IJIaHa CTPOCHUS, CXOXH TaKKe H
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MCXAaHU3MBbI PCIIMKAIWU, YTO ,Z[aéT HaM TIOYBY IJid YTBCPKACHUA, YTO, BCPOATHO, B I3TOM

BOIIPOCE MIEPBUYHBI PETPOBUPYCHI.

Tak  xak  JIKII-peTpoTpaHCIO30HBI  OCYILIECTBISIOT  TPAHCHO3ULUI  IYTEM
PEIUIEKAaTUBHOIO CHUHTE3a, M0CIIE KaXI0r0 YCHEIIHONW MHCEPLUHU B FEHOME XO3SMHA MOSIBIIAETCS
elé oJHa HOBasl KOMMS PETPOTpaHCIO30Ha. Hepenko MUILIEHBIO I MHTETPAlMU HOBBIX KOIIMI
CIIy’)KaT MHTPOHBI, 3K30HBI U PETYJISATOPHBIE MOCIEA0BATEIBHOCTH I'€HOB, YTO IMOBBIIIAET PUCK
BO3HMKHOBEHMsI HOBBIX MyTauui. OJHAaKoO, COTJAaCHO COBPEMEHHBIM HCCIEIOBAHUSIM, Y
PETPOTPAHCIIO30HOB CYIIECTBYIOT CBOM TpeOOBaHUS K OyAyIIeMy CallTy WHCEpIUH. HalpHMep,
takoit cnenuduunocThio obmamator JIKII-perpotpancnoszonst D. melanogaster gypsy, ZAM u
Idefix. Bce 3Tu MOOHMIIBHBIC 37IEMEHTHI BCTPAUBAIOTCS B MAIMHIPOMHBIC MOCIEI0OBATEIBHOCTH U
0o0pa3yloT AYIUIMKAIMK YETHIPEX HYKJICOTHIOB B CaliTe BCTpauBaHMs. PeTpoTpaHCHO30HBI
rpynmsl gypsy Mpeano4yuTaroT B KadyeCTBE CalTOB BCTPaMBAaHMS IOCIEAOBAaTENbHOCTH S’-
TPuPyA-3’, ognako ObiBatoT M cinydyan ux uHTerpauuu B AT-nosropsl. [lostomy mms psaa
PETPOTPAHCIIO30HOB CYLIECTBYIOT «TOpSYME€ TOYKH BCTPAUBAHUSA», MECTa, TPAHCIO3MULIMS B
KOTOpbIE Yy JaHHBIX MOOWJIBHBIX SJIEMEHTOB IMPOUCXOIUT dHallle, YeM B Kakue-mubo aApyrue
y4acTKH reHoMa. Hampumep, B reHe OVO CyIIECTBYIOT HpOTsDKEHHbIE AT-OoraTble y4acTKH ¢
HEYHUKAJIBHBIMH I0OCJIEIOBATEILHOCTSMH, B KOTOPBIE NPEANOYUTAET BCTPAUBATHCA JYPSY, UTO
NPUBOJUT K CTEPUIIBHOCTH caMoK japo3oduibl. Y puca (Oryza sativa) perporpancmno3on Tos17
NPEANOYUTaeT BCTpauBaThcsd B TeH RSUSZ2 m B coOcTBEeHHBbIE KOMHMH. B 11€10M, BCTpauBaHue B
COOCTBEHHbIE KOMHMM JHOO KONHM JPYrHMX MOOMJIBHBIX 3JIEMEHTOB XapaKTEpHO UIsI MHOTHX
MOOMIIBHBIX 37ieMeHTOB. OO0 3TOM CBUAETENBCTBYET opranu3zanus kiactepoB PIPHK (kpymHbix
CKOIUICHH CTAaphIX KOMUI MOOMIBHBIX 3JIEMEHTOB), B KOTOPBIX YAaCTO HAXOSATCS BCTABKU OJJHUX
pPEeTPOTpaHCIIO30HOB B TocienoBarenbHoctd apyrux (Dej, 1998; Yamazaki et al., 2001).
Petpotpancnozonsl noarpynmsl [defix Taxke uMerOT TeHICHIIMIO BeTpauBaThesi B AT-0Oorarbie
caiitel (6-40 m.H.). MI'D moarpynmel ZAM mpeAnoduTarOT BCTpaMBaThbCd B YYAaCTKH C
nocnenoBare’abHOCThIO 5’-GCGCGC-3’. Takxke 1 HEKOTOPHIX MOATPYII PETPOTPAHCIIO30HOB
oOHapyxeHa TeHAeHIMs BcrpauBarbes B caiitel JIHK, oOnapgaromme omnpenenéHHbIMU
napamMeTpamMi, HO He B KOHKpEeTHbIE mocienoBarenbHocTH. Hampumep, cnocobnocts JIHK
nepexoauts u3 A-dopmbl B B-popMy u dYacToTa TpaHCKpHIILIMU caiiTa, SYXpOMAaTHUH WIH

rerepoxpomatun (Bushman, 2003; Nefedova et al., 2011).

Cpemn  JAKII-peTpoTpaHCIIO30HOB W pPETPOBUPYCOB, KOTOpPHIE  IMPEANOYUTAIOT
YHHUKaJbHBIE pailonel TeHoma MoxHO BblAenuTh JKII-perporpancnozonsr Ty3 u Tyl
(Saccharomyces  cerevisiae), = kOoTopble  BCTpauBarOTCS  Ha  5’-yyacTkax  TI'€HOB,

tpanckpubupyembix PHK-nomumepasoii 11, 1 na 750 n.H. BbIIIe cTapTa TPaHCKPHUIILIMK TE€HOB,
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tpanckpuoOupyemsix PHK-mosmmmepasoit |11, coorBerctBenno (Bushman, 2003; Malik and
Eickbush, 1999). JKII-perporpancmno3on puca T0S17 u perpoBupyc BUY Toxe ware
BCTPAMBAIOTCSI B YYaCTKH C YHHKAIBHBIMH MOCIIEIOBATEIbHOCTAMH. [Ipu 3TOM, mpH

BCTPAaMBAaHUU BCE IEPEUMCIICHHBIC IMPHUMEpBl 4Yallle IONaJal0T B HEKOJUPYIOLIME YYaCTKU

(Bushman, 2003; Miyao et al., 2003).

Hekoropeie  JIKII-peTpoTpaHcrio30HOB, KOTOpBIE  4acTO  BCTPAaMBAIOTCA B
reTepOXPOMATHHOBBIE PAaOHBI, KOJUPYIOT HHTErpa3bl C XpOMOJIOMEHAMHU. XPOMOJOMEHBI — 3TO
nocienoBareabHOoCTH 13 50 aMHHOKHCIIOT, KOTOpble HE0OXoMuMbl TakuM Oenkam, kak HP1, u
Oenkam cemeiicta Polycomb (Pc), mst pacio3naBanust rerepoxpomMaTuHOBBIX MeTOK (Gao et al.,
2008). Ilokazano, uro s BcrpauBanus JIKII-perporpancnozona Ty5 (S. cerevisiae)
HEOOXOAUMBI TeTepoxpoMaTHHOBBIe Oenku Sir3p u Sirdp, 95% ero uHcepuMii OKa3bIBAIOTCS

TEIOMEPHBIX palioHax 6o B okycax cnapuBanust HML u HMR (Zhu et al., 1999).

Takum o6pazom, [KII-perpoTpaHcrio30HBl B OOJBIIMHCTBE CIy4aeB OCYIIECTBISIOT
TPAHCMO3UIMM C MHHHMAJbHBIM YIIepOOM Jii TeHOMa OpraHm3Ma-xo3suHa. TeM He MeHee,
HEKOTOpble HMHcepuuu MI'D Moryr HnpuBOAWTH K TakKUM HEraTHBHBIM IIOCIEACTBHSM, Kak
BBIKJIIOYEHHME T€HOB M F'eHOMHBbIEe niepecTpoiku. [Ipu atom cxoactso JAKII-peTpoTpaHciio3oHOB ¢
peTpOBUpYCaMU JI€JaCT UX MOTCHUMAIBHBIM MAaTE€pUAJIOM I HCIIOJIb30BAaHMS B KAaueCTBE

BEKTOPOB HapaBHE C PETPOBUPYCAMH.

B otnnume ot LTR-perporpancnosonos, tenomepusie LINE ne obnanator nnmuHHBIMU
KOHLIEBBIMM IIOBTOpaMM M HWIPAIOT MOJOXKHUTEIBHYIO DPOJb B KIETKE, TaK KaK MX KOIUHU
UCIOJIB3YIOTCS Ul yJUIMHEHHs Tenomep. Y TenoMepHblx LINE ects nBe oTkpeIThIE pamku
cuntbiBanus (OPC): gag u pol. Ux dyHkuuu takue xe, kak u 'y coorsercrByroumx OPC y LTR-
peTpoTpaHCo30HOB. B otnuumu ot OonbimmHcTBa TernoMepHbix LINE, HeT-A ne obnamaer
pamkoi#t cumutkiBanus POl. Cumraercs, yTo AN TPAHCIO3UIMKM OH HCIOJIB3YeT OOpPATHYIO
TPAHCKPHUIITA3y U SHIOHYKJIEa3y, KOJUPYEMbIE POJCTBEHHBIMU 3JIEMEHTAMHU, TakUMH, Kak TART
n TAHRE, ognako mnpsmMbIX CBHIETENBCTB TaKOrO MexaHM3Ma TpaHcno3unuu HeT-A mnoka

obHnapyxeno He 0bi10 (Casacuberta, 2017) (Puc.3).
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Pucynok 3. Crtpoenme LINE (Casacuberta, 2017). 5’UTR u 3’UTR - 5- u 3’-
HEeTpaHCIUpyeMmble o60mactu cooTBercTBeHHO, EN — osuponykmeasa, RT - oOpartHas

TPAaHCKPHIITA3a, CTPCIIKAMHA YKa3aHO HAITPABJICHUC TPAHCKPUIIIIHUHU.

B otmnmuuu ot JAKII-perpotpancno3onos, tenomepHslie LINE BcrpamBarorcs B ogHOM
HAIpPaBJIEHUHU 110 OTHOIIEHUIO K LIEHTPOMEPE — MOJIU-A-XBOCT BCEr/la MOBEPHYT K LIEHTPOMEDE.
Emé onnoii ocobennocteio LINE siBnsiercs nanuume TpaHnckpunuuy B 000MX HampaBiICHUSX C
obOoux mered, Npu4éM, B HEKOTOPHIX CIIydasx KOJUYECTBO AHTHUCMBICIOBBIX TPAHCKPHUIITOB
MOXET  MpPEBHINATh  KOJIUYECTBO  CMBICIOBBIX.  OJTa  OCOOCHHOCTb  TEJIOMEPHBIX
PETPOTPAHCIIO30HOB MOAEPKUBACTCSI CTPOTUM OTOOPOM, OJHAKO (DYHKLHUS 3TOTO SBJICHUS IO

cux nop He u3ydena (Casacuberta, 2017)

2.3. Cucrema SiPHK-unTepdepeHnu Kak 0CHOBHOW MyTh PeryJsiiid AaKTHBHOCTH

MOOMJIbHBIX 3JIEMEHTOB B cOMaTHYecKHX TKanax D. melanogaster

B comarmueckux kimerkax D. melanogaster, kak u y ApyruX MHOTOKJIETOYHBIX
OpPraHM3MOB, KOHTPOJb TpaHCmo3uuuu ocymecTBisiercs myrém  SIPHK-unTepdepennnu.
Hcrounnkamu SIPHK siBisitoTcst BUpYChl, MOOMIIBHBIE DJIEMEHTBI M TPAHCTCHHBIE KOHCTPYKIIUH.
[MpenmectBennuku SIPHK — sto nBynuteBbie PHK, npuuém, takas PHK Mmoxer ObiTh Kak
suporeHHoi (endo-siPHK), tak u 3axBaueHHoi u3 BHemiHeid cpeabl (ex0-SiPHK). Tak kak B
(okyce HaIMX AATBHEUIINX PACCYXACHUIN OyIyT peTpOTPAHCIIO30HbI, OCTAHOBUMCS IOIpoOHEe

Ha SIPHK suporennoro npoucxoxaenus (Schwarz et al., 2002).

Kak Obuto ckazaHo Bbiie, npeamectBeHHukoMm SIPHK sBnsercs asynuteBas PHK,

npu4ém ucrtounnkom takux PHK sBisitorcs camu mocienoBaTeaIbHOCTH TPAHCIIO30HOB, BUPYCOB
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WIM TPAHCTE€HHBIX KOHCTPYKIIMM, BCTpOeHHBIX B reHoMm. [IBynurteBas PHK-nmpemmecTBeHHUK
paspesaetrcst Ha (hparMeHThI ¢ moMoiieio Oenka Dicer-2. YV Dicer-2 ecth HECKOJIBKO JTOMEHOB:
DEXD/H AT®asusii, DUF283, PAZ, nsa momena PHKaser Il u dSRBD, caassBarommuii
neyruteByto PHK. Dicer-2 csizpiBaer koHIb! iByHHTeBOM PHK (KoTOpas u3HayaabHO SBISUIACH
vyacteto PHK, npunssimyro kordopmarmio stem-loop) (exo-siPHK Toxe mosiBnsrorcst u3 stem-
loop, HO BO Bpems perUIMKanuu BUpyca, HMHOUIMPOBABILErO KIETKY) depe3 nomeH PAZ u
pazpezaer e€¢ ¢ mnomombio AByXx PHKa3ubix noMeHOB, ocraBisis Ha 5’-KOHIE MNPOAYKTA
MoHOo(dochar, mpuuéM HaTUYMe TUIPOKCHIA Ha 3’-KOHIIE HE SBISETCS O00S3aTeNbHBIM IS
nanpHeHmMx peakuuii. OnHako 3’-koHen oOpabateiBaetcs meTmirpancdepazoit HENL, kak u B
ciydae PIPHK, o uém Oyner ckazano manee. Ho SIPHK kopoue, uem piPHK. OGwruno pasmep
SIPHK He Gozee 21 H., B To Bpems, kak PIPHK uytes Gosbiie 24 u. (Carthew and Sontheimer,
2009). Iloteps pynkumu Dicer-2 npuBoAUT K TOBBIIMICHHIO SKCIPECCUU PETPOTPAHCIIO30HOB B
S2-knetkax, omHako, ecth W Dicer-HesaBucumeblii crioco6 odpazoBanus SIPHK (Siomi et al.,
2008).

Cama PHK-unTepdepennus ocymectBisercs B komiuiekce RISC  (RNA-induced
silencing complex). COopka 3TOro KOMIUIEKCA HaYMHAETCS C reTepoiuMmepa, 00pa30BaHHOIO
Dicer-2 u R2D2 (oxnako B ciyuae endo-SiRNA Heooxoaumocts R2D2 ocTtaéres moj BOmpocom,
TaKk Kak Moka3aHo, 4to s Ouorenesa endo-siPHK neoOxomaum Genmok Loquacious, koTopbrit
yaiie Bcero paboraer B komiuiekce ¢ Dicer-1). 3areM HECKOJBKO HEHM3BECTHBIX (DAaKTOPOB
npucoeauHstoTes K rerepoaumepy u popmupytor RLC (RISC-loading complex), k kotropomy
npucoeauHsercss Oemok AQ02 € kxopotkuMm mnpemmectBeHHukoMm SIPHK, u  kommiekc
npespamtaercs B npe-RISC. ®opmuposanne RISC 3aBepmiaercsi, korna Ag02 OTCOSTUHSET OT
nymiekca PHK  cMmbicioByro 1emb, KoTopas He Oyner ywactBoBaTh B mpouecce PHK-
uHTepdepenu. AQOZ2 3axBaThIBa€T TPAHCKPUIT M paszpe3aer ero Ha paccrosHuu 10-11
HYKJICOTUJIOB OT 5’-KOHLA TaK, YTO MOJYYalOTCS MPOAYKTHI ¢ MOHOGochaToM Ha 5’-KOHIE U
TUIpOKCWIOM Ha 3’-KoHIie. [IpoaykTel IUCIOUMPYIOT M3 KOMIUIEKCA U TOABEpraroTcs
nanbHewei nerpananuu, a komrieke RISC ocBoboxkmaercs s 3axBaTa CIeAyIONIeH MUIIICHH
(Carthew and Sontheimer, 2009). /Ipo30¢wisl, TOMO3UIOTHBIE 10 MyTaHTHBIM ajuiensim dcr-2
Wi ago-2, GepTHIbHBI U HE OTIMYAIOTCS MO MOP(OJIOTHU OT JUKOTO THIA, OJAHAKO Y TaKUX
WHJIMBU/IOB 3HAYMTEIBHO TOBBIIIECH YpoBeHb dKcrnpeccun MI'D B ronose (Chung et al., 2008).
Ha k71eTo4HBIX KyJIbTypax 4yeloBeKa ObUIO MOKa3aHo, YTO MHIYKIHMS CTpecca ¢ IMOMOIIBI0 MeTa-
apceHuTa HATpus JUOO TEIJIOBOTO INIOKA NMPUBOIUT K JeNoKanu3anuu AgJo2 u3 aKTUBHOTO
KOMIIAPTMECHTA B HEAKTHUBHBINA, YTO NMPHBOJUT K CHIDKCHHIO aKTUBHOCTH MexaHu3ma SIPHK-

unrepdepenimu (Detzer et al., 2011) (Puc.4).
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Pucynok 4. Mexanu3m SiPHK-unteppepennmn (Carthew and Sontheimer, 2009).

TlosgcHeHus B TEKCTE.

Y HekoTOphIX OpraHu3moB, Takux, kak C. elegans, mosxxer mpoucxoauTh OHOTCHE3
Bropuunbix SIPHK ¢ momomisio PHK-3aBucumoii PHK-nosmimepassl, 4To ycHIMBaeT penpeccuto

mumenn PHK-uatepdepenmu (Carthew and Sontheimer, 2009).

[TomMumo yyacTusi B TOCTPaHCKPUIIIIMOHHOW penpeccur, Oenku SIPHK-untepdepenmnn
CIOCOOHBI y4acTBOBaTh B (POPMUPOBAHMM TETEPOXPOMATHHA, YTO TOXKE CHUXKAET YPOBEHBb
SKCTIpeccur TeHoB-MumieHed. [Ipu 3TomM BakHBIM KoMIOHEHTOM komiuiekca RISC sBnsercs
oenok R2D2, tak kak MyTanus B TeHe 202 mpuBOAMT K JEIOKAIU3AIMH TeTEPOXPOMATHHOBBIX
metok H3K9mMe2 u H3K9me3 (Fagegaltier et al, 2009). beuio moka3aHo, YTO MpH
MOCTTPaBMAaTHYECKOM CTPECCOBOM PACCTPOMCTBE Yy KpBIC OOJbIas YacTb HOBBIX METOK

H3K9me3 Bo3HMKaeT UMEHHO B MECTax BCTaBOK peTporpancrno3zonos (Hunter et al., 2015).

2.4. MexaHHM3Mbl OJABJIEHUS IKCIPECCHH PETPOTPAHCIIO30HOB B KJIETKaX

suunukoB D. melanogaster

2.4.1. Uctounuku PiPHK
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PerpoTpancno3onsl Hambosiee aKTUBHBI B KJIETKAX, KOTOpPbIE MPETepHeBaIOT OO0JIbIIOE
KOJIMYECTBO JAEJICHUNH. DTO MOTYT OBITh KaJUIYyCHBIC KYJIbTYPHI PACTEHH, CTBOJIOBBIE KJIETKH
KMBOTHBIX, @ TaK)Ke KIETKH 3apOJbIILIECBOM JHHUU. Y >KUBOTHBIX B TaKMX KJIETKax paboTaer
CIIeLUalIbHBI MEXaHM3M TOJAaBJIeHUs perporpaHcno3oHoB — PIPHK wuuTepdepenuus. DTtoT
MEXaHMU3M HMIPaeT OJHY M3 KIIOYEBBIX pojield B pa3BUTUHU ToHan u QeprunbHocTH (Guerreiro,
2012), kak caMI[OB, TaK ¥ CaMOK M 00JiagaeT nojocnenuGuaHocThio. OIHAKO, TaK KaK B TaHHOU
paboTe 3KCIeprMEHTHI IPOBEIEHBl UMEHHO Ha CaMKax Jp030(HUIIbI, MBI TOJPOOHO OCTAHOBUMCS

Ha pIPHK-unTepdepenmy B ssmyHnKax.

B swmunukax D. melanogaster npucyTCTBYIOT /JBa OCHOBHBIX THIIA KIETOK — 3TO
COMATHYECKUE KJICTKM M NuTaromue (KISTKH 3apojblieBoil jmHHK). CoMaTHYECKUE KICTKU
o0pa3yloTcst B pe3ylbTaTe MHUTO3a. OJTHUMH KIETKaMU C(POpPMHpPOBaHA 00JIACTh, B KOTOPOM
pacrionaraercst aino. Iluraroniye ske KIeTKH (GOPMUPYIOTCS B pe3yibTaTe Melo3a U MHUTO3a.
H3-3a ocoOeHHOCTEH OBOT€HE3a HACEKOMBIX, OHHU OCTarOTCs CBA3aHHBIMU
[UTOIUIA3MATHYECKUMU MOCTUKAMH C OOLIUTOM (MMEIOIIUM OOJIBIIMHCTBO CBS3EH B CHHIIMTHUH).
OHHM TOCTaBISIOT MUTATENBHBIC BELIECTBA M YaCTh TPAHCKpUNTOB, B ToM ymcie u PIPHK, B
oouut.  Mexanusm  piPHK-uHTepdepeHiM  aKTHBHO  MOJABISET  TPAHCKPHIIUIO

PETPOTPAaHCIIO30HOB B 000X THIAX KJICTOK, OAHAKO IMPOTCKACT OH B HUX ITO-Pa3HOMY.

Kak u B ciyqae Si- u mi-PHK, piPHK sBistoTcsi KOPOTKUME TPaHCKPHIITAMHU, OJIHAKO
NPOILIECCUPYIOTCS OHM HE W3 WHAMBUAYaJIbHBIX MCTOYHHMKOB, a M3 JJIMHHBIX HEKOJIUPYIOLIHX
PHK - TtpanckpuntoB xmactepoB PIPHK. Dtu kimacrtepbl TpencTaBiICHBI CKOILUICHHEM
pPETPOTPAHCIIO30HOB B Ha TpaHMIle 3y- U rerepoxpomaruna (Hirakata and Siomi, 2016). Yucno
kiactepoB PIPHK Bapeupyer B 3aBucuMocTu OT Bujaa W gaxe nuauu. Tak y D. melanogaster
HACYHMTBHIBAIOT OKOJIO /3 KJIAacTepoB, a y camoro Omuskoro Bujaa, D. simulans, oxomo 23
(Wierzbicki et al.,, 2023). Ilo apyrum mnojcyéraM 4YHMCIO KJIACTEPOB Y APO30(UIBI MOMKET
nocturate 142, stm kmacrepbl npoxyuupyorT 92% Beex PIiPHK, 80% mnpomyuupyembix
kiactepamu PIPHK kaptupyrorcs ynukansHo (Brennecke et al., 2007; Yang and Xi, 2017).
Kiacteppl — 3T0 IMHAMUYHO U3MEHSIOUIMECS CTPYKTYpbl TeéHOMa, 0€3 KOTOPBIX HEBO3MOXKHO
3aMaldMBaHUE CTapblX PETPOTPAHCIIO30HOB, M TEX, C KOTOPBHIMH MOMYJSALUS CTOJKHYJIACH
OTHOCHUTENBHO HelaBHO. Eciu cTpyKkTypa KiacTepa HapylmlaeTcsi M 9Ta MyTauus HPUBOJHUT K
U3MEHEHUIO €r0 DKCIIPECCHU JTHOO0 MPOLIECCHHTa TPAHCKPHIITOB, TO PETPOTPAHCIIO30HBI, KOIIUH
KOTOPBIX BXOJST B COCTaB Kiacrtepa, aktuBupytorcs (Yamanaka et al., 2014). Tpakuckpumius
kiactepoB PIPHK Toke ocymiecTBisieTcs MOJ0- W TKaHECTICHU(PHUYHO, a OCHOBHYIO pOJIb B

nporieccuHre urpatot oenku knaasl PIWI, koTopsie IpucyTcTBYIOT y MHOTHX 3yKapHoT. Cam ke
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npouecc piPHK-uaTephepennnn pacnpocTpaneH cpeau OunarepaibHbIX )kUBOTHBIX (Grimson et
al., 2008).

[To oOmmMM mnpeACTaBIEHUSAM KIACTEPhl MOXKHO pa3feiuTh HAa TPU KaTETOPHUU:
OJIHOLIETIOYEYHBIE, TPAHCKPUIILUSA KOTOPBIX OCYIIECTBISAETCS TOJIBKO B OJHOM HaIlpaBJICHHUHU,
IBYLETIOYEYHbIE, TPAHCKPUOUPYIOLIHECS C ABYX aHTUMApAJUICTbHBIX IIeTIeld OJHOTO U TOTO Ke
yuactka JIHK, u nByHanpaBieHHblE, TPaHCKPUILUS KOTOPBIX HAET TUBEPIEHTHO U3 OJHOMU
TOYKU. Y ApOo30(pHIibl MOKa3aHO HajdWyue KiacTepoB mepBbix aByx TumoB (Yamanaka et al.,

2014).

OnHo1ernoYeyHble KIacTepbl COCTOST U3 MOCIE0BATEIbHOCTEH MOOMIIBHBIX AJIEMEHTOB,
MIOJIABJISIIONIEE KOJMYECTBO KOTOPHIX BCTPOSHO B aHTHCMBICIIOBOM HAIIPABICHUH 110 OTHOIICHUIO
K HampaBJICHUIO TPaHCKpHUNUUHU. I[IpuMepamu Takux KJIacTEpoB y APO30QHIBI SBISIOTCA
flamenco (paGotaer B comaTnueckux TKaHsx sudHHKOB) U 204 (paboTacT B COMATHYCCKHX U
TeHEPATHBHBIX TKAaHAX SIMYHHUKOB). Takue KiacTepbl 001aaaloT COOCTBEHHBIMU IPOMOTOPAaMH, a
UX TPAHCKPHIITHI MMOJUACHIIINPYIOTCS U MOJBEPraloTCs ANbTEPHATUBHOMY CIUIAHICHHTY, TOCIE
Yero HampasJIAIOTCA B 007acTh ¢ BHYTpeHHEN cTopoHs sa1pa, DotCOM, oTkyna ocymecTBiseTcs
ux TpaHcrnopt B nutoruiazmy (Yamanaka et al., 2014). Tak kak TpaHCKPHIITBI OJTHOLETIOYEYHBIX
KjactepoB uMeroT Bce moaupukanum MPHK, oHM TpancmopTupyloTCst U3 siipa C MOMOIIBIO
rereponumepa OenkoB NXf1, Nxtl, a Takke kxomruiekca TREX, KkoTopelii mnpuBiIeKaeT
rerepoaumMep Kk monuaneHmnrpoBanHod PHK. Nxtl B sTom komruiekce HE0OXOIUM MJisi TOTO,
4TOOBI OCYIIECTBUTh B3aUMOJIEHCTBHE C (EHWIAJAHUH-TIUIMHOBBIMU TIOBTOpaMU OCIIKOB

snepHoro moposoro komiuiekca (Wang et al., 2021).

B omomuumm oT HUX JABYyHenmoudeyHble Kkiactepbl, Takue kKak 42AB, 38C,
TPAHCKPUOUPYIOTCSI B 000MX HampaBiieHHsX ¢ momoinbto komiuiekca RDC (rhino, deadlock,
cutoff) m Oenka mael. Ponp mocinegHero cocTouT B TOM, 4YTOOBI PEMPECCUPOBATH 3aITyCK
TPAaHCKPUIIIUK ¢ KaHOHWYecKuXx caiitoB. RDC, B cBOIO ouepenp, 3amycKaeT TPAHCKPHIILIUIO C
HekaHOHHYeckux caiiToB. Rhino (Rhi), romosor rerepoxpomarunoBoro 6enka Hpl, pacmo3naér
meTkn H3K9me3 u cesaspiBaercs ¢ pannbiM yuactkoMm JITHK. JlanHoe MeTuiaMpoBaHue SBISETCS
PETIIPECCOPHBIM 33 UCKIIIOYCHUEM CIIydaeB ABYyLenodeuHbIX kinactepoB PIPHK, rae takue metkw,
Ha000pOT, SIBISIOTCS CUTHAJIOM K 3amycKy Tpanckpunuuu. Rhino cesseiBaercs ¢ Deadlock (Del),
KOTOPBIN CIYXHUT MepexoaHbiM 3BeHOM Kk Oenky Cutoff (Cut). dynkuus Cutoff sakmouaercs B
NPENSTCTBUH MPEXKICBPEMEHHON TEPMUHALIMY TPAHCKPUIIIIMH, 3AITYIICHHOW ¢ HEKAHOHUYECKOTO
caiita U KoHKypeHiu ¢ komiuiekcom CBC (cap binding complex). Cuff sisisiercss romonorom
5’-3” sx3onykieassl Rail/DXO. On konkypupyer ¢ CBP80 u CBP20, koTopbie HaBemuBaroT

cap (Hirakata and Siomi, 2016). baaronaps pabote xomrmiekca RDC mosyyaroTcst pa3iudHbIe
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TPAHCKPHITHI, CIUIAHCHHI  KOTOPBIX  3ampemiaercs Ojarojapst OTCYTCTBHIO Cap H

nonuanenunupoBanus (Wei et al., 2021) (Puc.5).
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Moonshiner ’ Thrz

Deadlock
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Pucynoxk 5. Moaear moaaepxanus careaautHoii JJHK B kadecTBe HMCTOYHHMKA

piPHK (Weietal, 2021). TTosicHeHus B TeKCTE.

Kommuieke RDC sBinisiercst ObicTpo 3BONMIOIMOHHUPYIOMKM. Tak y Gnukaiimiero suna, D.
simulans, 6emox Rhino ne moxxer B3aumosnerictBoBath ¢ Del D. melanogaster. ¥V 0enkos
cemeirictBa Hpl ectb Tpu nomena: shadow, chromo u hinge. Chromo otBeuaer 3a cBsi3biBanue ¢
metkamu H3K9me3, hinge ceszpiBaetcs ¢ JIHK u PHK, a shadow Heo6xomum 1ii1st cBsI3bIBaHUS C
Del, xotopslii siBisieTcss COeAMHUTENbHBIM 3BeHOM Mexay Rhi u Cut. beuio mokaszano, 4rto
xuMepHbIil 6enok Rhi, B kotopom nomen shadow 3amenén Ha nomen shadow u3 D. simulans, ne
criocobeH BoccTaHoBUTH npoaykinuto PIPHK y myranToB mo rhi, Tak xak tepser cnocoOHOCTbH
cesa3biBaThess ¢ Del u oOpasoBwiBath komimiekc RDC. ABrtopel pabor B 3T0il obGnactu
NpEAINoJIaraloT, YTO Takas CTPEMUTEIbHas 3BoNOIMs FNi CBsS3aHa C MPHCYTCTBUEM B KIIETKE
NPOJYKTOB PETPOTPAHCIIO30HOB, CHOCOOHBIX K MuMuKpuu Oenmka Rhi, u, crmemoBarenbsHO,
KOHKYpPEHIIMU ¢ HUM 3a cBsi3biBanue ¢ Del. OqHako moka3aTenbeTB 3TOTO MPEANONIOKEHHS TOKa
HaiieHo He Obu1o. OcoOblli MHTEpeC MpeACTaBIsieT TOT (PakT, 4TO 3aMeHa JoMeHa Chromo-
JIOMEHA BOCCTAHABJIMBACT CAMJICHCUHI PETPOTpaHCIo30HOB, kpome Tirant (Parhad et al., 2017,
Yu B. et al., 2018). Oxgnako, rerepoxpomaruroBbie MeTkn H3K9me3 pacnonararoTcs He TOIBKO

Ha kiacrepax PIPHK, 6oxee Toro, Rhi cmoco6en B3aumopeiictBoBate u ¢ Mmerkamu H3K9me?2
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(Mohn et al., 2014). Ecte nonomuutenbhbiii Oemok, Kipferl, xotopsiit B3aumoseiicTByeT c
MOTHBaMH ryaHuH-00rathix yyacTkoB (GRGGN). DToT 0ok CBS3bIBAETCSI HEMOCPEACTBEHHO C
JIHK 6naromapst HAIMYHIO JOMEHOB «IIHHKOBBIC MabIbi». CYMTACTCS, YTO, OTUYACTH OJlaroaaps
eMy, MNPOUCXOAUT TojocnenuduyHas peryasius KIacTepoB, TaK Kak 3TOT OeJIOK He
AKCIPECCUPYETCSI B CEMEHHUKAX, B KOTOPBIX PENepTyap KIACTEPOB OTIMYACTCS OT SIMYHHKOB.
Rhi ces3eiBaer Kipferl uepes chromo-gomen, u 310 mo3BosiseT cTaOMIM3UPOBATH KOMILICKC

RDC umMeHHO Ha mociiefioBaTeNIbHOCTAX KiaactepoB (Baumgartner et al., 2022).

[Tomumo kommekca RDC B TpaHCKpUNIMU ABYLENOYEYHBIX KIACTEPOB YYaCTBYIOT
oenku: Moonshier (moon), mapasnor Tpanckpunuuonnoro ¢akropa TFIIA-L, cesssiBaercs ¢ Del
u TFIA-S, uto6s1 ipusieus TATA-DOX-cBs3biBaromiuii 6estok TKA2, KOTOpbIit HEOOXOUM ISt
ununmaimu tpanckpunimu PHK-momimepasoit 11 (Andersen et al., 2017; Sato and Siomi, 2018).
I'enbl, xoxupyoomue 3TH OENKH, TOXE ObICTPO 3BOIIOLHMOHHMPYIOT, 0€3 HHX HE HPOUCXOIMUT
WHUIMAIMN TPAHCKPUIIIUU ¢ HekaHoHmYeckux caiitoB (Parhad et al., 2020). biaronmaps um
TPaHCKPUILHS KJIacTepa MOKET HAUMHATBCA C JIFOOOTO CaifTa, TIe YepeIyIOTCs MMPUMUINHOBBIC
U nypuHoBble auHykieotuaamu (Sato and Siomi, 2018). B mpensrcTBuM CIUIalCHHTY |
sKcrnopTe u3 szapa 3azieiictoBana PHK-xenukaza UAP56 (DEAD-box-PHK xenuka3za), koTopas
Bmecte ¢ Cut 3ammmaer PHK or crumaiicunra. B3zaumopeiictBys ¢ Thoc5, UAPS6 sBasiercs
OJHMM U3 KOpOBBIX KOMIIOHEHTOB  KoMmiuiekca [TREX.  JlanpHedmuii  skcnopt
HECIUTACUPOBAaHHBIX TPAHCKPUITOB B LUTOIUIA3My ocymiecTBisiercss ¢ nomouibio  NXf3,
koTopbiii B3aumopericteyer ¢ UAP56 u Bootlegger. Tarxke mis skcmopra HEOOX0IUMO
B3aumoericterue ¢ C-konrmom NXf3 6enka Crml (Wang et al., 2021). benku Nxf3, Crml u
Bootlegger Bxomsr B cocraB OeNKOB sIEPHOTO MOPOBOTO KOMIUIEKCA U SIICPHOU O0O0JIOYKH
(Kneuss et al., 2019). bnarogaps 3TuM OelikaM TPaHCKPUOT SKCIOPTUpYeTcs u3 sapa. OmaHako
CBSI3BIBAThCS C TPAHCKPUIITOM OHM HAYMHAIOT eumié Ha JTame TpaHcKpunuuu. Hampumep,
MyTals B reHe, KoAWpyromieM ThOC5, MpUBOAMT K CHIDKEHHIO YpoBHs skcmpeccuu PIPHK.
Taxum 06pa3zom, Oenkr, HEOOXOJUMBbIE JUTSI SKCIIOPTA TPAHCKPHUIITOB JIBYLIEIOUEYHBIX KIACTEPOB
BJIMSIFOT HE TOJIBKO Ha DKCIIOPT, HO ¥ Ha camy Tpanckpumuuto (Hur et al., 2016; Sato and Siomi,

2018).

Mexanusm Tpanckpunuuu knacrepa PIPHK 3aBucutr ot ero opranmzamuu. [lomumo
3TOrO, KJIacTephl AKCIpecCHpyroTes TkaHe- U nojocnernuduuno (Chen et al., 2021). Tak y D.
melanogaster B coMaTHuyeckMX KIETKax SMYHHKOB paboraer kiactep flamenco, kotopsrii
TpaHCKpUOUpYeTCsi OJHOHAmpaBieHHO. CYMTAaeTCs, YTO KOMHH PETPOTPAHCIIO30HOB B 3TOM
KJIacTepe BCTPOCHBI B OJHOM HampaBieHHH. OJIHAKO MOBTOPHOE KapTHPOBAaHHE Kiactepa

BBISIBUJIO, YTO B HEM MPHUCYTCTBYIOT 3JIEMEHTHI, KOTOPBIE BCTPOCHBI TaK, YTO TPAHCKPUOUPYIOTCS
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B CMBICIIOBOM HarpaBiieHHH. Kpome 3Toro ObLI0 MOKa3aHo, YTO HEKOTOPBIE PETPOTPAHCIIO30HBI
OpE/ICTaBICHBl B KJIAacTepe B  HECKOJBKUX  KOMHUAX, OTIMYAIOUIMXCS  MOJHOTON
MOCJIEOBATEIBHOCTH, YTO CBHJCTENBCTBYET O TIOCTOSIHHOW JMHAMUKE MEXAYy HAINYAEM
MOJIHOPa3MEpPHBIX KOMUH PETPOTPAHCIIO30HOB B KJacTepe W  BCIUIECKOM AaKTUBHOCTHU
OTIpeNIeIEHHBIX PETPOTPAHCIIO30HOB B TeHome. Takum oOpa3oM, Jenenust ydacTka KiacTtepa
MOJKET MPHUBOAUTH K MOBBIIICHUIO 3KCIIPECCUU PETPOTPAHCIIO30HOB, KOTOPbIE KOHTPOJIHPYIOTCS
neneTupoBaHHbIM yuacTkoM (Zanni et al., 2013). Baxxno otmetuts, uto Kiaactep flamenco takxe
y4acTBYET B MOJABJICHUU aKTUBHOCTH PETPOTPAHCIIO30HOB HE TOJIBKO B SIMYHHMKAX JAPO30(HIIHI,
HO W B MO3re, BbINOJHAA posib uctoununka endo-siPHK (Guida et al., 2016). 20,8 % piPHK
NPOM3BOJAATCS M3 TPAHCKpUNTOB Kiactepa 42AB, KoTopblil sBIsSeTCS ABYLETNOYEYHBIM H
TPAHCKPUOUPYETCS B MUTAIOMIMX KIeTKax simuHuKoB apo3oduiasl (Yang and Xi, 2017) Crout
OTMETHUTh, YTO BBIBOJBI O THIIE KJacTepa MPHUHSITO JeNaTh Ha OCHOBE KAapTHPOBAHHBIX Ha HHUX
piPHK. [lo cux mop He yaajnoch MOAHSATH HU OJHOTO MOJHOPA3MEPHOTO TPAHCKPHUIITA, TaK Kak
KJIacTepbl MO MPOTSHKEHHOCTH COCTABISIOT HECKOJIBKO JECATKOB THICSY Map HYKICOTHIOB
(Théron et al., 2014). Kak Mbl yHOMHHAIN paHee, pernepTyap TPAHCKPHUIITOB KIACTEPOB y CAMIIOB
npo3oduibl oTaudaercs oT camok: 38C — 3TO OCHOBHOW Kiactep s HuX. [lommmo Hero B
3aBUCUMOCTH OT Mojia mo-pazHoMy skcrpeccupytorest 40F7, Sx102F u 80EF. MexaHu3msl
NOJICHEIM(UYHON  PEryisiuy  KJIacTEepoB, BEPOSITHO, 3aBUCAT OT OKCIpEcCUH (HaKTOPOB
WHHUILUAIMU UX TPAHCKPUIIIUK, OJJHAKO MOKA TAKUX MPUYNHHO-CICICTBEHHBIX CBS3El M3BECTHO

He maoro (Chen et al., 2021; Wei et al., 2021).

[To nocneaaum nauubiM kiactep 204, sIBISSCH 0THOLETIOUSYHBIM, SKCIPECCUPYIOTCS KaK
B COMaTHYECKUX KJIETKaX SUYHUKOB, TaK M B KJIETKaX 3apoJbIlIeBoro mytH. boiee Toro, kinacrep
42AB TpaHCKpuOMpyeTCsl ¢ HEKaHOHMYECKMX CaHTOB B OJHOM HAlpaBleHHH, a B JAPYTYIO
CTOPOHY MOTYT HCIIOJIb30BaThbcs  KaHOHMYeckue caiitel. Kiactep 38C  cmocobGen
TPaHCKpUOMPOBATHCS C KAHOHWYECKUX caiiToB B 00e croponsl (Parhad et al., 2020). YuuTtsiBas,
yro knacrep 204 siBisiercss Rhino-ne3aBucumbiM, a anmapar npoueccunra Rhino-uezaBucuMbIix
KJIaCTepOB, pabOTAaeT MMEHHO B COMAaTHUYECKHX TKaHAX SUYHUKOB (00 3TOM Oyner moapoOHee
CKa3aHO Jaliee), 0COOBbI MHTEpEC MPEACTAaBIIET BOMPOC IMPOIECCHHIA €ro TPAaHCKPHUIITOB B
KJIETKaX 3apObIIIEBOro IyTH. bosee Toro, Ha TaHHBI MOMEHT OCTAa&TCS HEM3YUYSHHBIM, TOYEMY
JBYICTIOYEYHBIC KIACTEPhl 00JIQIAI0T ABYMsI BADHAHTAMU TPAHCKPHIILUH, U €CTh JIM Pa3lInuus B
JaJbHEUIIEM MPOLIECCHHTEe TPAHCKPHUIITOB B 3aBUCMOCTH OT TOTO, C KaKOTO caliTa HauMHaJach

TPAHCKPUIILIHS.

Baxno OTMCTHUTH, YTO Ha IIaHHBIﬁ MOMCHT MOXHO HaGHIOILaTB TPAHCKPUIIIHUIO B

kadyecTBe ucTOYHMKOB PIPHK ¥ caremuTHBIX MOCIeNoBaTeNbHOCTEH pPenpeccupOBaHHBIX
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PETPOTPAHCIIO30HOB HApsAy C TMOJHOICHHBIMU KiacTepamu. [lo 3Toil mpuYMHE COTJIAacHO
COBPEMEHHOW TEOpUU PETPOTPAHCIIO30HBI KIACTEPU3YIOTCS 0€3 BIUSHUS OPraHU3YIOIUX
MEXaHU3MOB KJIETKH, Kak 3To mpoucxomuT B cucteme CRISPR-Cas y Oakrepuii. Omnako
HEBO3MOXXHO BBISBUTH a0OCOJIOTHO Bce craauu pa3Butus kiacrepa PIPHK (Carthew and
Sontheimer, 2009; Guerreiro, 2012; Yamanaka et al., 2014). B HacTosiuii MOMEHT €CTh TOJIBKO
OpuMepsl  TPAHCKpUNIMU B KadecTBe wuctoynmka PIPHK  otnensHBIX — mHCepuumit

perporpancno3onos (Olovnikov et al., 2013).

B 3axmodenue o0cyxaeHus Borpoca o kiactepax PiIPHK HeoOxoaumo ckazaTh, 4To 1O
COBPEMEHHBIM JITaHHBIM HOBBIE€ BCTAaBKM MOOWJIBHBIX 3JIEMEHTOB MOTYT CTAHOBHTBHCS
ucrounrkamu Pi- u endo-si-PHK nocie mHakTHBaMy Ha YpOBHE TPAHCKPUIIMHU M MOSBICHUU
meTok H3K9me3. Tak oauHouHble komuu |-3mementa, otHocsmerocs k rpymnmne LINE, moryr
urpate poib uctoyHukoB PIPHK, mpuuém st Kiactephl JesTCs Ha CUIBHBIE U CllaOble B
3aBUCHMOCTH OT 00OTalleHHUs TAaHHBIX y4acTKOB reHoma OenkoM Rhi. Bonee Toro, crapeie konuu
I-anemenTa B uHUKM R (uyBCTBUTEIbHA K |-3JIEMEHT—MHIYIIUPYEMOMY THOPUIHOMY JTUCTCHE3Y)
MOTYT sIBIAThCS McTouHMKamu TepBbix PIPHK mis ycranoBkum merok H3K9me3 Ha HOBBIX
MHCEpLUAX, MPUYEM CUJIa HOBBIX KIACTEpOB 3aBHCUT OT 4acTOTHl B3ammojeiictBus ¢ Rhi
(Akulenko et al., 2018; Cui et al., 2021; Komarov et al., 2020). Taxxe ucrounukom PIPHK
MoxkeT ciyxuTh caremnuTHas JJHK ¢ merkamun H3K9me3; TpaHCKpunThl ¢ TakMX y4acTKOB

NPUCYTCTBYIOT HE TOJIBKO B FOHa/aX, HO M pa3in4HbIX TKaHsax tena (Wei et al., 2021).

OcoOblit  uHTEpec mnpexacraBiser perymsinus TenomepHbix LINE. HM3BectHo, dTO
TeIOMEepHBIe cateluinTHbIe paiionsl (TAS), a Takke TenomepHsie Tpancno3onsl HeT-A, TAHRE
u TART, sBistorcst rhino-zaBucumbivu uctognnkamu PIPHK u TpaHckpuOupyrotes ¢ aByx
neneit (Cui et al, 2021). bonee Toro, rerepoxpomaruroBbie MeTkn H3K9me3 oOnapyxuBaroTcst
y Apo3oduiabl U Ha TeloMmepax B comaruueckux Tkausx (Radion et al, 2018). IloBbrimenue
AKTHBHOCTHU TEJIOMEPHBIX TPAHCIIO30HOB HE 00S3aTENIbHO MPUBOJIUT K YIJIMHEHHIO TEIOMEp 3a
Cu€T aKTUBHOW TpaHCmo3uiuu. Tak, myrtamus rera hiphop (mpuBnexaer Oemoxk Hpla s
METWJIMPOBAHMS) TPHUBOAUT K 3HAYUTCIBHOMY YBEIUUYCHHIO OKCIIPECCHH  TEIOMEPHBIX
PETPOTPAHCIIO30HOB 0€3 TOBBINMICHHS TpaHcmo3uimonHoi aktuBHoctu (Cul et al., 2021).
[Tokazano, yto Myrauuu reHoB SPNE u enok cuctemsr PiPHK-unTEepdepeHn npuBOAUT K

MOBBIIIEHUIO JKCIPECCUM DPA3JIMYHBIX CEMENCTB PETPOTPAHCIO30HOB, BKIIIOYAs TEJIOMEpHbBIE

(Tsai and Huang, 2021).

B cBere HOBBIX AKCIEPUMEHTAIBHBIX JAaHHBIX POJIb KpyHHbIX KiactepoB PIPHK B
3aMalyMBAaHUM  MOOMJIBHBIX  3JIEMEHTOB MOJABEPracTcs  IEepecMOTpy. Knactepsl

ABOJIIOLIMOHUPYIOT €  KOJIOCCAJIBHOM CKOPOCTBIO, MO3TOMY Yy pa3HbIX BHJOB MOXET
26



oOHapyXHUBaThCs Pa3IUUHBIX HaOOp KiacTepoB. [Ipinuém yaie Bcero SBOJIOLUS MPOUCXOIUT 32
CuéT MHCEPIIMH HOBBIX KOMHI MOOMJIBHBIX JIEMEHTOB, HEXEIH Jelelnid yqacTkoB. MHcepuun B
KJacrepax noanepxkusatorcst oroopom (Wierzbicki et al., 2023; Zhang et al., 2020). bonee Toro,
nenenys OoJbpIIed YacTH KJIACTEPOB MOXKET HE NPUBOAUTH K TMOBBIIMICHUIO JKCIPECCUU
MOOWJIBHBIX 3JIEMEHTOB M HE BIUATh Ha (EPTHIBHOCTh, O UYEM CBUAETEIBCTBYIOT

sKcniepuMeHTanbhbie qannbie (Gebert et al., 2021).

YuuteiBas BBILIICOIICAHHBIC baxThI, COBpEMEHHas MOJICIb KOHTPOJIS
PETPOTPAHCIIO30HOB TPUOOPETAET HECKOJBKO WHBIE YepThl. BeposTHO, UYTO MEepBBIMU
ucrounnkamMu PIPHK Moryr ObITh OCKOJKH MOOWJIBHBIX 3JEMEHTOB, KOTOPBIC HAXOJSITCS B
KJacTepax, OJHAKO 4YacTh JCHCTBYIOUIMX TIPOTUB MOOWIBHBIX 3emMeHToB PIPHK
TPAHCKPUOUPYETCS C HOBBIX OJMHOYHBIX KOMUHN (OHM k€ MOTYT ObITh UCTOYHHMKaMu endo-Si-
PHK) Gmarogaps padote xomiuiekca RDC. Oanako B 3TOM CBET€ HE /IO KOHIIA SICHA POJb,

9BOJIIONMUSA U PETYyIAINA TPAHCKPUIIIUKA O AHOLCTIOYCYHBIX KJIACTCPOB.

2.4.2. llpoueccunr PiPHK

Kak ykaspiBanoch paHee, B COMAaTHYECKUX KJIETKAaX SHMYHUKOB pabOTaeT TOJBKO
MEXaHU3M, HEOOXOAUMBINH /7Sl MPOIECCUHTA TPAHCKPHUIITOB OJHOIICTIOUEYHBIX KJIACTEPOB. DTH
TPAHCKPUIITBI Cpa3y COJEpKAT TOJIbKO AHTUCMBICIOBBIE YYaCTKM II0 OTHOIICHUIO K
PETPOTPAHCIIO30HAM, IPETEPIEBAOIIUM 3aMaluyvBaHue. B CBA3M ¢ OTUM, I YCIELIHOIO
3aMaJIYMBAHUS PETPOTPAHCIIO30HOB C IMOMOIIBIO TAKUX TPAHCKPUIITOB HET BO3MOXHOCTH IS
Beipe3anuss PIPHK mo wmarpune perporpancrno3onoB. Takum 00pa3oM, TpPaHCKPHIITHI

OJTHOIICTIOYEYHBIX KJIACTEPOB CIUTAWCUpYIOTCS W Hapeszatorcss Ha PIPHK 6e3 ammumduxanum

(Théron et al., 2014).

Bce Oenku, xotopeie yuactBytor B PIPHK mHTEepdepeHIMr MOXHO TOAENIUTH HA TPU
IpYyNbl OCNKU ¢ CUMMETPHUYHBIMHU JIMOO HECUMMETPUYHBIMU TUMETHUIIAPTeHUHAMHU, KOTOPBIE
BBIMOJHAIOT ~ (DepMEHTAaTUBHYIO (QyHKIMIO; Oenku ¢ Tudor-momeHamu  (METHII-JIM3UH-
CBS3BIBAIOILIME KOHTPOJIUPYET IPOLECC FETEPOXPOMATUHU3ALNHN, METUI-ApTMHUH-CBSA3bIBAIOLINE
koHTposupytoT mnporeccudr PIPHK) — Bemonsstor posnb ckaddonma, B3auMoOAeHCTBYS C
OenkaMM W3 TEpBOM TIpymmbl, OCJIKH, KOTOpble HE OTHOCATCS HHU K OJHOM U3
BBIIICTICPEYHCIICHHBIX TPYI, HO TaKke BaKHBI /Ui Ouoreneza PIPHK — B ux uucno Bxomst
KOMIIOHEHTBI ~ SIZIGPHOTO  MOpoBOro KoMmiuiekca u  Kodakropel PHK-nmommmepassr  |l.

[TorenumansHo 142 rena paposzoduibl BoBieueHbl B MexaHm3m PIPHK-unTepdepennnu.

(Handler et al., 2013; Ishizu et al., 2012; Zhang et al., 2018).
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[Toce anbTepHATUBHOTO CILIAHCHHTA TPAHCKPUNTHI oqHonenovYeynbix PiPHK-knacrepos
NEpEeMEINaloTCesl B IUTOIUIA3My IO MEXaHM3My, ONHcaHHOMY Beime. CTpyKTypa, KOTOpas
OTBEYAET 32 Hape3aHHe JUIMHHBIX TPAHCKPHUIITOB OHOIIETIOYEYHBIX KJIacTEpPOB Ha 00Jie KOPOTKHE,
Ha3piBaeTcss «KEénroe TenmpLe» M pacmojaracTcs Ha BHEHIHEH MeMOpaHe MHUTOXOHAPHIA
Onarojgapsi TOMy, 4TO OJMH W3 KOMIIOHEHTOB 3TOro OeikoBoro komiuiekca, Zucchini (ZUC)
npeacrasisier coboit ¢ochonunazy D u nmokanu30BaH HAa BHEIIHEH MeMOpaHe MUTOXOHAPHIL.
BepositHo, nMeHHO 3TOT Oenok U urpaet 3¢¢peKTopHyo poib B nporeccunre PiIPHK, tak kak
obnanaer PHK-3HnoHyK1€a3HO# aKTUBHOCTHIO. JlaHHBIN OENOK SBISETCS OYEHBb TPEBHHUM, TaK
Kak y Oakrepuii ecth moxoxas Hykieaza NUC, kotopas paszpezaer JJHK (Nishimasu et al., 2012;
Voigt et al., 2012). ZUC npoueccupyeT ATHHHBIC TPAHCKPUIITHI OTHOICTIOYECYHBIX KIACTEPOB Ha
23-29 u. piPHK. Oxnako s pa3pe3aHusl JJIMHHBIX TPAHCKPUITOB TAKXKE HEOOXOIUMBI H
apyrue Oenku: Yb, crnenuduuHbli A8 COMATUYECKUX KIETOK SUYHMKOB OEJIOK, KOTOPBIC
B3aUMOJICMCTBYET C JUIMHHBIMM TpaHCKpunTamu kiactepoB depe3 N-koHueBoil nomeH RecA,
takxe oOnamaer Tudor-momenamu, xenukaza Armitage (Armi), manepon Hsp90, ko-mranepon
Shutdown (Shu), Vret, 6enox ¢ Tudor-gomenamu, a taxxe Oenxu Minotaur (Mino/GPAT?2)
(oOyiamaeT TpaHCMEMOpPAHHBIM JIOMEHOM JUIs JIOKaiu3anuu Ha mutoxouapuu), Daedalus (Dael)
(oOyamaeT TpaHCMEMOpPaHHBIM JOMEHOM IS JIOKAIM3allii Ha MUTOXOHApUH) 1 GasZ (oOsamgaet
TpaHCMEMOpaHHBIM JOMECHOM JUISl JIOKQJIM3allid Ha MUTOXOHJPHH, aJalTepHBIA OEIOK s
Armi) (Handler et al., 2013; Théron et al., 2014; Yang and Xi, 2017). BaxxHO OTMETHUTb, YTO
Hepeako JKEnTele Tenbia y Apo30(uiIbl HAXOIATCs PAIOM ¢ P-TenblamMu, KOTOpbIe y4acTBYIOT B
otreere Ha crpecc (Wilby and Weil, 2023). Tect-cucrema, cocrosimas u3 pernoprepa lacZ u
PEryJasSTOPHBIX y4acTKOB JBYX pa3HbIX pPETPOTPAHCIO30HOB, Qypsy (mojamisercss B
COMAaTHYECKUX KJIeTKax suuyHUKOB) U Burdock (momamnsiercst B muTaromx KieTkax), MOKa3bIBaeT,
YTO HOK/IQyH MUTOXOHJIPHAJIBHBIX IT'€HOB OOJIbIIE BCErO BBIpAXKAETCs B Aepenpeccuu gypsy, uTo
CBHJICTEIILCTBYET O BaXHOCTH 3THX opranemn mis PIPHK-uHTepdepeHnnn B coMaTHyecKux

tkansx (Handler et al., 2013).

Jlanee mpoWCXOAMT AOTOJNHUTENbHOE nojape3anue 3’-konna PIPHK u mermnupoBanue
metuaTpancdepazoit Hen-1 B monoxxkenun 2°-O c¢ mocnenyromeit 3arpyskoit B PIWI. Hen-1
ydacTByeT He Tosibko B MeTuinupoBanuu PIPHK, Ho emé u SIPHK, mostomy myraruu, KOTOpbie
OPUBOAAT K TmoTepe (YHKUMH OTOro Oenka, TIOJIOKUTENBHO BIHAIOT Ha 3KCIPECCHIO
perpotpancmnozonoB (Soleimani et al., 2020; Théron et al., 2014). IIpusiexaer PIWI B XKénrtoe
tenble Oenok ¢ Tudor-momenamu Papi. Ero ¢ynkuus cocrout B Tpummunre 3’-konma PiPHK,

pacrmo3HaBaHUM aMUHOKUCIOTHOU mocnenoBarenbHocT RGRRR Ha N-konme PIWI u 3arpyske

piPHK. Cam PIWI, B ommmume or apyrux OenkoB cemelictBa Argonaut, He oOnamaer
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SH/IOHYKJICa3HON aKTUBHOCTBHIO U 3aHMMAETCSI MCKIIIOYUTEIBHO MOMCKOM SKCIPECCHPYIOUTUXCS
nocienoBareabHOCTel B saape mo rugosoit PIPHK (Zhang et al., 2018). PIWI, AGO3 u AUB
UMEIOT o0uMiA TaH crpoeHus: PAZ-gomeH i cBsi3biBaHUs MeTWiHpoBaHHoro 3’-konna PHK
B ruzapodooHoM kapmane (Simon et al., 2011), MID-momen s cBszbiBanus 5’-koHna PHK u
nomeHn PHKaswi-H, xotopsrii HeoOxonum s paspeszanus ayrekcoB PHK-PHK B nmuHr-nor
ukie. Y PIWI ske 3ToT noMeH notepsii cBoro (yHKIHIo B Xoze 3Botoiuu (Yang and Xi, 2017).
PIWI  umeer  NHOCTTpaHCIHSLMOHHYIO  MOJM(HKALMIO,  KOTOpas  TO3BOJSIET €My
B3aUMOJICUCTBOBaTh ¢ Tudor-momeHom Papi — IUMETHIIAPreHUHBI, KOTOPBIC TOSBIISIOTCS
Onaromaps metwiatpancpepaze OPRMTS. EE wmyranus Taxke UPUBOIUT K CHIBHOMY
HapymieHuro pabotel cucremsl PIPHK-unTepdepentun, tak kak PIWI, kak Obu10 yKa3aHo paHee,

HE CIMHCTBEHHBIN OEJIOK B 3TOH cucteme ¢ Takoi moaudukanumeii (Nishida et al., 2009).

ITocne Bcex momudpukanumii PiIPHK, cesaszannbsie ¢ PIWI, mepememiarorcs B Sapo ¢
nomonipio Karybeta, 6enka ummnopra. 10 TOXKE KOHCEPBATUBHBIN OEJIOK, TOMOJIOTH KOTOPOTO
ectb ¥ y miiekonutaronux (Yashiro et al.,, 2018). Baxxno otmeruts, uro PIWI pabGotaer u B
COMAaTHYECKUX KJIETKaX, M B KIJIETKaxX 3apoJbIIIeBOr0 MNyTH. B mMocieaHux OH THOIydaeT
nepBuuHble PIPHK #3 nukia «muHT-TIOHT», 0 KOTOpOM OyAeT pacckazaHo mo3xe. OCHOBHas
ponbs PIWI 3akmiogaercss B MOKUCKE MOCIENOBATEIbHOCTEH MOOMIIBHBIX 3JIEMEHTOB C ITOMOIIBIO
Hanpaisitomux PIPHK u npueneuennn Oenmka ASteriX, KOTOpbIN SIBISETCS CBS3YIOLIMM 3BEHOM
PIWI ¢ xommiekcom SFINX, kotopsiii coctout u3 rerepoaumepa Nxf2-Nxt-1 (6enkoB spepHoii
obonoukn), Panx (Panoramix) u Cut up, ¢yHkuus xoroporo cBsizana ¢ pabOTOW MOTOPHOTO
Oenka nuHenHa. [[nsg Hauvana penpeccur XpomaTHHa PanxX noipkeH ObITh CyMOMIMpoBaH SMt3,
YTO MPOUCXOIUT TOJIbKO B mpucyrctBuu PIWI, a taxke mpoBzaumopeiictBoBath ¢ Sov (Smal
ovary). CymomnupoBanue ctadmmmsupyer PanX Ha xpomarune. Y Panrx ects Tpu nomena: IDR
— HeoOXoauM s caiiieHcuHra (B3aumozerictyer ¢ SOV), NRC u C-koHIIEeBO#H TOMEH, KOTOPBIM
oH cBsizbiBaeTcst ¢ Cut up (Andreev et al., 2022). Bee T 6enku sSBISIIOTCS (PaKTOpaMH 3aITycKa
reTepOXpOMaTHHM3AIMN YYaCTKOB, Cojepkanmx MoOuibHbIe 3nmemMenthl (Schnabl et al., 2021;
Théron et al., 2014) (Puc.6). Kommuiekc SFINX crocoberByer accormaruu prubosuma PiPHK-
PIWI ¢ ueneBbim yuactkom JIHK, 90% caiitoB, ¢ xotopeiMu cBs3biBaeTcs PIWI, HaxonsaTcs B
syxpomarune (Liu et al., 2021; Yamaguchi et al., 2020). beinox Nxf2 cBsi3biBaeTcsi ¢ 11e/IEBOM
PHK uepe3 LRR-momeH, uTo mo3BossieT 3akpenuTh BECh KOMILIEKC HAJ LIEIEBBIM Yy4acTKOM
JHK. IlpuBneuenuem rerepoxpomatiaoBbix OenkoB H1, HP1, Lsd1l u Su(var)2-10 3anumaercs
oenok Egg ¢ xodakropom Windel, koropsrit o6ecneunBaet ero nocaaky Ha xpomarun (Onishi et
al., 2020; Osumi et al., 2019). Ero sxe npusnekaer Panx omaronmaps Su(var)2-10 u SUMOFS3.

s Havana metunupoBanus EQQ momxken ObiTh youkButuHupoBan Ubc2 (Onishi et al., 2021).
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Lsdl Bmecte ¢ kodakropom COREST ocymiecTBisitoT cHATHe akTUBHBIX MeTok ¢ H3K4 (Yu B.
et al., 2018). benku MEP-1, Mi-2 u Rpd3 Takxke coOuparoTcss B KOMIUIEKC M JCAUUTHIHPYIOT
H3K4 (Mugat et al., 2020). AHTaroHHCTOM 3TOr0 Kackajaa siBisercs pabora komruiekca PAFL,
KOTOpHhIi oTBevaeT 3a anoHrauuto PHK-nonumepassl |l u npukpennenne akTuBallMOHHBIX METOK
H3K9me3. CHmxkeHne akTHBHOCTH pabOTHI 3TOr0 KOMIUIEKCa CHUXkaeT oOpa3oBanue PIPHK c
OJTHOIICTIOYCYHBIX KJIacTepoB, Takux Kak flamenco, Ho ycuimBaeT calIeHCHHI MOOMJIBHBIX
anementoB ¢ nmomoibio PIWI (Clark et al., 2017). Baxxno oTmMeTuTh, uT0 MyTanuu pPiwi, aub u
SpN-E mpuBOIAT K HaApyHICHHMIO JOKATU3alMU TeTEPOXPOMATHHOBBIX METOK Ha TOJIMTEHHBIX
XpoMOCOMax CIIOHHBIX kené3, oqHako Hpl B3ammoneiicteyer ¢ JIHK ne3zaBucumo ot AGO2 u
PIWI. He6onpmoe xomuuectBo PIWI mpucyrcTByer 3a mpeienamMu TOHall, 3TO KOJIMYECTBO
Oenka TPYIHO BBISIBUTH, OJHAKO, KaK MOKAa3aHO HAa MYyTaHTaX, 3TOrO HEOOJBIIOTO KOJIWYECTBA

PIWI yxe nmocratouHo Iuis BbIONHEHHS (QYHKIHMH rerepoxpomaruHuzanuu (Moshkovich and
Lei, 2010).

[TomMuMoO 3TOTO, BAXKHYIO pOJIb B AalbHEHINICH Cyqp0€ HEAKTUBHOMN MOCIIEI0BATEIILHOCTH
MOOMIBHOTO 3JeMeHTa wurpaet Oemok Mael (Maelstrom). B comaruyeckux KieTkax OH
HEOOXOIUM Kak I TeTEPOXPOMATHHU3AINH, a B KIETKAX 3aPOJBIIIEBOTO MyTH MPEMSTCTBYET
Havany tpaHckpunuuu PHK-momumepasoit |l ¢ kaHoHuueckux caiitoB. Takum o0Opa3om, B
KJIEeTKaxX 3apojplimieBoro nyru BMmecte ¢ kommiekcom RDC (rhino, deadlock, cutoff),
3aIyCKAIOIUM TPAHCKPHIIIMIO C HEeKaHOHHUYeCcKux caiToB, Mael cnocoOGcTByeT npeBparieHuto
MOCIIEIOBATEIbHOCTH MOOMJIBHOTO 3JIEeMEHTa B  IOCIENOBATEIBHOCTh, MPOIYLHUPYIOIIYIO
antucMbiciaoBeie PHK, BoBiiekaeMble B MUK «IMHT-IOHT» it mponeccunra PiPHK (Chang et
al., 2019). B HacTosmuii MOMEHT H3BECTHO, YTO B COMATHYCCKHUX TKAHAX SHYHHKOB
skcnpeccupyercst Rhi, oqHako ocTaércs HeM3BeCTHBIM, paboTaeT ju B HUX Komiuieke RDC, u
KaKoBa JallbHEHIIas cyp0a penpecCupOBaHHbBIX MOCIEI0BATEIHHOCTEH MOOUIBHBIX JIEMEHTOB
(Volpe et al., 2001). Cuuraercs, uto Mael u Panx pefictByrot HezaBucuMoO apyr ot apyra. Mael
KOHTPOJIUPYET MOOWIbHBIC 3JEMEHThI, KOTOpbie 3aBucaT oT AT®daser Brachma (Brm),
Hanpumep, mdgl. PIWI Tpancnoptupyercss B SapO C IOMOINBIO SIICPHBIX HMIIOPTHHOB
(Karybeta, importino/p) u, coemuusisice ¢ Mael, youpaer wommiekc SWI/SNF, B cocras
KoToporo BxoauT Brm. B omiimunu ot Mael, y Panx auamnaszon peryaupyembix o0nacteii ropasio
mmmpe (Onishi et al., 2020; Yashiro et al., 2018). Takum 00pa3oM, MHAKTHUBAIMS Pa3IMIHBIX

MOOMIIBHBIX DJIEMEHTOB HE I/I,[[éT C IOMOIIBKO OJHOT'O U TOT'O K€ MCXaHHU3Ma.
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Kkiaacrep flamenco MOOMIBHBIH JJIEMEHT
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Pucynok 6. Mexanuzm mnepsu4yHoro ouorenesa PiPHK (mo (Théron et al., 2014)).

IlosicHeHUs B TEKCTE.

HccnenoBanust mocneqHux Jer mnokasanu, 4ro PIWI  koHTpomupyer He TOJIBKO
aKTUBHOCTh MOOMJIBHBIX AJIEMEHTOB, HO M TNpPEMATCTBYeT HakoruieHHio ¢parmentoB pPHK B
aunyHukax. bomee toro, PIWI wurpaer BaxHyro posib B (POpMHUPOBAHMM HEPBHOW TKaHH Yy
Hematoasl U Mbimm (Kim, 2019). Jns apo3odunsl Obuto moOkKazaHo, 4to kiactep flamenco,
TPAHCKPHUIITHI KOTOPOTO IMporeccupytoTcs Ha Hanpamomue PHK, nmpuHumaer ywactue B

dbopmupoBanuu HepBHOU crcteMbl y Hemato bl (Wakisaka et al., 2019).

B nuratomumx knerkax suunukoB PIPHK oOpasyrorcsi, B OCHOBHOM, M3 TPaHCKPHIITOB
JIBYLIETIOYEYHBIX KJIACTEPOB U  AJIBTEPHATUBHBIM CIUIAWCHHI TPAHCKPUIITOB KJIACTEPOB
OTCYTCTBYET. B CBsI3U ¢ 3TUM NOCIEA0BATEIBHOCTH TPAHCKPUIITOB COJEPKAT KAK CMBICIOBBIE,
TaK W AHTUCMBICIOBBIE TPAHCKPUNTHl, M OHHU IPOLIECCUPYIOTCA C IOMOUIBI0 MEXaHU3Ma
BBIOOpOYHOTO BhIpe3anus u3 npe-PIPHK numHux dparmenToB nukia «ping-pong». B otinanun
OT COMAaTHYECKHX KIETOK SIMYHUKOB, B KIETKax 3apoiblmieBod nuHUM OuoreHe3 PIPHK

npoTekaeT B oOKososimepHoil obmactu Hroax (Théron et al., 2014). IIukn <ITHHT-TIOHT,
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npeacrasisier coboit uHTepdepernuto PIPHK, B Xome KOTOpOid, MOMHMO TOAABICHHUS
MOOWIIBHBIX DJIEMEHTOB Ha TPAHCKPHIIMOHHOM YPOBHE, MOSBIsOTCS Hampasistomue PHK,
KoTopble wucnonb3ytorest PIWI  ans  3amanumBaHus MOOMIBHBIX JJIEMEHTOB Ha YpPOBHE
Tpanckpunimu. Hroax coctout u3 cneayronmx 0enkoB — Qin/Kumo (coaepxut Tudor-mgomenst,
o0ecrieunBaeT TeTEPOTHITHOCTh LKA — mepenady Hapesaemoir PHK mexny Aub u AGO3
(Ishizu et al., 2012)), Spindle-E (SND-E), Krimper (KRIMP) (ocyiecTBisieT mnpuBiiedeHUE
AGO3 B Hroax, cBs3bIBasCh C JAUMETHIAprUHUHAMH d4epe3 Tudor-momen), Tejas (oOmamaer
Tudor-gomeHoM, siBisieTcs mocpeaHuKoM Mexxay Vasa u Aub, tak kak y Vasa Takux JOMEHOB
uer), Tudor (TRD) (o6mamaer Tudor-momenom), Mael (ctpykTypHbiii Oenok, oOecrieuynBacT
nokanuzaiuio TRD B Hroax (Anne, 2010)), Shu, BoYDb, SoYb, Armi (PHK-xenukasa), Vasa
(DEAD-box PHK-xenukasa, 06e3 He€ He dpopmupyercss Hroax, Takxke oOecrieunBaeT TPaHCIOPT
Hape3aembix PHK ot Aub x AGO3, ucnone3yer AT® B kauyeTcBe HCTOYHHKA SHEPrUH)
(Claycomb, 2014; Hirakata and Siomi, 2019). ITocnenoBarensHOCTh cOOpku Hroax mpumepHO
cnenytomas: Mael, TUD, Vasa, Tejas, SPN-E-, AUB, KRMP, AGO (Nagao et al., 2011, Patil
and Kai, 2010). Taxxe Mael urpaer BaxxHyro pojib B TeTEpOXpOMaTHHU3AIMH U 3alpPeTe 3aITycKa
TPAaHCKPUIIIMK JBYylIerno4eyHbIx kiactepoB PIPHK ¢ kaHoHmyeckux caiitoB, 0 4éM ObLIO

CKa3aHO BbILIC.

Teneps paccmorpum mnporecc ammutrdukanuu PIPHK. Cravana piPHK ¢ U Ha 5’-koHue
(arTHCMBICITOBOI TpaHckpunT) 1 MPHK Tpancmo3oHa (CMBICIOBOM TPaHCKPUNT) CBSI3bIBACT
Aub. Ero PIWI-nomen (oGmamaer axtuBHOcThIO PHKaspl-H) paspesaer komrieMeHTapHBIN
y4actok, orctynas 10 m.H. ot 5’-koHua npe-piPHK, B pe3ynbprate Takoro paspezanust Ha 10-i
Hykieotua ot 5'-konna MPHK tpancnosona Bcerna npuxoaurcs A (Gebert et al., 2019). 3atem
HEM3BECTHBI (epMeHT otpe3aer uyacthb oT MPHK perporpancnozona u e€ 3’-koHen
oOpabatpiBacT MetwiTpanchepaza Henl. Vasa comectHo ¢ TejasS OCYIICCTBISIOT MEPEHOC
YKOPOUEHHOTO TpaHckpunra perporpancnozona B AGO3. AGO3, B cBoio ouepenb
JOTIOJTHUTENIPHO IOJYY4aeT AaHTUCMBICIOBOM TpaHckpunT kiactepa PIPHK wu  paspesaer
00pa3oBaHHBIA JYIUICKC TaKMM 00pa3oM, 4TO TOCIE Pa3pe3aHusi aHTUCMBICIOBOW TPAHCKPHIIT
conepxxut U Ha 5'-koHue. Tenepb aHTUCMBICIIOBOM TPAHCKPUIT YKOPAUMBAETCS, METUIMPYETCH,
u Vasa nepenaér ero k Aub, 4yToObl HauaTh LUK 3aHOBO. Takum 00pa3oM, MOCIE KaKIOTo
HOBOro muKia moiny4arorcss HoBbie PIPHK, KkoTopble BbIpe3aroTcss W3 aHTUCMBICIOBBIX
TPAHCKPHUIITOB KJIACTEPOB IO MATPHUIE PETPOTPAHCIIO30HOB. TYyT KJETKa IMOJIy4aeT JBONHYIO
BBITOJlY, TaK KaKk €d HEe HYXHO TPaTUTh PECypChl Ha MPOIECCHHI TPAHCKPHUIITOB H CaMy
UHTEPPEPEHIIMIO OTIEIBHO — BCE MPOUCXOIUT B paMkax ofHoro mpoiecca (Aravin et al., 2007,

Brennecke et al., 2007; Hirakata and Siomi, 2019; Siomi et al., 2011) (Puc.7). [Tomumo 3TOTO,
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YacTh MPOLIECCHPOBAHHBIX AHTUCMBICIOBBIX TPAHCKPUINTOB U3 IMKJIA IIHHT-TIOHT» 3a0HpaeT
oenok PIWI, u ucnosne3yer ux B kadectBe Hanpasistonmx PIPHK mo Tomy ke MexaHusmy, 4to

B COMAaTHYCCKHUX KICTKaX AMYHHUKOB.

Baxno ykaszare, uto B KoMmoHeHThl cuctembl PiIPHK-unTepdepeninn sBisiorcs He
TOJIBKO BaXKHBIMU (PAaKTOPaMU MOJIABJICHUS PETPOTPAHCIIO30HOB, HO M AKTUBHBIMH YYaCTHHUKAMHU
amOpuorenesa apozoduibl. Tak, YD skcrpeccupyercs B JemsIuxcsi CTBOJIOBBIX KieTkax, a ZUC
OTBEYAEeT 3a OCEBYIO pa3METKy SMOPHOHOB U KOHTposmpyeT skcnpeccuro renoB Grk u Osk (Pane
et al,, 2007). Piwi HacTONbKO KPUTHUYEH JJIsl Pa3sBUTHS, TO MyTallMd ¢ OOpa30BaHUEM HYJIb-
aJuleNisi B TOMO3HMIOTE YacTO NPHBOAAT K rubenu opraHm3ma. Tarke m3BecTHO, yro PIPHK

PETYIUPYIOT PSJl TEHOB Y Mpo30GWibl U 0OHAPYKUBAIOTCS Jake Ha craauu JuunHky (Huang et
al., 2021).

Ckopee Bcero, 3t 3(dekTsl, oka3piBaeMble MyTalnusMu OenkoB-ydacTHUKOB PIPHK-
UHTephEpEeHIIMN Ha pa3BUTHE, CBA3aHBI HE CTOJIBKO C PE3KHM TMOBBIIICHUEM HKCIPECCUU
PETPOTPAHCIIO30HOB, CKOJIBKO C M3MEHEHHUEM PETYISIIMU TeHoB. Kak yrmoMHHAIoCh paHee, 3TOT
e (PaKTOp MOXKET OBITh OJHOW W3 MPUYUH THOPHIHOTO JHMCTeHEe3a U MEXBHUIOBOW H30JISITUU
(Senti and Brennecke, 2010). Oxkoso 10% ot Bcex piPHK umerot npoucxoxaenue u3 3’- u 5°-
HETPaHCIUPYEMbIX O0JIacTeld TpPaHCKpUNTOB, NpHuYéM, KiacTepHas dYacTb B 95% ciydaeB
OpUeHTHpOBaHa Mo HampaBieHuto Tpanckpunuuu MPHK. K takum mpuMepam MOXKHO OTHECTH
BhIleynomsiHyThie renbl traffic jam, AT-chX, Hsp70 (3toT Genok Takke BXOAMT B cocTaB Hroax).
[TpuynHOI mpeBpalleHus] HETPAHCIUPYEMbIX O0JacTeld B KJIACTEpPhbl, BEPOSITHO, SBISIOTCA
JpEeBHUE BCTaBKU PETPOTPAHCIO30HOB, KOTOPBIE B HACTOSIIUNA MOMEHT YTPATHWIM BCE MPU3HAKH
NPEIKOBBIX IOCJIEIOBATEIBHOCTEH, IO3TOMY HE pPacHo3HaTCs OMOMH(OPMATHUYECKUMHU

metonamu (Ramat and Simonelig, 2021; Sarkar et al., 2017; Spradling, 2018).
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Pucynoxk 7. Huka «muar-nmonr» (mo (Brennecke et al., 2007)). [osicHeHus B TekcTe.
2.5. AKTHBaNMs PeTpPOTPAHCIIO30HOB BO BpeMsl cTpecca

CTpecc — OTO 3allUTHAasA PCaKlrd B OTBCT Ha BO3JCHCTBUE Pa3IMYHBIX HCGJIaFOHpI/ISITHBIX
(baKTOpOB. DTO COCTOSIHHE MOXET OBITh BbI3BAHO, KaK BHCHIHMMMH, TaK U BHYTPCHHUMU

(I)aKTOpaMI/I [0 OTHOIICHHMIO K JXMBOM KIIETKE. AOHOTHYCCKMH U OMOTHYECKHUI CTPCCChI
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NPEACTaBISAIOT COOOH peakluu, KOTOphle pa3BUBAIOTCS B OTBET Ha BO3JCHCTBHE areHTOB
XUMUYECKOH, (QHU3NUECKOW NpUpOAbl JIMOO BHPYCOB MM OakTepuil COOTBETCTBEHHO. B
OTJENBHYIO KaTerOPUIO BBIIENSAIOT TEHOMHBIN CTPecc, KOTOPBIA MpeACTaBIsieT cCO00H MyTaluy,
JUILIAIONINE TEHOM 3aIlIUThl OT BHYTPEHHUX (PAKTOPOB KIETKH, KOTOPhIE MOTYT HMPHUBECTH K

Hapymenuto 1enoctHoctu e€ JIHK, manpumep, Mexanusma pernpeccu MOOMIBHBIX 3JIEMEHTOB

(Guerreiro, 2012).

OIuH U3 CaMBbIX SPKUX U TEPBBIX UCCIIEIOBAHHBIX MPUMEPOB FEHOMHOTO CTPECCa MOXKHO
HAOII0aTh TPU CKPEIIMBAaHUHM pa3HBIX BUAOB JMOO 1a0OpAaTOPHBIX JHMHUN APO30(UIBL.
(Guerreiro, 2012). Hampumep y rubpumo D.buzzatii u D.koepferae wactora Tpancnoszuiuu
MoOMIBHOTO 31eMeHTa 0Svaldo okaseiBaeTcs Bhiie, yeM y poauteneit (Labrador and Fontdevila,
1994), a y rubpunos D. virilis and D. littoralis - pDv11l (Evgen’ev et al., 1982). Cambie
W3BECTHBIC BapHaHTHI TEHOMHOTO cTpecca Obutn BriepBbie onmcanbl Kidwell B 70-x ronax u ato
SIBJICHHME HOCHT Ha3BaHue ruOpumnoro nucrenesa (Kidwell et al.,, 1977; Kidwell and Novy,
1979). IlpuunHa MOBBIMICHUS YaCTOTHI TPAHCIIO3HMIUU OTACIBHBIX PETPOTPAHCIIO30HOB IPH
CKpPEIMBAaHUU PA3HBIX BHUJOB, COTJIACHO PAaCHpPOCTPAaHEHHOW TEOPHH, 3aKII0YAeTCsl B PAa3HBIX
periepryapax MOOWIBHBIX 31eMeHTOB u PIPHK, KoTOpbIE SIBISIOTCS OCHOBHBIM WHCTPYMEHTOM
NPENSTCTBYUS TPAHCIO3UIIMK B TCHEPATHBHBIX TKaHAX, Y pa3HbiX BuJoB. PIPHK mocrasmstorcs B
Oynymiee sino Omarogaps NUTAOUIMM KIETKaM, W WUrPalOT BaXHYIO pPOJb HE TOJBKO B
MOJJABJICHMM MOOWJIBHBIX JJIEMEHTOB, HO U PaHHEM SMOpPHOHAJILHOM Pa3BUTUH, O 4éM OynaeT
ckazaHo nanee. CuuTaercs, 4TO B Ciydae, KOTJa y CaMKH HET ONPENCIEHHBIX MOOMIBHBIX
3JIEMEHTOB U, COOTBETCTBEHHO, noaxoasmux PIPHK, To MoOMIbHBIE 371€MEHTHI, IPUBHOCHMBIC B
W0 C TEHOMOM OTLAa HE BCTPEYAIOT CONPOTHBIECHUS B Buae Mexanumsma pPiPHK-
uHTEep(EpEeHIIM U MOTYT OCCKOHTPOJBHO MEPEMENIaThCsl BHYTPU T'€HOMa 3HTOTHI, BBI3BIBAs
HOBBIC MYTallMH, YTO HEPEIKO NPUBOJHUT K PE3KOMY CHMIKCHHUIO (DEPTHIILHOCTH MEXBHIOBBIX
ruOpunoB. B oOpatHoM ckpeniuBaHuu AaHHOTO 3(deKTa He HaOMoIaeTcs, TaK KaKk caMmKa yKe
umeer PIPHK ko BceM mocnenoBaTelbHOCTSAM MOOWIJIBHBIX 3JIEMEHTOB, KOTOPBIC IMOMAIAlOT B
3uroty ¢ renomom camua. (Brennecke et al., 2008, 2007; Chambeyron et al., 2008). Cambimu
NEepBBIMU MIPUMEpaMU  BHYTPUBUAOBOrO rubpuaHoro aucreHesa y D. melanogaster crama
TPAHCIIO3UIHS TPEX MOOMJIBHBIX 3JIEMEHTOB IPU CKPELIMBAHUM JJabopaTOpHbIX JuHUi: P-M (P-
element), I-R (I-element) u H-E (hobo) (Kidwell et al., 1977; Picard et al., 1978; Yannopoulos G.
et al., 1987). Takxe cinyyarn MOOWJIHM3AIMK PA3IHUYHBIX JJIEMEHTOB B pe3yjbTare TMOPUIHOTO

mucrenesa obum onrcanbl y D. virilis (Ulysses, Penelope, Paris u Helena) (Petrov et al., 1995).

OIlHaKO, COTJIaCHO COBPCMCHHBIM MPCACTABJICHUAM, CTOUT OTMCTHUTL, 4YTO IpHYMHA

FI/I6pI/IIIHOFO AUCTCHC3a HAa CaMOM JICJIC HC KPOCTCS TOJIBKO B HpOCTOfI MOGI/IJII/BaL[I/II/I OTACIBHBIX

35



PETPOTPAHCIIO30HOB M TOBBIIIEHHOM MyTareHe3e. YacTUYHO, caMO MOBBIIIEHHE UX aKTHBHOCTH
MOXET OBITh BBI3BAHO IIOJIABJICHHEM SKCIPECCUH OTACIBHBIX OEIKOB-YYaCTHUKOB CHCTEMBI
piPHK-unTepdepenmu, peub 0 KoTopsix moinér nanpme. Hanpumep, rem Hsp70 umeer B 3'-
koHue ucrtoynuk PIPHK. IlpeanonoxwurensHo, 3to npeBHsst uHcepuus PIPHK MI'D, kotopas
OpPHEHTHPOBaHA KOJUTMHEAPHO TPAHCKPHIIMHU. TakuM 00pa3oM, TeH, KOTOPBIH SIBISETCS
ydacTHHKOM cuctembl PIPHK-unTepdepenmnn, cam ke moaBepraroTcs peryisiui O CTOPOHBI
atoit ke cucrembl (Spradling, 2018). B ciyuae vasa AT-chX piPHK umeroT 60bIyo cxX0xecThb
¢ 3’-mocnenoBatenbHocThio MPHK vasa D.mauritania. B nanHOM citydae mpu MeXBHIOBOM
CKpEIIMBAHUU Pa3]IMYHBbIC OTKIOHEHHS B (EPTHIBHOCTH CaMIIOB MPOHMCXOMASAT HE TOJIBKO IO
NpUYMHE MOOWIM3AIMH PETPOTPAHCIO30HOB, HO M YACTUYHO B CBSI3H C IOJABIICHUEM C
nomotnipio PIPHK-uHTEphepeHnnn 3KCIpeccuu OTACIBHBIX OTLHOBCKUX I'€HOB B T'€TEPO3HUIOTE
(Nishida et al., 2007). Bonee toro, piPHK Ttakxke SBISIOTCS MEXaHU3MOM PENPOAYKTHBHOM

U30JIALUH Y Ip030(HIIbl, YTO MPOIeMOHCTpUpoBaHo Ha Kiactepe Stellate (Adashev et al., 2021).

Ecnu paccmaTpuBaTh SIBJICHHE T'€HOMHOTO CTpecca B HIMPOKOM CMBICIE, TO MOXHO
OTHECTH K HeMy Mytanuu B kiactepax PIPHK u paznuuHbIX reHax, KOTOpbIC KOJAUPYIOT OCIKH,
HeoOxoaumbie st OuoreHesa PIPHK. B uactHOCTH, uist mHCepiu QypSy B reH CUt ObLIo
MOKAa3aHO, YTO TMEHETPAaHTHOCTh (PEHOTHIIA, BBHIPAKAIOIIETOCS B HECIIOCOOHOCTH MYyXH
OCBOOOJUTHLCS OT TIOKPOBOB KYKOJIKH, 3aBUCHT OT OajlancepHoi xpomocombl TM6b (Guida et al.,
2016). Takum 00Opa3oM, peryisiys aKTHBHOCTH PETPOTPAHCIO30HOB 3aBUCHT HE TOJBKO OT

cocrosinus cucrembl PHK-unTEpdepeninu, Ho 1 oT 00111ero reHeTuueckoro GpoHa.

Emé bap6apoit MakKnuHTOK OBIIIO MPEAIoNokKeHO, YTO aKTUBAIUS PETPOTPAHCIIO30HOB
B OTBET HAa BHEIIHEE CTPECCOBOE BO3ICUCTBHE MOXKET MMETh HE TOJBKO HETaTWBHBIC, HO H
MOJIOKUTENbHBIC clieAcTBUs s kietku xo3suHa (McClintock, 1984). B cBsi3u ¢ 3TuM poJib
PETPOTPAHCIIO30HOB BO BpeMsi aDMOTHYECKOT0 CTpecca IMpeAcTaBisieT ocoOblid nHTepec. [Ipexae
BCETr0, MHTEPECHBIM C MPAKTUYECKOM TOUKHM 3pEHUS MPEICTABISCTCS HMCCIEIOBAHUE BIMSHUA
Pa3IMYHBIX XUMHUYECKUX areHTOB, C KOTOPHIMH MOTYT CTAJKMUBAThCSI HACEKOMBIC - TaKHe, KaK
nepekuch U napakBaT. OJHAKO MEPEKUCh OBICTPO pasjaraercs, B CBS3H, C YE€M CTPECC BBI3BATh
el okaswpiBaercs 3arpyanutenbHo (Arnault et al., 1991). Bawusuue Oosiee CcTaOMIBHBIX
okucnuTeneil Ha skcnpeccuro MI'D ObUIO OMMCaHO HE TOJBKO y APO30(HIBI, HO U y IPYTHX
sykapuot. Hanpumep, y mapasutudeckoro rpuda puca Magnaporthe grisea nmpomorop JAKII-
petpoTpancno3ona rpynnsl gypsy MAGGY cnocobGern k akTtuBamuu BO Bpems oOpaboTku
OpraHm3Ma IapakBaToM, M, OOJiee TOro, TAKXKE AKTHBEH MPHU TEIUIOBOM IIOKE U 00paboTKe
nonamu meau (lkeda et al., 2001). Taxxe mapakBaT CrOCOOCH aKTHBHPOBATH PETPOTPAHCIIO30H

rpynmbel copia Tntl y Arabidopsis thaliana, Ho y Tabaka Takod akTHBAlMM TPH CXOJHBIX
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YCIOBHAX HE mpoucxoaut. Kpome 3toro, 6bU10 moka3aHo, 4to mpomoTtop Tntl aktuBupyercs B
OTBET Ha MOBPEXKICHUS pacTeHus u psin napyrux paxropos (Mhiri et al., 1997) . Takum o6pasom,
Jaxke oAuMH U TOT ke MI'D y pasHbIX pacTeHHI He 00sf3aTeNIbHO pearupyeTr Ha OJHO U TO Ke
CTPECCOBOE BO3/CHCTBHE, YTO MOXET OBITh CBS3aHO KaK C MOCIENOBATEIBHOCTHIO CaMOT0
TPAHCIIO30HA, TAaK U C €r0 Peryisiuei B pa3HbIX reHomax. Ha apo3odmurie B mocienHue qsa roga
ObUTM TIPOBEJICHBI KOMIUIEKCHBIE MCCIIeOBaHMsA, Onarogapss KOTOPhIM ObUTO MOKa3aHO, YTO BO
BpeMsl rojiojjanus, 0OpabOTKH TMOKCHHAMH, TOYIEHOM, (OPMabAETHIOM, U Pa3HBIMH J103aMH
oOxydeHust y Apo30(uibl OONBIIMHCTBO AKTUBUPOBAHHBIX MI'D mpuHAUIEKHUT HMEHHO K
peTpoTpaHcro3oHaM, 0Oojiee TOro, pemnepryap B OTBET Ha KaXKIbIH THUI BO3JIEHCTBHUSA He
OJIMHAKOB, U 3TOT perepTyap paciIupsercs ¢ ycuiaeHueM crpeccoBoro Bosaeiicteus (Oliveira et

al., 2021).

Ha ypoBeHb 3KcIpeccHu peTpoTPAaHCIIO30HOB BO BPEMSI CTpecca TaKKe MOMKET BIHSTH
MOJIOKEHHE OT/AEIbHBIX ero komuii B reHome (Horvath et al., 2017). B ciyyae OKHCIUTEIBHOTO
CTpecca CyIIEeCTBYeT OOIIUpPHAS CETh T€HOB U, CIEIOBATEIBHO, HAXOXKICHHE PETPOTPAHCIIO30HA
pPSIOM C aKTUBHUPOBAaHHBIM B OTBET HAa CTPECCOBOE BO3JEHCTBUE T€HOM MOTJIO OBl OOBSICHHUTH
MOOWIIN3ALMI0 OTIEIBHBIX PETPOTPAHCIIO30HOB. B CHIDKEHWH YPOBHS COACpXKAHUS AKTUBHBIX
(dbopM KUCITOpOa, TPUYUHBI OKHCIUTEILHOTO CTPecca, HETIOCPEACTBEHHOE YIacTHe MPUHUMAIOT
(bepMeHTBI CyNEepOKCHUIMCMYTa3a, Karaia3a u riyrathontpancgepaza (Le Bourg, 2001).
[ToMmuMO 3TOrO, MPU OKHUCIUTEIHLHOM CTpPECCe 3amyCKAaTCs Cpa3y HECKOJBKO CUTHAIBHBIX
MyTeH, TaK KaK BO3JCHCTBUE OKUCIUTEIIEM MOXKET MMPUBOJAUTH K MOAU(PHUKAIINHN OCITKOB, JIMITUIOB
u JIHK. D70 curnansubie nytu JAC/STAT, ERK, JNK, FOXO, MAPK, NFk-b, keapl/CncC,
PI(3)K/Akt, a takxe 6enxu Hsp22 p53 u p38 (Finkel and Holbrook, 2000; Morrow et al., 2004;
Sykiotis and Bohmann, 2008; Tettweiler et al., 2005; Wang et al., 2003; Zou et al., 2000). Tak
KaK d3TH TyTH HEe crneudduuHbl K KOHKPETHOMY OKHCIHUTEN0, HaXOXKJIEHUE KOIHU
PETPOTPAHCIIO30HA PSAIOM C T€HOM OJHOTO M3 ITHX MyTed MO0 Obl OOBSACHUTH, MOUYEMY
OTJICNIbHBIE PETPOTPAHCIIO30HBI AKTHBUPYIOTCS Ha OOJbINEE YMCIO BO3ACUCTBUM, YeM ApYTHE.
Opnako, TpWHMMAas BO BHHMAaHHE TO, YTO OOJBIIMHCTBO CTPECC-UHAYIIUPYEMBIX
perpoTpancno3onoB sBisitoTcss  JIKII-perpoTpaHcmo3oHaMu, W HMEHHO PETPOTPAHCIIO30HBI
HEPEIKO SBISAIOTCS HCTOYHMKAMH HOBBIX IHC-PETYISTOPHBIX 3JEMEHTOB, JIOTUYHBIM
OOBSCHEHHEM aKTUBAIUU DPETPOTPAHCIIO30HOB BO BpEMsi CTpecca MOXKET SBISTHCS HaIH4Yue
CATOB CBSI3BIBAHUS TPAHCKPUIIIMOHHBIX (DAKTOPOB, KOTOpPBIE pabOTalOT MPH OKUCIUTEIHHOM
crpecce. Hanpumep, y D. melanogaster u D. simulans uncepunu Accord u Doc cooTBeTcTBEHHO
psmom ¢ rerom Cyp6gl moBbImIaT yecTOHUMBOCTE MyXH K kKceHoOnoTukam (Chung et al., 2007;

Schlenke and Begun, 2004). Takxe CTOMT OTMETHTh, YTO MLEJBIA PAJ PETPOTPAHCIIO30HOB,
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BKirouas Qypsy, blood, copia wm springer ywacTByOT B peryasuuud smOpuoreHesa y D.
melanogaster (Ding and Lipshitz, 1994). IlpuuuHbI Takoro BIWSHUS PETPOTPAHCIO30HOB Ha
PETYISALUI0 XO3SHCKUX T€HOB BO BpEMs CTpecca W AMOPHUOHAIBHOTO Pa3BUTHS CBS3BIBAIOT C
HAJIMYUEM PETYISATOPHBIX 3JIEMEHTOB y PETPOTPAHCIIO30HOB. 3a 3Ty peryisnuio, nomumo JIKII,
otBevaroT Takke 5’HTO (HeTpaHcaupyeMbie 00J1acTH) peTpOTpaHco30HoB. Hanpumep, copia u
gypsy cojepikarT B HUX MOBTOPBI U MHCYJIATOPHI cooTBeTcTBeHHO (Sneddon and Flavell, 1989).
[Ipennonaraercsi, 4TO TakOe CTPOCHHE PETPOTPAHCIIO30HOB IIO3BOJSIET YCHINTH OTBET Ha
CTPECCOBOE BO3JICHCTBHE, TaK KaK dTH pPETYJISATOPHBIC TIOCIEIOBATEIILHOCTH IOMOTAIOT
MOBBICHTh 3KcIpeccuio Onmusiexamux reHos (Moschetti et al., 2020). Onnako Ha camom jee
aKTHUBAIMsI PETPOTPAHCIIO30HOB U OJIM3ISKAIIUX TEHOB MIPU CTPECCOBOM OTBETE HE 00513aTEIBHO
KOPPEIHUPYIOT APYT C IpyroM, Oojiee Toro, ObIBaET M TaK YTO SKCIPECCHUS PETPOTPAHCIIO30HA U
reHa MOJXKET MEHSThCS B IpoTuBOmNojokeHHbIX HampasieHusx (Oliveira et al., 2021). Ecnm
roBOpuTh 0 KOHKpeTHOM mpumepe, To SINE Alu y yenoBeka, Ha000pOT, CHUKAETCS B OTBET HA

ctpeccoBoe Bo3zeiicTeue (Hwang et al., 2019).

XPpOHUYECKUN TEIJIOBOM CTPECC, IOMHMO TOIO, 4YTO SBJISIETCA HE XUMHMYECKUM a
(GU3MUECKMM BO3JCHCTBUEM, TaKXKe MPEACTABISCT OOJNBIION WHTEpeC, TaK Kak CBS3b
TEeMIIEpPaTypbl M MPUYHH AKTHBALUK PETPOTPAHCIO30HOB MOrJia Obl OOBSICHUTH IMOYEMY
KONUIHOCTh 412 MOJIOKUTENBHO KOppEeNIupyeT ¢ Temreparypol y aukux mnomymsuuii D.
simulans (Vieira et al., 1998). Cxoxyro TeHICHIUIO Takke Hauum y sumens s BARE-1
(Feschotte et al., 2002). B nabopaTopHBIX yCIOBUSIX NPOBOIMINCH SKCIIEPUMEHTHI 110 HHIYKIHH
copia y camioB. OJHaKo TOMy4CHHBIE Pe3yabTaThl ObUIM IIOXOBOCTIpon3BoAuMEI (Arnault C. et
al., 1991; Horvéth et al., 2017; Junakovic et al., 1986; Ratner et al., 1992; Vazquez et al., 2007).
Takum 00pa3om, ocTaércsi HESICHBIM BIHSIECT JIM TEMIIeparypa COJCp)KaHHs WIM pe3Kas cMeHa
TEMIIEPAaTypHOTO pPEXHMMa Ha AKTHBAIMIO TPAHCIIO30HOB Y XMBOTHBIX M pPAcTEHHH, a camoe
rJIaBHOE, JO0 CHUX IOp HEHM3BECTHO, MO KaKUM MeEXaHM3MaM MOXET HPOUCXOIUTH 3TO

BO3JI€HICTBHE.

Takum 00pa3oMm, CyIIeCTBYeT MHOXECTBO IPHUMEPOB  CTpECC-MHIYIUPOBAHHON
aktuBauuu MI'D Bo Bpems crTpecca y psaa 3yKapuoT, NOpU4YEM A8 OTAEIbHBIX
PETPOTPAHCIIO30HOB  CYLIECTBYET CBOW  CIEKTp ycaoBuii.  [Ilupoko wM3BeCTHO, YTO
PETPOTPAHCIIO30HBI AKTUBHO paboTaloT B HMOPHOHATIBHBIX TKaHBIX. TOT ke camoe U XapakTepHO
Ui pacTuTenbHBIX  Kietok  Nicotiana tabacum, B koTopbIX ypoBeHb 3KCIPECCHU
perporpancno3onoB Tntl, Ttol u Tto2 (rpymma COpid) MOBBINICH MPHU PAa3BUTUH PACTCHUS U3
KJICTOYHOM KyibTyphl, kak u y Oryza sativa (Tosl0, Tosl7 u Tosl9) (Wessler, 1996).

[TonoxutenbHOE BIMSHUE PETPOTPAHCIO30HOB IPH CTpPEcce W SMOPHOHAIBHOM Pa3BUTHM Ha
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Onu3nexaIiue reHbl U aKTUBAIMS CaMUX PETPOTPAHCIIO30HOB B ATHX MPOIIECCaX TOBOPUT O TOM,
9TO BEPOSATHO, PETPOTPAHCIIO30HOB SIBJISIOTCS HE CTOJIBKO Mapa3uTaMH, CKOJIbKO CUMOMOHTAMU
yKapuOTHUECKOro reHoma. OcTaércs TOJIBKO MOHSTH, KaKOW U3 (PAaKTOPOB aKTUBAIIUU SIBIISICTCS
BEAYLIMM B 3TOM BONPOCE. CHUKEHHE AKTUBHOCTU CHUCTEMBI PENPECCUU, TEHOMHOE OKPYKEHHUE
OTJEIbHBIX KOIIMM WU K€ CaAMH MOCJIEIO0BATEIBHOCTH 3THX KOIMU. Takke ocTaércs 3arajkou,
PETYIHUPYETCs I SKCIPECCHSI PETPOTPAHCIIO30HOB BO BpeMsi IMOpHOTeHe3a U CTpecca OOIIMMHU

MCXaHU3MaMU.

[ToMuMO MHIVBHIYaTBHON PEaKIMK OTACIBHBIX MOOWMJIBHBIX JJIEMEHTOB Ha CTPECCOBOE
BO3J/ICIICTBUE, DKCIPECCHs TPAHCIO30HOB MOXET 3aBHCETh OT MOJNa M OT TKaHW. Tak,
tenomepHbie LINE-anementsr HET-A u TAHRE nanbonee cuiabHO MOJABISIOTCS B SIMYHUKAX, a
JKII-perporpancno3onsl blood, gypsyl12, burdock, Transsib2 u doc2 — B cemenHukax y camiioB
(Chen et al., 2021). B poukynsipHBIX KJIETKaX SUYHUKOB I1OIaBICHHE aKTHBHOCTH MOOMIIbHBIX
anemeHToB ZAM m Tabor 3aBucuT OT KiacTepoB, KOTOpBIE HAXOIATCS B 3’ -HEKOJHPYIOIICH
obnactu renoB traffic jam u GC32000. IIpuuém pabora 3THX KJIACTEPOB HAXOJHMTCS MOJ
KoHTposieM cucremMbl MIPHK-uHTephepeHnnu: mnpu CHUKEHHH OSKCIPECCHH OCHOBHBIX
yyactHUKOB 3Toro mytd, Drosha u AGO1, npoucxoaut camkenue skcrpeccudn MiPHK miR-14

1 MiR34 uro npuBoauT Kk cHwkenuto PIPHK npotus ZAM u Tabor (Mugat et al., 2015).

2.6. KiteTouHbIe MEXaHU3MbI OTBETA HA OKHCJIHTEIbHBII CTpeCC X1 UX CBA3b €

perymumeﬁ AKTHBHOCTH MOOMJIbHBIX FTeHETHYECKHX 3JIEMEHTOB

Drosophila melanogaster naxoaut OoJbIlIOe CXOJACTBO B OOIINCH OpraHW3alMy MyTel
OTBETa HA OKHCJIHMTEJIBHBIM CTPECC C MJICKONUTAIOIIMMHU, TO3TOMY SIBJIICTCS IIMPOKO
UCTIOJIb3yEMbIM MOJICIIBHBIM OOBEKTOM ISl TIPOBEJCHUS MCCIICAOBAaHUI B 3TOW 001acTH. 371eCh
MBI KPAaTKO PaCCMOTPUM OCHOBHBIC KJICTOUHBIC MEXaHHU3Mbl OTBETA Ha OKUCIIUTEIILHBIA CTPECC Y

JpO30(HIIBL.

Kak u y MHOrMX Apyrux opranu3mos, y aposodmwisl nytu JAK/STAT, JNK, IMD u Toll
HE TOJBKO SIBIISIIOTCS KOMIIOHEHTAMHU CHCTEMBbI BPOXAEHHOIO MMMYHHUTETA, HO 3a/1€HCTBOBAHBI
nporecce sMOpuorenesa. Ilpu HHOUIMPOBAHUN JTUYUHKH APO30(HIIBI, HAIPUMED, SHIIOM OCHI
Hae3/JlHWKa, K MECTy MpeObIBaHMs Mapa3uTa MNOIXOAAT KICTKH TIeMOJUM@BI JHYUHOK —
ruia3MaTouuThl (Oynymue Makpodaru Kykosku). [1ma3MaTonnTsl IPUBICKAIOT K MECTY HHBA3UU
JaMEJIOIMTHI, KOTOPBIC OKPYKAIOT SIHII0 OChl M CO3[A0T BOKPYT HEro Kamcyity (peakuus
UHKAINCYIAIUK). 3aTeM K Karcyjie MPUXOAAT KPUCTALIMYECKHUE KICTKH, W Oenok Sepin-27 A

3allyCKaeT KacKaJ MEJaHMU3aluK, PETYIUpysl CEpUHOBBIE IPOTEa3bl, KOTOPHIE pa3pe3aroT
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npo()eHOJIOKCHIa3bl, aKTUBUPYs UX. DEHOIOKCHIA3bl KATAIU3UPYIOT OKHCICHHE (EHOJIOB 0
XWHOHOB, KOTOpBIE oinMepu3ytotcst B menanus (Meister and Lagueux, 2003). Takum oGpazom,
MOBBIIICHUE KOJIMYECTBA aKTHBHBIX (POPM KHCIOPOIa, BEAYIIEe K OKHUCIUTEILHOMY CTpecCy,
SIBIIICTCSI OJTHOW M3 MPHYMH 3aIlycka UMMYHHOTO OTBeTa. BbUIO MOKa3aHO, YTO OKHCIUTEIbHBIHN
CTpecC BBI3BIBACT YCWIJICHHBINM TemaTtomnod3, u 3amyck myreid JAK/STAT, JNK, IMD wu Toll,
MOCJICIHUN U3 KOTOPBHIX KaK pa3 3allyCKaeT PEeakiMi0 METaHWU3allid y JIMYMHOK B OTBET Ha

natorens! (Dragh et al., 2017) (Puc.8).

Pucynok 8. Peryasinusi remaTtono?3a y aposopuast (Meister and Lagueux, 2003).

KpHUCTAlITHYCCKasd KICTKa
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Toll; JAK/STAT <P

IlosgcHeHnus B TEKCTE.

Teneps KpaTko pacCMOTPUM OCHOBHBIE 3Talbl 3THX YETHIPEX MexaHu3MoB. Kak ObLIO
yKa3aHO BBIIIEC, OCHOBHBIM DPETrYIISITOPOM reMaronoss3a ssisercs nyrtb 10ll: o orBewaer 3a
IUIOTHOCTh M TpOJU(Eepalfio TeMOLUTOB M 3aIlyCKaeTcs B OTBET Ha IrpuOHYI0 MH(EKLIHIO U
MHQEKIMIO TPaMIIONIOXKUTEIbHBIMU OakTepusiMu. B remonmmMde nHaxoasrcss Oenku, KOTOpbIE
pacrosnator  nentuporukanel  (PGRP  (peptidoglycan  recognition  protein)). C
IpaMIOJIOKHUTENbHBIMU  OakTepusiMu  cBsizbiBaeTcsi  Oenmok  PGRP-SA.  CassbiBasich ¢
nentunornukanoM, PGRP-SA 3amyckaer kackaa HpOTEOJUTHYECKHX PEaKIUil, B pe3yabTare
KOTOpPBIX akTHBUpYeTcs 3uMoreH SPE (spaetzle-processing enzyme), koTopslii, B CBOIO OuYepe/ib,
paspesaer Oenok Spaetzle. B ciyuae rpubHoit undekn kackan akruBupyercst 6enkom GNBP-3
(Hetru and Hoffmann, 2009).
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[Tocne paspesanust Spaetzle oOpasyer roMoaumepbl, KOTOpPBIC B3aMMOJCHCTBYIOT C
peuentopoM TOll Ha TOBEPXHOCTH TEMOIMTOB. JTO B3aUMOICHCTBUE 3aITyCKACT TUMEPH3ALUI0
nomenoB TIR penentopo Toll. Tlocne storo maér mocienoBaTenbHOE B3aMMOJCHCTBUE C
nomenom TIR Oenka dMyD88 u mocnenoBarenbHasi mepeaada curnana depes death-momensr
OenkoB, Tube u Pelle. Pelle — cepunoBas kuHaza cemeiictBa IRAK — dochopunupyer
CIIeYIONIYI0, HEU3BECTHYIO, KUHA3y, KoTopas (ochopumupyer Oenmok Cactus. Myramuu B reHe
Cactus mpuBozsaT K TOMY, uTo DOrsal koHCTUTYTUBHO HaXOAUTCA Sape, a TAKXKe K 00pa30BaHHIO
menanoTryeckux onyxoueit (Valanne et al., 2011). ®ochopunuposannsiit Cactus (romosor 1kB
MJICKOTIMTAIONINX)  CTAHOBHTCS  HEAKTUBHBIM, IIOABEpPracTcs yOMKBUTHHHPOBAHHIO U
nerpagupyer B mpoteocomax. Cactus smusiercs uaruoutopom Dif u Dorsal. CBo6oausiii DIF
OTHpaBIsieTcs B sA/1po, rae BMecte ¢ Dorsal aktuBupyer psii TeHOB, BKIIIOYAs TeH, KOAUPYIOLIHIA
Drosomycyn. DIF u Dorsal sustorcst Tpanckpunuuonssivu ¢akropamu NF-KB (Hetru and
Hoffmann, 2009) (Pwuc.9).

IpoTeacoMa
W
= a

DIF/ ‘:‘ -

Proteasome

EOMINEK PEeENTOpa

s

C agantopon

BOCEMB xoumremmx
penentopos Toll
Apo30MHEOHE

H COTHH I'e¢HOB

Pucynok 9. ITyts Toll (Hetru and Hoffmann, 2009). ITosichenus B TekcTe.
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B cinydae mH(eKknmuu rpaMoOTpHLIATENIbHBIMU OakTepusMu 3amyckaercs myts IMD. B
ormmune ot muyru T0ll, 3mecs peuenrtop k mnentupornukaHam PGRP-LC  sBusiercs
TpaHncMeMOpaHHbIM. [IpH cBA3BIBaHUM MENTUAOTINKAHA UTOIUIa3MaTnyeckuit fomen PGRP-LC
B3aUMOJICUCTBYET C aJanTepHbIM OeikoM Imd, KOTOpbIid B CBOIO OYepeab B3aHMMOJICHCTBYET C
romonoroM miekonuramommx FADD u romoisiorom kacnassl-8 muexornuraromux, DREDD, uto
npuBoIUT K yOukBuTuHUpoBaHuio MAP3-kuna3el (TAK1). TAKL B3aumMopaelcTByeT c
TOMOJIOTOM COOTBETCTBYIOIIETO O€iKa MIICKONMUTAIMMX, 1ab2, u »3ToT rerepoaumep

dochopumpyet 6enoxk NF-KB Relish u 3amyckaer nyrs INK (Puc.10).

PGRP-LC,

JIHITepHITHH

H COTHH I'eHOB ATIOIITO3

beldKi HHTOCKe eTa,

MMpoanonToTHYEeCKHe CHIHAIBI

Pucynoxk 10. Iyt IMD (Hetru and Hoffmann, 2009). Ilosichenus B Tekcre.

dochopunupoBannsiii Relish paspesaercst u 3amyckaeT SKCIPECCUI0 TEHOMHOTO OTBETa
Ha cooTBeTcTBYRONMi ctpecc (Hetru and Hoffmann, 2009). Relish paGotaer Bo MHOTHX TKaHsIX
opranu3ma (TpaxeH, KHIIECYHHUK, )KUPOBOE TEJO, MO3T), © MEXaHH3MbI €0 aKTHBALMK B HUX
Heckoupko pasiuuarorcs (Myllyméki and Rdmet, 2014). INK (JunN-terminal kinase) otHocuTcs
K cemeiictBy MAPK-k1Ha3 U mpejacTaBieHa y Ipo30(uiIbl €JUHCTBEHHBIM OEIKOM, KOTOPBIN
koaupyetrcss renom Dbsk (basked). Bsk sBnsercs cybctpatom mns kuHasel Hemipterous wu
OTBEYaeT 3a TaKhe TMPOIECChl, KaK WHIYIHUPYEMbIil CTPECCOM arolTo3, MHUTpalus,
npomudepauuss u pereHepanus. Ilyre JNK akrtuBupyercs non neiictBuem ADPK. Bo Bpewms

arnonto3a JNK 3amyckaer npo-anonroruyeckue rensl hid u reaper, kotopbie GOIOKUPYIOT paboTy
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MHrUOUTOpa Kacmas, KoTopblid koaupyercs reHoM diapl. Cusrtue Onoka Kacma3d MPUBOIUT K
aKTHBaIMK Kacmasbl Dronc u nocneayronmx 3¢ dexropbix kacna3 Drice u Dcpl, uro npuBoauT
K KJIETOYHOM rubenu. AkTtuBanus kacnassl Dronc takxe mpuUBOIUT K YCHIICHUIO PaOOTHI IyTH
JNK, kortopsie 3amyckaer kackamel JAK/STAT, Wg u Dpp (Pinal et al., 2019). /lanee MbI

noapoOHee octanoBuMmcst Ha myti JAK/STAT.

JAK/STAT KOHTpOJIUPYET MPOILECChl BOCHAJCHUS, PETCHEpAIMI0O paH, aKTUBAIHUIO
HEeHTpoPuIOB U MakpodaroB B OTBET Ha OAKTEPUAIBbHYIO U BUPYCHYIO HH(EKIMU. Y TPpO30(PHIIBI
3TOT MyTh aKTHUBUPYETCS 3a CUET CBA3BIBAHMs OJHOTO M3 TpEx muranaos (upd (unpaired), upd2,
upd3) ¢ perenrropom Domless (Dome). [{utormiasmarudeckas 4acTh PelENTOpa CBA3BIBACTCS C
hopscotch (hop), xotopeiit u sBusiercs Janus-kuuaszoii (JAK), KOTOpBIi B CBOK Ouepeqhb
dochopumupyer Stat92E, koTopslit dopmHpyeT roMOIUMEpPHl W HANpaBiIsSeTCsS B SAApO, I
aKTHBUPYET T'€Hbl OTBETa Ha coOoTBeTCTBYrONMiA crpecc (Puc.11l). Cpean reHOB-MHUIICHUH, €CTh
T'eHBI, KOTOPbIE KOOUPYIOT Oenku HeraTuBHOW oOpatHO cBsizu (RanBP3, Ptp6lF u Socs36E)
(Myllyméki and Ramet, 2014). ITyts JAK-STAT Taxxe KOHTpOJUPYET paHHEEe IMOPUOHATIHLHOE
pa3BUTHE, KOMIOHEHTHI 3TOTO MYTH IOCTAaBISIOTCS B LUTOIUIA3MY SHIEKIETKH KJIETKaMu
marepu. Hapymenune nyrn JAK/STAT npuBOAMT K MOTEpPEe CETMEHTOB, TaK KaK MPOHCXOAUT
HapyIlIeHNE aKTUBAIlMM T'€HOB «IBOMHOro mpabmia» even skipped (eve) m runt, u3MeHEHUIO
CTPOCHHUSI TepeqHeld KHUIIKM JIMYMHOK W JpyruM MpobjiemMaM OpraHoreHesa, a Takke

HETpaBIIBHOMY (OPMHUPOBaHKIO HMarnHanbHbIX quckoB (Hombria and Sotillos, 2013).
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Pucynok 11. llyrs JAK/STAT B pa3auunsix comatudeckux Tkansax (Myllymaki and

Ramet, 2014). [TosicHeHus B TEKCTE.
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CrTouT OTMETHTbH, YTO HOBBIM HAIPABJICHUEM SIBJIACTCS M3ydYCHHE BIHMSHHS CTPECCOBOTO
Bo3zeicTBus Ha cucteMy PIPHK-unTepdepenunu. bouto mokasano, 4To y Apo30QHIIbI TEIIIOBOK
IIOK TPUBOJUT K M3MeHeHWto skcnpeccuu PIPHK, uto mpeamonaraer Hamuuue KIIacTEpoOB,
CMOCOOHBIX K peryssiiuu ¢ nomoirsio temreparypsl (Funikov et al., 2015). /Ins nemaTombt
ObL10, HA00OPOT, Moka3aHo ociadnenue PIPHK-unTepdepeHnnn nmpu XpoOHUYECKOM TEIIOBOM
crpecce, mpuuéM 3((HeKT CoXpaHsUICSd y MOTOMKOB Ja)ke NMPH MEPEHECEHHH MX B CTaHIapTHbHIC
ycnoBust. [Ipu 3ToM MHGEKIUS pa3IMuHBIMH MAaTOTEHHBIMHU IITaMMaMU OakTepHii, HA00OPOT,
yewmBana PiIPHK-untepdepennnio (Belicard et al., 2018). Taxxke BaxXHBIM HaOIIOJCHHEM
MOCJEHUX JIET SIBISETCSA TO, YTO PIWI aKTHBHO pabOTaeT B CTBOJOBBIX KIIETKAaX SIMYHHKOB BO
BpeMs J€NeHMs. JTO JEEeHNE MPOMCXOAUT BO BpeMs pereHepanuu Tkanel. Ilorepst xe PIWI
NPUBOAMT K HapylieHuto romeocrasa (Sousa-Victor et al., 2017). Bosiee Toro, akTuBanus myTu
JAK-STAT npuBoAUT K HApYIIEHUIO T€TEPOXPOMATUHHU3AIMHY, YTO CBA3AHO C JIEJIOKAIN3AIUCH
Hpl, rerepoxpoMaTHHOBBIM OEJIKOM, KOTOPBIM y4acTBYET B YCTaHOBKE I'€TEPOXPOMATHHOBBIX
metok B pesynbrare PIPHK-unrepdepenumu. I[ToBeimennas skcnpeccus JAK mpuBOAUT K
CHIDKEHUIO TPOJOJDKUTEIBHOCTH JKM3HM, B TO BpeMsl Kak NOBbIINIEHHas skchpeccus Hpl,
HaoOopoT e€ yBenunuuBaeT. Taxke ObUIO MOKA3aHO, YTO MOTEPS IeTEPOXPOMATHHA MPUBOAMT K
NOBBIMICHHON TPAaHCKPHIIIUK JIOKyca, Koaupytomero pudocomuyto PHK (Silver-Morse and Li,
2013). Taxoii xe 3¢ dekr Habmomaercss npu norepe PIWI B smuHMKax — mpu myrtarmu Piwi

HakaruuBatotcs pparmenTsl pudocomuoit PHK uto Ob10 ykazano sbimre (Kim, 2019).

Takum o0Opaszom, cucrema PIPHK-uHTepdepeHnn crnocoOHa pearnpoBath Ha BHEIIHHE
CTPECCOBBIC BO3JICHCTBUS, OJHAKO JETald OSTOrO IMpolecca MOKa HE HU3y4YeHbl. YUHUTHIBas
BhIllieyka3anHbie Ocnku, HSP90 u Hsp70, kotopeie Takke BXOAST B cocTaB cuctembl PIPHK
UHTEepEPEHIINH, MOKHO HPEAINOJIOKUTE, YTO UX paboTa BO BpeMs CTpecca MOXKET OKa3bIBaTh

CHJIbHOC BJIMAHHUC HAa U3BMCHCHUC SKCIIPECCCUU PCTPOTPAHCIIO30HOB.

2.7. KomnonenTtsl cuctembl PiPHK-unTepdepennnm B coMaTH4eCKHX TKAHAX

Drosophila melanogaster

B mocnemnee Bpemst Obuio BbisiBIeHO, 4TO psig JIKII-peTpoTpaHCNO30HOB BBICOKO
aKcIIpeccupyeTcs B off Heiponax y nposoduisr (Tabor, mdgl, roo, gbert, gypsy, invader3,
gypsy2, microcopia, 412, accordu blood). Ilpuuém skcmpeccust gypsy, Tabor wu gbert
3HAYUTEIHHO MOBBILIACTCS MPH MYyTaIMAX ¢ reHax ago3 u armi, sxcrpeccus blood moseimaercs
Ipy MyTalusx B TeHe aub u armi, u skcnpeccusi invader3 moBbIaeTCs MpU MyTallid B TCHE

armi (Guida et al., 2016; Perrat et al., 2013). Tak kak Bce Tpu IreHa NMPUHAIICKAT CUCTEME
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piPHK-unTepdepeH, TO MOXHO TPEANOJOKHTh, 4YTO JaHHAas CHUCTEMa  SIBIISCTCS
HEOOXOMMOW HE TOJBKO AN KOHTpoist ypoBHs skcnpeccun JIKII-perpoTpaHcno3oHOB B
KJIETKaX SMYHUKOB, HO TAaK)K€ y4acTBYeT B noasieHnn akTuBHocTH JIKII-peTpoTpaHcio3oHoB B
Mo3re HapaBHe ¢ cucteMoii SIPHK-unTepdepeniu. [Tomumo 3T0Oro0, Apo30oduia UCIOIb3yeTCs
U KaK MOJETbHBIN OOBEKT Ul MCCIEeNOBaHMUS HEeWpoJereHepaTHBHBIX 3a00JI€BaHUI YellOBeKa.
beuio mokaszano, yro Hapymenue (yHKimid yenoBedeckoro Oenka TDP-43 (TARDNA binding
protein 43) B kieTkax IUH y Apo30(WI, HECYLIIMX JIAHHBIM TPAHCTCH, NPUBOJHUT K 3aIyCKy
anonto3a u aktuBanuu JIKII-perporpancrno3ona gypsy, KOTOpBIH, B CBOIO ouepelb, 100aBiseT
nospexxaeHus B JIHK B xone akTUBHOTO mpoiiecca TPaHCHO3UIMY, YTO MPUBOAUT K NO3UTUBHOM

obparnoii cs3u (Chang and Dubnau, 2019).

Jlns gyenoBeka ObLIO TOKazaHo, uTto |DP-43 cesaseiBaetcs ¢ motuBom UGUGU PHK,
TpaHCKpHOupyemoro ¢ sugorenHoro perposupyca HERV-K, u npensarctyer e€ tpancmsmnuu. B
MMOCMEPTHOM aHAJIM3€ MO3TOBOW TKaHH MAI[MEHTOB ¢ OOKOBBIM aMHUOTPO(PHUUECKHM CKIEPO30M
OBLTO HAMJIEHO, YTO YPOBEHBb DKCIPECCUU OOPAaTHOW TPaHCKPUNTA3bl YHIAOTCHHOTO PETPOBUpPYCa
HERV-K Obu1 Bbiie B HelpoHax ¢ Hemoctatkom Oenka TDP-43 (Ochoa et al., 2020).
DKcmpeccHst 4enoBedeckoro oenka tau B Mo3re 1po30¢uiibl MIPUBOJUT K HAPYLICHHUIO Cpa3y ABYX
MEXaHU3MOB PETYJISIUNA aKTHBHOCTH TPAHCIIO30HOB: reTepoxpomartunusanuu u PIPHK-
untepdepeniun (Ochoa Thomas et al.,, 2020). TloMmumo 3TOro, M3BECTHO, YTO y OOJBHBIX
mm30(peHNUEH YpOBEHb AKCIPECCUU PETPOTPAHCIIO30HOB B MO3re CHIbHO yBenwmueH (Hunter et

al., 2015).

Takum 006pazoM, HEKOHTPOJIUPYeMast aKTUBHOCTb PETPOTPAHCIIO30HOB MOKET MIPUBOIUTh
K BO3HMKHOBEHMIO HOBBIX MYTallMi, BEIyUIMX K BO3HUKHOBEHHUIO HEHPOAETEHEPATHBHBIX
3a00JIeBaHM, MEXaHM3Mbl BO3HUKHOBEHHMS W PpA3BUTUS KOTOPBIX JIO CHUX MOp OCTArOTCA
HEU3BECTHBIMH. B CBSI3U ¢ 3TUM, U3ydeHHE PETyIsSIUN PETPOTPAHCIIO30HOB B MO3T€ IPO30(HUIIBI
KaK MOJIEJIbHOTO 00BEKTa MOTJIO OBl MPOJUTH HOBBIK CBET Ha JIaHHBIC MEXaHU3MBI U ITOMOYb B

pelIeHnH IPOOJIEMBI MIOUCKA CIIOCOOOB JICUEHUS TaHHBIX 3a00JIEBaHUH.

Bounee toro, Obuio BeIsiBICHO, uTo PIPHK 3KcnpeccupyroTcss 1 B IpyruX COMaTH4ECKUX
TkaHsx. [Ipmuém Beicokas skcmpeccus PIPHK piR-651 Obuta oTMeueHa B OMyXOJEBBIX TKaHIX
JKENyKa, MpsAMOW KHIIKA u JErkux. YpoBeHb PIR-651 u piR-823 Obu1 cHuWXkEH B
nepupepudeckoil KpOBH y MALMEHTOB C PAKOM JKeynka. TakuM o00pazoM, BHICOKAsi SKCIPECCHS
pIPHK MoxeT sBIAThCS MapKepoM HU3KOIU(PPEPSHIIMPOBAHHBIX KJIETOK, B TOM YHCIIE PAKOBBIX
(Assumpcdo et al., 2015). Taxxke croutr orMeTHTh, uro Oesok HIWI (oaun u3 Genkos PIWI

‘ICJIOBCKa) HUIpaCT OHKOI'CHHYIO POJib MPU KAPLIUHOMC IMCUYCHU, TAK KaK CHUKCHHUC 3KCIIPECCUU
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3TOro Oenka MPUBOJUT K OCTAHOBKE MPOJHQEpai OMYXOJIEBBIX KIETOK M MPEKPaICHHIO UX
murpanuu. lpu pake xenynka sxcnpeccust PIWI ctumynupyer nepexoa omyxosu ot Ha Oojee
MO3/IHUE CTaJ UM, B TO BpeMs Kak cHMkeHue skcrpeccun PIWI cHmxaer mponudepaTHBHYIO

aKTUBHOCTh PaKoBbIX KiIeTok (ASsumpgcao et al., 2015).

Takum o00Opazom, BbICOKas akTHBHOCTh cucTeMbl PIPHK-mHTEpdepeHun B HEpBHOM
CHCTEME MOXET IPUBOJANTH K OHKOTCHHBIM 3200JI€BaHUSIM, TaK Kak B (DyHKIUH JAaHHOW CHCTEMBI
BXOJIUT PETYJIALUS HEKOTOPhIX T'€HOB, B TOM YHCIIE, TeHOB cTBOJIOBOCTH. Tak Rhi oTBedaer He
TOJIBKO 33 TPAHCKPUIIIHUIO ABYLIENIOYCYHBIX KIACTEPOB, HO M 32 OCEBYIO pa3MeTKy SMOpHOHOB. B
YAaCTHOCTH, TPAHCIOPT W TpaHCIsus TpanckpuntoB Grk 3aBucur ot padoter Rhi. B ero

orcyrctBuu Grk ocraéres B Besukynax IIIP (Volpe et al., 2001).

C Jnpyroil CTOpPOHBI, Yy HEMaroAbl W JHUYMHOK jApo3o¢wmibl cucrema pPIiPHK-
uHtepdepeHmu oTBeyaeT 3a QopmupoBaHue HepBHOW cuctembl. Tak y C.elegans nannas
cucTeMa B HOpME OJIOKHpPYET POCT aKCOHOB NPH MOBPEKICHHWU, a Y JUUYMHOK Ip030(HIIBI
HOpMaJIbHBIN CIuTaiicuHr kiactepa flamenco HeoOXoauM Ui JBUTATENbHOW AKTUBHOCTH, TaK
KaKk Tpu HapylIeHWH CIulaiicuara — oBepakcnpeccun Caz u HokmayHe Aub — ckopocth
JIOKOMOIIMHU y TMYMHOK U y cTapbix MyX (30 mneit) camxkaercs. [Ipumeuarensho, yro Caz panee
HE paccMarpuBalics Kak ydacTHHK cuctembl PIPHK-untepdepenimu, a Oenox Aub mo
KJIACCUYECKUM IIPEACTABIICHUSAM HE B3aUMOJCUCTBYET C TPAHCKPUITAMH OJHOLENOYEUYHBIX
kinactepoB. Tak xe Hamuuue PIPHK Ha craanu nuyuHKH, 0 4éM YIIOMUHAIOCH paHee, TOBOPUT O
toM, 4yto PIPHK npuHuMaror ygactre B (hopMHpOBaHMM HEPBHOM cucteMsbl npo3opwmisl (Huang

et al., 2021).

[TogBoast UTOTH, MOXKHO CKa3aTh, YTO KaK PETPOTPAHCIIO30HBI, Tak u cucrtema PIPHK-
UHTEpEpEeHIIM MOTYT IOTEHLUMAIBHO pearupoBaTh Ha cTpecc. Bompeku TpaauluOHHBIM
npeacTaBiIeHUsM, BiusHHe cucteMbl PIPHK-nHTEpdepeHinn HE OTpaHUYMBACTCS TOJIBKO
PETPOTPAHCIIO30HAMH, a TAKXKE WMIPAET BAXHYIO POJb B 3KCIPECCHU T'€HOB SMOpPHOIreHE3a H
CBOMX COOCTBEHHBIX KOMIIOHEHTOB. B CBOIO ouepenb, peTpOTPaHCIO30HBI PEryIUPYIOT T€HOM

X0311Ha OJarogaps HATMYUIO PErYIATOPHBIX 00J1acTel.
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3. MATEPHAJIBI U METO/IbI

3.1. Jluauu Drosophila melanogaster

B pabore ncnonp3oBaiu IuHUU SS (HE COAEPKHUT AKTHBHBIX KOMHUH PETPOTPAHCIIO30HA
gypsy) u MS (Obuia paHee BbIBeIeHa W3 JUHHUA SS TMOCIE HHCEPUUU TPAHCIO3ZUIIMOHHO
aKTHUBHOW Kkomuu peTporpancro3ona gypsy (Kum AWM. et al., 1989)), piwi[2], piwi[3], 132,

Canton-S, w8

, rhi u tubP-Gal4. JI32 - naGopaTopHasi JMHUS IMKOTO THIIA W3 KOJUICKLIUU
kapenpel renerukn MIY), Canton-S — nuMHUS OUKOTO THMA, IIMPOKO KCIOJIb3yeMas B
FeHETHYCCKUX JKCIepuMeHTax; Imun SS u MS (W') mMeror myramumio B nokyce flamenco,
KOHTPOJIHPYIOIIEM TpaHcroumuo MI™D gypsy; muauu piwi[2] (W8 P{ry11}piwi?/CyO, w*")
u piwi[3] (P{PZ}piwi®®* cn'/CyO; ry°®®) Hecyr BeraBky P-snementa B rese piwi (y nuHHH
piwi[2] BctaBka B 4-m 3k30He, y juHuM PIWI[3] BcTaBka B 1-M 3K30HE) M OaJaHCEPHYIO
xpomocomy 2L ¢ myramuerr CyO; nunus rhi (Vienna Drosophila Resource Center (VDRC) ID
101620) Hecér kOHCTpYKIHIO co mmuiIbkoi o npomotopom UAS mist SIPHK-unTepdepenmm
¢ MPHK rena rhino (nonyuena u3z Uucruryra monekyssipaoii renernku PAH ot Kinenosa M.C.);
muaus tubP-Gald (ylw*; P{tubP-GAL4}LL7/TM3,Sh1Serl; Bloomington Drosophila Stock

Center BL5138; 3amyckaer HOKZayH BO Bcex TKaHsx) (mosydeHa u3 MHcTuTyta OHOIIOTHH

pa3sutus uM.H.K.KosbiioBa PAH ot Boposnmosoii 1O.E.).

3.2. YcaoBusA KyJIbTHBMPOBAHUS

['mOpunel oT ckpemuBanus uHui rhi u tubP, a Takke THOPUABI OT CKPEIMBAHUS JINHHIA
w oy tubP KyJIbTUBHpOBaIM Tpu Temmeparype 27 °C, Tak Kak d3Ta paboTa SBISETCSA
ONTUMAJILHOW IS SKCIPECCUH JpaiiBepHON KOHCTpyKuuu. Jlunuu Piwi[2] u piwi[3], ux

ruOpusl, a Takke muauK SS, MS, Canton-S u /132 kynsruBupoBanu npu Temmneparype 25°C.

Jisi MHAYKIMHM OKUCIHMTEIBHOTO CTpecca y CEMUIHEBHBIX CAMOK HMMAaro Iocie 2x-
9acOBOT'O TOJIOJIAHMSI MOMEIIANId Ha arapu30BaHHYIO MUTATEIbHYIO cpeay, coaepxkamryo 0,1 M
nepcynbdar ammonus. Beinenenue torambHoi PHK mpoBomwmnu yepes 24 vaca BO3neHCTBUS
nepcynbdarom amMMmoHus. B kadyecTBe KOHTPOJS UCHOJB30BAIH CEMHUIAHEBHBIX MYX,
KYJIbTUBHPOBAHHBIX B CTaHAAPTHBIX YCIOBHsX. Takxke B pabOTe MCHOIB30BATH MYX, KOTOPBIX

MHKYOMpOBAJIM MOCIIE CTpecca Ha CTaHAAPTHOM cpene B TeueHue 24 u 48 u.

J1g MTHAYKIMU XpOHUYECKOTO TEMIIEPATYPHOIO CTPECCa UMAro BhICAKHUBAIM HA CBEXYIO
NUTATENbHYIO arapu3OBaHHYIO Cpedy M OCTaBsLIM Ha Houb mpu Temneparype 25°C. Ha

CIEAYIOUINH IeHb POJUTENCH yIANsIH, a cpeny ¢ aMOpuonamu nHKyouposanu npu 29°C. IMocne
47



BbIJIETa HOBOT'O MOKOJICHHSI MyX MHKYOUpoBaiu npu Ttemmneparype 29°C 7 mHei, 3aTeM u3 MmyJoB
1o 5 ocobeii Boiiensiin PHK. B kauecTBe KOHTPOJISI MCIIOIB30BAIM MyX BO3pacToOM 7 THEH mocie
BBUIETA, KYJIIbTUBUPOBAHHBIC IIPU CTAHJIAPTHBIX YCIOBUSAX. [loMHMO 3TOT0, aHATM3UPOBATIN MYX,

KOTOPBIX MHKYOHPOBAJIU TIOCJIE CTPEcca B CTAHJAPTHBIX YCIOBUSX B TeUeHUE 24 4.

3.3 COop MmaTepuaJja 115 aHAIN3A

s Beigenenust ToransHoi PHK 5 camok coOupanu B mpoOupku Tuma «dnmeHAopd»
oobemom 1,5 mu. [JIng ananuza xommuectBa PHK B oTnmenpHbBIX TKaHAXx cOoOp Marepuana
OCYILECTBIISUTH TIOCIIE BCKPBITUS CEMUTHEBHBIX MYX WM JIMYMHOK 3-TO BO3pacTa B HATPHIi-
dochataom Oydepe. ['0OBBI, SMUHUKKA U KOPIYCHI M MOMEIIATU B PEAKTHB IJIS BBIACICHUS
PHK, Extract RNA (Esporen, Poccus). ¥ nuuunok 3-ro Bo3pacrta M3BJCKAIU ICHTPAIBHYIO
uHepBuyto cuctemy (IIHC) nmo merony (Hafer and Schedl, 2006) u taxxe momemniaii B pacTBOp

Extract RNA mns Beinenenust PHK. PHK Beiensum u3 myx B 3-6 6HOJIOTHUECKUX TOBTOPAX.

3.4. Beigeaenune PHK

Boinenenne PHK mnpoBomunu ¢ momombto peaktuBa EXtractRNA. Hcnonb3oBanu
IPOTOKOJI, PEKOMEHJOBAHHBIA (QUpMON-TIpou3BoaUTENEM C Moaupukamusmu. 1-2  wmr
uccieayeMoro obpasia momemnanyd B npooupky «amnmneHaopd», nodasmsum 100 Mk pactBopa
ExtractRNA u pactupann ¢ DNOMOIIBIO TOMOI€HM3aTOpa CO CMEHHBIMH IUIACTUKOBBIMU
NECTUKAaMU JI0 UCUE3HOBEHHUS KPYNHBIX (pparmenToB TKanu. JJobasmsanu eme 400 Mki pactBopa
ExtractRNA, nepememuBanu u uakyouposanu npu +4°C 20 MuH, 1ocie 3Toro 3KCTparupoBaiu
Boanyto ¢a3zy ¢ PHK c¢ nomompsio xmopodopma. PHK ocaxmanum B wu3ompomaHone c
nobaenenuem nobGaBmsamu 3 Mk 1% pacTBopa TIOMKOreHa B KAueCTBE COOCAAUTEINS,
MHKYyOupoBanu B TeueHue Houu npu -20°C ¢ mocnepyromuMm neHTpudyruposanueM. Ocamok
npombiBas 2 paza 70%-ueiM dTanosiom (500 mxi), moxcymmBanu U pactBopsiii B 20 MK
nenonn3oBaHHOM Bonbl. Konnentpanuio PHK m3mepsinu ciekrpodoromerpudeckn Ha mpubdope

NanoDrop (Peqglab, I'epmanus).
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Jns omenku kadectBa BbiAeneHHoW PHK wucmonb3oBamm meron snmekrpodopesa B
arapo3HoMm rene. 1% araposusiii resb roroBunu Ha Oypepe TAE (40 MM Tpuc-anerarHslii Oydep
pH 7,6, 1MM EDTA), ¢ no6asnenuem 0,5 mMr/mi1 OpoMHCTOTO 3T M. DIeKTpodopes MpoBOIHIH
B Oydbepe TAE mpu nampspkenHoctu 5 B/cm. IMpuromnocts PHK mis nanbneiimneit paboTsl

OTIPENIEIISIIH 110 HATMYHIO YETKO Pa3IMYMMBIX M0JI0C, COOTBETCTBYIOMUX prubocomusiM PHK.

Hns Beigenenust MUKpoPHK ucnonszoBanu Habop st Beigenenus cymmapHod PHK u
mukpoPHK u3 pearenra «JIupa» (LRU-100-50) (Biolabmix, Poccus). Beibopku comepxainu o 6

00pa3sIoBs.

3.5. Oopadorka /IHKa30ii u o0paTHasi TpaHCKPUIIIUS

[lepen mocTaHoBKOM peakuuu oOpaTHOW TpaHckpumimu odpasisl PHK oOpabarsiBanu
JAHKas3oii | (Thermo Fisher Scientific, CILIA) cornacao mpoTtokony ¢upmsl. Ins 0OpaboTku
JIHKa3zoii 6panmu 2 mxr PHK, peaknuto npoBoguinu B oobeme 20 mxin npu 37°C B teuenue 30
MuH. 3atem B npoOy noGaBmsmu 2 mixn 25 MM DJITA wu wunaktuBupoBanum JIHKazy
nporpeBanueM npu 7/0°C B teyenue 10 muH. ns oOpaTHON TPaHCKPUIIMK HCIOJIb30BAIN
Habop MMLV-RT Kit (EBporen, Poccus). 500 ur oopadorannoii JJHKazoii PHK cmemmBanu ¢
1 MKJI reKCaHyKJICOTHUAHOTO MpaiiMepa co cay4ailHOI MOCIe0BaTENbHOCTHIO, JOBOIMIN 00bEM
no 9 mxi, nporpeBanin 2 muH npu 70°C. K cmecu PHK u mpaiimepa noGasnsiimu Oydep ans
oOpaTHOW TpPAaHCKPHUIILUH, peBepTa3y, CMECh HYKICOTHUAOB U JUTHOTPUTON B COOTBETCTBUU C
npoToKoyIoM (upmbl-ipousBogutens. [Ipoosr mukyoupoBamun 50 muu npu 40°C. Peseprasy

MHAKTUBUpOBasH nporpeBanueM B Teuenue 10 mun npu 70°C.

3.6. KommuecrBennas I[P

JUiss TpUTOTOBJICHMS  PEAKUMOHHOM CMECH HCIOJIb30BaIM  HaOOp  peareHTOB
«Peakumonnas cmeck 2,5x s nposenenus [1LIP-PB B npucyrcreuun SYBR Green I» (EBporen,
Poccusi) B coOTBETCTBUM C TPOTOKOJIOM (DUPMBI-TIpOM3BOAUTENS. Peakuuio craBuim B
ammmudukarope MiniOpticon Real-Time PCR System npowussojactsa Bio-Rad Laboratories
(CILIA). B ombiTax aHAIM3UPOBAIM OTHOCUTEIBHYIO JKCIpeccHio TeHoB cucrembl PIPHK-
unrepdepenuu rhino, maelstrom, vreteno, nxf2, Nxf3, Henl, moonshiner, vasa, cabeza, cutoff,
Armitage, zucchini, piwi, AGO3, auergine, BoYb, knactepos piPHK flamenco, 42AB, 38C, 20A,
JKII-perporpancmo3onoB copia, blood, gypsy, roo, springer, Tirant, renomepusix LINE HeT-A,
TART-A, TART-B, TART-C u reHoB-mMapKkepoB OKHCIUTENbHOTO crpecca hsp22, Sid, upd3, a
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Takxke reHoB cactus u Nuak, HopmupoBanHyro Ha 3Kcrpeccuto renoB aTub84D, Elo-B u rpl40.
Hns  ammuindukanuu  (parMeHTOB JaHHBIX TEHOB, KJIACTEPOB W PETPOTPAHCIO30HOB
UCTIOJIb30BaNM MpaiiMepbl nmpuBenéHnbie B Tabmuie 1. [paiimepsr s knacrepoB 20A u 38C
Obutn B3aTHl U3 pabotel (Hur et al., 2016), nns xiacrepa 42AB mpaiimepbl B3sUM U3 paOOTHI
(Zhang et al., 2014) nuis knactepa flamenco mpaiimepsr moOOpa aHATOTUYHO MPHUBEACHHBIM B
pabore Zhang et al (Puc.12). [lns nposeaenust [P ucnonp30Bau CIEIyIOMIYIO IPOrpaMMy':
npenBaputensublid dtan miasnenus JJHK 10 mun npu 95°C, 3atem 40 numkios: miuaBneHue 15
cexk pu 95°C, omxkur mpaiimepoB 30 cek mpu 55°C, cunte3 60 cex nmpu 72°C. s OleHKH
konnuectBa MUKpoPHK wncrnosp3oBamu creqyromyro HOporpaMMy. IPEIBApUTENbHBIN 3Tall
mwiasnenus JJHK 3 mun mpu 95°C, 3zarem 40 muknoB: mnaBienne 10 cex mpu 95°C, omxur
npaiimepoB 30 cek mpu 55°C, cuutes 15 cex mpu 72°C. Ilocnme cuHTE3a B KaXIOM IHKIIC
U3MEpsUICS YpOBEHb (uiyopecreHund B mpodOax. OTHOBPEMEHHO CTaBWIM OTPHLATEIbHBIC
KOHTPOJIM JJIsl Kaxaoro oOpasua: mpoOsl, oOpabortannbie JIHKazoit | u He mnpomenmme
oOpaTHyto TpaHCckpurmiuioo. Ananu3 pe3ynbraroB [II[[P mpoBoaunm ¢ moMoImbl0 Makera
nporpamm Bio-Rad CFX Manager (Bepcus 1.6.541.1028). KauectBo pesynbtatoB III[P
npoBepsui 1o (opMe rpaUKOB IJIABICHHUS U C MOMOIIBIO OIIGHKH KauyecTBa aMIUIU(UKaTa

METO/I0M 3JIeKTpo dopesa.

42AB (xpomocoma 2R)

| 116 n.m. |

—>
‘ 42AB F €—— 42AB_R-unsp ‘
) &—" ‘= 42AB_R-5p
56 m.H.
Sflamenco (xpomocoma X) —
N T
— e,
~
flam_F (—/ i flam_R-sp ‘
—> «— flam_R-unsp

| R Ty
S |
S

Pucynox 12. PacnogoskeHue mnpaiiMepoB ISl aMIVIM(UKANUH TPAHCKPUITOB

kiaacrepoB 42AB u flamenco. flam — flamenco, F — npsimoii npaiimep, R — oOpatHbiii mpaiimep,
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Sp — s crutaiicupoBaHHOM (OpMBI TpaHCKpUMTa, UNSP — U HecrylaicupoBaHHOM (POPMBI
Tpanckpunta. Tak kak ans 42AB oTcyTcTByeT aHHOTHpOBAaHHAs IOCJIEIOBATEIBLHOCTh B 0ase
JIAHHBIX, MBI UCIIOJIb30BAJIH MOCJICIOBATEIBHOCTD €ro HYKJICOTHI0B U GyHKIuio blast B FlyBase,
9YTOOBI MPOJEMOHCTPUPOBATh YYaCTOK KJacTepa, K KOTOPOMY IMoj00paHbl mpaiimMepsl. bokoBbie
NYHKTUPHBIE JIMHUM O3HAYalOT pa3pblB PHUCYHKA, TaK KakK KIacTepbl MMEIOT OOJIBIIYIO

MPOTKEHHOCTD.

Jnst ouenku skcnpeccun PIPHK Ha aHHOTHpOBaHHYIO MOCIENOBATENBLHOCTh KilacTepa
flamenco kaprupoBaym piPHK u3 6a3e1r mannbix pIRNAdb (PIWI-interacting RNA (piRNA)
Database) (https://www.pirnadb.org/) u BeiOpanu piPHK 11620, Tak kak oHa JIOKaJH30BaHA B
OJTHOM M3 MHTPOHOB 3TOro Kiactepa. B kadecte pedepencuoit PHK ucnosnp3osanmu miPHK UG6.

OOpaTHYIO TPAHCKPHUIIIIUIO MPOBOJWIA C MOMOIIBI0 CHEMU(PUIHOTO MIMUJICYHOTO Mpaiimepa.

Jnst konmmaectBenHo# [TLP mcnonp3oBanu npaiiMepsr k mmwibke u K reiaeBoit PHK (Ta6m.1).

Tabmuua 1. [paiiMmepsl, HCHOJb30BAHHbIE /ISl AHAJM32 JIKCIPECCHH TEHOB CHCTEMBI

piPHK-unTep¢epenuu,

kiaactepoB PIiPHK, JIKII-perpoTpaHcno30HOB, TeHOB-MapKepoB

oKHCJIUTETbHOro crpecca hsp22, Sid, upd3 m renom cactus m Nuak, a Tak:ke oias aHaiam3a

skcnpeccun PiPHK.

Ha3Banue [Ipsmoit npaiimep OO0partHblii paiimep
I'enst
Tub84D 5'- 5-AGAACTCTCCCTCCTCCATA-
¢ GTGCATGTTGTCCAACACCAC-3 3
5
EloB GCACAAACATACACACTCACG- S-TTTCCTACTTCGCTTGCACC-3
3I
RpL40 5-CTGCGTGGTGGTATCATTG-3' 5-CAGGTTGTTGGTGTGTCC-3'
rhino 5-CTTCGAGTCGGAGGTCTTCA- 5-CTGCACCGACTTGGAATGTT-
3 3
5’-GGAATCCGATCCATCTACAG- 5’-TCAACAATGTTGCGGTACAG-
maelstrom 3 3
vreteno 5-GCCAGTGAATCACAACAGAG- 5-AAAGTGCAGAACGACCTGCG-
3 3
5’-GAATGTGAGCACTGTCAAGC- 5’-
nxf2 3 CCGACAGTACGTAGGTTAAA-3’
5-GTTCGTGCTGGACACTATGG- 5’-CTAGCGACTTTTGCATCTTC-
Nxf3 3 3
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5’-
AGTCTTCAGCACACCAAACTC-

5’-CGACTCGTATTCCTTAGGCG-
3’

Henl 3
moonshiner 5’ TGGTCAACAATCGCATCTACY3’ 5-TGGCCTGCGACCACTTTG-3’
5-CGAGGAAGTTTGCTTTCGAG- 5-TCACTACATGGCAGCCTCTG-
vasa 3 3
5'-CACCTACGACGACACCAATG-
cabeza 3 5-GCCCTTGTTCCAGTTGTTCT-3'
5'-
cutoff 5-TAGTGTGCACCAGCGAAGTC- ACATCAATGCGGCAAATGTAC-
3 3
armitage 5-GATGACGGTTTCGTGGAC-3' 5-ATGAGATCGGCGAGCACA-3
5-ATCAGAGGTGATTTGGAAGC- 5-ATGGAGTATACAGCCCGATC-
zucchini 3 3
5-AACTGATATCTCTACCCTTG-
piwi 5-CACCGAGACGATCTACGAC-3 3
5-AGGCGGAAGATGTTGAGTTG- 5'-CGCGAAGGATCAAACTGCTT-
AGO3 3 3
5-ACTGGACCATCTACCAGTAC- 5-CAGTTCCAAAACATAGGGGC-
aubergine 3 3
BoYb 5-CCCAAGTTTCTCATGGTTTC-3' 5-ACGAACTGCTCCGAATATG-3
5-GATCTTCAGCGAGGAGATAGTC-
cactus 3 5-CTCCTCCTCTTTCTCCTGC-3'
Nuak 5-GGTTCCTGTTCCCAGTTACTC-3' 5-ATCACTTTGGTGGCATCCTTT-3'
Krnacrepsr
flamenco- 5-AGTCCAATGCTCGCTTGAAA-
spliced 3
5'-
flamenco- CATCAGCTCAGCAGCAGTGTA-3 S~
. GACTTAACACTTACCGCTTGAA
unspliced .
A-3
42AB- 5-TGGGTCAAAGTGCAGCAGTT-
spliced 3
5-GCAGTTGCCGTCTCTCCTT-3' 5
42A.B' TACGGGAATATAATCGCAGCAG
unspliced .
TT-3
5'- 5'-
38C1 AATGGCTAGTTCGCTACCAGAC CGGGTCTTCTCTCAAACGCAAT
AG-3' C-3
38C 2 5-CACAAAATGGCCGCTGGAAA- 5-AGCCAAACCCTGTGTTGTGA-
3 3
20A 5-GCCTACGCAGAGGCCTAAGT- 5-CAGATGTGGTCCAGTTGTGC-

3|

3|

52




Perpotpancno3onst

5'-

5'-

gypsy CTGCTGAAAGACGGCATTATC-3 AGAACTTTGCCTTGCCCAGAT-3'
irant 5-AACGCTATTCATTCTGCAAC- 5-AGGGTTCTCCTAACTACGTC-
3 3
copia 5-CTTCAGTGATGGACAACTG-3' 5 'CAGTGTAATESTCATGGTCAT'
1 1 5'—
roo 5-ACAGATTCCCACCTTCTTTG-3 AGCCGAGCCAGTAAATGAGTAS
blood 5-ATGCGACAACGATACAGG-3 5 TTTGTCAGCATTATCGGCG-3'
<oringer 5- 5-GCCACTATTGTCTGCGATTT-
pring CTAAATTCGCCATGGTACAGC-3' 3
HeT-A 5 'TCAGGATAC§‘9 GCAAAGGAC- 5-CGACTATCCACGAGCATGG-3'
TART-A 5-GCAGCAGTTTCCATTTGAC-3 5-AAGAACACACCATCGCTTG-3
TART-B 5-GGGCAGACCAAGTTTATCC-3' 5'TCATGTGGG'3". MTGTGTAGC-
TART-C 5-ATAGGGTATGGCACGAAGG-3' S-AAGTAGTGGTCCGAGATTGC-

3|

Tirant B cactus

5-GGGACCTTCGCCTCAAC-3'

5'- GCCACTATTGTCTGCGATTT-3'

Tirant 8 Nuak

5'- GCCTGAGTTAACAAAGGTGAAC-
3I

5
GTAGGAATCAAAAACTACACAACC
-3

[Inuneunsle npaiimeps! aias OT

5'-

U6 CTCAACTGGTGTCGTGGAGTCGGCA
ATTCAGTTGAGAAAAATGTGG-3’
5
11620 CTCAACTGGTGTCGTGGAGTCGGCA
ATTCAGTTGAGGATGGCA-3'
[paitmeps! ans mukpo-PHK
YHuBepcanbH

Bl IIpaiimMep
JUIS INHITBKA

5-ACTGGTGTCGTGGAGTC-3'

U6

5'-GCTGGGATACAGAGAAGATTAG-3'

11620

5-GCTGGGTCAACTAGTATTTCTG-3'

3.7. Boinenenune JJHK

10 mr uccnenyemoro obpasua (10 ocobeii) pactupanu B 100 mMka pabodero pactBopa

(900 mxx cTok A (1M Tris CI (pH 9,0), 0,5 M EDTA, mQ H,0), 100 mxx 10% SDS, 10 mxn

DEPC ¢ MIOMOIIBIO TOMOTCHHU3AaTOpa CO CMCHHBIMU IJIACTUKOBBIMU MMECTUKAMU OO UCYC3HOBCHUA

KpynHbIX QparmMeHToB TKaHu. Jlo6aBmsum eme 400 Mk pabodero pactBopa, nepeMenIuBaiy 1

unkyoupoBasnin npu 70°C 30 mun. 3atem nobGasmsin 116 mxim SM pacTBopa ameraTta Kajus,
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nepememnBaa ¥ uHKyOmpoBanu npu 0°C 30 mmu. JIHK skcrparmpoBanu ¢ MOMOIIBIO
xJ0podopMa C MOCIHEAYIOUUM LEHTPU(YrHPOBAaHUEM HAa MaKCHUMAaJIbHON CKOPOCTH 0OOPOTOB.
Jlnst ocaxzieHust K 0ToOpaHHO# BogHOM (paze mobasmsin 3 Mka 1% pactBopa riukoreHa u 350
MKJI U30TIPOIIaHojIa ¥ MHKYOMpOBaIM B TeUeHHE HOuM npu Temneparype -20°C ¢ nocieayromum
ueHrpudpyrupoBanuem. Ocamok mnpombiBasin 2 pasza 70%-ueiM  dTanosom (500 mki),
nojcymuBanu u pactBopsiu B 30 MK nernonn3oBanHOM Boabl. KonnenTpanuio JJHK uzmepsim
cnekrpodoromerpuuecku Ha npubope NanoDrop. Konumenrpamuu JHK BbipaBHUBaIN:

KoHeuHas koHneHTpauusa 100 Hr/mMkit.

3.8. O6paboTka pe3ybTaTOB CeKBeHHpPOBaHuUsI Ha maaTdopme lllumina

Jns ananusa TpaHckpuntomoB juHuid [132, SS u MS wucnonszoBanu pe3ynbTaThl
cekBeHupoBaHusi TpaHckpuntomoB Ha Illumina HiSeq 2000. /Iy moucka oZHOHYKICOTHIHBIX
3aMEH HCIOJb30BAIM IPOrpaMMy, HallMCaHHYI0 B Hamieid laboparopuu Ha s3bike Scala.
Pa3zpaGoTtanHas mporpaMMa TMO3BOJSIET OTOMpaTh MHUCCEHC W HOHCEHC-MYTAllMM, YYUTHIBas
COCEJIHHE 3aMEHBl, a TAaKXKE CPaBHUBATh I'€HOMBbI Ha HalU4ue OJHOHYKJICOTUIHBIX 3aMeH. B
Ka4yecTBE MapaMeTpoB MO YUYETYy 3aMeH Mbl Opaiu MHHUMAJIBHOE KOJMYECTBO MPOYTEHHN Ha
YUYacTKe C 3aMEHOM — 2, U Cpe BceX MPOYTEHUH Ha yyacTke ¢ 3aMeHoi He MmeHee 30% MOIKHBI

ObUTH COZIepP)KaTh 3aMEHY.

3.9. Anaeab-cnienupuunas [P

Jlnst mpoBepku Hanuuus y auHui SS u J[32 myranuii, KoTopble ObUIM HaiiIeHbl B HAIIEH
nabopaTopuH paHee C IMOMOUIbI0 METOJa CEKBEHHUPOBAHHs TPAHCKPHUIITOMAa Ha IulaTdopme
Illumina, MbI ucmonk3oBanu Meton amienb creruduunoi [P Ha ocHOBe KOIMUYECTBEHHOMU
[TLP. Hdns amnens-cniennpuunoit I[P ucnonp3oBanu craHAapTHYIO OporpaMMy U IpaiMepsl,
npuBenénnbie B (Ta6mn.2). Kaxapiii amienb-ceriuuaHbIi paiMep coaepsKal crieliu@UIHbIA K
OJTHOHYKJICOTUIHON 3aMEHE HYKJIEOTH Ha 3’-KOHILE, 4TO BIUsUI0 Ha 3ddextuBHocTs 1P, mo
KOTOPOH MBI ONpEIENsIM HalW4Yhe WJIA OTCYTCTBHE OJHOHYKJICOTHIHOW 3aMEHBl Y

MCIIOJIb3YEMBIX JTUHUHI TPO30 (UL
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Tabmuua 2. [lpaiimepsl Aas annens-cnenuduynoii [P

[Ipaiimep k ydacTKy resa,
COBMAIAIOIIEMY Y ABYX
I'en [Ipaiimepsl kK BapraHTaM MOCIEA0BATENBHOCTH anenen
. . Oo0paTHbIi
[psamon [psamon
S'CAGATGGCCCAGGTGT | 5'CAGATGGCCCAGGTG | 5'CACCCTGTTTCTCTCCAG
G2121 | GG3 TGA3' 3
Ob6patHbiit ObpatHbiit .
[psamon
Cyp9b | 5CCTTAAAGGTGCCAGT | 5'CCTTAAAGGTGCCAG | 5CAGTTAGCATTAATACA
1 ACTC'3 TACTT3 TCAGGTGS
OO0paTHbIi Oo0paTHbIi .
[psamoin
CR153 | 5'CCTGCATCTCAACGAT | 5'CCTGCATCTCAACGA | 5'CAAGAATGAGTCCATCA
45 TCG3 TTCA3' ACG3
Oo0paTHbIi Oo0paTHbIi .
[psmon
5S'CGAGGGCTTAAAAATT | 5'CGAGGGCTTAAAAAT | 5'CAGTCCACCAGCTTGAT
dogtl AGTTTA3 TATTTT3 TAG3'
06 i
[psamon [psmon PATHRII
S'CGACTGCACTTCGAGA | 5'CGACTGCACTTCGAG | 5'CCAGCAATGTAATCATG
GstE5 | CAG3 AAT3 TCC3
06 i
[psamoin [psamoin PATHRII
CG13 | 5TGATGCATCACCAGAC | 5TGATGCATCACCAGA | 5ACAGTAAGTTGATCCGG
511 GAC3 CGTA3 TAGG3
OO0paTHbIi Oo0paTHbIi .
[psamon
CG31 | 5’AGCATCTGCCAGAAAG | 5’ AGCATCTGCCAGAAA | 5TGCGACTGCTCACCTAA
18 TCG'3 GTCT3 AG3'
ObpatHbiit Ob6patHbiit .
[psmoin
5'CCGAGAAGCCTAAAA | 5'CCGAGAAGCCTAAAA | 5TTCTTCCTCATGCTATTC
List CAGT3 CAGC3' GTC3
Ob6patHbiit Ob6patHsbiit .
[psamon
CG33 | 5’ACACATTTTCGGTATT | 5’ACACATTTTCGGTAT | 5AACAATGGGTGGGAAAC
346 ATCCC3 TATCCT3 3

3.10. Ouenka yncjaa Konuii MOOMJIBHBIX 3JieMeHTOB MeToaoM ITI[P

OneHky uyucina KONMUKA MOOWJIBHBIX JJIEMEHTOB B T'€HOMAaxX HCCIEIYEeMBbIX JIMHUM
npoBoawin MetogoMm IIIP. J{ns mpuroToBiieHHs PEaKIMOHHON CMECH HCIOJIb30Bald HAOOP
peareHToB «PeakunonHas cmech 2,5x juist nposenenus [1L[P-PB B npucyrcteun SYBR Green I»

(EBporen, Poccusi) B COOTBETCTBHH € TIPOTOKOJIIOM (PUPMBI-TIPOU3BOANTENS. Peakiuio cTaBuiIn B
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ammumudukarope MiniOpticon Real-Time PCR System npousBozacrsa Bio-Rad Laboratories. B
OIBITE AHAM3UPOBAIH OTHOCUTEIBHOE YHCIIO KOTHH MOOWJIBHBIX T€HETHYECKUX DIIEMEHTOB
copia, gypsy, springer u Tirant, HopMiUpOBaHHOE Ha YKCIIO Komuit reHoB aTub84D wu tobi. s
ammndukaimu  QparMeHTOB TEHOB M PETPOTPAHCIO30HOB  HCIIOJIB30BAIM  HpailMepsl,
npuBeaéHHble B Tabmuue 2. s ammumdukanun ¢parmenra tobl wcmonb3oBanmu mpsmMoi
npaimep 5’-AGTTCCTTTTGGGCGAAGAC-3’ u oOpaTHbIit npaiimep 5’
TCCGCTCTACTCCAGTGTGA-3” [Ina mnposenenus [II[P wucmonp3oBaiv  CIEIYIONIYIO
nporpammy. npeasaputenbHblii 3tan 1wiasienus JJHK 10 mun npu 95°C, 3atem 40 numkios:
wiaBnenne 15 cex npu 95°C, omxur mpaiimepoB 30 cex npu 55°C, cunte3 60 cex mpu 72°C.
[Tocne cuHTE3a B KAXKIOM IMKIE H3MEPSUICS YPOBEHb (UIyopeclEHIMH B Mpodax. AHamm3
pesyibraroB I[P npoBoaumu ¢ momoiipio nakera mporpamm Bio-Rad CFX Manager (Bepcus
1.6.541.1028). Tlomcuér uwmcina KONMUM MPOBOAMIM C Hcmoib3oBaHueM dopmyssr  (((2°Ct
aTub84D)*(2" tobi))"0,5)/2"Ct perporpancno3oHa. Panee Takoii MeTo/ moacuéTa Yrciaa KOMUit
ObUT MCIOJIB30BaH JPYrMMH HCCIICIOBATEIIMU Il peTpoTpaHcmo3oHa roo (Papaceit et al.,

2007).

3.11. MMoaroroBka JHK-0u0.140TeK 1 HAHOMOPOBOE CEKBEHUPOBAHME

Konnentpamuto JIHK B 00pasie onennBanu ¢ noMmoibio crekrpodoromerpa NanoDrop
(Peqlab, T'epmanus). Ilocme 5TOro mNPOBOAMIM MOATOTOBKY OWOIHOTEKH (JIMTHpOBaHME
alanTepoB M OYKMCTKA HA MAarHUTHBIX YacTHIAX) COTJIACHO MpOTOKony mpousBoautens Oxford
Nanopore. IloxroroBky JHK mnpoBoaumu mo NpOTOKONYy NPOM3BOAUTENS C HWHKyOarmen
peakunoHHOM cMecu 5 muH npu 20°C, 15 mun npu 60°C, 3aTeM OCyIIECTBISUIM OYUCTKY Ha
MarHUTHHIX yacTumax, ABaxael mpombiBas 200 mkn 80%-noro stumoBoro crmpta. CMbIBan
JHK 61 mxn Boasl 6e3 Hykiea3. B HoByro npoOupky nomemtanu pactsop AHK u nmposoaumu
JUTUPOBAaHKUE aJaNTepoB MO MPOTOKOIY MPOM3BOAUTENS NMPU KOMHAaTHOM Temmeparype 10-60
MUH. Jlanee Ha MarHUTHBIX YacTHIAX OWOIMOTEKY JBaXIbl NPOMBIBAIA KOMMEPYECKUMU
pactBopamMu u3 HaOopa. 3areM KOHLEHTpAIMiO OHOIMOTEKHM OLEHUBAIM C IOMOILBIO
cnekrpodoromerpa NanoDrop (Peqglab), ocymectBiasuin npaliMuUHT — sSYCHKH, 3arpyxaid
oubnnoTeky u 3amyckamu cekBeHarop Oxford Nanopore MinilON. Ilo ucreuenun 24 wyac
OCYILIECTBIISUIM TOJATOTOBKY CJEAyIoUe OMOIMOTEKH, OCYIIECTBISUIM HPOMBIBKY SYEHKH U

3aIlyCKaJId CEKBEHHPOBAHUE CIEAYIONICH ONOIMOTEKH.
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3.11. O6padoTKa pe3yIbTATOB CEKBEHHPOBAHHUS U NMOUCK MOCJIe10BATEIbHOCTEH

MOOMJILHBIX 3JIEMEHTOB

daiinbl ¢ pacimpenneM fastq, monydeHHbie mociie 00padOTKU JaHHBIX CEKBECHUPOBAHUS
c mnomoupo ¢yHkuumu basecolling B mporpaMmMHOM — oOecrieueHHH, IOCTaBISEMOM
NPOM3BOJMTENIEM BMECTE C CEKBEHAaTOpOM, KapTupoBaiu Ha pedepeHcHbii reHom D.
melanogaster mectoii coopku (dm6) (Hoskins et al., 2015) ¢ nmomomrsio mporpamMmsr miniconda?
C HACTpOMKaMHu Ui MPOYTCHHH, MOJYYCHHBIX C MOMOIIbI0 HAHOTIOPOBOTO CEKBCHHUPOBAHUSI.
Pesynbratel cexBeHupoBanus Canton-S na miatpopme Oxford Nanopore (SRR11460803) u
IHlumina (SRR11396271), nony4ennsie u3 6a3bl ganabix NCBI, BeipaBHHBaNMM Ha pedepeHCHBIN
TCHOM C TIOMOIIBIO O3TOW JK€ MPOTPaMMbl C HACTPOHKAMH, COOTBETCTBYIOIIUMHU METOLY

CCKBCHHUPOBAHUSA, KOTOPbBIM OBLIH MOJIYYCHBI IPOYTCHUA.

Pe3ynpraThl KapTUpOBaHMS C paclIMpeHUEM Sam mepeBoawid B ¢opmar bam,
COPTUPOBAIH ¥ MHIEKCHPOBAIN C TIOMOIIBIO IMakeTa Samtools. Pe3ynbraTsl BU3yaau3upoBain C

nomoinkto mporpammel IGV (Integrative Genomic Viewer) (Robinson et al., 2011).

JUis TOMCKa MHCEpUUH HMCKOMBIX MOOWJIBHBIX 3JE€MEHTOB, KOTOPbIE MPUCYTCTBYIOT B
pedepeHCHOM TeHOME, UCHONb30BATH IOCIEAOBATEILHOCTH MOOWJIBHBIX 3JIEMEHTOB U3
oubimmoreku BDGP (Berkeley Drosophila Genome Project) (Kaminker et al., 2002). TIlouck
MECT BO3MOXKHBIX HHCEPIHI B pe)epeHCHBII TEHOM OCYLIECTBIISLIN ¢ TIOMOIIbI0 (yHKImH blastn
B 0a3e nmannbix FlyBase (Gramates et al., 2022) ¢ nocienyromuM aHaJIW30M T€HOMHOTO
OKpYyXXeHHsI BCTaBOK B JBrowse u Bepudukanueii ¢ moMoIbo JoKaau3anuu npaimepos B Ugene
(Okonechnikov et al., 2012). Hamuuume BCTaBOK B HCCIEAYEMBIX T'€HOMax IIPOBEPSIIH C

MMOMOIIBIO BU3YAJIU3AllUN JaHHBIX ITOJITHOIT'CHOMHOTI'O CCKBCHUPOBAHUS B IGV.

JIsisi moMCKa WHCEPIUA UCKOMBIX MOOMJIBHBIX 3JICMCHTOB, KOTIMH KOTOPBIX YHUKAJIbHbBI
JUIS KCCIIeyeMBIX T€HOMOB, Mcroib3oBaiau mporpammy TLDRTLDR (Transposons from long
DNA reads) (Ewing et al., 2020). [Iyis moucka co3maBajir OUOJIMOTEKY MCKOMBIX MOOHIIBHBIX
AJIEMEHTOB Ha OCHOBE mocienoBarenabHocTel u3 BDGP. Pesynbprarsl pabots! mporpammsl TLDR
COPTHPOBAJIM TIO JUIMHE YYACTKOB HOBBIX MHCEPIMI, COBMAJAIONIUX C MOCJICI0BATEIbHOCTIMU
MOOWJIBHBIX JJIEMEHTOB, W JUJIMHHBIC COBIAJCHHS MPOBEPSUIA C MOMOIIBIO JIOKATU3AIUU

npaiimepos B Ugene.

Jlnst moucka CaiiToB CBSI3BIBAHUS C TPAHCKPUIIIIMOHHBIMU (DAKTOpaMHU B PETYISATOPHBIX
MOCJIEIOBATEIBHOCTAX MOOMIBHBIX 3JIEMEHTOB Hcmoiib3oBanu 0a3y manHeix LASAGNA (Lee
and Huang, 2013). Jlns aHamu3a UCMOJIB30BAIM TOJBKO TE€ CANTHI CBA3BIBAHUS, KOTOPbIC ObLIN

npeackasansl ¢ BepossTHOCTHIO P<0,001. dyHKIMU U MATTEPHBI SKCIIPECCUN TPAHCKPUIITHOHHBIX
57



(bakTOpoB, IS KOTOPHIX OBLIM MpEICKa3aHbl CAaWThl CBSI3BIBAHUS, CMOTpEIH B 0a3ze JaHHBIX
FlyBase. KoHcepBaTMBHOCTh CaliTOB TPOBEPSUIM [0 MHOKECTBEHHOMY BBIPABHUBAHHUIO

WHCepLUid, HallIeHHBIX ¢ ToMolbio anroputMma TLDR, B Ugene.

4. PE3YJIbTATDBI

4.1. Peryasinmsi 3KCIPecCHMU PeTPOTPAHCIIO30HOB NPH HAPYILIEHUH Pad0Thl CHCTEMbI

piPHK-unTepdepenmn
4.1.1. ITonck MyTanuii B KOAUPYIOLIUX MOCI€10BATEIbHOCTSX FeHOMAa JUHUH SS

Jlunus SS  xapakrepusyercs ¢enorunom flamenco, koTopelii BbeIpaxkaeTcs B
HECIOCOOHOCTH TIO/IABJIATh SKCIPECCUIO U TPAHCIO3UIUIO aKTHBHBIX KOTIHH PETPOTPAHCIIO30HA
gypsy, UW3HAYaJIBHO d3Ta JUHHA  COJCPKUT  TPAHCIO3HIMOHHO  HEAKTUBHBIC, HO
sKcIpeccupyomuecss konuu gypsy. Jluams MS Obuta monydeHa W3 JUHUM SS  myTeM
Tpanchopmaru aktuBHOM komuu gyspsy (Kum A.W. et al., 1989). I'eHernyeckue NMPUYHHBI,
npuBojsamue kK ¢enotuny flamenco, mo cux mnop He BbisiBIeHb. OJHAKO, COTJIACHO
UCCIIeI0BaHUSIM, TIPOBEIEHHBIM PaHee B HAICH JTa00paTOPUH, 3Ta JIMHUS 001aaeT HapyIICHUEM
NpOLIECCHHTa TpaHCKpUnToB Kiactepa flamenco Ha ¢one cHmkenHol sxcnpeccun rhino B 3TOM

nuauu (JIaBpenos u ap., 2014).

B nameit nabopatopun ObIIO MPOBENEHO CEKBEHUPOBAHUE TPAHCKPUIITOMOB NUHMNA J[32
(muxkuit  tim), SS um MS mna mmargpopme Illumina. Ilocme »3TOoro ObLT OCYIIECTBIEH
OMOMH(POPMATUUECKUN aHAIM3 KOAUPYIOIIMX MOCIEA0BATEILHOCTEH TIEeHOMa C TOMOIIbIO
arOpUTMA, HANKMCAaHHOTO B Hameid saboparopuu. JlaHHas mporpaMma NPOBOJUT TOUCK
AMMHOKHUCIIOTHBIX 3aMEH C YUYETOM COCEIHUX 3aMEH HYKJICOTHIOB. B pe3ynbrare ObUT BBISBIICH
psil BapUaHTOB HYKJICOTHAHOW mocienoBarenbHocTH, BHIT (0gHOHYKICOTHIHBIX 3aMeEH), U3
KOTOPBIX JISl NAJbHEHIIEro paCCMOTPEHUSI MbI BBIOpaIM T€, KOTOPBIE MPHUBEIU K 00pa30BaHUIO
CTON-KOJIOHOB JIMOO K HX TOTepe, TaKk Kak 3(QPEeKT OT TaKUX H3MEHEHHH OTpa)kaeTcs Ha
0elIKOBOM MpPOAYKTE TeHa Hauboyiee MpeAcKa3yeMo IO CPaBHEHUIO C MHUCCEHC-MYTaLUSMU.
Bcero takux 3aMeH oTHOCUTEIBHO pedeperHcHoro reHoma dm6 Obuto HaiaeHo 9 B munum /132,

12 B iuuauu SS u 9 B nuHuu MS.

C mnomouipto amnens-cienuduunHoi I[P Mbel mpoBenu mnpoBEepKy HaIUuus
Haiinenusix BHII B reHomax CeKBEHHMpPOBAHHBIX JUHUN. Mbl OOHApYXWJIN psiji HOHCEHC-

MyTaluid y JIUHUA SS, KOTOPHIE OTIUYAIOT €€ OT TUHUU IUKOTO Tumna J[32, oqHako HU ofHA
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U3 3TUX MyTauui He Obl1a oOHapyxkeHa y muHuu MS. [losToMy Henb3s cka3aTh, YTO Kakas-

TO U3 HUX NpuBOIUT K (eHotumny flamenco (Tabu. 3).

Tabmmua 3. Haauume BapuaHTOB HYKJEOTHAHON MOC/IeA0BATEIbHOCTH B 0esI0K-

Koaupywmux renax B gunusax [[32, SS, MS u Canton-S orHocutenbHo renoma dm6 (mo

pe3yabTaram ajieib-cnenuduynoii I P)

Ien (pynknms) Canton-S 132 SS MS

CG2121 HET 3aMeH HET 3aMeH HET 3aMeH HET 3aMeH

(IpoayKT,  BO3MOYHO,

BOBJICYCH B PETYJIAIUIO

AKTUBHOCTH  KaJMEBBIX

KaHaJIOB)

cornacHo FlyBase

CG13511 HET 3aMeH HET 3aMeH HET 3aMeH HET 3aMeH

(IpoAyKT,  BO3MOYKHO,

BOBJICYCH B CBSI3bIBAHHE

HMOHOB IIMHKa)

cornacHo FlyBase

CR15345 HET 3aMeH HOHCEHC- HET 3aMeH HET 3aMeH
MYyTaIus

GstES (KomupyeT | HEeT 3aMeH HOHCEHC- HET 3aMeH HET 3aMeH

TJIyTaTHOH- MyTaIus

TpaHcdepasy)

(Gonis et al., 2022)

CG31918 (komupyeT, | HET 3aMeH HOHCEHC- HET 3aMeH HET 3aMeH

MPETOI0XKHUTEIBHO, MyTaIus

npoTeasa)

(Meyer et al., 2021)

List MoTepsi CTOM- | TeTEPO3UTOTa reTepPO3UroTa | reTepo3uroTa

(KomupyeT TPaHCHOPTEP | KOJAOHA

AMHHOKHUCJIOT, OTBEYaeT

324 yCTOMYUBOCTb K

TOKCHUYHOCTH JIUTHSI)

(Kasuya et al., 2009)

dgtl (komaupyeT | HeT 3aMeH norepst HET 3aMEH HET 3aMEH

KOMIIOHEHT ~ KOMILIEKCa KOJIOHA

NSL) (Pavlova et al.,

2019)

CG33346 HET 3aMEH HOHCEHC- HOHCEHC- HET 3aMeH

(xomupyet MyTanus MyTanus

9HJIOHYKJIEa3y) COTIaCHO

FlyBase

Cyp9bl HET 3aMCH HET 3aMCH HOHCCHC- HET 3aMCH

(KomUpyeT  IIUTOXPOM, MyTaIus

YCTOMYUBOCTh K

KCEHOOMOTHKAM)

(Najarro et al., 2017)

59




JIOTIOTHUTENBHO MBI HUCIIOJIB30BAIM PE3yJIbTaThl T'€HOMHOTO CEKBEHHPOBAHUS JIMHUHU
Canton-S na mardopme Illumina u3 6a3er ganapix NCBI (SRR11396271). B pesynbrate HE
oxHo# m3 myranwmii, kpome BHIT B rene List, B 3To#i nuHUM 0OHapyxeHO He Obwio. Tak Kak
muann SS, /132 u Canton-S pasHble MO0 MPOUCXOXACHUIO, TO MBI MPEIOIaracM, YTo JaHHas
3aMeHa MOSBUJIACh M 3aKpenuiach N0 pasfefieHus Ja0OopaTOPHBIX JIMHUHM Opo30(uia U MOXeT

OBITh HIMPOKO PACHPOCTPAHCHA.

Taxum 00pa3oM, HaliIeHHbIC MyTallMU HE CBSI3aHbI C TEHAMH, TIPUHUMAIOIIUMH y4acTHE B
piPHK-unTepdepenmu, u, oueBuaHo, penorun flamenco ve ces3an ¢ norepeit GpyHKIUM KaKnX-

160 OeNOK-KOIUPYIOLIUX T€HOB.

4.1.2. AHa/IM3 HIKCNPECCHH PeTPOTPaHcno30HOB H kiactepoB PIPHK y muuuii SS n

Canton-S

Tak xak HapylIeHHe MPOIECCHHTa TPAaHCKPUNITOB KiactepoB PIPHK moxer npuBoauTs K
HAKOIUICHUIO CIUIaCHPOBaHHBIX (OPM TPAHCKPHIITOB HE TOJbKO Kiactepa flamenco, Ho u
JOPYTUX KJIACTEPOB, Mbl NPOAHAIM3UPOBAIM SKCIPECCUI0 HECKOJBKUX PETPOTPAHCIIO30HOB H
kiaactepoB PIPHK ¢ pa3HbIMH MeXaHHM3MaMU pPEryJsilHH SKCIPECCUU B TKAHSAX SIMYHHKOB,
KOpITyca M T'OJIOBBI B3POCIBIX caMOK JUHUM SS. B KauecTBe AOMOJHUTEIHHON TKAaHU MBI B3SUIH
[IHC nuuuHOK, TaKk Kak B TMOCJIEAHUE TOJbl TMOSBWIACH WHpopMmaims o poxb PIPHK-
unrepdepenimu B HepBHOW cucteme (Wakisaka et al., 2019). B kauectBe KOHTpOJIS MbI

MCTOJb30BaH JrHMI0 Canton-S, a 1u1s OTAENBHBIX PETPOTPAHCIIO30HOB — J[32.

Jns anammza skcrpeccun MI'D Mbl BbIOpanu nsiTh Hambosee uzydeHHbIX JIKII-
perporpancno3onos (blood, copia, gypsy, roo, Tirant) u uersipe Tesomepubix LINE-31emenTa
(HeT-A, TART-A, TART-B, TART-C). Beibpannsie Hamu JIKII-peTpoTpaHcio3oHbl IpHHAAICKAT

pa3HbIM ¢uoreHeTndeckumM rpymmnam: gypsy — blood, gypsy, Tirant; BEL - roo; copia — copia.

[Ipy cpaBHEHHMH pa3HBIX JMHUM HEBO3MOXKHO Yy4yecTh Takue (aKTOphl, Kak CHIIa
MPOMOTOPOB M PETYISATOPHBIX OOJIACTEH OTHIENBbHBIX KOMHMA, a TaKXkKe KOJUYECTBO KOIHU
ONpEACNEHHBIX PETPOTPAHCIO30HOB B TIeHoMe. Tak Kak Mbl H3MEpsieM DJKCIPECCHIO HE
OTJIEIbHBIX KOIHM, a HECKOJIBKHMX KOIIUH Cpa3y, 3TO MOXKET IPUBOJUTH K PA3IMUUIO IKCIIPECCUU
Mexay JuHuAMU. [lodToMy MBI [pPOBOAMIM  CpaBHEHME IATTEPHOB  BKCIPECCUU
PETPOTPAHCIIO30HOB HE MeXy JUHUAMHE SS u Canton-S, a Mexly TKaHSIMH B3pPOCIBIX CAMOK H

JIMYUHOK ITUX JIUHUU,
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ITo skcnpeccun JAKII-peTpoTpaHCIO30HOB B Pa3iMYHBIX TKAHAX MEXIY JIMHUSMHU
Het paznmumii (Puc. 13). Pasnumna ecth Tombko cpeau LINE: HeT-A B romose y Canton-S
sKkcnpeccupyercst He Menble, yeM B LIHC y nuunnok, a TART-A nemoHCTpupyeT HauboJIbLIYIO
AKCIpecCHIo B rojioBe y SS, B To BpeMs, kak y Canton-S — B [THC nuuunok. JaHHBIC OTIMYUS
MOYXHO OTHECTH KakK K OCOOCHHOCTSIM STHX JIMHUH, Tak M cBsi3aTh ¢ ¢penorunom flamenco, Tax
KaK, COTJIaCHO JPYI'MM HCCJIEJOBAaHUSAM, TEJIOMEPHbIE pPETPOTPAHCIIO30HBI  O0IagaroT

MeXaHU3MOM camoperyssinuu nocpencteom piIPHK-untepdepenmu (Cacchione et al., 2020).
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Pucynox 13. OtHocutesbHasi 3xcnpeccusi [KII-perporpancno3onoB blood, copia,
gypsy, roo, Tirant u Texomepubix LINE-21emenToB TART-A, TART-B, TART-C u Het-A B
TKaHAX SUYHHKOB, Kopmyca, rojioBsl camok u LHHC mmunnok SS u Canton-S (*- p<0,05, **
— p<0,01; ns, not significant — cratucTUYecKH HE 3HAYMMOE M3MEHEHHE). 37eCh U Jaiiee Bce
NIEPBUYHbBIC JJAHHBIC, UCIIOJIb30BAHHBIC JIJISI IOCTPOCHUS IUArpaMM MPUBEICHBI B BUIC TaONHUI[ B
ITpunoxenun 1.
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Bonee Toro, mo HammM HaOIIOACHUSM, BBICOKAs KCIIPECCUSI OJHOTO M3 TEIOMEPHBIX
TpaHcno3oHoB, HeT-A, B royioBe MOXeT OBITh XapaKTepHa M JJIs JIMHUM AUKOTO THIA. B cBsi3M C
9TUM, MBI MOXEM 3aKIO4HTh, 4T0 (enHorun flamenco oOycnaBnuBaer M3MeHeHHME maTTepHa
AKCIIPECCUN TEJIOMEPHBIX PETPOTPAHCIIO30HOB. OKCIPECCHUS BCEX PETPOTPAHCIIO30HOB, 3a
UCKIIIOYEeHHeM Tirant, HaMHOrO BBINIE B COMATHYECKMX TKAHSAX, HEXKEIH B SMYHHUKAX, YTO
cortacyetrcs ¢ gaHHbiMu u3 sutepatypbl (Akkouche et al., 2013). /Ins Tenmomepubix LINE u
LTR-perpoTpancnio3ona gypsy Hanbosiee BBICOKHMI yPOBEHB IKCIIPECCUN HAOIIOIAaeTCsl B TOJIOBE
u IHHC numumbok, blood skcmpeccupyercss HTpUOIH3HTENBHO OJWHAKOBO B Pa3HBIX THUIAX
COMAaTHYeCKUX TKaHEH, B TO BpeMs, Kak COpia W r00, NpUHAUICKAIIAE JBYM pPa3sHBIM
(bUIIOTeHEeTHYECKUM TpYIIaM, MPOSBISIOT HaHOOJBbIIYI0 aKTUBHOCTh B TKaHAX Kopiyca. Takum
oOpa3oMm,  TKaHecmenu(HuuecKass JKCIPECCHUs  PETPOTPAHCIIO30HOB  HE  3aBUCUT  OT
(buoreHeTHYECKON TPYIIBI, K KOTOPOW OH MPUHAJICIKHUT.

Takxke Mbl U3MEPUIIN SKCIIPECCUIO HEKOTOPBIX OTAEIBHBIX PETPOTPAHCIIO30HOB B JIMHUU
J132 u BBISBHIM T€ K€ 3aKOHOMEPHOCTH paCHpeleseHUs] SKCIPECCUU MO TKaHAM Ui 3TUX

PETPOTPAHCIIO30HOB, YTO U B ABYX Apyrux junusx (Puc. 14).
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Pucynox 14. OtHocutesbHas 3kcnpeccusi JKII-perpoTrpancno3onos copia, gypsy,
roo, Tirant m TesomepHoro LINE-anementa TART-C B TkaHsix SHYHHKOB, KOpHyca,
rojgoBbl camok JI32 (** — p<0,01; ns, not significant — craTucTuyecku HE 3HAYUMOE
HU3MCHEHHE).

Takum 00pa3oM, MaTTEpPH HKCIPECCUU PETPOTPAHCIIO30HOB B JUHUU SS C (peHoTUrom
flamenco mnpakTHyeckn He OTIMYAeTCs OT JIMHUW JAWKOTO THIA, W Mbl BHAWM, YTO B
HE3aBHCUMOCTH OT cocTosiHus cucteMbl PIPHK-uHTephepeHny pa3inuyHbie peTpoTPaHCIO30HbI

XapaKkTepu3yloTcss 0oyiee BBICOKOM SKCHpeccHeld B ONPEAENEHHBIX TI'€HEPATUBHBIX JHOO B
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COMAaTHYECKUX TKaHiIX. B CBS3M ¢ 3TUM Janee Mbl U3MEPUIIM YPOBEHb SKCIPECCHH OCHOBHBIX
reHoB-y4acTHUKOB PHK-unTepdepenumn u wimacrepoB PIPHK, 4roOer ydecth ocoOeHHOCTH
pabotsl cuctembl PIPHK-uaTEpdepeHnnu B 3THX TKaHsIX.

B pamkax cucremsr PiPHK-uHTEpdepeHn Kiacrep — 3TO y4acTOK TEHOMa, TIe
MPOU30IIIO  HAKOIJIEHWE PEeTpPOTpaHCrno3oHoB, U ¢ kotoporo PHK-nmomumepasza |l
TPaHCKPUOUPYET eNuHBbIE NPOTHKEHHbIE TPAHCKPHUNTHL [lo COBpEeMEHHBIM Ipe/CTaBICHHUIM
(GYHKIMIO KJIacTepa MOTYT BBITMIOJIHATH M OJMHOYHBIE TocienoBaTensHoctd MID (Miller et al.,
2023), npuuéM HOBBIC BCTaBKH PETPOTPAHCIIO30HOB MOTYT 3HAYMTEIBHO H3MEHSTH padoTy
CaliTOB MHCEPIIUH, TIOATOMY M3MEPUTh SKCIpPECCHI0 BceX ucTounukoB PIPHK HeBo3MoxHO. B
CBSI3M C OTHM, MBI TIPOBEJIM aHAIM3 JKCOpeccud Haumboliee HM3ydeHHBIX kiactepoB PIPHK
flamenco, 42AB, 20A, 38C, omucannbix B padorax (Hur et al., 2016; Potapova et al., 2009;
Zanni et al., 2013; Zhang et al., 2014) B muausix Oregon R, w''*, SS, MS.

Jns winactepoB flamenco u 42AB Mbl mpoBoAMIIM aHANHM3 CIUIAMCHPOBAHHBIX U
HecIiaiicupoBaHHbIX (opM TpaHCKpuNTOB. s octanmpHbIX ABYX KiactepoB, 20A u 38C, Mmbl
NPOBEJIM aHAJIM3 TOJBKO HECIUIaCHPOBAHHBIX (POPM TPAHCKPHIITOB, TAK KakK CIUIAlcO(OpMBI
U1l HUX HE aHHOTHUPOBAHBI.

Knacrep flamenco ssnsiercss ogHotenoueuHbiM KiIacTepoM, a 42AB — NBYIIECIOYCUHBIM.
TpaHCKpUIITEI OJHOLETIOYEYHBIX KJIACTEPOB B HOPME MOJBEPraloTCs CIUIAHCHHTY, B TO BpeMs,
KaK CIUIAHiCMHTY TPAHCKPUITOB JBYIENMOYEYHBIX KIAcTEpOB MpenarcTByer komiuiekc RDC
(Rhino, Deadlock, Cutoff) (Mohn et al., 2014). Oxnako, 3TO HE O3HAyYaeT, YTO B KIIETKE
IOPUCYTCTBYIOT ~ TOJIBKO  CIUTAWCHMPOBAHHbIE JMOO  HECIUIAHCHPOBAHHBIE  TPAHCKPHIITHI
COOTBETCTBYIOIIMX KIJIACTEPOB: sl HOpMalibHOW pabotel cuctembl PIPHK-unTepdepenim
HeoOXxonuM OanmaHc Mexay IByMs (opmaMu TpaHCKpUNTOB. CIHIIKOM aKTHBHBIM CIUTAiCHHT
TPAHCKPHUIITOB KJIACTEPOB, KaK U €r0 OTCYTCTBHE MOTYT NPHUBOJIUTH K U3MEHEHUIO KOJIMYECTBA
piPHK, koTopbIe conepkaTcs B MHTPOHAX.

Mpr BoisiBIIH, uTO TMHUU SS 1 Canton-S pasnuyaroTces mo ypoBHIO SKCIIPECCUU KIIacTepa
42AB: y muaun SS wMbl HaOmonmaem OoJiblliee KOJIMYECTBO HECIIAMCHPOBAaHHBIX (opM B
su4YHUKaX. B TO ke Bpems, cIUlalicupoBaHHbIE (OPMBI TpPaHCKpUNTOB Kiactepa flamenco
HAKaIUIMBAIOTCS B OOJIBIIOM KOJIMYECTBE y JIMHUM SS, B TO BpeMs, kak y Canton-S stu popmer
TPAaHCKPUNTOB TpakTHdecku oTcyTcTBYIOT (Puc.15). Takoit sxe pe3ynbrar ObUT MOJIydEeH U IS
munun J132 panee B Hameid 1abopatopuu (JlaBpenos u ap., 2014). Dkcnpeccus AByLIENOYEYHOTO
kaacrepa 38C B o0eux ToYykax Yy [JBYX JIMHUM OJMHAKOBA, OJHAKO, AKCIPECCHUs
onHouenouyeyHoro kinactepa 20A Bbicokast y TMHMM SS BO Beex TKaHsaX, kpome LITHC nuumHOK, B

TO Bpems, kak y Canton-S, maobopot, Tpanckpuntsl kiactepa 20A BBICOKO 3KCIIPECCUPYIOTCS B
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IMHC nwumbok. Takum o6pazom, muaunm SS u Canton-S oTnmyaroTcss Mo AKCHpeccuu

TPAHCKPUIITOB 0O0MX TUTIOB KJIACTEPOB.
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Pucynok 15. OTHocuTeIbHAS IKcHpeccusi pa3an4HbIX KiaactepoB PIPHK B Tkansax
SIMYHUKOB, TOJIOBBI 1 Kopmyca y camok SS m Canton-S (sp — crutaiicupoBanHbie GOpMBI, UNSP
— HecraicupoBanubie Gopmbl (*- p<0,05, ** — p<0,01; ns, not significant — cratucTuyecku
HE3HAYMMOE U3MECHEHHE; H.]l. — HE ICTEKTHPYETCS).

Cornacuo 0a3ze manubix FlyBase, kmacrep 20A coxepxut komuu roo, copia u blood, a
kinacrep flamenco — xomuro gypsy. Oanako mexnay nuausMu SS u Canton-S mbl HaOmOgaeM

TOJIBKO pa3inyus 1o 3kcrpeccun blood u copia, 4To MOXKeT OBITh TAKKE CIEACTBUEM H Pa3HON
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MIOCIIEIOBATEIbHOCTH PEryIATOPHBIX YYaCTKOB OTAEIBbHBIX Komuil »tux MID. Jlunus SS
oOHapyXHBaeT U3MEHEHHBIH MPOLIECCUHI TPAHCKPUIITOB OOOMX THIIOB KJIACTEPOB, OJHAKO 3TO
He ckaspiBaercs Ha skcnpeccun JKII-perporpancnozonHoB. Tem He MeHee, B JHHUU SS
tenomepHsle LINE, nHaxonmsmmecs mnox KoHTposieM IIyTM IIPOLIECCHMHIA JIBYLIEIOYEUHBIX
KJIaCTEPOB, JAEMOHCTPUPYIOT IOBBIILIEHHYIO SKCIPECCHI0 B TKaHAX rosioBel umaro u IHC
JUYMHKHM, [03TOMY Mbl BHIUM B JIaHHOM Cllydae KOPPEJSLUI0 MEXKIY HapylleHueM
MPOLIECCHTa TPAHCKPUITOB KJIAcTEpOB M MoOBbIMIeHHON 3kcnpeccueir LINE B comarnueckux

TKaHAX.

Takxe ™Mbl o0OHapyxwmind, 4ro MID Haubonee aKTUBHO OJKCHPECCUPYIOTCS B
comaruyeckux TKaHsaX, 3a wuckiouennem JIKII-perporpancmo3ona Tirant. Ilpu stom
HanOOJIbIIIas KCIPECCUs] MOYTH BCEX HMCCIEAYyEeMbIX KJIACTEpOB HAOMIONAeTcs B SUYHHKAX U
HHC nuuyunku. OnHAKO OPSIMOTO COOTBETCTBHSI MEXK]Y SKCIPECCHEld PETPOTPAHCHO30HOB U

KJIaCTCPOB HCT.

Taxoke MBI Ipoananu3upoBain dkcnpeccuto flamenco u 42AB B suvnukax y muaun J[32:

IKCIIPECCHSI JAHHBIX KJIACTEPOB y ATOM JTMHUM Oyin3ka K TakoBoil y muauu Canton-S (Puc.16).

Hfam sp flam usp 4248 sp 4248 usp

o

ol

<

%
|

g

=

&

&
1

0.004 -

0.002 4

<
fod
o
<
-

OrtHocurenbHast 3xenpeccusi, ACt

Pucynok 16. OTHocuTebHAs IKcHpeccusi pa3an4HbIX KiaactepoB PIPHK B Tkansax
suyaukoB JI32 (sp — crnuaiicupoBanHble (HOPMBI TPAHCKPHUIITOB, UNSP — HECIUIAHCUPOBaHHBIC
(OpPMBI TPAHCKPHUTITOB).

4.1.3. AHaIM3 JKCnpeccuu reHoB, yuacTBywmux B PiPHK-untepdepennnn,

B suHuu Canton-S
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Tak kak ™Mbl HaOdrOmaeM TKaHecnelMduuHyo d3Kcrpeccuto kimacrepoB PIPHK wu
PETPOTPAHCIIO30HOB, OJHAKO HET YETKON KOPPENSLHMH MEXAY 3TUMH ABYMs (aKTOpaMH, MBI
U3MEPUIIN SKCIPECCUI0 reHOB-yuacTHUuKoB PIPHK-unTepdepenimu B Tex ke TKaHsX.

Jlns ananmu3a skcnpeccun reHoB PIPHK-uHTepdepeHIny MbI MCTIONB30BAIH JIUHHIO
mukoro tuma Canton-S. Ilo gaHHBIM, TOJYYEHHBIM B Hamied jgabopaTopuu MpH aHAIK3E
TPAHCKPHUNTOMA, Y JHMHUU SS HET OTIMYMM MO SKCHPECCHM JaHHBIX T'€HOB OT JMKOTO THUIMA
(Kykymxkuna et al., 2020). B cBsizu ¢ 3TUM MOTKaHEBYIO SKCrpeccuio 3Tux reHoB PIPHK-

uHTep(EepeHINH aHATM3UPOBAIIN TOJBKO y tnHuK Canton-S (Puc.17).

Kak u crenoBano oxuaaTh, HaWOOJbIIas OKCIPECCHS BCEX OCHOBHBIX T'€HOB,
yuactByroummx B PIPHK-unTepdepenimn Habmromaercss B TKaHAX SMYHUKOB. VIcKiroueHne
COCTaBISIET T'eH Caz, dKcmpeccusi koToporo Hamboiee Bbicokas B LIHC mmumHOk. Kak ObL1O
NPOJEMOHCTPUPOBAHO JIPYTHMHU HUCCIIEIOBATENsIMUA, CHI)KEHUE OKCIIPeCCHMH CAaZ BeleT K
HaKOIUICHUIO TIpenecTBeHHUKoB PIPHK B HepBHOI cucteMe M CHHXKEHUIO KOJIMYECTBA 3PEIIbIX
piPHK. D10 cka3biBaeTcs Ha moaBmxHocTH JuunHOK M 30-Tu mHeBHBIX Myx (Wakisaka et al.,
2019). Taxke ObUIO MOKA3aHO BJIMSHUE MyTalnuid B reHax aub, armi m ago3 Ha 3KCIpeccuro
PETPOTPAHCIIO30HOB B TojoBe apo3oduisl: omnpeneneHasie LINE u JIKII-perporpaHCcrio3oHBI
(HeT-A, blood, gypsy) mNOBBIMIAIOT CBOIO AKCIPECCHIO TPU MYTAIMSIX OTACIbHBIX TI'CHOB-
YYaCTHUKOB, 0OJieeé TOTO, 3TH TEHBI DKCIPECCHPYIOTCS B OTACIBHBIX HEHPOHAX TOJIOBHBIX
ranriaueB apozoduisl (Perrat et al., 2013). BepositHo, HU3Kas SKCHpeccUsi OTACIBHBIX I'€HOB
piPHK-uHTepdepeHr B COMaTHYECKMX TKAHAX IO CPaBHEHUIO C SUYHUKAMHU CBSI3aHA C TEM,
YTO B 3TUX TKAaHAX JAaHHBIM crnoco® KOHTpois MI'D ucmonbp3yeTcss TOJIBKO B HEOOJBIINX
rpynmnax kietok. Mel He oOHapyxwin 3kcnpeccuto Cuff, BoYb, zuc u vasa B TkaHsX roJOBBI.
Onmnako Mbel He uckiarouaeM, 4yto PIPHK-uHTepdepeHunns MoXeT MITH B ITUX TKaHSIX IO

HU3MCHCHHOMY MCXAHU3MY.
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Pucynok 17. Jlorapupm oTHOCHTENBHO# JKcnpeccuu reHoB-ydyacTHukoB PiPHK-
HHTepdepeHn B TKAHAX SIMYHMKOB, KOPIIyca U IoJIOBbI CAaMOK, a Takxke B TkaHax [IIHC
JIMYMHOK TpeThero Bo3pacra jgunuu Canton-S (u.1. — He merekrupyercs; *- p<0,05, ** —
p<0,01; *** — p<0,001).

Takum 00pa3oM, Mbl BBISIBHJIM, 4YTO PETPOTPAHCIO30HBI M KJIACTephl 00JalaloT
TKaHecneln()UIHOW IKCIPECCHel, OJHAKO HET MPSMON 3aBHCUMOCTH MEXKIY BBISBICHHBIMU
HAMU OCOOCHHOCTSMH JHHHH SS M SKCIpeccHeld B HEW peTpoTpaHcmo3oHOB. bomee Toro,
TKaHecTeun(UUHasE HKCIPECCHS PETPOTPAHCIO30HOB HE OOBICHAETCS TOJIBKO CHHIKEHHOM
JKCIIpeccHedl TeHOB-y4acTHUKOB PIPHK-uHTepdepeHun B coMaTnyeckux TKaHsix. B cBs3m c
9TUM, Jajee Mbl MPOAHAIU3UPOBAIH, KaK OTCYTCTBHE (DYHKIIMM OCHOBHBIX T'€HOB-YYaCTHUKOB
piPHK-unTepdpepenmu  (rhino u piwi) moBmuser Ha HKCIPECCHIO PETPOTPAHCIO30HOB B

PAa3JINYHBIX TKAHAX I[pO30(1)I/IJ'IBI.

4.1.4. Bnusinue rhino na skcnpeccuro kiacrepo PiPHK u perporpancno3onoB B

IFeHEPATUBHBIX U COMATUYCCKUX TKAHAX
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BiusHue TEHOMHOTO CTpecca, BO3HUKAIOIIETO B PE3yJdbTaTe HApYIICHUS pPaOOThHI
OTICIBHBIX TEHOB, ydacTBymommx B mpoiecce PIPHK-unTepdepenimu, Hambdosiee moapoOHO
u3y4yeHo Ha smuHukax D. melanogaster. Takue MyTanuu MOTYT IPUBOIUTH KaK K HApYIICHHIO
(GepTHIBHOCTH, TaK U 3HAYMMO CKAa3bIBATHCS HA PAa3BUTHH SMOPHOHOB BIUIOTH 10 HAPYIICHHS
oceBoll pasmerku. [eHsl, yuactByromme B PiIPHK-untepdepenimu, padotaioT B pasHBIX
KJIETOYHBIX CTPYKTypax M Ha pa3HbIX dTamax 3TOro mpoiecca. B cBsi3u ¢ 3TuM 3pdekr ot
U3MEHEHUS! (PYHKIIMU OTJCIBbHBIX KOMIIOHEHTOB 3TOTO MEXaHHM3Ma OKa3bIBAIOT HE OJJMHAKOBBIC
apdekTel Ha paszButHe aApo3oduibl. Poas kommoneHToB cucrtembl PIPHK-unTepdepenunu B
COMATHYECKUX TKaHSIX HM3y4Ye€Ha Mallo, OJHAKO HCCIICIOBAHUS OTICIBHBIX T'€HOB-YYaCTHUKOB
piPHK-uHTEepdepeH TOKa3bIBAlOT, YTO TMPH HMX MYTAUUH U3MEHSETCS JKCIPecCus
PETPOTPAHCIIO30HOB B COMAaTHYECKUX TKaHAX. Mbl BBIOpaNM JUIS HCCICIOBAaHUS J1Ba
nentpaibHbix reHa PIPHK-uaTepdepenumu: rhino, xotopelii oTBe4aeT 3a MPOIECCHHT
TPAHCKPUNITOB JIBYIIETIOUYEYHBIX KJIACTEPOB M IKCIIPECCHS KOTOPOTO CHIDKEHA Y TMHUU SS, U PIwi,

KOTOPBII HI'PAeT BaKHYIO POJIb B MIPOIIECCUHTE TPAHCKPUITOB 000X THUIIOB KJIACTEPOB.

Msbl npoBenu HOKAayH TeHa rhNiNO W MONTBEPAMIIM CHIDKEHHE €ro 3KCIPECCHU C

nomoinbto konmuectseHHou TP (Puc.18).
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Pucynok 18. OTHocuTeabHast IKcnpeccus reHa rhino B TkaHsAX SHYHHKOB, KOpIyca
" T0J0BbI Y CEMHUIHEBHBIX CaAMOK FI/IﬁpI/IJIOB C HOKJAAQYHOM I¢Ha rhino m KOHTPOJBbHBIX
ru6pugos (* - p<0,05, **** — p<0,0001 no kpureputo Manna-Yutnu; NS, not significant —
CTaTUCTHYCCKH HC3HAYHUMOC I/ISMGHGHI/IG).

HaI/I60JI€‘€‘ CHJIbHOC CHHIKXCHHUC OKCIPCCCHU BBIABJICHO B SWMYHHUKAX, OCHOBHOM MCCTC

pabotel rhin0o. B comaTuueckux TKaHSIX CHW)KEHHE OBUIO CaObIM JHOO CTaTHCTHYECKH HE
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3HAYMMBIM, OJIHAKO MBI MPEIIojaraeM, 4YTo 3T0 MOTJIO OBITh CIEJACTBUEM H3HAYAIBHO HU3KOTO
YpOBHS 3KcIipeccuu rhino B coMaTHUECKUX TKaHSIX.

OLIEeHHB SKCIPECCHIO PETPOTPAHCIO30HOB B PA3IMYHBIX TKAHSAX, MBI OTMETHJIH OoJee
BBICOKYIO JKCIIpeccuio perpoTpancno3oHoB HeT-A, TART-C, gypsy u copia B TKaHSAX SIMYHHKOB
U KOpIlyca THOpPHIOB C HOKJAyHOM IhiNO OTHOCHTENBHO KOHTPOJIbHBIX THOpHIOB. [lpu 3TOM
HBOJIIOLIMOHHO OJIM3KUE PETPOTPAHCIIO30HBI MO-Pa3HOMY pearupyroT Ha CHUKEHUE HKCIPECCUU
rhino: TART-B 3HaunMO NOBBIIIAET SKCIPECCUIO KaK B SUYHUKAX, TAK U B IPYTHX COMATUUECKHX
TKaHsX, B TO Bpemst kak TART-A — ucKITrOUnMTENbHO B TKaHsAX rojoBel. s blood u Tirant mer
OOHapYXHJIM CHUKEHHUE SKCIIPECCUH TOJIKO B OJJHOW M3 MCCIEAYEMbIX TKaHEl, B TO BpeMs Kak

SKCIpeccus FO0 MOBBIIIACTCS B SMUYHUKAX, HO CHIKaeTcs B kopmyce (Puc.19).

[Tocne atoro Mbl u3mMepwiu skcnpeccuro kiactepos PIPHK (Puc.20a). Mbl BbISIBUIIH, YTO
y THOPUIOB C HOKJayHOM rhin0 3HaYHMTEeNFHO OOJbINE CIIAHCHPOBAHHBIX (POPM TPAHCKPUIITOB
kiactepoB 42AB u flamenco oTHocuTeNnbHO TMOPHIOB OT KOHTPOJIBHOTO CKperuBaHus. Jliis
kinacrepa 42AB Takoil pe3ynpTaT OBUT OXHZAeM, TaK Kak B paboTax APYrHX HCCieoBaTenen
Obula MOKa3aHa 3aBUCHUMOCTh MPOLECCMHTAa TPAHCKPUITOB JTAHHOTO  Kiacrepa OT
¢dynkumonansHocTH KoMiuiekca RDC (Zhang et al., 2014). [IpumedaTenbHo, 4TO MBI HaOJIOAaEM
3TU W3MEHEHHs] HE TOJIbKO B SIMYHUKAX, HO U B COMAaTHUYECKUX TKAHAX — TKAHIX TOJIOBBHL B
TKaHSAX KOpIyca Mbl HE OOHAPYKMIM M3MEHEHMH, TaK KaK KOJMYECTBO HECILIalCHPOBAHHBIX

(dbopM KIacTepa B ATHX TKaHSIX 0Ka3aJI0Ch BBIIIE, YEM B KOHTPOJIE.

Mbl  Takke ~ 3aperucTpUpOBAIM  TOBBIIICHHE  KOJMYECTBA  CIUIAHCHPOBAHHBIX
TPaHCKpUNTOB KiacTepa flamenco m BBIYMCIMIM COOTHOLICHHE CILIACUPOBAaHHBIX (OpM K
HECIUTaCHUPOBAaHHBIM B KaxkaoMm oOpasue (Puc.200). B ciyuae xmactepa flamenco mer Taxke
OOHAPY)KWJIM CTAaTUCTUYECKU 3HAYMMBIC pa3MuUsl MEXKIy OIBITOM M KOHTPOJIEM, OIHAKO

3HAYMMOCTb ObLIa TOPa3/l0 HUXKE, 4eM s kinactepa 42AB.
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Pucynox 19. OTHocuTe/lbHAasi 3JKCIpPecCHs PAa3IMYHBIX PeTPOTPAHCIO30HOB B

TKaHSIX SIMYHUKOB, roJioBbl 1 kKopnyca. a —/[KII-perporpancno3onsl; 6 —LINE-31emenTsI;
B — H3MeHeHNe TKaHecneu(pUIHON IKCIPECCHU PeTPOTPAHCIIO30HOB NMPH HOKAayHe rhino
orHocuTeibHO KoHTpoJsi (FC — Fold Change — kparHocth u3ameHenus skcmpeccuun) (S —
suuanku, K — kopnyc, I' - ronosa) (*- p<0,05, ** — p<0,01, *** — p<0,001, **** — p<0,0001
no kpurepuro ManHa-YuTHu; NS, not significant — craTuctruueckn He3HAYMMOE N3MECHEHHE).
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Jlanee Mbl pEIIMIM IPOBEPUTH, BIMSIOT JIM HaWJECHHbIE M3MEHEHHS Ha IPOLIECCHUHT
TPaHCKPUNTOB OJHOLENoO4YeyHoro kiacrepa flamenco. [Ins mnpoepku metomom OT-ITLP
u3Mepwin  ypoBeHb Tpanckpumiuu PIPHK 11620 B suunmkax ruOpugoB. Ora piPHK
KOJUPYETCS B UHTPOHE, KOTOPBI HE BXOAUT B 00J1aCTh HAILIEr0 aHAJIN3a, OJJHAKO MHTEPECHA TEM,
yto KomiuiemeHTapHa konuu JKII-perporpancno3ona gypsy u3 kiactepa. s uccinegyemoi
piPHK mbI He HaOIrOATM U3MEHEHHS SKCIpeccur B HamieM skcriepumente (Puc.20B). pyrumu
UCCIIEIOBATENSIMH TaK)Ke OBUIO BBISIBIICHO, YTO HapylleHUe paboThl reHa rhin0 He MPHBOAUT K

u3Menenwuro skcnpeccun PIPHK flamenco (Klattenhoff et al., 2009; Zhang et al., 2014).

Taxoke TOKa3aHO, YTO KJIACTEphl, B TOM uucie U 42AB, Moryt TpaHCKpHOMpPOBAThHCS ¢
nomoinbo komiuiekca RDC Tosbpko B oqHOoM U3 Hanpasienuit (Parhad et al., 2020). Boaee Toro,
HOJIaBJIsTIOIIEe OOJIBIIMHCTBO (HO HE BCE) MOCIIEA0BATEIBHOCTH PETPOTPAHCIIO30HOB B KIIacTepe
flamenco TpanckpuOHpYIOTCS B OJHOM M TOM e HampaBieHHH. OTAENbHBIE KONHUU B 3TOM
KJIaCTepe BCTPOCHBI KOJUTMHEAPHO TPAHCKPUIILIMU caMoro kiactepa. Tak kak kiactepsl PIPHK —
3TO OBICTPO M3MEHSIOIIMECS YIaCTKU T€HOMA, Mbl HE MO’KEM OTPHIIATh, YTO HAOII01aeMble HAMH
a¢dexTsl mpu HOKAAayHE rNiNO MOTYT OBITH CBSI3aHHBI C MOCTEIICHHBIM N3MEHEHUEM MEXaHH3MOB
perymsauun flamenco. M uyto B Xome 5BomOIMHM OH He HAa4YHET (QYHKIMOHUPOBATH Kak

JIBYLICIIOYEYHBIN KJIACTED.

Taxum 06pa3oM, He BCe PETPOTPAHCIIO30HBI OTBEYAIOT MOBBIIIEHHEM SKCIPECCHH B OTBET
Ha Hapymenue crutaiicuara PHK-npenmectBennnkos PiIPHK, xoTs 3aTparuBaercsi CriiaiiCUHT
o0OMX THUMOB KJIAacTepoB. Mpbl MpeamosiaraeM, 4YTro TaKoe HM3MEHEHHE ODKCIIPECCUH
pPETPOTPAHCIIO30HOB ~ MOXET  OBIThb  CBS3aHO C  MEPEHANpABICHUEM  HENPaBUILHO
CILIAiCUPOBAaHHBIX TpaHckpunToB no myrtu SIPHK-uHTepdepeHuun, 4ro ObUIO MOKa3aHO Ha
npoxokax (Fleckner et al., 1997). Bonee Toro, m3BectHo, urto comarudeckue SIPHK Taroke
kaptupyrorcss Ha kiactepsl PIPHK (Chung et al., 2008), mostoMy He HCKIHOUYEHO, YTO B
COMAaTHYECKUX TKAaHSAX TP CHWDKEHHH OSKcmpeccud rhino  crutaiicupoBaHHble  (DOPMBI
TPAaHCKPUIITOB JIBYLIENIOYECYHBIX KJIACTEPOB OCTAIOTCS B KadecTBe mcToyHukoB SIPHK, m aT0
NPUBOJUT K JIOTIOJHUTEIBHON PENpPeccHu OTICIbHBIX PeTpOoTpaHcno3oHoB. boiee Toro, Rhino
KOHTpoJupyeT skcnpeccuto 24AB 3a mpenenamu ronan. M mpu oTcyrcTBUM ero (pyHKUUU
MPOUCXOJUT T€HEPATN30BAHHOE MOBBILIICHUE SKCIPECCUU OOJBIIMHCTBA PETPOTPAHCIIO30HOB B

COMATHUYCCKHUX TKaHAX.
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Pucynok 20. OTHOCUTEIbHBI YPOBeHb TPAHCKPHIIIMHM PA3JIMYHBIX KJIACTEPOB

piPHK B TKaHfiX SIMYHMKOB, TO0JIOBBI M Kopmyca. a — OTHOCHTEIBHBIH YPOBCHb
TPAHCKPHUIIMK  CIUIACHPOBAHHBIX M  HECIUIAMCUPOBAHHBIX  (OPM  OJHOLETIOYECYHBIX U
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JBYIICTIOUEYHBIX KJIACTepoB; 0 — COOTHOIEHHE YPOBHEH TPAHCKPUIIUHU CIUIAHCHPOBAHHBIX U
HECIUTaHCHPOBaHHBIX (OPM TpaHCKpHUNTOB KiacTepoB flamenco (omnouenoueunsiii) u 42AB
(IBYyLIETIOUCYHBII); B — OTHOCHTENBHBbIN ypoBeHb Tpanckpunuuu PIPHK 11620 (xmactep
flamenco) B simuHMKax; ¢ - M3MEHEHUE TKaHECHEIM(PUIHON DKCIIPECCHU CIUIAHCUPOBAHHBIX U
HECIUTaHCHPOBaHHBIX  (opM TpaHckpuntoB kinactepoB PIPHK mnpu  Hokmayne rhino
otHocutenbHo koHTposisi (FC — Fold Change — kpatHocTh u3MeHeHus dkcmpeccun) S —
suyauku, K — xopmnyc, I' - romosa) (*— p<0,05, ** — p<0,01, *** — p<0,001, **** —
p<0,0001 mo xpurepuro ManHa-YutHu; NS, not significant — crarucTuueckn He3HAYMMOE
HU3MCHEHHE).

4.1.5. Biusinue piwi Ha skcnpeccuio kiaacrepoB PIPHK u perporpancno3oHoB B

IFeHEPATUBHBIX U COMATUYC€CKUX TKAHAX

benok PIWI sBrisercs ogHMM M3 IEHTPAIbHBIX KOMIIOHEHTOB OOOMX MEXaHH3MOB
piPHK-uHTEepdepeHy, NpOTEeKAIIMUX B COMATUYECKMX M NUTAIOMIMX KIETKaX SUYHUKOB
apo3odunsl. Ero ¢ynkius HeoOxoamma s nepenoca PIPHK B sapo ¥ MHIYKIWU
reTePOXPOMATHHM3ALMN  TOCJICIOBATEIbHOCTEH,  KOTOphIM  KomIiuieMeHTapHbl  PIPHK,
nosydaembie PIWI u3 mwmkna «ounr-nonr» u Yb-body (Yamashiro and Siomi, 2018). Msi
MOJYYHJIM TUOPUIBI B PELMIPOKHBIX CKpelmuMBaHUsAX JuHUK Piwi[2] u piwi[3]. B o6oux
HAIpaBJICHUSX CKPEIMBAHHUS Mbl HE HAOJIOAM Y caMOK sSimyHUKOB. Panee B paborax (Klenov
et al., 2011; Wang and Elgin, 2011) 6but0 mpoAeMOHCTPHPOBAHO, YTO Y TOMO3UIOT MYTaHTOB
PIWI[2] SIMYHUKU COCTOAT UCKIIIOYMTEIBHO M3 COMATHUYCCKHX TKaHEW, a KJICTKU 3apOIbIIICBOrO

IyTH OTCYTCTBYIOT, TaK KaK TKaHb AU(depeHnrnpoBatack NOIHOCTHIO.

Kak u B paborax apyrux aBropoB (Klenov et al., 2011; Wang and Elgin, 2011), mb
HaOJII0IaIM TOBBIIICHUE YKCTIpeccuu JyPSy U COpia, 0JHAKO, TOJBKO B OJHOM M3 HalpaBiICHUMN
CKpEILMBAHUS, U TOBBIIICHHE dKCIIPECCHU 00 B 000X HampaBieHUsX ckpeumBaHus (puc. 21).
Takum oOpasom, mnpu wmyranuu Piwi  otaensabie  JKII-peTpoTpaHCO30HBl  MMOBBILIAIOT
HKCIPECCHIO, B TO BpEMs KaK TEJIOMEpHbIE PETPOTPAHCIO30HBI B HAIlIEM CIydae HE MOBBIIIAIN
sKcnpeccuto, a HeT-A cHuzmi skcipeccuio B 000UX CIIydasix, XOTs MO JUTEPaTypHbIM JaHHBIM
orcyrctBue PIWI mpuBogut x moBbimenuto sxcnpeccun 3toro LINE, Tak kak oTcyrcTByeT
antucmbicioBas PHK (Klenov et al., 2011) (Puc.2l). Opnako, B nmaHHO#Hl pabore
paccMaTpuUBaIMCh TOJBKO MYTAallMM B TOMO3UIOTE, a B CIy4ae KOMIIAyHJa MYTAalUWd MBI

HabmroaeM oOpaTHbIil 3¢ dexT.
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Pucynox 21. Jlorapu¢gm otHocuTeabHOIl 3kcnpeccun [IKII-perpoTpaHcno3oHoB
blood, copia, gypsy, roo u Tirant (a) u TexomepHbIX peTpoTpancno3oHoB TART-A, TART-B,
TART-C u HeT-A (6) B TkaHax suaHukoB Junmii Piwi[2] u piwi[3], a Takxke camok F; (K -
kopnyc, I' — romoBa;, H.n. — He nerekrtupyercs; ** — p<0.01; ns, not significant —

CTaTUCTHYCCKH HC3HAYNMOC I/I3M€HeHI/Ie).

B o00oux HampaBieHHSX CKpELIMBaHUS CHWXKaeTcs sKcmpeccust kinacrepa flamenco,
onHako kiactep 42AB skcnpeccupyercs Bblllle Y THOPHIOB IO CPABHEHMIO C POAUTEIBCKUMHU
auHUsAME. TakuMm oOpa3zoM, KOMIAyH]] MyTalyi PiWi B HalIeM Clly4ae IPUBOJHUT K MOBBIIICHHON
SKCIpeccur JBylLenodyeyHoro kiacrepa 42AB. Tak kak sKcmpeccus TEIOMEPHBIX KIACTEpOB,
takke kak u 42AB, 3aBucut ot komiuiekca RDC, Bo3aMoxkHO, uT0o 3kcnpeccust HeT-A Hmke y
rHOpHIOB, YeM Y POJUTENIbCKUX JUHHUM, TaK KaK TEJIOMEpPHBIE KJIACTEPhl MOIJIM MOBBICHUTH
IKCIIPECCHI0O B TKaHIX SMYHUKOB Yy THOpHIOB (Ha JuarpaMMax B JTOM pasfene

norapudmuueckas mkana) (Puc.22).

B TkaHsX TONOBBI BIMSHHME MyTanuid PIwi Ha 3kcmpeccuro kiaacrepoB PIPHK u
PETPOTPAHCIIO30HOB paHee He U3y4anoch. Tak Kak i JBYX APYTUX IEHTPAIbHBIX YYaCTHUKOB
PHK-untepdepennu, ago3 u aub, panee Oblia MpoAeMOHCTPUpPOBaHA ciabasi SKCIPECcCUsl B
OTHENbHBIX HelpoHax apo3zodmisl (Perrat et al., 2013), mMbl pemmian npoBEepUTh, HACKOIBKO
KOMOMHAIMS MyTaIyii Piwi moBiusieT Ha 3kcnpeccuto kinactepoB PIPHK u perpoTpancno3oHoB

B COMAaTU4YCCKUX TKaHAX.
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OtrocHuTenbHas skcnpeccus, ACt

Pucynok 22. Jlorapu¢)M 0THOCHTEJILHOM IKCIPECCHU Pa3IMYHbIX KiacTepoB PiPHK
B TKaHfIX SUYHUKOB JuHMii PIWi[2] u piwi[3], a Takxke camok F; (Sp — crutalicupoBaHHbIC
dbopmbI, UNSP — HectutalicupoBanHbie popmbl. K — kopryc, I — rososa; H.1. — HE IETEKTHPYETCS;
* — p<0.05, ** — p<0.01; *** — p<0.001; ns, not significant — craTucTUYECKH HE3HAYHNMOE
HU3MCHEHHE).

V3MepHB SKCIPECCHIO PETPOTPAHCIO30HOB y PIWI[2] u piwi[3], Mbl oOHapyXHIIH, YTO
BHE 3aBHCHUMOCTH OT HampaBieHus ckpeuiuBanus skcrpeccus JKII-perpoTpancnozona gypsy
MIOBBIIIACTCS B TOJIOBE U KOPITyce, XOTA B cliydae ckperuBanus PIWI[3] X piwi[2] s3To pasnuuue
CTaTHCTHYECKH HE3HaYMMO. DKCIPECCHsl peTporpaHcrno3oHoB copia m TART-A cHmxkaercs B
KOpIyce W TojJoBe B 00omx HamnpaBieHusx. s perporpancnozonoB blood u roo wer
OOHAPYXHIIM pa3ndusi MEXJy HAlpaBICHUSIMH CKpPEIIMBAHUN. B Cilydae HalpaBJICHUS
Qpiwi[2]x J'piwi[3] ux sxcnpeccus B ronoBe 0CTaETCA HEU3MEHHOM, a y IPYTHX THOPHIOB OHA
cHmkaercs. [IpumeuarensHo, 4To Ha poHE MoHMmKEeHHOH 3kcnpeccuu 42AB y piwi[3] moBsieHa
sKcHpeccus perporpancro3ona blood. Omnako B naHHOM cilydae, Mbl HE MOYKEM BBISIBUTH
YETKUE MPUYMHHO-CICICTBEHHBIC CBS3M MEXKIY 3TUMH JBYMs HaOMIOJICHUSMH. Takke MbI HE
cMoriu oOHapykuTh pasHuly B skcnpeccun TART-B u TART-C, Tak Kak HX JKCrIpeccus y

caMOK pPiwWi[2] mpakTHYecKM OTCYTCTBYET, OJHAKO MbI BHIHM, 4YTO Yy THOpPUIOB
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skerpeccun y Qpiwi[3], a y rubpumos Qpiwi[3]xIpiwi[2] sTta skcnpeccus Hmke, YeMm y

DKCIIPECCUSI 3TUX PETPOTPAHCIIO30HOB MIPEBOCXOJUT  YPOBEHb

Qpiwi[3]. Takum o6pasom, mpu OTCyrcTBHM HOpManbHO# ¢GyHkuuun PIWI skcnpeccus

tenomepubix LINE B comatnueckux Tkansx nosbimaercs (Puc.23).
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Pucynox 23. Jlorapu¢gm otHocuTeabHOI 3kcnpeccun [IKII-perpoTpaHcno3oHoB
blood, copia, gypsy, roo u Tirant (a) u TexomepHbIX peTpoTpancno3oHoB TART-A, TART-B,
TART-C u HeT-A (0) B TKaHAX KOpIyca | roJIOBbI caMOK JiuHmii Piwi[2] i piwi[3], a Takke
caMok Fi. 6 — OTHoCHTe/IbHASI KCIPECCHSI PETPOTPAHCIIO30HOB B COMATHYECKHX TKAHMX
ruGpumos piwi’/piwi® u piwi*/piwi’ orrocuTensHo poauTenscknx camok (FC — Fold Change —
KpatHOCTh m3MeHeHus dkcrpeccun) (K - xopnyc, ' — ronoBa; H.I. — HE JOETEKTUpYyeTCs; *-
p<0.05, ** — p<0.01; *** — p<0.001;

HU3MCHEHHE).

ns, not significant — craTucTHyecKkn HE3HAYMMOE

Tak xax PIWI unaynupyer meTunmpoBaHHME TMCTOHOB Ha y4acTKaX I€HOMA, KOTOpBIE

COACPpKAT MOCICAOBATCIBHOCTH PETPOTPAHCIIO30HOB, TEM CAMBIM CHOCO6CTBy51 MpEeBpalICHUTIO
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UX B KJIACTEPBI, MBI PEIINIIN TOCMOTPETh, KaK MyTalys PiWi MOBIUsIET HAa paboTy KIaCTepOB y
rHOpUIOB B coMatndeckux TKaHax (Puc.23). Mbl 0OHapyXuiH, 4TO NpPU KOMIAYHIE MYTalUi
PIWI KOJIHMYECTBO CIUIaliCUpOBaHHBIX (GopM kiactepa 42AB yBenmuumBaeTcss B COMaTHYECKUX
TKaHSAX. JTO MOXKET OBbITh CBS3aHO KaK C HAKOIUICHHEM CIUTaCHUPOBAHHBIX ()OPM, B CBS3HU C
HEBO3MOXKHOCTBIO UX yrwmmzanmuu Oenkom PIWI, Tak W ¢ TOTajdbHBIM HapylIeHHEM

MOJUICPKAHUs CTBOJIOBBIX KJIETOK, B KOTOPBIX PIWI paboTaeT HanboJiee akTHBHO.

42AB-sp 42AB-unsp 38C 1 38C2 204

lg

1= ns

oi{ ] [ |—| S 11

Ornocurenshan axcnpeccns, ACt

ns
0.01 [ ] *
] [] mBlL
0.0001
0.00001 -
T Y O I O B
K r K I K I K r K r
Bl piwi[2] [ piwi[2]*piwi[3]
42AB-sp 424B-unsp 38C 1 38C2 204
2 lg
g g
Ei 0.1
g 001
g 0001
£ 0.0001]
=
3 0.00001 -
g
S
Bl piwi[3] 1 piwi[3]xpiwi[2]
log,FC
6 424B sp 424B_unsp D
Y F,or K
2 piwi? X Jpiwi® 1
OTHOCHTEJIBHO & piwi’ r -
0

< Fyor K
2 piwi* X Ipiwi?
OTHOCHTENBHO & piwi?

I

Pucynox 24. Jlorapu¢m O0THOCHTEJILHOM IKCIPeccHH pa3juvHbIX KiactepoB PiPHK
B TKAHSX KOPIyca M ToJIOBbI caMoOK JimHUE PiwWi[2] u piwi[3], a Tak:ke camok Fi (a) n
JKCIpeccus CIUIaliCHPOBAHHBIX M HECIUIAMCHPOBAHHBIX (JOPM TPAHCKPHITOB KJjacTepa
piPHK 42AB B coMaTH4ecKHX TKaHSX ruépmaoB Piwi’/piwi® m piwi*/piwi’ oTtHocuTeabHO
ponuteabckux camok (6) (FC — Fold Change — kpatHOCTh M3MEHEHHs JKCIpPECCUH; SP —
crtaiicupoBannbie (GopMmel, UNSP — HecmaiicupoBanubie popmbl; K — kopryc, I — ronosa; H.1. —
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He aerektupyercs; * — p<0.05, ** — p<0.01; *** — p<0.001; ns, not significant —
CTAaTUCTUYCCKHU HE3HAYUMOC I/I3M€H6HI/IG).

Takum oOpas3oM, oTcyrcTBue HOpManbHOM (yHKIMH PIWI mpuBoauT K MOBBIIEHUIO
9KCIIPECCUU OTACIBHBIX PETPOTPAHCIO30HOB B COMATHMUECKHUX TKaHAX. A TakKe BIMAET Ha

nporeccuHr kinacrepa 42AB.

IToaBOs NTOTH PACCMOTPEHHBIX HAPYIIEHUH KOHTPOJISL SKCIIPECCUM PETPOTPAHCIIO30HOB,
OTMETHM, YTO MYTAalUH B OCHOBHBIX reHax PIPHK-uHTEepdepeHIn BIUSIIOT HA DKCIIPECCHIO
PETPOTPAHCIIO30HOB M IPOLECCUHI TPAaHCKPUITOB KJIACTEPOB, B TO BPEMs KaK JIMHUS C
¢enotuniom flamenco peMoHCTpHpyeT TOJNBKO HapyLIIEHHWE MPOILECCUHTa TPAHCKPHUIITOB
kiactepoB PIPHK. Tak kak cucrema piPHK-unTepdepenin Moxer OBITH IOJBEpIKEHA
BIIMSIHMIO CTpPEcca, Mbl PEIIMIM MpoaHaau3upoBarth skcnpeccun PT u ximactepoB B auHUU SS 1

Canton-S B cTpeccoBBIX YCIOBHSIX.

4.2. JKNpeccHsi peTPOTPAHCIIO30HOB BO BpeMs cTpecca

B npenpiaymux pasznenax Mbl HPOJEMOHCTPUPOBAIM, YTO Y JUHMM SS HapylieH
npoueccHHr TpaHckpuntoB kinactepoB PIPHK. Tarxke apyrumu mccienoBarelisiMiM Ha KoMmape
OBUTO TIPOJIEMOHCTpUpPOBaHO, 4To IuToxpomM CpCYP307B1 perymupyercs ¢ nomoisto PiPHK-
3878 (Ye et al, 2017). Takoii cnoco0 peryiasiyu OMMCaH U JJIsi CaMHUX T'€HOB-YYaCTHUKOB
piPHK-untepdepennuu (Ramat and Simonelig, 2021). B cBsi3u ¢ 3TUM MBI HE UCKJIFOYAEM, YTO
BO BpeMms ctpecca cucrema PiIPHK-unTepdepenu npo3opuisl, Tak ke Kak y KoMapa, MOXET
peryaupoBaTh CHIy CTPECCOBOIO OTBETA, M pa3HHIA B MPOIECCUHIE TPAHCKPUIITOB KiacTepa
flamenco mexmy nunuedt SS u auHUAME aukoro tuma, Canton-S u J[32, MoxeT cka3aTbcs Ha

AKCIPECCUN PETPOTPAHCIIO30HOB Y ATHUX JIMHUMU IIPU CTpECCE.

4.2.1. YcTod4MBOCTb JUHUM SS K O0OPHO# KHCJI0TE

BopHasi kuciora sSBISETCS OJAHUM M3 IIUPOKO MPUMEHSIEMBIX B OBITY WHCEKTHIIUOB.
JlaHHOE BEIIECTBO OKAa3bIBACT BIMSHUE, KaK HA MHIICBAPUTEIBLHYIO, TAK U HA HEPBHYIO CHCTEMY,
SIBIISIICH UHAYKTOPOM OKHCJIMTEIBHOTO CTPecca U OJTHOBPEMECHHO HEHPONAPATUTUYCCKUM S0M.
[Tomanasi B opraHu3M HaCEKOMOT0, OOpPHAsl KMUCJIOTa MPUBOIUT K 3PO3UH KHUIIICYHUKA, AHOMAJTUH
MaJIBITMTHEBBIX COCYN0B U xxupoBoro Tena (Blyukgulzel et al., 2013; Da Silva Cruz et al., 2010;
Habes et al., 2006; Klotz et al., 2002; Sumida et al., 2010). Ha npo3oduie naHHbIil HHCEKTHLIU

U3y4aJICsl Hapsily C JPYrUMH KCEHOOMOTHMKAaMH, U ObUIO MOKa3aHO, YTO YCTOWYMBOCTH K OOPHOM
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kucnore onpexaensercs Cyp9b2, HokmayH KOTOPOro MPUBOIUT K CHM)KEHUIO YCTOWYHMBOCTH K

stomy arenty B 1,5 pasza (Najarro et al., 2017).

B xone cexBeHMpoBaHus TeHOMa JuHUKM SS Oblia oOHapyxeHa Myranusi B rene Cyp9bl
(cM. pasgen 4.1.1), KOTOpBI COBMaAaeT Mo mocieaoBarebHocTH ¢ reHoM Cyp9b2 na 81%, a
AMUHOKHCIIOTHBIC TIOCIICIOBATEIbHOCTH HMX MPOIYKTOB CcOBHaAaloT Ha [75% (cormacHo
BBIPABHUBAHHUIO HYKJICOTHIHBIX M AMHUHOKHCIOTHBIX IOCIIEI0BATEIBHOCTEH COOTBETCTBEHHO).
I'enst Cyp9bl u Cyp9b2 HaxonsaTcst B 0THOM JIOKyce H 00pa30BaIMCh B PE3y/IbTaTe AYILTUKALINH.
[TosTOMy MBI HE UCKIIFOYAIIH, YTO B UCCIIEIOBAaHUH ¢ HOKIayHOM reHa Cyp9b2 mMor umeTh MecTo
opdraprer-3dpdexr, u (GEHOTUN NOTYYCHHBIX THOPUIOB SBISIETCS PE3YyIbTATOM CHIDKEHUS
AKCHPECCHU 00OUX IIUTOXPOMOB. SS SIBIISICTCSI MyTaHTOM CO CTOT-KOoA0HOM B rene Cyp9bl, uto

MO3BOJISIET paccMaTpuBaTh (HYHKIMIO 9TOr0 reHa HezaBucumo ot Cyp9b2.

1118
, 4TOOBI TIPOBEPUTH,

Jlyis Hayana Mbl H3MEPHIIM BBDKMBAEMOCTh CAMOK JTUHUN SS u W
HE BIHSIET JM OTCYTCTBME (YHKIIMM TeHa W Ha BBDKMBAGMOCTh MYyX. OTH JB€ JIMHUU
TOMO3HUIOTHBI TIO JIBYM pa3HbIM amiensM reHa W. OmnbITHBIM IyTeM MBI Togo0panu
KOHIIEHTpPAIMI0 OOpHOU KUCIOTH B KopMme 1%. B kadecTBe MOMOTHUTEILHOTO KOHTPOJIS B3SUIU
muano J[32, kotopas umeer anenu aukoro Tuma renoB W u Cyp9bl. Uepes 98,5 uacos mocie
HAYasIa SKCIICPIMEHTA CPEIN CAMOK JIMHHK SS GBII0 %m1BO 65,7%, B TO BpeMst Kak B W0 i J[32
octanoch Toybko 22,7% u 46% cootrBerctBeHHO (Puc.25). Takum 00pa3oM, MblI YBHIIEIH, YTO

muaus SS, obOnanmaromias mytanueii B rene Cyp9bl, mambosee ycroitunBa K OOpHOIM KHCIOTE,

HCKCJIN ABC APYIrUX KOHTPOJIbHBIX JIMHUU.

[Tocne 3TOTO MBI B3s/IM HanbOJIEe MUPOKO MCIIONB3YEMYIO JIMHUIO TuKoro tuma, Canton-
S u npoBepwin €€ TEHOTHUIT Ha TpuUcyTcTBUe MyTaiuu B rene Cyp9bl ¢ momorbio amiesb-
cneunpuynoii III{P. Mbl BBIABHIM Yy 3TOH JMHMM TE€TEPOr€HHOCTh MO HAIMYMIO JTAHHON
MYyTaIliH, TO3TOMY BBIBEJIM M3 He€ JMHHIO cO cTon-koaoHoM B rene Cyp9bl (CS-) u cpaBHMIM

e€ BenkUBaeMocTh ¢ muausMu SS u [132 (Puc. 25).

79



120

100

o X
s q 80

el

3 :

-~

e S 60

= e

= E

g 40
= 2 ~0+ 8

- o | ==wll18] .
S -m 132

0 50 100 150 ¢
= : 0 50 100 150
Yacel Wacks

Pucynok 25. BeikuBaemocts junuii SS, JI32 m Canton-S u w't® ga cpene,

comep:xkameii oopuyr kucaory (* — p < 0.05, ** — p < 0.01, *** — p < 0.001 nmo kpurepuro
Manna—YutHH; NS, not significant — He3HaurMMoOe U3MEHEHHE).

Mpbl nonyumnu THOPUIOB MEPBOTO W BTOPOTO MOKOJeHHs oT juHUM SS u /182 u
NPOBEPUIIM UX HAa YCTOMUMBOCTH K OopHOW Kucimore. OOHapyKuiu B OOOUX HaIpaBICHUSIX
ckpemBanug 3(PQeKT rerepo3uca, Kak B MEPBOM, TaK MU BO BTOPOM MOKoJeHHAX. OToOpaB
Haubosee KU3HECTIOCOOHBIX THOPHUIOB BTOPOTO MOKOJICHHS, MBI IIPOBEIN UX T€HOTUITMPOBAHUE.
CooTHoleHue cpeau TuOpuI0B BToporo nokojenus obuto 1:2:1 no reny Cyp9bl. Dto o3Hauaer,

YTO YCTOWYMBOCTH K OOPHO# KHCIIOTE HE 3aBUCHT OT MyTanuu B 3toM rede (Puc.26).
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Pucynox 26. BeixkuBaemocts rudopuaoB F1 u F; guanii SS u /132 no cpaBHeHuio ¢
POANTENbCKUMH JUHUSIMH Ha cpele, coiepkaileii 6opuHyo kuciaoty (* — p < 0.05, ** —p <
0.01, *** — p < 0.001 mo kpureputo ManHa—YuTHu; NS, not significant — Heznauumoe

HU3MCHEHHE).
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Mpbl Takxke u3Mepwind ypoBeHb dkcmpeccuu reHoB Cyp9bl u Cyp9b2 y poaureneii u
ruOpHIOB IPU HHKYOAIIMK HAa HOPMAaJIBHOM cperie U cpenie ¢ O0pHOI KUCIOTO. B pesynbraTe Mbl
yBuaend, uto ren Cyp9b2 unnynmpyercs Tonapko y auHuu (32, 0JHAKO 3TH MyXH NMOTHOAIOT Ha
OopHOli KucioTe ObicTpee, 4eM SS U THOpHUIBI 00OMX MOKOJEHHWWA. B oTnuumu oT Hero,
skcnpeccus reHa Cyp9b2 koppenupyeT ¢ BBDKMBAEMOCTHIO Ha OOpPHOW KHCIOTE. THOPHIIBI
MIEPBOT0 ¥ BTOPOTO MOKOJICHUH OTINYAIOTCS MOBBIIIEHHOW YCTOMUNBOCTBIO K OOPHOM KUCIOTE U

obnanaroT HanboJbiiel skcrnpeccueit Cyp9b2 nmpu uukyOaruu Ha cpene ¢ okucautenem (Puc.

27).
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Pucynox 27. YpoBennb 3xcnpeccun reHoB Cyp9bl m Cyp9b2 y camok aunmii SS, D32,
a Tak)Ke X THOPUIOB MEPBOro0 W BTOPOro mokojaeHuii (* —p < 0.05, ** - p < 0.01, *** -p <
0.001 mo kputeputo Manna—Yutau; NS, Not significant — HesHaunMoe U3MEHEHUE).

Taxum 006pa3oM, TUHUSA SS OTIIMYAETCS MOBBIICHHOHN YCTOMYMBOCTBIO K OOPHOI KUCIIOTE,
OJTHAKO 9Ta YCTOMYMBOCTH CBsizaHa He ¢ Myranueid B reHe Cyp9bl, a ¢ MOBBIIIEHHBIM YPOBHEM
skcripeccun TeHa Cyp9b2. Cyms mno sddexry rereposuca, HabmomaeMoMy y THOPHIOB,

yCTOfI‘-IHBOCTb MOXKET HOCHUTL TIOJIMTCHHBIN XapakKTep MW CBA3aHa HC CTOJIBKO C CaMHMHU
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IIUTOXPOMAaMH, CKOJIBKO C MEXaHM3MaMu uX peryisiiun. Tak kak aktuBanus Cyp9b2 y rubpumos

F1 okxa3pIiBaeTCs BBIIIE, YEM Y JIFOOOTO U3 POAUTEICH.

4.2.2. BiusiHue OKUCJIUTEIbHOT0 M XPOHNYECKOr'0 TeMJIOBOro CTPeccoB HA

aktuBanuio sxcnpeccun IKII-perporpancno3onos y aunmii SS u Canton-S

JInsg wuccrienoBaHMs BIMSHHS —OKHCIHMTENBRHOrO crpecca Ha akruBammioo JIKII-
PETPOTPAHCIIO30HOB MBI B3SJIM B KayecTBE OKuUCiuTens amMoHus mnepcyiabdar (AIIC)
((NH4)2S206(02)). Panee B Hamieli nabopatopuu ObUIO mokazaHo, 4to AIIC wuHIynupyet
okucnutenbHbiil ctpecc (Makhnovskii et al.,, 2020). B c¢Bs3u ¢ 3TUM MBI HE UCKIIIOYAIIH, YTO
UccieyeMble HAMU PETPOTPAHCIIO30HBI TAK)KE€ MOTYT aKTUBHUPOBATHCS B OTBET HA BO3JCiCTBUE
ATIC. Jlnsi TOATBEPXKICHUS HMHAYKIUU OKUCIHMTEIHLHOTO CTPEcca Mbl M3MEPWIH JKCIPECCHIO
T'€HOB-MapKEPOB OKHCIIUTEILHOTO CTpecca B OTBET Ha 24-4acOBYI0 HHKYOAIIMIO MyX Ha Cpele C
conepxanuem 0,1 M ATIC: Unpaired3 (upd3) (axktuBarop nytu Jak-STAT) (Gold and Brickner,
2015), Sid (Stressinduced DNase) (akTuBupyeTcs B OTBET Ha OAKTEpHAIbHBIN U OKHCIUTEIbHBIH
crpeccol) (Seong et al, 2014) u hsp22 (heatshock protein 22) (komupyer miamnepoH,
JOKaJIM30BaHHBI B MHUTOXOHJPUSX W OTBEYAIOIIMH 32 MPOJOJDKUTEIBHOCTh JKU3HU U
ycroitunBocth K crpeccy) (Dabbaghizadeh, Tanguay, 2020). Mbl BBISBHIIM TOBBIIICHHE
HKCIPECCUU BCEX TPEX T'€HOB y BCEX UCCIEAYeMBIX JIMHUN. Takum 00pa3oM, Mbl TOATBEPANIH

HAJIMYKME OKUCIUTEIBHOTO CTpecca B HaieM dkcniepumente (Puc.28).
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Pucynok 28. OTHOCUTe/IbHAS IKCIPECCHs] T€HOB, MPUHUMAKIINX YYacTHe B OTBETe

HA OKHCIUTEeNBHBIN cTpece npu unaykmuu 0,1M mepcyasdarom ammonus. (*- p <0,05, **
— p <0,01).
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[Tocne sToro Mbel m3Mepwian sSkcnpeccuio 4ethipéx JKII-perpoTpaHcno3oHOB COpia,
gypsy, Tirant, springer. Jlanasie MI'D ObuLTH BBIOpaHBI JJISI aHAJIKM3a O TPEABAPUTEIHHBIM
JIaHHBIM, TIOJNy4eHHBIM B Hamied sabopatopuu. Copia OTHOCHTCS K OJHOMMEHHOH rpyrme,
IIPEICTABUTENN KOTOPOl HEPENKO MCIOJB3YIOTCS A M3ydeHus aktuBauuu MI'D B oTBeT Ha
OKHCIIUTEINIBHBIN CTpecc, BhI3BaHHBIM mapakBaroM y Arabidopsis thaliana, a taxxe Ha apyrue
crpecchl y Oriza sativa (Mhiri et al., 1997; Wessler, 1996). Gypsy, Tirant u springer otTHocsITcs
K Tpynmne gypsy, IpeACcTaBUTEIN KOTOPOM YacTO HCIOJIB3YHOTCS Il OLEHKH HapylIeHUs
koHTpous Tpancro3urmu (Parhad et al., 2020; Perrat et al., 2013; Yu B. et al., 2018). Taxxe
OompmM npeumMyiiecTBoM 3TUX TpEX JKII-perpoTpaHcno3oHOB Uis M3y4eHHS MPHYUH HX
AaKTUBALUU SBIECTCA MAJIOKOIMWHOCTh, KOTOpAas IIO3BOJISET OLEHUTH BIIMSHHUE T'€HOMHOIO
OKpYXXCHHS Ha OT/ICIbHBIC KOTIMU. MBI BBISIBHIIM, 4TO COPIa, Springer u Tirant moBsIIIAIOT CBOIO

IKCIPECCHIO Y 00CUX JTUHUI BO BpeMs OKHUCIHUTENbHOTO cTpecca. (Puc.29).
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Pucynox 29. OtHocurenbHasi 3kcnpeccusi JIKII-perporpancno3onoB copia, gypsy,
springer u Tirant B ycJI0BHSAX OKUCIUTEIBHOTO CTPecca M NMPH CHATHU ero WHAYKIuH (*- p
<0,05, ** — p <0,01; ns, notsignificant — cTatucTHYecKn HE3HAYUMOE U3MCHEHHE).

83



YroObl OIIEHUTh AUHAMUKY dKcnpeccur MI'3D, MbI HCIIOJIB30BAIM BpEMEHHBIE TOUKH 24 1
48 yacoB mocie CHATHS cTpecca. Mbl 0OHapyXHIIM, YTO YPOBEHBb dKcIpeccuu gypsy, copia u

Tirant coxpaHnsieTcsi Ha BBICOKOM YPOBHE B T€UeHHE 24 4acOB MOCJIC aKTUBAIHH.

MBI U3MEPHIIN SKCIPECCHIO TeHOB-MBPKEPOB OKUCIUTENBHOTO cTpecca y muauu Canton-
S u oOnapyxwiu, 4to cmycts 48 dacoB mociie mHepecajkd MyX Ha CTaHJApTHBIX KOpPM
OKCHpEcCHs ATUX TE€HOB CHIDKAeTCs, TakuM oO0pa3oM, SKCIPECCHs pPEeTPOTPAHCIO30HOB

MPOJI0JDKACT MO IICPKUBATHCS Ha BBLICOKOM YPOBHE Tociie cHsTus ctpecca (puc.30).
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Pucynox 30. OTHocHTe/IbHASI IKCNIPeccHsl TeHOB, MPUHMMAIOLIUX YYacTHe B OTBeTe
HA OKHMCJIUTEJBbHBIN CTpecc B YCJIOBHSX OKHCJIMTEJBHOIO CTpecca M NPH CHATHH ero

uaaykoun. (*- p <0,05, ** — p <0,01).

B kaudecTtBe BTOPOro BHJA CTpecCa MbI MCIOJB30BAIM XPOHUYECKUN TEIJIOBOM CTpecC.
Tak kak TaHHBIN BUJ CTpecca HaUMEHee U3y4eH, B KayeCTBE MapKepa CTPecca Mbl HCIIOJIb30BAIIN
MOTEPIO MJIOJOBUTOCTH y camIloB. Ilocie BblpammBaHus MyX IpU MOBBIIICHHON TemmepaType,
yepe3 7/ JHEW IMocie mepeHoca UMaro Ha HOBYIO Cpefy, B MpoOupkax He ObUIO JTMYMHOK. MBI
OOHApY)KWJIM, YTO Ha TEIUIOBOW CTPECC pearupyeT TOJILKO peTpoTpancro3oH Tirant. s
springer Mbel OOHapyXWJIM CHIKEHUE dKkcupeccuu y imuHum Canton-S. Ilpuuém u3meHeHue
YPOBHS 3KCIIPECCHH B JIIOOYI0O CTOPOHY COXpsiHseTca B Ommkaiimume 24 yaca mociie mepeHoca
MyX B HOpMAJIbHBIE TEeMIIEpaTypHbIE YCIOBHsS. BeposTHO, uTo 24 4yacoB HEJOCTATOYHO IS
cHATUSA 3P eKTa TEIIOBOr0 CTpecca, OJHAKO Mbl HE HCKIIIOYAEM, YTO TaKOH A(PQEKT MOXKEeT

JIepIKaThCs B TCUCHHE BCei xu3Hu Myxu (Puc.31).
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Pucynox 31. OtHocuTesbHasi 3kcnpeccusi [KII-perporpancno3onoB copia, gypsy,
springer u Tirant B ycJOBHAX XPOHHYECKOr0 TEILUIOBOIO CTpecca M TNPH CHATHH €ro

uaaykoun (*- p<0,05, ** — p<0,01; ns, not significant — craTucTUYeCKH HE3HAYUMOE
HU3MEHEHHE)

Takum 00pa3oM, pETPOTPAHCIO30HBI, TNPHUHAUICKAIIUE K OJHOW TIpyIie, MOTYyT
pearupoBaTh MO-pa3HOMY Ha pa3iIMUHbIE BUIBI CTpEcca. DTO MOXKET ObITh BHI3BAHO M3MEHEHUEM
pabotsl cuctemsl PiIPHK-unTepdepennm Bo BpeMs crpecca, BIUSHUEM T€HOMHOTO OKPYXCHUS
U aKTHBAIMEN pPETPOTPAHCIIO30HOB 3a CUET KOAKCIPECCUH, Tak M Hamuuuem y MI'D caiitoB

CBSI3bIBAaHHS TPAHCKPUIIIMOHHBIX akTopoB (TD).

4.2.3. Bausinue OKMC/IMTEIBLHOT0 CTPecca Ha akTHBanuIo Kiaactepos PiPHK B

Jguauu Canton-S

Tak Kak OKHCIMTEIBbHBIN cTpecc BIMsAET Ha sKcnpeccuio MID Hambonee CHIBHO, MbI
MOCIIEIOBATEIbHO OLICHUIIM PAa3UYHbIe (aKTOPbI, KOTOPbIE MOTYT BIUATh HA UX aKTUBHOCTH BO
BpeMs crpecca. [Ipexae Bcero Mbl IMpeaIIonokKUId, YTO BO BPEMs CTPECCa MOKET IIPOUCXOIUTD
cHKeHue dKkcnpeccun kiaactepoB PIPHK, u ato npuBoaut x nepenpeccurn MI'D. [lostomy M

npociacaniini JUHAMHUKY SKCIIPECCUN Hanbosee M3BECTHBIX KJIIaCTCpOB IIpH I/IHKYGaI_II/II/I MyX Ha
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crangapTHoM kopme, kopme ¢ AIIC u 48 wyacax BOCCTaHOBIIEHHS TIOCJIE CTPECCOBOTO
Bo3zeiictBus (Puc.32). B pesynbraTe Mbl BBISIBHIIH, 4TO 3Kcipeccus kiactepos flamenco u 42AB
noBbIIIaeTcs npu ctpecce, a skcrpeccust 38C u 20A cuHwkaetcs. [Ipu 3ToM HET B3aMMOCBSI3U CO
CIocoOOM pETyisliiM, TaK Kak TOBBIIATh JHOO MOHMXKATh SKCHPECCHIO CIOCOOHBI Kak

onnouenoueunsie (flamenco, 20A), Tak u aBynenoueunsie kiaactepsl (42AB, 38C).
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Pucynok 32. /lunamuka u3MeHeHHsi JKcnpeccun kiaactepoB PiPHK Bo Bpems u
MocJie CHATHSI OKHCJIUTENbHOro crpecca (*- p<0,05, ** — p<0,01, *** — p<0,001, no

kputeputo Manna-YutHu; NS, not significant — cratucTuyecky He3HAYNMOE U3MEHEHUE).

CHuXeHNe SKCIPECCUU OTAEIbHBIX KJIACTEPOB €LIE HE rapaHTUpYyeT Aepenpeccuio MI'D,
KOIIMH KOTOPBIX HAXOJATCS B 9THX KJAcTepax, M CIYXKHT JIUIIb OTPAKEHUEM OOIIEro COCTOSIHUS
HKCIPECCUU KIJIACTEPOB O BpeMsi cTpecca. boiee toro, knactep 38C (CHMXKAET HKCHPECCHIO BO
BpeMsl CTpecca) COACPIKUT MOCIIeI0BaTeIbHOCTH QYpPSy u copia, kiactep 42AB (moBbimiaet
IKCIIPECCHI0O BO BpeMsl CTpecca) COACPKUT IMocieloBaTelnbHOCTH Qypsy u Tirant, oaHako
SKCTpEcCHUs 3TUX MOOWIIBHBIX 3JIEMEHTOB MpH cTpecce pactér. bomee Toro, k 48 yacam Ha
CTaHAAPTHON CpeJie MOCIe CTpecca SKCIPECCUsl KIacTepoB JHOO0 OCTAETCs MOBBIIEHHOH, OO
INPUXOJUT K 0a30BOMY 3HAYEHMIO, B TO BpPEeMsl KaK PETPOTPAHCIIO30HBI MPOJODKAIOT BBICOKO
HKCIPECCUPOBATHCS JJaXKe TMOCIIe CHATUA cTpecca. Takum 06pa3oM, BO BpeMs cTpecca pa3inyHble
KJIACTEPhl AKCIPECCUPYIOTCS IMO-PAa3HOMY. MOJXKET OBbITh KaK CHW)KEHHE, TaK M TOBBIIICHHUE
JKCIIPECCUU. JTO HENb3Sl CBSI3aTh C AKTUBHOCTBIO PETPOTPAHCIIO30HOB, IIOTOMY 4YTO BHE
3aBUCHUMOCTH OT IOBBIIIEHUS IKCIPECCUU KIACTEPOB, COAEP)KALIUMX KOMHUU OTAEIbHBIX MID,
3TH JK€ PETPOTPAHCIIO30HBI HE MOAABIISIIOTCS. TeM He MeHee, Mbl HE UCKIII0YAaeM, YTO U3MEHEHHE
JKCIpeccH U mpoueccuHra kiactepo flamenco u 42AB oTpakaeT COCTOSHHUE CHUCTEMBI

NPOIIECCUHTa TPAHCKPUNTOB KiactepoB nyume, yeM 38C u 20A, Tak Kak B NpeabLIyLINX
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pa3menax Mbl HaOmoganw, 4ro wuMeHHo flamenco wu 42AB Haubosee MOABEPIKCHBI

3aKOHOMCPHOMY U3MCHCHUIO SKCIIPCCCHUU B OTBCT HA SHAOT'CHHBIC q)aKTOPI:I.

4.3. BiausiHMe KOJIMYeCTBA H NMOJI0KeHHS OT/AeJIbHBIX KONUIl B TeHOMe Ha
JKCIPECCHI0 PETPOTPAHCIIO30HOB B PAa3JIMYHBIX TKAHSAX H BO BpeMs cTpecca

Tak Kak Ha AKCIPECCUI0 PETPOTPAHCIIO30HOB MOXKET BIMATH KOJUYECTBO U IOJIOKEHUE
OTJENIbHBIX KOMUWA B T€HOME, MBI PEIIUJINA MPOBEPHUTD, HE BIUAIOT JIU 3TH (HAKTOPHI HA PA3IUUUS
B 9Kcrpeccun Mexnay nauHusMu SS u Canton-S. UtoOwl ompenenuTh, HACKOJIBKO BO3MOXKHO
BIUSHUE KOJIMYECTBA KONUN PETPOTPAHCIO30HA, MBI B3sUIM PETPOTPAHCIO30HBI, KOTOPBIE
HCII0JIb30BAJIM NIl aHAJIW3a BIMSHUS CTPECCOBBIX BO3JEHCTBUI M CPaBHWIM C PE3YJbTAaTaMH,
MOJIydYeHHBIMHU B paznene 4.2.2.

JUis OLIEHKU BJIMSHUSA KOJIMYECTBA KOIMM Ha Pa3jInYMe dKCIPECCUU PETPOTPAHCIIO30HOB
MEXy JIMHUSMU MBI UCIOJIb30BAIM MeTO KonndecTBeHHou IIL[P. B nanHoM citydae B kauecTBe
pedepeHcHBIX TeHOB ucnosb3oBaiu Tub, u BoYb, Tak kak B ciydyae oneHKH KOJUYECTBA KOTIHIMA
3TUM METOJIOM Ba)KHO TOJIBKO TO, YTOOBI pe()epEeHCHBII T'eH MPUCYTCTBOBAT B ABYX Komusax. Tak
KaK B JJAHHOM HCCJIEJOBAaHUM IKCIIPECCUIO PETPOTPAHCIIO30HOB MPOBOAMIIN HA CaMKaX, MOJCUET
TaKkKe ocymecTBuin ¢ ucnois3oBaHueM ux JIHK. CrouT orMeruTh, 4TO B CHIIy OTCYTCTBUS
3HaYMMOTO JaBJieHUsi 0TOOpa Ha OTxAeNbHble Kormuu MID, ucmnonb3yemble mpaiMepbl MOTYT
MOJXOANUTh JIMIIb K OTPAHUYCHHOMY KOJHMYECTBY KOMHMU, MOATOMY MBI YUUTHIBAJIM TOJIBKO TE
KOIIMH, OKCIPECCHIO KOTOPBIX MMEIM BO3MOXKHOCTH  3a(pUKCHpPOBAaTH C  MOMOILBIO
kosiuecTBeHHOMU [ILP, Tak kak IMEHHO K TUM KONUSAM MOAXOIAT MPaiMEPBL.

Mpbl 0OHApyXHIM, YTO MO KOJIMYECTBY MHCEPLUUN MaJOKOMUIHBIX PETPOTPAHCIIO30HOB
JMHUM HE UMEIOT 3HAYMTENbHBIX pa3inuuii (Taodm. 4). YV copia Hanbosiee BbICOKash KOMUHHOCTD U
sKkcnpeccus Habmromaercs B Canton-S, uto 3akoHoMepHO. OiHaKO Gosblee KOJINYECTBO KOTHNA
HE 03HAyYaeT IPOMOPIMOHAIBHO OOJBIIYIO dKcIpeccuto. Tak skcnpeccus copia B iuaun Canton-
S BaBoe Oonbine, yeM B JuHuM SS, ofaHako y auHun Canton-S Bcero nHa 11 uHcepumii Gonblie.
Crnenyroumii BaKHbI MOMEHT KacaeTcs SKCIIPECCHMH KOMUU B yclnoBHsX cTpecca. Kak Obu1o
ONMCAHO BBIIIE JUISI OKUCIMTEIBHOIO U XPOHUUYECKOTO TEIJIOBOIO CTPECCOB, KOIHMU OJHOTO U
Toro k¢ MI'D B pa3HBIX JIMHUAX MPU CTPECCe MOTYT BecTH cels mo-pasHomy. Hampumep, npu
OKHCIIUTEIIBHOM CTpecce JKcrpeccust SPringer Hamboiee aKTUBHO HMHAYLUPYETCS Y JIMHUM
Canton-S, mo cpaBuenuto ¢ SS. [losToMy H3MEHEHHME SKCIPECCHH PETPOTPAHCIO30HA MpPU
MU3MEHEHHUH CPEIOBBIX YCIOBUM IPOUCXOIUT HENTPOIIOPLUOHAIBHO KOJIUYECTBY €TI0 KOIIMH.

OT0 HaONIOJCHNE MTOKA3BIBAET, YTO MOIMBITKA HOPMUPOBAHUS SKCIIPECCUU HA KOJIMYECTBO

KOIUI TOJIBKO MUCKaXKAeT MoJlydaeMble pe3yabTaThl. [Ipexie Bcero, 370 MpoMCXOAUT IO IPUUNHE
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BozHuKaromux B [P ommOoK, HE MO3BOJISIOMIMX MOJYYUTh YHUCIO KOMUH B TOYHOCTH 10 1.
Bropasi, 6onee, 3HaumMasl MPUYMHA, — 3TO HETUHEWHAss 3aBUCHMOCTBH JKCIIPECCHH OT YHUCIIa
KONMK PETPOTPAHCIIO30HOB, a TAKXKE MX pa3Has JKCIPECCHS IpU CTpecce. Takxke MeTox
HOPMHUPOBAHHUS HAa KOJMYECTBO KOIMUK aOCOTIOTHO HEMPUMEHUM I PETPOTPAHCIO30HOB C

OYEHb HU3KOM KOIMMHHOCTBIO, TAKUM, Kak Tirant.

Ta6n. 4. IloxcyeT KONMUii peTPOTPAHCIO30HOB MeTOI0M KoJinyecTBeHHOoi ITI[P.

gypsy copia Tirant springer
SS 3 44 5 6
Canton-S 3 55 4 6

Takum obpazom, sxcrpeccuss MI'D He TUHEHHO 3aBUCUT OT KOMUMHOCTH. B CBSI3M C 3TUM,
MBI PaCCMOTPENH CICAYIOMMA (PaKTOp — MOJOKEHHE OTACTBHBIX KOMUI B T€HOME JPO30(UITHL.
Jliss  OoCyImecTBIEHHS OSTOW 3aladdl MbI BOCIOJB30BATNCH pe3yabTaTaMH HAHOIIOPOBOTO
CEeKBEHHPOBAHMUS T€HOMA JIMHU SS, KOTOpoe ObLIO OCYILECTBIIEHO B Hamlel Jadopatopuu. Taxxke
MBI HCIIOJIh30BAIA CEKBEHHUPOBAHHBIN TEM ke MeTo0M TeHoM Canton-S u3 6a3er nanusix NCBI.
CHayana MBI TIPOBETU MOUCK TOCTIEA0BATEIHHOCTEH HCCIEAYEMBbIX PETPOTPAHCIIO30HOB B 0asze
nanubix FlyBase ¢ momomio ¢ynknum blast. [Ins ananmuza Mbl Opanu  pe3ynbTarhl
BbIpaBHHBaHUs, KoTopele Ha 99% coBmaman C HUCKOMBIMU IIOCJIEOBATEIHLHOCTSIMH.
BonbImIMHCTBO B3SATHIX B aHAU3 TOYEK COACPKAIO MOJHOpPA3MEpHbIE JIMOO MaKCUMAIbHO
MPOTSHKEHHBIE YYaCTKH PETPOTPAHCIO30HOB M, 00s3aTENbHO, calT amrumdukarmu. Takum
o0pa3oM, Mbl OTOOpali MHCEPIIUU PETPOTPAHCIIO30HOB, IKCIPECCHIO KOTOPHIX MOTECHIIUAIHHO
MOTJIM aMILTU(HUIIMPOBAThH C MOMOIIBIO HAIIMX MpaiiMepoB. 3arteM 1o 0aze maHHbIX FlyBase mbi
MIPOBEPHIIH, TMOBBIMIAIOT JU 3TU T€HBI, B KOTOPBIX HAXOMATCS HWHCEPIMH PETPOTPAHCIIO30HOB,
AKCIIPECCHI0 B OTBET HAa HCCIIEyEeMbI€ CTPECChl, U PabOTAIOT JIM 3TU T'€HBI B HCCIETYEMBIX
TkaHsX. Tak kak blood wu springer ucmonib30BaHbBl HaMH Ui aHAIKW3a TKaHECTICUU(DUUIHOM
IKCIIPECCUM U M3YYCHHUS PEaKIMU Ha CTPECC COOTBETCTBEHHO, NJISI HUX CMOTPEIH TOJIBKO TE
mapaMeTpbl, KOTOpble HEOOXOMUMBI OBUTM JUII OLEHKHA Pe3yJbTaTOB COOTBETCTBYIOIIUX
AKCIIEPUMEHTOB. B OOJNBIIMHCTBE CIIy4aeB 3THU PETPOTPAHCIIO30HBI B pedEepeHCHOM TeHOME
HAXOJWJIMCh B ME@XKTCHHOM MPOCTPAHCTBE, MOATOMY ONHM3JIeKAIUE T€Hbl HE MOTJIM TIOBIUAThH Ha
ux sKkcrpeccuto. Tonpko 4 WHCEPIMU HAXOIWIMCh TMOCIE TEHOB, y 3-X M3 ITHUX WHCEPIHA
HAIpPAaBJICHUE TPAHCKPUIIMH KOJUTMHEAPHO ¢ ONU3NEeKAlMMU T€HAMH, OJHAKO 3TH TE€HHI HE

O6HaI[aIOT BBICOKOM 3Kcnpeccneﬁ B HUCCICAYCMbIX TKAHAX W HC OTBCUAIOT HAa HCIOJb3YCMBLIC
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CTPCCCOBBIC COCTOAHUSA, TMTOITOMY HC MOTYT BJIUATHL Ha OSKCIPCCCUIO ITHUX Konui

PETPOTPAHCIIO30HOB.

[Tocne »storo ™Mbl oueHwIM Hamuuue B reHomMax SS u  Canton-S  xommit
PETPOTPAHCIIO30HOB, KOTOPbIE HAXOJATCA B Fe€HAX, MPEJCTABISAIOMIMX Il HAC UHTEpEC, TaK Kak
HKCTIIPECCUPYIOTCS B HCCIEAYEeMBIX TKaHSAX JHOO TMOBBIMIAIOT 3KCIPECCUI0 TIPU  CTpecce
(ITpunoxenue 2). [loutn Bce MpOBEPEHHBIC YYACTKH COJCPIKAT JENCHUU B HECKOJBKO THICSY
HYKJICOTUZOB HapsAgy C YHUKAJIbHO KapTUPOBAaHHBIMH MpoYTeHUsMH. Jlumb 6 ydacTkos,
COJIePKALIUX IOCTIENOBATEIBHOCTH PETPOTPAHCIIO30HOB B peEepeHCHOM T'€HOME, IMOJIHOCTHIO
orcyrcTBytoT y nuHuu Canton-S. Oto HabmofeHHEe TOBOPHUT O TOM, YTO JAaHHBIC WHCEPIUU
PETPOTPAHCIIO30HOB B OOJBIIMHCTBE CIy4aeB YK€ HE IOABEpraiTcs oTOopy, H Jodas
nabopaTopHas JIMHUS 007a1aeT NoIUMopPU3MoM 1o 6onbIMHCTBY UHCcepmii MI'D. Tlpuuem B
TeHax OCTAaloTCs, KaK MPaBMUJIO, MHCEPIMH, KOTOPbIE HAXOAATCS B MHTPOHAX, a BCE OCTAJIbHBIC
MHCEPIUH, BEPOSTHO, SIMMUHUPYIOTCS OTOOPOM, MOATOMY MBI HE BUIUM UX B pedepeHcHOM

reHOME U TeHOMax Ja0opaTOPHBIX JIMHUH.

Cpenu Bcex reHOB, KOTOPBIE AKCIPECCUPYIOTCS BO BPEMS CTpECCAa Ha CPEIHEM YPOBHE
(cormacHo anHanu3y Ha Mmukpounnax B FlyBase.org) numbo BbIlie CpeaHEro, TOJBKO OJHA
UHCepLusi COpia HampaBjeHa KOJUIMHEAPHO TPAHCKPUIILIMU TeHa, B KOTOPOM OHa HAaXOJHUTCH.
Cpeau MHCepIMil B reHax, KOTOPBIE pearupyroT Ha TEIUIOBOM CTpecc, HU OJHa MHCepIHs copia
HE HAxXOJWUTCA KOJUIMHEAPHO TPAHCKPHUIILIMU TreHa. Mbl Takke Hanum 2 HHcepuuu gypsy,
KOTOpbIE OPUEHTUPOBAHBI KOJJIMHEAPHO HAIPABJIEHUIO TPAHCKPUIILIMY T'€HOB, pEarupyomlux Ha
oba crtpecca. OgHako HU OJHOW WHcepuuw Tirant u SPringer, yaoBJIETBOPSIONIMX JaHHBIM
YCIOBHSM, HaWaeHO He ObuIo. DTO TOBOPUT O TOM, YTO AaKTHUBALMS TPAHCKPUIILHH
PETPOTPAHCIIO30HOB BO BpeMs CTpecca 3a CYET aKTUBAIlMM ydyacTKa I€HOMa, B KOTOPOM OH
HAXOJIUTCS, — 3TO YACTHBIM CIy4ald, HEXEIM MpaBWIO, TaK KaK OOJBIIMHCTBO WHCEPIH

pacrioyiaraeTcsi B MeXT€HHOM MPOCTPAHCTBE JINOO B reHaX ¢ HU3KOHM 3KCIIpecCuei.

ToT ke MoaX0A MbI MCIOJBb30BaIU, YTOOBI CPABHUTH PE3yJbTaThl aHAJIN3a 3KCIPECCUH
PETPOTPAHCIIO30HOB 110 TKAHIM M SKCIIPECCUIO TEHOB, B KOTOPBIX OHU HaxosaTcs. [yis copia Mel
HAIILJIM TOJIbKO OJTHY MHCEPIIUIO, KOTOpasi HAXOUTCS B TEHE, DKCIPECCUsT KOTOPOTo Mpeodamact
B TKaHsX Kopiyca (Snap25), B cirydae rOO Mbl Hauuty Tpu Takux nHcepuuu (B renax CG43867,
dnc u Pka-C3). Onnako Mbl HaOJIrOIa€M, YTO YacCTh MHCEPIMI HAXOIUTCS B T€HAX, SKCIIPECCHUS
KOTOPBIX B SMYHMKAX HE MEHbINE, YeM B COMATHYECKUX TKaHSX. Mbl HE HAIUIA HU OJHOM
uHcepreir gypsy u blood, skcnpeccuio KOTOpoOi MOXHO ObUIO Obl OOBSICHHUTH B TKaHIX
SIMYHUKOB 0JIaroapsi MoJIOKCHUIO B TeHOME. TOYHO TaKoOW e pe3ysibTaT Mbl MOJYUYHIH U JUIS

Tirant, koTOpbIil SKCIpECCHUpPYETCS NPEHMYLICCTBEHHO B SIMYHUKAX, OJHAKO €ro HMHCEPLUHU
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HaXOZATCs TAKXKE B FeHaX, KOTOPbIE BBICOKOTO KCIIPECCUPYIOTCS B COMAaTUYECKUX TKaHsaX. Jlis
springer aHanM3 MOTKAaHEBOM JKCIPECCHU TEHOB, B KOTOPHIX HAXOMSATCS €ro HWHCEPIHU HE
IPOBOAWIIM, TaK KaK H3HAYaJIbHO HE NPOBOAMIM H3MEPEHUE OKCIPECCHUM JaHHOTO

PETPOTPAHCIIO30HA C MOMOIIBIO KosinuecTBeHHOU [ILP o TkansMm.

Takum 006pazom, aHanu3 MoJyiokeHust uHecepuuid MI'D, XapakTepHbIX I Pa3HbIX JTHHUH,
HE T03BOJISIET BBISIBUTH KOPPEISALIMIO YPOBHS 3KCIPECCUH PETPOTPAHCIIO30HA U IOJIOKEHHUS €ro
uHCepIMii B reHome. Tak Kak yYHUKaJIbHbIE A JIMHUA WHCEPLUH, BEPOSITHO, Haubojee
TPAHCKPUIIIIMOHHO aKTUBHBI, Mbl PELIWIN NIPOBEPUTH UX HAJUYKWE B FEHOME HAIIUX JIMHUN. J{1s
3TOr0 MBI MPOAHAIM3UPOBAIM Ppe3yabTaThl cekBeHHpoBaHus Canton-S u SS ¢ momombio
nporpaMMbl TLDR Ha Hanuume HMCKOMBIX PETPOTPAHCIO30HOB CPEAM IOCIIENOBATEIbHOCTEN
uHcepiuii 1 npoBepwn B UGENE kommiieMeHTapHOCTh HCTIONIb3YeMbIX MpaiiMepoB. Pa3Huia B
KOJIMYECTBE KOMMM, HAMIEHHBIX B UCIIOJIb3YEMBIX JIMHUAX CBSI3aHA UCKIIOYUTEIBHO C pa3HULIEH
B nokpbITuu ([Ipunoxenue 3, Puc. 33).

OKHCTHTeTEHBIT SAMYEHKH  Tonopa

2% 5%
C’I:ECC He sKcmpeccHpYOTCA B e
7o

HCCTIeIyeMbIX TRaHAX
28%

ITHC angHHKH
10%

He oteeqaroT Ha
cIpecc
84%
OcTansHOe Bce TKaHH
27% 28%

Pucynox 33. JDkcnpeccusi TeHOB, COAep:KAIMX MHCEPUHMH PeTPOTPAHCIIO30HOB, BO BpeMs
cTpecca, a TaKyKe pacnpelejieHHe MX JKCIPeCCHM IO TKAHSAM COIVIACHO 0a3e JaHHBIX
FlyBase.

B cnydae yHMKanbHBIX Ul JIMHUM MHCEPLMM MBI HALIIA T€ K€ 3aKOHOMEPHOCTH, 4TO U

JJLA HGYHI/IKaJILHLIX: 3HAYUTCJIbHAA 4YaCTb JTHUX HHCGpHI/Iﬁ HaxXoguTCcda B MCKICHHOM

MPOCTPAHCTBC U BCC MHCCPIUU I'€TCPO3UTOTHLI.

MbI poBeprIIN BIIMSHIE TEHOMHOTO OKPY)KEHHsI Ha SKCIIPECCUIO BYX MHcepuuil Tirant
B reHax cactus u Nuak mpu xpoHuueckom TerioBoM crpecce. JlanHblil BUJ cTpecca ObUT BEIOpaH
B CBSI3M C TeM, 4TO Tirant B TakMX YCIOBHUSX pearupyer CWIbHEE, U M3MEHEHUE SKCIPECCUU
OTIENBHBIX KONUM MOXXHO OyAeT NpOCIeIUTh Jerdye, 4YeM IMpH cinaboil aKTUBAIMHM MpH
OKHCIIMUTEIBbHOM cTpecce. BpiOop MHCcepuuii CBS3aH C TeM, 4YTO JAaHHBIA PETPOTPAHCIIO30H
MaJIOKOIIMEH, €ro KOIIMM HAaxoIATCid B JBYX I€HAaX, XapaKTepU3YIOLIUXCSA PasHbIM YpPOBHEM

HKCIPECCHH BO BpeMsl CTpecca, KOMHMU 3TOr0 PETPOTPAHCIO30HA YHHMKAJIbHBI JUIS JUHUH SS,
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KOTOpasi COJNEPKUTCS W ObUIa CEKBEHHUpOBaHA B HaIlled JIa0OpaTOpUH, a 3HAYUT, PE3yJIbTar
T€HOMHOTO aHAJIM3a JJIs STOW JIMHUU HAaUOOJBIINM 00pa3oM COTIOCTABHM C MOJIUMOPPU3MOM TIO
WHCEPIHSIM PETPOTPAHCIIO30HOB B ATOMU JIMHUM, B oTiaudue ot Canton-S, cuKkBeHC At KOTOPOU
MbI Opayin u3 6a3bl maHHbIX (SRR11460803). Hac uHTepecoBanu HamboJiee aKTUBHBIC KOIUH,
MO3TOMY MBI OOpaTHIMCh K HAOOpy MHCEPIUi, KOTOpbIe OB YHUKAIBHBI JJISL STOW JTUHUH, a
CJIeIOBATENILHO, OHHM 0OJiee HOBHIE MO OTHOIICHUIO K KOMHSM, KOTOPBIE XapaKTEPHBI AT 00enx
JUHHUHA. DKCIIPECCUIO OTICIBHBIX KOMHUE Tirant u3mMepsuin ¢ MOMOIIBIO aJlIeb-CIICIUPHIHBIX

IIpanuMepoB.

[Tpu XpoHHYECKOM TEIIOBOM CTpecce Mbl HAOMIOAAIH OOIee MOBBIIICHHE KCIPECCHU
Tirant, a Taxke MOBBIMICHUE SKCIIPECCUH OTICIIbHBIX KOMHA. OHAKO MbI HAOIIOAATH IPH 3TOM
noBbIleHue dkcnpeccrn Toiabko Nuak. Tak kak B 0a3e JaHHBIX MPEICTABICHBI JaHHBIC TOJBKO
JUIsl TETUJIOBOTO II0KA, OHM MOTYT HE COBIAJATh C pe3yJbTaTaMH HAIIEro SKCIEPUMEHTA st

stux reHoB (Puc.34).
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Pucynok 34. Dxcnpeccust Tirant u reHoB, B KOTOPBIX HAXOASITCS €r0 MHCEPIUH, IPH
HOPMAaJIbHOI TeMIlepaType W XPOHHYECKOM TemioBoM crpecce (*- p<0,05, ** — p<0,01 mo
KpuTepuio MaHHa- Y UTHH).

Taxoke Mbl HaOMIOAAIH, YTO MOMUMO MU3MEHEHHsI SKCIIPECCHH OTACNIBHBIX Komui Tirant
HE3aBUCHMO OT W3MCHCHMS HAIPaBJICHUSA OKCIPECCUM TEHOB, pasHULA MEXAYy ABYyMS
TEMIEpPaTYpHbBIMH peXHUMaMH i OOImeld SKCIOPecCMH He SKBHBAJCHTHA pasHHILE IS
oTnenpHbIX Komui. Takum o0pa3oM, SKcOpeccHss MOOHJIBHOTO 3JIEMEHTa peryaupyercs

HE3aBUCHUMO OT y4aCTKa réHoMa, B KOTOPOM OH HaXOAUTCH.

IIpoananu3upoBaB MOJIOKEHUE OTAEIBHBIX KOIHUM PETPOTPAHCIO30HOB B I'€HOME, MBI
MOKa3aJId, YTO WHCEPIHA PEeTPOTPAHCIO30HOB, KOTOPbIE MOTYT OBITh IOTEHLUHAIBHO

MIOABEP)KEHBl BIIMSIHMIO T'€HOMHOTO OKpYXEHMs, KpaiilHe Mmano. bomee Toro, ¢ mnomouispro
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kosmyecTBeHHOH I[P MBI IoKa3any, 4TO dKCIPECCHUS OTACIBHBIX KOIIUNA MOXET HE 3aBUCETh OT
HaIMpaBJICHUS SKCIIPECCHH T€HA, B UHTPOHE KOTOPOTO OHA HAXOJAUTCS, M U3MEHEHUE HKCIPECCUU
OTJENIbHBIX KOTHMH HE SKBHBAJIEHTHO W3MEHEHHIO OOIIeH SKCIPECCHH PETPOTPAHCHO30HA. DTO
MOJKET OBITh CBSI3aHO KaK C PETYJSAIMEN SKCIPECCUU OTIACIBHBIX KO PEeTpOTPAHCIIO30Ha, TaK
U C TeM, YTO YaCTOTa BCTPEUAEMOCTH OTICIbHBIX HHCEPLUH B JTaOOPATOPHON MOMYIISAIIUN MOXKET
OBbITh pa3IMYHOM, U KOJMYECTBO TPAHCKPHUIITOB B KaXKIAOM 0Opasiie OyneT pa3HbIM MO NpUYHHE

Pa3HOTI0 KOJIMYCCTBA MATpUIl JJIs1 TPAHCKPUIILIUH.

4.4  Anaum3 peryasitopHbix odinacreii JIKII-perporpancno3oHoB

Panee mpyrumm uccienoBatensMu ObLTO MOKA3aHO HAIMYUE CAaWTOB CBs3biBaHUA 1D y
PETPOTPAHCIIO30HOB U CBsA3bIBaHUE ¢ HUMU 1@ BO Bpems ctpecca. IIpeamnoiaraercs, 4To Takum
00pa3oM peTpOTPAHCIIO30HBI MOTYT PEryIUpOBaTh AKCIPECCHUI0 HAXOAALIMXCS PAJOM T'€HOB

oTBeTa Ha cTpeccoBoe Bo3zzaericTrue (Moschetti et al., 2020).

Mpl npoBenM aHaINW3 PETYJSITOPHBIX IOCIEAOBATEIBHOCTENH PETPOTPAHCIO30HOB C
nomoieio mporpaMMbl LASAGNA Ha Hanuume caiiToB cBsibiBaHus T®. Ilocrme 3Toro MbI
UCIIOJIb30BAJIM  HAWJIEHHbIE  yHUKAJIbHbIE  JUII  MCCIEAYEMBIX  JIMHMUW  WHCEpLHUHU
PETPOTPAHCIIO30HOB JUIsl OLIEHKHM KOHCEPBAaTHUBHOCTH HAMACHHBIX IIPOrPAMMOM  CAaMTOB

cs3biBanus T® ([Ipunoxenue 4).

B pesynbrare [uisg BceX MCCIELYEMBIX PETPOTPAHCIIO30HOB MBI HAILUIM TaKUe CauTsl. U,
4YTO npuMevarenbHo, TP, KOTOpBIE 3KCIPECCUPYIOTCS B SIMYHMKAX TAKXKE OTBETCTBEHHBI 32
YCTOMYMBOCTb K ONPENEIEHHBIM CTPECCOBBIM  BO3ACHUCTBUSAM. VICKitoueHHe cocTtaBuil
PETPOTPAHCIIO30H COPIa, y KOTOPOTO PEryasTOpHbIC 00nacTH OenHbI caiiTaMu cBs3biBaHUS TD.

(Tab6:.5, Puc. 35).

Haiinennble Hamu caiitbl cBsi3piBanuss TD mmsa Tirant m Qypsy IUIOXO MOIAROTCS
BepU(UKALMN HAIIUM IOJXOJ0M, TaK KaK 3TH PETPOTPAHCIO30HBI MAJOKOMHMHBIE U TOATOMY
YHUKaQJIbHBIX AN JUHWHA, a, CJIeJoBaTelbHO, Hauboiee HOBBIX HMHCEPIHMH  3THX
PETPOTPAHCIIO30HOB B UCCIENYEMBIX JIMHUAX KpailHe Majo. B ¢BA3U ¢ 3TUM HEBO3MOXKHO JaTh
OJTHO3HAYHBII OTBET, mouemy y Tirant mpucyrcTBYIOT CalThl CBsI3bIBaHHS coMaTHdeckux Td, Ho
IOPU OTOM DOKCHPECCHs 3TOr0 PETPOTPAHCIIO30HA B JIIOOBIX TKAaHIX, KpPOME SIMYHHUKOB,

HC3HA4YUTCJIbHA.
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Tabmuuna 5. KoHcepBaTuBHbIe caiiThl cBA3bIBaHUS T® y yHHKAJAbHBIX KOMUIA

PeTPOTPAHCIIO30HOB
VYyactok TpaHCKpUIIIIMOHHBII .
Perporpancno3on Caiit cBsI3bIBAHMS
PETPOTPAHCIIO30HA daxTop

Caiitel cBsi3piBaHus T, KOTOPbIE HHAYIUPYIOTCS CTPECCOM

ATATATGCAC
Cf2_II(MA0015.1) | ATATATATAT
blood dl_1(MA0022.1) TGGTTTATTACA
ovo(MA0126.1) AGAAACGGT
HSF(M00163) CGAAGAGATAAGAAG
HSF(M00166) CTACTCGAAGAGATA
copia HSF(M00164) AGAGTGGTATTCTCT
aypsy Bcd(T00063) ACCTAATCTCCA
KT dl_1(MA0022.1) TGGGATTTTACA
h(MA0449.1) GTCACTTGAG
roo z(MA0255.1) ATGAGTCAGT
C/EBP(T00106) TTTTTACAAAAACT
HSF(M00164) CGAGTAAAGTCTTCT
springer Cad(T00079) GGCCAAATGC
Cad(T00079) AGCATAATGA
Tirant Cad(T00079) GGCCGAATG
Deafl(MA0185.1) AGCATTCGGCCGGAA
h(MA0449.1) GCCACATGCC
blood bcd(MA0212.1) TAAGCC
copia Zeste(M00283) GAATTTGAGTGAAAA
Cf2_I1(MA0015.1) ATACACGTAC
Cf2_II(MA0015.1) | ATATATATAT
roo Cf2_II(MA0015.1) | GTGTATATGC
HSF(M00164) AAACAAGAATTTTCT
HSF(M00166) CTTAAAGAAGAGAAG
VacTox Mesy cad(MA0216.1) CTTATTG
TIKTT u gag springer ovo(MA0126.1) TGTTACTGT
dI(M00120) TAAGAAAATCG
dI(M00043) CGGCATTTCCA
Cad(T00079) GTCATAATTT
dI(M00043) CGGTATGTCCA
Tirant CF2-11(M00012) CTATATACA
CF2-11(M00012) ATATATGTG
Cad(T00079) GTACTAAAGA
CF2-11(M00012) CTATATGCA
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Caiirsl cBsi3piBanust TD, KOTOpbIE HE

WHAYLUUPYIOTCSI CTPECCOM

slp1(MA0458.1) GTGTTTTCCTT
blood sna(MA0086.1) CAAGTG
wWI(MA0254.1) TATGCA
copia br_Z1(MA0010.1) TAAACTTGACT
brk(MA0213.1) GTGGCGAT
aypsy caup(MA0217.1) TAACA
ct(MA0218.1) TTGAAC
br_Z1(MA0010.1) GACTATTT
roo onecut(MA0235.1) CTGATTT
TIKTT tup(MA0248.1) CTAAGGG
sd(MA0243.1) GACATTCCGGCC
pan(MA0237.1) TTTTGAAC
mirr(MA0233.1) TGACA
mirr(MA0233.1) TGACA
Titant ct(MA0218.1) TTGAAC
caup(MA0217.1) TGACA
caup(MA0217.1) TGACA
CATTATGCTTACAAT
Abd-A(T01992) TAAGA
blood run::Bgh(MA0242.1) | AAGCCGCAA
Optix(MA0199.1) TGATA
Sd(T02030) TTGTGAAATAGCTT
copia br_Z1(MA0010.1) CTAATAAACAATTA
br_Z4(MA0013.1) TTGTGAATTAA
caup(MA0217.1) TAACA
CG4328(MA0182.1) | CTTATGG
Hmx(MA0192.1) TTAATCG
roo NK7.1(MA0196.1) | CTAATAG
Y4aCcTOK MeXIy pan(MA0237.1) CTTTGGTA
AKITu gag slp1(MA0458.1) CTGTTTATCCA
TI(T00789) AGGAAGTCAAATTC
GCGCTGACGTGGAA
Adf-1(M00171) TC
wWI(MA0254.1) TATGCA
CG4328(MA0182.1) | CCTATTA
br_Z1(MA0010.1) CTAGTAAACAAGAA
Su(H)(M00234) ACCGTGGTAAACA
CCGTGGTAAACAAA
Tirant Su(H)(MAO0085.1) CA
tlI(MA0459.1) TAAAGCCAAA
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| tI(MA0459.1) | AGAAGTCGAC

B HIHHKH
B Jyynaukuy, [THC auauBKH
" Bo Bcex TKaHAX
B fJHYHHKH, KOPITyC
® Het uadopManuu 00 3KCIpe cCHH

Pucynox 35. CaiiTbl CBSI3bIBAHUSI CTPECC-HHAYLHHPYEMbIX TPAHCKPUIIIMOHHBIX (PAKTOPOB B
5’HTO JAKII-peTpoTpaHCIO30HOB.

5. OBCYJXKJIEHUE
5.1. Dkcnmpeccusi peTpoTpPaHCNO30HOB B JIuHNH ¢ (penoTunom flamenco

Mpbl He HalUM y TUHUKA SS KaKuX-TM00 MyTaIuii, KOTOpble MOXHO ObUIO OBl CBS3aTh C
¢denotunom flamenco, ogHako 3ta JIMHKS OKa3ajach YCTOWYMBA K ICHCTBHIO OOPHOM KUCIOTHI —
pacrnpoCTpaHEHHOMY OKHCIIMTENK W HEHPOTOKCHHY. TeM He MeHee, 3Ta YCTOMYMBOCTh HE
MOBIIMSIA HA HMHAYKIMIO OKHCIHMTEIBHOTO CTpecca Nepcyiab(paroM aMMOHHS, a TakkKe He
BbI3BajJla OTJMYMN OKCIPECCHU PETPOTPAHCIO30HOB COpia, gypsy, Tirant u springer mo
CpaBHEHHMIO ¢ JIMHUEH nqukoro Tuna Canton-S. [oTkaHeBbIi aHATU3 TaK)Ke HE BBISBUII CEPbE3HBIX
pa3NIuymii, KpOME HKCIPECCUN TEIIOMEPHBIX PETPOTPAHCIIO30HOB B COMAaTHUYECKUX TKAHSAX, TAKXKe
MBI HaOJIIOJJa|, YTO JJISl Pa3HBIX PETPOTPAHCIIO30HOB XapaKTEPHbI CBOU MAaTTEPHBI SKCIIPECCHUH,
1 OOJBIIMHCTBO PETPOTPAHCIIO30HOB IKCHPECCHPYETCS] B COMAaTHUECKUX TKAHAX BBIIIE, YEM B
suuHukax umaro u6o B [IHC muumaku. Ilo skcnpeccun kiaactepoB JMHUSA SS 0OHApY:KHUBaeT
HapYyLIEHHs MPOLIECCUHra TPAHCKPUIITOB 000MX THIIOB KJIACTEPOB, YTO MOXKET OBITH CBSI3aHO C
MOBBIIICHHOW JKCIIPECCUEN TEIOMEPHBIX PETPOTPAHCIIO30HOB y 3TOM nuHUU. [IpumeuarensHo,
YTO KJIACTEephl, KaK IMPaBHIO, SKCOpeccHpyloTcss B suuyHukax uMaro u LIHC nuumbKM, 4TO
OTPHILIATEIILHO KOPPEIUPYET C IKCIpPEcCHel peTpoTpaHCo30HOB. OAHAKO 3TO HE OOBACHSET

IIPUYMHBI IKCIIPECCUU PETPOTPAHCIIO30HOB B APYTUX TKAHSAX.

5.2. Bausinue orcyrcTBHs (pyHKIMU renos rhino u Piwi Ha IKCHpeccuio

PETPOTPAHCIIO30HOB
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Me1 npoBenu HOKAyH TeHa rhino, a Takke MoJTyYHIr THOPHUIIBI ¢ KOMIIAYHIOM MYTallHid
reHa pPiwi. B o0oux ciydasx Mbl HaONIOJaIM TOBBIIICHUE OSKCIPECCUU OTACIBHBIX
PETPOTPAHCIIO30HOB, TPUYEM B Cllydae CHMKCHHUS JKcrpeccuu rhino, M3MeHeHHWe KOCHYIHCH
OOJIBIIIETO CIEKTpa PETPOTPAHCIO30HOB, HEXENU B ciiydae ¢ PIwi. s 3Tux myTanmii ObuI
XapaKTepeH YHHUKAIbHBIH HA0Op pETPOTPaHCIIO30HOB, HM3MEHUBILUI CBOKO JKCIPECCHIO B
COMATHYECKUX TKAHAX, 33 HCKIIOYEHUEM QYPSY, KOTOpPBIA MOBBIIIAN 3KCIPECCHUI0 B CiIydae
CHIKEHUS dKcmpeccuu rhino B TkaHsxX Kopmyca, a B ciiydae PIWi — B SWYHUKAX, KOPIIyce H
rosioBe. B ciyqae copia u TART-A Mbl HaOltogaeM TOBBIIICHHE SKCIIPECCHH NPH HOKIAYHE
rhino, omHako y ruOpHIOB ¢ KOMIIAyHIOM MyTalwii PIWI MX 3KcIpeccusi CHikaercs. Takoe
BIIOJIHE BO3MOJKHO TIPH aHAJM3€ SKCIPECCUH PETPOTPAHCIIO30HOB Ha (pOHE pa3HBIX MyTaluii,
4yro emE pa3 JIOKa3plBaeT HEOJAHO3HAYHOCTh B  PETYISALUM  SKCIOPECCUH  Pa3HBIX
perporpancno3onoB (Perrat et al., 2013). Ilomumo 3TOoro Mbl HAOMIOAATH W3MCHCHHE
skcnpeccun blood 1 roo B 3aBUCHMOCTH OT HalpaBlIeHHS CKPEUIMBAHHUsI, YTO TAK)KE BCTPEUACTCS
B cnydae MI'D Helena mpu mexBumoBom ckpemuBanuu napo3opun (Romero-Soriano and
Guerreiro, 2016). IlpumeuarensHO, 4TO QYPSY, KOTOpBIA peryaupyercss B ocHoBHOM PIWI-
3aBucumoii PIPHK-untepdepennueii (Handler et al., 2013), noBblmaer 3KCrpeccuio Kak mpu
CHIDKCHUU JKcripeccuu rhino, Tak u B ciiydae KommayHaa mMyrauuii piwi. OgHako, y4uThiBas,
yro PIWI cnoco6en ucnons3zoBath PIPHK U3 nukia «muHC-TIOHT», TO, YTO B Clydae MYTallud
rhino, mer Taxxke HaOmomaeM 3(hGHEeKT Ha COMAaTUUECKUX TKAHSAX, MOXKET OBITh 3aKOHOMEPHBIM

cieictBUEM ciaboro s dexra myranuu rhino Ha skcrpeccuio gypsy B Kopmyce.

OKcnpeccusi KIacTepOB 3HAYMUTENFHO W3MEHSETCS TOJbKO Npu HOKgayne rhino, uro
coryacyetcs ¢ ero Gynkuued. OqHako MyTaruu PiWi BIHSIOT Ha dKCIpeccuto kiacrepa 42AB B
comarndeckux Tkansax. Knacrepsl PIPHK, kak u cynpeccupoBaHHBIE KON PETPOTPAHCIIO30HOB
coxepkar metkn H3K9me3, Goiee TOro, corimacHo COBPEMEHHOI TeopHH (CChUIKA), KIIACTEpPHI
HOSBJISIOTCS OJ1arofapst MocieI0BaTeIbHBIM HHCEPLHSIM PETPOTPAHCIIO30HOB B y4acTKE T€HOMA.
B03MOXHO, YTO METWIIMPOBAHUE KIIACTEPOB TAKXKE 3aBUCHT OT PiWi. OTHAKO MBI HE UCKITIOYAEM
BapuaHT, 4To 3((PEKT HapylIeHHs nmpolecchHra kiactepa 42AB npu kommayHae myranuii Piwi
BO3HHUKACT MU3-32 HeBO3MOXHOCTH Oenxom PIWI ucmnonb3oBaTh 4acTh TPAHCKPUITOB 3TOTO
Ki1acTepa. Tak ke B ciydae HokzaayHa rhino, mel Bumum cnaOwiii adpdexT oT myranuu piwi Ha
crutaiicuar TpaHckpunToB flamenco, o Ha skcmpeccuro PIPHK 11620 sto He Biuser.
Bo3moxno, uto kiactep flamenco cnabo perymupyercs rhino Omaromapss HeOOJBILIOMY

KOJIMYCCTBY PCTPOTPAHCIIO30HOB, BCTPOCHHLIX B KJIACTCP 110 HAIIPABJICHUH €TI0 TPAHCKPHUIIIHHU.

Croutr otmeruts, uro y juunHok B LIHC skcmpeccupyercs ropasno 0ojbliie T'eHOB-

yyactHukoB PIPHK-uHTepdepeniym, yem y umaro B rojioBe. B COBOKYITHOCTH C pe3y/bTaTaMy,
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nonydennbiMu (Wakisaka et al., 2019) u cBuaeTenbCTBYIOMMMHU O BakKHOCTH cucteMbl PIPHK
untepdepeniiun B [IHC nuumHOK 1po3oduibl, Hamwm HAOMIOACHHS TO3BOJIAIOT ClHIENATh
npeamnoyioxkenue, yro cucrema PIPHK-uHTEepdepeHnn ycraHaBiIMBaeT MATTEPH SKCHPECCUU
PETPOTPAHCIIO30HOB BO BpeMsi IMOpHOreHe3a, W B Clydae €CIH METHJIMPOBAaHHS HMHCEPLUN
PETPOTPAHCIIO30HOB HE MPOM3OLLIO BO BpeMsi sMOpuoreHesa, cucrema SIPHK-unTepdepenum
y)Ke He CIIOCOOHA MOJHOCTBI0 KOMIICHCUPOBATh €€ OTCYTCTBHE Y MMaro Aa)ke HECMOTpS Ha TO,
yro PiPHK-knacrepsr Moryt urparts posb uctounnkoB SIPHK B ronose y npo3zodunsr (Chung et
al., 2008; Perrat et al., 2013). Oto mpeanosokeHne OOBICHSIET, MMOYEMY B HOPME B T'OJIOBE Y
APO30(HIIBI OCYIECTBIISIETCS IKCIIPEcCHsi He BceX reHoB-ydacTHukoB PIPHK-unTepdhepennuny,

HO MBI Ha0I01aeM d(PEKThI B ITUX TKAHAX OT MyTalui reHoB Piwi u rhino.

5.3 BansiHue KONUITHOCTH ¥ MOJI0KEHUSI PeTPOTPAHCIO30HOB B FeHOMeE Ha MX

IKCIpeCCuro

Ha npumepe 4eThIpéX peTpoTpaHCO30HOB, COpia, gypsy, Tirant u Springer, Mbl BbISBUIIH,
YTO 3aBUCHUMOCTb 3KCIIPECCUM OT KOIMMNHOCTH CYLIECTBYET, OJAHAKO, 3Ta 3aBUCHUMOCTb XOPOLIO
paGoTaer, eciuM pasHUIA MEXAy JHMHUAMU B KOJMYECTBE KONHMH paccMaTprBaeMoOro
PETPOTpPaHCIIO30HA pa3inuyuaeTcs X0Ts Obl BaBoe. B ciydae, korma MI'D ManoKomveH, BO3MOKHBI
cunbHble MckakeHuss B [ILP. bomee Toro, y pasHbIX JMHUHA Tpu OOIIEH HMHIYKIUU
pPETPOTPAHCIIO30HOB BO BpeMsl CTpecca, CTCIEHb HW3MEHEHHUS OKCIIPECCUU  OTACIIBHBIX
PETPOTPAHCIIO30HOB HE KOPPEIUPYET € Pa3HULIEH MEXAy ABYMs JIMHUSAMH B KOIUHHOCTH
peTpoTpaHcro3oHa. PasHuIly 3KCIIpecCuM B OTHAEIbHBIX TKaHAX B PAMKax OJHOMU JIMHUU TAKXKE
He ynaércst 000CHOBATh MX KOMMUHOCTHIO, TAK KaK KOJMYECTBO KO B Pa3HBIX TKAHIX Y OJTHOM

U TOH K€ Ip030(HIIbI B HOPME HE MOXKET Pa3IU4aThCs B/IBOE.

B cBsa3u ¢ 3TUM MBI IIPOBEJIM HAHONOPOBOE CEKBEHUPOBAHUE U IIPOAHAIUZUPOBAIU
MOJIOKEHUE OTIENBHBIX KOMUH B reHoMe. Tak Kak Mbl BBIOMpPAIM TOJBKO KOIHH, KOTOpBIE
aMIIM(UIMPOBANM B HAIIUX SKCIEPUMEHTAX, U MPEINOJIOKUIM, YTO MOKHO HCIOJb30BATh
JAHHBIA METOJ JUII HOPMUPOBAHUS KOMMUHOCTH PETPOTPAHCIIO30HOB HA UX YHUCIO, Kak Oojee
TOYHBI MOAXOJN K Y4Y€Ty KONMHHOCTM B OJKclepuMeHTax. OJHAKo, Kak O0Ka3alocCh,
HEYHUKAJIbHbIE M YHUKAJIbHBIC JUIS JIMHUM MHCEPLUU PETPOTPAHCIO30HOB O0JIAAIOT BBHICOKUM
YPOBHEM MOIUMOP(H3MaA, KOTOPHII MOXKET CKauyKoOOpa3HO MeEHAThCS 3a cuér apeiida, u,
CJIEIOBATEIIBHO, HEBO3MOXHO IIOJYyYUTh TOYHOE KOJUYECTBO KOIMUN PETPOTPAHCIIO30HOB, HA
KOTOpOE CleoBaI0 Obl HOPMUPOBATH pe3ynbTaThl. B cBsi3u ¢ atum meroxa I[P oka3wiBaercs

Oosee 11eneco00pa3HBIM MOAXO00M, TaK KaK YYUTHIBAET UMEHHO CpeIHee KOJIMYECTBO KOMUU B
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JMHAAM U MOXKET OBIThb HpI/IMeHéH KakK IIOHOJIHHTCHBHblﬁ AHAJIN3 CPAaBHCHUSA JIMHUNA  WIH

MOMYJISIIAH Tpo30(dui1, HO HE KaK CI0CO0 HOPMHUPOBAHHUSL.

B ciyuae ke BBISBIGHHS HOBBIX HWHCEpPIMH pPETPOTPAHCIIO30HOB Hambosee
IIPOJIYKTUBHBIM OKa3bIBAE€TCS METOJ HAHONOPOBOI'O CEKBEHUPOBAHUS 110 CPABHEHMIO C TaKUMU
MOJIXOaMH1, KaK BBIYUTAIOLIAs TMOpUIM3alMs WM TPAaHCHO30HHBIM auciuiei. Ha mpumepe
uHcepiuu Tirant B rede cactus B ysmHusx SS u MS, koTopas COAEPKUT OrOMO3UTOUCHHYIO
MHCEPIMIO, MOXKHO HaONI0JaTh, YTO BbIUMTArOas rulpuausanms Oy[eT aBaTh pe3yibTar,
MO3BOJISIIOIIMK YTBEPXKJaTh, YTO 3TO HOBAas MHCEPLHMs, B TO BpPEeMs KaK Ha caMOM JI€J€ OHa
MPUCYTCTBYET B IMHUU SS, HO HACTOJIBKO pEAKasi, 4TO BbIUMTAsi TeHOM SS u3 MS, MblI mostyuaem
HEJIOCTaTOK CyMMBI HMHcepuuid Tirant B cactus B juHum SS, YTO TPHUBOAMT K HCKaKCHUIO
pe3ynbTaToB. llojoKeHHME KONMMI Kak IIUPOKO PAaCHpPOCTPAHEHHBIX, TAK WM YHUKAIBHBIX
MHCEpUUN pPETPOTPAHCIO30HOB B TI€HOME HE AT OCHOBaHUs CKa3aTb, 4YTO IIOBBILICHUE
JKCIIPECCUU PETPOTPAHCIIO30HOB BO BpeMs CTpecca SBISIETCS  CIEACTBUEM T'€HOMHOI'O
OKPYXEHHS PETPOTPAHCIIO30HOB, TaK KakK OOJBIIMHCTBO T'E€HOB, COJCPIKALIMX HHCEPIMHU, HE
pearupyroT Ha  CTPECCOBOE  BO3JcHCTBUE. Takke TMOJ0KEHUE  OTACIbHBIX  KOMUH
PETPOTPAHCIIO30HOB B T'€HOME HE OOBACHSET, MMOYEMy OHH, KakK INPaBHUJIO, Hambosee BHICOKO

AKCIPECCUPYIOTCA B COMATUYECKUX TKAHSX.

5.4 U3MeHeHHe IKCIIPeCcCHU PeTPOTPAHCIIO30HOB B OTBET HA CTPecC U NATTEePH
IKCIPECcCUH B TKAHSX ONpe/ieisieTcsl HATU4YMeM caiiToB cBsi3biBaHus T® B peryasiTopHbIX

00J1aCTAX PETPOTPAHCIO30HOB 1 PYHKIHOHAJBHOCTHIO cicTemMbl PIPHK-unTepdepenunn

Mpbl yBHIIENH, YTO HEKOTOPBIC W3 PETPOTPAHCIIO30HOB, OTBEYAIOIIMX HAa CTPECCOBOE
BO3JICHICTBIE TOBBIMICHHEM OJKCIPECCHH, O00NamaloT caidTamMu cBs3biBaHus 1D, 49T0 Takke
OTPaXEHO B JINTEpaType ¢ momoibio nHbIX MeToaoB (Moschetti et al., 2020). BaxxHo oTMeTHTS,
YTO  JIOMECTHIIMPOBAHHBIC  PETPOTPAHCIIO30HBI  JCHCTBUTEILHO  HEPEAKO  CTAHOBSTCS
ucroyHukamMu MUKpo-PHK 1m00 peryisTopHBIX 3JEMEHTOB, KOHTPOJHUPYIONIUX SKCIPECCHUIO
TCHOB XO35MHA BO BPEMsI Pa3BUTHS, B YaCTHOCTH, PETPOTPAHCIIO30HBI MIOMOTAIOT MPABUIBHOMY
npotekanuto Heiporenesa (Mustafin and Khusnutdinova, 2020). YuuteiBas, uto T® oTBera Ha
CTpecC SIBJISIIOTCS €JMHCTBEHHBIM CBS3YIOIIMM 3BEHOM MEXIy SMOPHOTEHE30M M MEXaHHU3MOM
OTBETa Ha CTPECC, OOBACHSIONIMM, TOYEMY Ha Pa3HbIC XUMHUYCCKUE arcHThl B (U3UUCCKUE
(akTOpBI OTBEUACT PA3HBIN CHEKTP PETPOTPAHCIIO30HOB, OPTaHU3AIUS PErYJIATOPHBIX 00JacTei
PETPOTPAHCIIO30HOB SIBJIICTCS HauOOJIee JIOTMUHBIM OOBSICHEHHEM HX TOBEJICHHUS BO BpEMs

CTpecca 1 BO BpeMsi IMOpHOTeHe3a.
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Takum oOpazom, uMmeHHO perynsmus 3a cuér T mpencrasisieTrcs HaMm Haubolee
JIOTUYHBIM OOBSICHEHHEM TIOBEJCHUS PETPOTPAHCIIO30HOB IMPHU CTpPECCe M HMX JKCIPECCUU B
COMAaTHYECKUX TKaHSIX. B ciiyuae OKMUCIMTENHHOTO CTpecca OCHOBHBIM (haKTOpPOM aKTHUBAIUU
PETPOTPAHCIIO30HOB BEPOSATHO SBIAETCI HE CaM CTPECC, a 3allyCKaeMblii UM IIPOLECC
pereHepaliy TKaHeH, YTO COTJIacyeTcs ¢ POJIbI0 PIWI B JICJICHHH CTBOJIOBBIX KJIETOK KUIIICUHHKA
npo3ouasl B OTBET Ha CTPECCOBOE BO3JACHCTBHE M TeM (DakTOM, UYTO MBI U JApYyrue
UCCIIeIOBaTeNId HAOIOaeM TIOBBIIICHHYIO SKCIIPECCHIO PETPOTPAHCIIO30HOB cmycTst 24-48
yacoB mocie crtpecca (Cappucci et al., 2019; Sousa-Victor et al., 2017). Taxxe Biuser u
W3MEHEHHME SKCIIPECCUHM U TpolieccuHra TpaHckpunToB kiactepoB PIPHK. CormacHo Hammim
pe3ynbTaTaM OONBIIMHCTBO CAWTOB CBSA3BIBAHUS B PETYISITOPHBIX 0OJIACTSIX PETPOTPAHCIIO30HOB
npeaHasHaueHo aJs cBs3biBaHus T B smunmkax umaro nubo B [IHC nuuumHKH, B 3THUX XKe
Tkausx kinactepbl PIPHK skcnipeccupyrotces Hanbosiee BBICOKO, M B 3TUX JKE TKAHIX MPOUCXOIUT
HaunoOoubiiee noxasnenue JIKII-perporpancno3onos. Takum o0pa3oM peTpOTPaHCIIO30HBI — 3TO
MIOJIHOIIEHHBIE CHUMOHMOHTBI JYKapHMOTHYECKOTO0 TI'€HOMa, SKCIAHCHsSI KOTOPBIX CHEP>KUBACTCA
BPOXXKIEHHBIM NMMYHHTETOM 3yKanOTHYECKOW KieTku — cuctemoit PIPHK-unTepdepennnm kak

BO BpeMs SMOPHUOHAIBLHOTO Pa3BUTHS, TaK U B MIPOLIECCE PEreHEepaltu.

6. 3AKVIIOYEHHUE

Perynsuust peTpoTpaHCIIO30HOB SIBISETCS. MHOTO(AKTOPHBIM BOIPOCOM, U MOXET
3aBUCETh KaK OT BHEIIHMX, TAK U OT BHYTPEHHMX YCIOBUH. J[0 CHMX IOp MHOIME TOHKOCTH
PEryssiiu MOOMIBHBIX 3JIEMEHTOB OCTAIOTCS HESICHBIMH, OCOOCHHO 3TO KacaeTcs aKTMBHOCTH
PETPOTPAHCIIO30HOB B COMATHYECKMX TKaHAX. B nmaHHON paboTe MBI MCCIeNOBald BIUSHHE

TCHOMHOT'0 ¥ a0MOTHYECKOT'0 CTPECCOB Ha IKCIIPECCHIo peTpoTpaHcno3onoB y D. melanogaster.

Myramuu reHa rhin0 npuBoAAT K HapPYIICHUIO KOHTPOJIS dKcnpeccuu kinactepo PIPHK,
a TaKkKe PEeTPOTPAHCIO30HOB B SMYHHKAX W COMATUYECKUX TKAHAX. YUUTHIBas, YTO TeH CUt,
KoMITIOHEeHT Komiuiekca RDC, oTBeyaromiero 3a TPaHCKPHIIIMIO U CIUIAHCHHT JIBYIICTIOYEYHBIX
KJIaCTEPOB, SKCIPECCUPYETCSl HE BO BCEX TKAHIX, BEPOATHO, B COMATHUYECKMX TKaHsx rhino

paboTaeT Mo KaKkoOMy-TO U3MEHEHHOMY MEXaHHU3MY.

Mpbl nokasanu, 4To Peryisius HEKOTOPHIX PETPOTPAHCIIO30HOB, a TAKXKE IKCIPECCHs
kiactepoB PIPHK HaxoauTcs mox KOHTpolieM TeHa Piwl 3a mpeneliaMu SUYHUKOB, €ro
OCHOBHOTO MecTa paborbl. OmHako Juiss OOJIBIIMHCTBA PETPOTPAHCIIO30HOB, BEPOSITHO, B
COMATHYECKUX TKAHSIX XapaKTepHA PETyISALUs JPYTHMHU MyTSIMH — HEKOTOPBIMU KOMIIOHEHTaMU

nyru PIPHK-untepdepenunn u SiPHK-untepdepenimu. Tak ke Mbl OOHapyKWIM, 4TO Yy
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MHOTHUX PETPOTPAHCIIO30HOB €CTh TKaHECTCHU(PUUHAS IKCIPECCHs, KOTOpas HE OOBSICHIETCS
MOJIOKEHUEM MX KOIUK B TEHOME, YTO JAET HaM BO3MOKHOCTH IPEANOJararh HaJlMuyue CaiToB

CBA3bIBaAHUA TKaHeCHeI_II/Iq)I/I‘IHBIX TPAHCKPHUIIITUOHHBIX (1)aKTOpOB.

Jluaua SS He oTiaMyaeTcs OT JMHUM AMKOTO TUMA HU marTepHoM skcrpeccun JKII-
PETPOTPAHCIIO30HOB B TKAHAX, HU UX DKCIIPECCUEN B OTBET HA OKUCIIMTEIBHBIN CTPECC, OJHAKO
XapaKTepU3yeTcsl HapyIIEHHEM IPOLECCHHra TPAHCKPUIITOB OOOMX THUIOB KJIACTEPOB, YTO

KOppEJUpYEeT ¢ HaTu4YreM NoBbIlIeHHOU skcnpeccun LINE B comaTnueckux TkaHsx.

Taxoke Mbl OOHAPYKWJIM, YTO E€IMHCTBEHHBIE TPAHCKPHUIIIIMOHHBIE (DAKTOPBI, KOTOPHIE
JKCIPECCUPYIOTCA BO BCEX MCCIEAYEMBIX TKaHAX, CalThl KOTOpPBIX IIPEACKa3aHbl B
PEryIasATOpPHBIX  O0NAaCTAX HCCIENYyEeMbIX pPETPOTPAHCIO30HOB, sBisitorcss TXd  panHero
SMOPHOHAIBHOTO Pa3BUTHS U, COOTBETCTBEHHO, MMPUHAUIEKAT ITyTAM OTBETA HA OKUCIUTEIbHBIN
U TemoBOM cTpecchl. llpm 3TOM HaM HE yAanoch OOBSCHUTH pasHHUIy B OSKCIIPECCUU
PETPOTPAHCIIO30HOB OTBET HA MCIOJb3YEMbIE CTPECCOBBIE BO3JEHCTBUS HM KOJIMYECTBOM HX
KOIUI B HaIIMX JIMHUSX, HU TOJIOKEHUEM ITUX KONl B reHome. Cam NoJaxoJ HOPMHUPOBaHUS
HKCIPECCUN PETPOTPAHCIIO30HA HA KOJIMYECTBO KOIMUH OKa3bIBAETCS HELEIeCOOOpa3HbIM, Tak
KaK pa3Hble KOIHUU PETPOTPAHCIO30HOB MOI'YT 3KCIPECCUPOBATHCS C pa3HOM cuiioi. Takxke B
OKCIPECCHM KJIACTEpPOB BO BpeMs U TIOCIE cTpecca HAOMoAaloTcs OOIIMe TEHACHIUH K
M3MEHEHHIO JKCTpeccud. B CBS3M ¢ 3TUM akTHBalMs MOOWIBHBIX 3JIEMEHTOB B OTBET Ha
CTPECCOBOE BO3JICHCTBUE 3aBUCUT MPEUMYLIECTBEHHO OT OPraHM3alMM MX PEryJIATOPHBIX
obuacteil ¥ nporeccuHra TpaHcKpunToB kiactepoB cucrembl PIPHK. [oBbimenHas sxcrpeccus
PETPOTPAHCIIO30HOB BO BpeMsl CTpecca W BO BpeMsi AMOPHOHAIBHOTO Pa3BUTHA OpraHU3Ma
MOKET UMETh OJHY U Ty K€ NPUYMHY — AKTUBHOE JEJIEHUE KJIETOK, TaK KaK MX 3KCIPECCHs
nocne crpecca Koppenupyer B pabotoit PIWI, a Takxke mnpucyrctBueM B peryssITOPHBIX
001acTAX TaKUX CAWTOB CBSA3BIBAHMSA TPAHCKPUIIMOHHBIX (PAKTOPOB, KOTOpHIE PabOTAIOT B
anyHukax umaro u IIHC nuuuHKM, TO€ 3TH PETPOTPAHCIO30HBI U IMOJABIAIOTCA CHUCTEMOM

piPHK-unTepdepenum.

Takum 00pa3oM, MblI IMOKa3aJd, YTO OTACIbHbIC KOMIOHEHTHI crctemMbl PIPHK pabotator
HE TOJILKO B SMYHHMKAX, HO W BBINOJHSIOT CBOM (YHKIHMHU 3a TpelesiaMd TOHaA, U OTO
HEOOXOJMMO JIIsi TPOLIECCHHra TpaHCKpunToB kiactepoB PIPHK, a Ttakke perymsuun
MOOWJIBHBIX  JJIEMEHTOB. TkaHecmenmupuyHas W CTpecC-UHAYIHUpyeMas  OKCIPECCHs

PETPOTPAHCIIO30HOB UMEIOT €IUHBIE MEXaHU3MBL.
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7. BBIBO/bI

1. ®enotun flamenco B muaMK SS xapakTepu3yeTcsi HAPYIICHHEM MPOIIECCHHTa OJIHO- U
aByuenoyeunbix kimacrepoB PIPHK, d9ro He npUBOIUT K JAEpenpeccHd TpPaHCKPUIILUH
pPETPOTPAHCIIO30HOB B TKAHSAX SMYHUKOB, HO MOXET SBISTHCS TNPUYUHON JEperpeccuu
TPAaHCKPUIIIIMU  OTICIBHBIX PETPOTPAHCIIO30HOB B COMATHYECKUX TKaHsIX. HapymieHue
npoueccunra PIPHK kmacrepa flamenco He mnpuBoguT K  yBENIMYEHHIO KOJIMYECTBA

coorBeTcTBYtomIei PIPHK.

2. Or ¢ynknuu reHa rhin0 3aBHCHUT SKCHpeccus OTAEIBHBIX PETPOTPAHCIIO30HOB 3a
npejeaMi TOHAJ, a TaKKe IMPOIECCHHI TPAHCKPUNTOB OJHOIIENOYeyHoro kiacrepa PIPHK

flamenco B TkaHAX SUYHUKOB.

3. T'en piwi ompeznensier ypoBeHb JKCIPECCHH PETPOTPAHCIIO30HOB B COMATHUECKHX
TKaHSX, a TaKXkKe BIUSAET Ha MPOIECCHHI TPAHCKPUITOB ABYIENIOYEYHOTO Kiactepa 42AB B

COMATHUYCCKHUX TKAaHAX.

4. OKMCIUTENbHBI U XPOHUYECKUH TEIJIOBOM CTPECC CONPOBOXKIAETCS M3MEHEHHEM
skcnpeccun JIKII-perporpancnozonoB. Crpecc-unayuupyemoe usmeHenue skcrpeccun JKII-

PETPOTPAHCIIO30HOB CBS3aHO C HAapyILICHUEM IpoliecchHra kiactepos PIPHK-unTepdepennnu.

5. Dkcnpeccust OOJBIIMHCTBA KOIMHUM PETPOTPAHCIIO30HOB PEryIUpPYeTCs HE3aBUCHUMO OT

HUX T€eHOMHOH JTOKaJIN3alyH.

6. TpanckpunioHHsle (AKTOPhl MOTYT BHOCHTH 3HAUUMBIH BKJaJ B PETYISIHIO
9KCIIPECCUN PETPOTPAHCIIO30HOB KAK B TEHEPATUBHBIX, TAK U B COMaTUUECKUX TKaHAX. OQHON u3
npuunH noBelieHuss skcnpeccun  JKII-peTtpoTpaHcno3oHOB BO BpeMmsi cTpecca M HMX
TKaHECTIEUU(UYHON SKCIPECCUH SABJSETCS HAJMYUME B UX PETYIATOPHBIX OO0JACTAX CaHTOB

CBSI3bIBAHUS CTPECC-UHIYLIUPYEMBIX U TKaHECTIEHM(UUHBIX TPAHCKPUIIIMOHHBIX (DaKTOPOB.
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IMTPUJIOXXKEHMA
[Tpunoxenue 1. [lepBuunsie nanubie konunvecTBeHHou I[P

K pucynky 13
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aTub84D EloB RpL40 copia gypsy roo Tirant TART-A | TART-C
1 19.36 21.37 17.29 22.14 30.59 25.67 24.61 27.55 22.99
2 18.59 20.37 16.64 21.33 29.59 24.80 23.79 26.68 22.59
3 18.58 20.57 16.57 23.46 29.02 23.93 22.66 25.55 21.72
SS SIMYHUKH

4 20.06 22.22 17.85 26.3 31.52 26.52 24.61 28.38 2457
5 19.11 21.10 17.19 22.42 29.61 25.38 24.89 26.64 22.76
6 18.69 20.85 16.89 22.55 20.52 24.68 23.93 26.64 22.59
1 19.7 21.56 17.83 21.49 30.8 25.57 25.45 28.18 26.46
19.11 20.96 17.46 20.7 29.9 24.9 21.71 28.36 25.1
3 19.67 21.67 17.93 22.02 31.89 26.27 22.59 29.32 27.11

Canton-S suuHuKH
4 18.73 20.56 17.28 20.43 29.98 24.56 23.55 28.6 25.46
5 19.2 20.96 17.58 20.01 31.77 26.04 22.77 29.04 26.63
6 19.9 21.83 18.16 21.95 32.15 26.77 23 30.6 27.78
1 22.06 235 19.54 20.74 32.08 20.26 26.86 28.23 24.28
2 222 23.7 19.58 21.65 31.62 22.04 27.75 29.11 25.3
3 22.33 23.26 19.63 21.47 32.87 22.85 27.65 27.93 24.71

SS kopmyc
4 22.33 23.91 19.77 20.76 26.59 22.52 27.47 28.59 24.55
5 20.91 22.7 18.57 20.5 27.76 22.77 26.17 28.15 23.79
6 2151 22.57 18.82 19.97 30.55 22.59 26.8 26.76 23.49
1 20.59 21.98 18.59 18.75 30.58 21.69 25.84 27.87 25.11
20.89 22.21 18.87 19.34 31.69 21.89 26.65 29.62 24.78
Canton-S kopmyc 3 21.53 22.53 18.81 19.56 28.37 22.72 25.93 304 26.02
4 22.29 23.33 19.72 21.53 33.16 23.53 27.97 28.57 27.05
5 20.94 21.94 18.61 19.52 31.58 22.03 24.9 27.01 26.04
1 21.80 23.47 19.11 22.66 31.62 25.75 27.05 23.85 23.07
2 20.48 21.68 18.25 20.74 29.29 23.65 25.01 21.85 21.05
3 20.75 22.56 18.68 21.65 29.77 24.28 25.60 22.04 21.54
SS ronosa
4 21.47 23.36 19.09 21.99 29.49 25.16 26.48 22.71 22.69
5 21.35 23.37 19.07 22.57 30.51 25.55 26.99 23.12 23.29
6 21.88 23.73 19.62 23.43 31.21 26.38 27.63 241 23.62
1 20.6 21.93 18.29 19.92 30.44 23.57 25.55 27.82 24.81
2 22.42 23.96 18.98 21.79 32.36 25.72 26.98 29.6 27.45
3 21.69 22.83 18.98 2151 31.69 24.72 26.22 27.97 26.14
Canton-S ronosa

4 21.55 22.97 18.97 21.14 31.35 24.58 26.13 28.84 25.48
5 21.59 22.7 18.8 21.57 31.66 24.77 26.6 27.86 26.58
21.54 22.52 18.65 20.92 30.84 23.86 255 27.57 25.19
1 20.45 22.82 18.82 22.28 30.22 28.27 28.86 25.77 22.86
2 20.49 25.7 20.65 24.18 31.81 29.67 30.51 27.95 24.86
3 22.66 25.15 204 23.76 32.17 29.86 30.13 27.93 24.41

SS HC nuyuHKA
4 19.77 26.05 21.76 24.72 33.07 30.56 30.62 34.72 24.81
5 21.26 25.09 20.51 24.62 32.72 29.75 29.94 29.97 24.21
6 19.67 25.07 20.9 27.9 31.03 29.56 29.56 29.6 23.34
1 19.59 23.82 20.06 22.17 32.78 31.04 28.61 27.75 27.49

Canton-S THC nu4nHKK

2 22.02 23.81 19.13 20.73 31.83 29.26 27.06 26.65 25.86
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3 22.03 2751 20.73 2453 3531 32.63 30.03 28.48 29.44
4 22.72 23.11 18.84 20.87 30.61 28.11 26.53 245 2511
5 22 25 20.06 225 31.96 29.98 28.46 27.7 26.79
6 22.04 25.08 18.82 20.46 31.74 28.13 26.94 23.98 25.44
aTub84D EloB RpL40 TART-B Het-A blood
1 19.37 216 17.66 26.05 2558 23.58
2 18.61 19.93 17.06 24.95 23.78 23.48
SS smuHUKH 3 20.33 21.68 18.31 28.27 26.96 25.24
4 19.56 19.89 17.13 25.77 2458 23.13
5 19.13 20.46 17.44 25.45 25.23 23.7
1 19.57 20.96 17.89 30.93 26.59 22.38
2 18.9 20.62 17.72 29.94 24.56 21.83
3 19.97 21.58 18.43 31.57 27.04 2291
Canton-S smyauKH
4 19.54 2091 17.95 30.25 26.48 22.48
5 19.64 20.99 17.95 30.53 26.21 22.15
6 19.49 2051 17.8 30.62 25.66 22.03
1 23.17 23.58 19.96 27.73 22.03 23.83
2 21.96 22.78 18.79 26.58 24.82 22.44
SS kopmyc
3 21.34 22.16 18.21 2558 24.38 22.18
4 20.53 20.81 17.98 2461 2341 21.17
1 21.54 22.07 18.93 304 25.08 20.79
2 21.64 21.7 18.71 30 24.05 20.59
3 20.68 21.58 18.73 30.52 24.82 20.98
Canton-S koprmyc
4 21.05 21.66 18.5 29.92 24.39 20.48
5 21.78 2252 19.46 30.59 24.66 21.08
6 22.35 23.15 19.67 31.48 23.34 21.89
1 20 20.72 17.82 2293 20.98 20.21
2 17.79 22.25 18.68 26.05 23.47 23.42
3 22.18 2291 18.95 26.65 248 25.62
SS ronosa
4 21.46 22.57 18.54 257 23.86 23.59
5 20.25 20.88 17.76 23.47 227 20.6
6 20.72 21.58 18.29 24.45 22.06 20.87
1 21.11 21.68 18.49 289 22.05 19.62
20.83 21.42 18.53 28.86 2151 N/A
3 21.04 21.52 18.61 28.6 22.66 19.71
Canton-S ronosa
4 21.63 21.87 18.69 29.12 2243 19.65
5 20.27 21.02 18.05 28.26 22.07 19.77
6 19.95 20.73 17.89 27.67 20.82 19.18
1 18.65 21.62 17.17 22.42 20.17 21.15
SS THC nuuuHku 2 18.6 21.05 17.53 22.42 20.45 20.89
3 18.7 216 18 22.89 20.65 2141
1 23.85 2341 18.81 29.37 23.84 21.78
Canton-S THC nuuuHkn 19.26 22.02 18.41 26.99 21.8 21.02
3 20.22 23.34 18.98 27.87 231 21.63
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‘ 4 ‘ 24.79 ‘ 27.6 ‘ 21.05 ‘ 32.32 ‘ 30.13 ‘ 28.34 ‘ ‘ ‘
K pucynky 14
aTub84D EloB RpL40 agypsy Tirant roo copia TART-C
1 18.52 20.76 17.29 29.54 23.92 24.27 21.55 24.15
2 18.48 20.56 16.78 29.62 23.67 24.05 21.69 24.13
3 18.67 21.01 17.34 30.10 24.47 24.94 22.05 24.81
032 anuHnkm
4 18.47 20.80 17.33 28.92 24.70 25.54 21.31 24.85
5 19.12 21.56 17.85 30.61 25.10 25.33 23.05 25.57
6 16.75 20.92 16.59 30.06 24.84 25.48 21.68 25.53
1 22.46 23.71 19.63 27.89 26.47 21.44 20.52 26.48
2 20.9 22.35 18.67 28.16 24.57 22.51 19.54 25.48
132 kopnyc 3 21.95 22.97 19.55 29.14 26.02 21.23 20.08 26.39
4 21.56 22.67 18.7 28.26 25.28 21.89 19.53 25.04
5 22.1 22.75 19.2 28.67 25.67 21.74 19.74 25.62
1 20.83 22.60 18.70 27.21 25.81 24.39 20.2 24.46
2 20.87 22.48 18.58 26.86 25.75 23.67 19.81 23.64
3 22.58 24.90 19.68 29.47 27.88 25.81 21.92 26.47
032 ronosa
4 19.11 21.85 18.3 27.61 24.86 22.69 19.19 24.3
5 18.88 21.36 17.81 26.1 24.73 23.44 18.61 23.01
6 19.98 23.12 18.89 28.52 26.94 24.17 20.56 24.97
K pucynky 15
Tub84b EloB RpL40 flam_sp flam_unsp 42AB_sp 42AB_unsp

1 21.64 24.74 18.75 29.82 29.14 33.37 29.14

2 20.94 23.68 18.46 28.72 28.69 32.02 28.69

[y 3 20.79 23.6 17.78 28.14 28.26 31.58 28.26

4 22.64 26.04 19.8 30.44 30.21 35.74 30.21

21.58 24.56 19.16 28.57 28.75 31.94 28.75

21.45 24.21 18.71 28.79 29.28 32.78 29.28

1 20.64 22.49 19.28 34.66 29.12 32.04 29.67

2 20.39 22.26 19.08 N/A 28.72 33.03 29.63

Canton-S s 3 20.99 22.76 19.64 39 29.34 33.28 29.9

4 20.3 21.81 19.11 35.25 28.61 31.59 29.18

5 20.57 22.39 19.73 38.02 29.2 33.58 30.83

6 21.07 22.89 19.65 N/A 29.48 37.35 31.25

1 21.08 22.14 18.42 31.65 32.7 28.99 31.01

2 21.37 22.59 18.55 32.64 32.62 29.61 31.91

SS xopryc 3 20.99 21.86 18.41 35.25 35.02 29.3 31.14

4 20.96 22.17 18.54 36.07 36.1 29.77 31.68

20.33 22.17 17.87 29.59 29.65 29.34 29.64

6 20.66 21.66 18.05 32.72 34.93 28.2 35.91
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1 20.86 2245 | 18.88 N/A 36.26 29.57 31.01
2 20.96 22.86 | 18.98 37.07 37.23 28.27 3051
Canton-S xopye 3 21.69 2289 | 1923 N/A 30.8 29.02 29.54
4 22.48 2563 | 19.87 N/A N/A 29.32 3155
5 2234 215 19.05 37.15 36.95 28.49 37.01
6 21.13 2216 | 1871 N/A 31.17 28.65 30.64
1 22.07 23.95 19.2 36.63 0 29.82 32.95
2 21.16 2256 | 1856 36.73 36.81 29.08 3145
SS ronona 3 21.11 2295 | 18.63 36.69 0 29.42 3117
4 2171 24.43 19.6 36.99 36.37 28.76 32.08
5 2158 2358 | 18.85 36.61 0 29.07 3217
6 22.43 2485 | 1974 34.68 35.38 30.29 31.44
1 20.11 2173 | 17.78 39 36.09 26.98 29.45
2 21.76 2361 | 1852 31.85 34.99 27.97 30.2
Canton-S roxosa 3 21.08 2271 20.55 28.52 37.27 274 29.79
4 21.14 2271 | 18.82 N/A 3553 27.78 30.67
5 2212 23.56 19.6 37.49 37.02 28.66 32.93
1 20.45 2282 | 18.82 29.81 3154 27.85 29.63
2 20.49 25.7 20.65 32.46 34.81 30.04 31.96
T— 3 22.66 25.15 204 319 34.75 29.53 321
4 19.77 2605 | 2176 32.62 35.73 31.29 31.04
5 21.26 2509 | 2051 3251 3361 29.73 31.06
6 19.67 25.07 20.9 30.84 3281 30.35 3147
1 19.59 23.82 | 20.06 N/A 32.02 28.12 29.74
2 22.02 2381 | 19.13 39 30.67 27.39 28.45
Canton-S L{HC s 3 22.03 2751 | 2073 N/A 33.28 30.14 3173
4 22.72 2311 | 18.84 3791 31.49 27.49 28.6
5 22 25 20.06 N/A 31.88 30.08 29.79
6 22.04 2508 | 18.82 39 31.16 28.45 28.69
«Tub84D EloB | RpL40 8C1 38C2 204
1 19.37 21.6 17.66 30.59 30.86 25.56
2 18.61 1993 | 17.06 27.84 30.6 23.13
SS s HyKH 3 20.33 2168 | 1831 34.82 32.49 26.17
4 19.56 19.89 | 17.13 29.05 30.33 24
5 19.13 2046 | 17.44 30.26 30.71 24.66
1 19.57 2096 | 17.89 29.09 3111 29.09
2 18.9 2062 | 17.72 28.87 30.88 28.87
Canton-S s 3 19.97 2158 | 18.43 30.27 3153 30.27
4 19.54 2091 | 17.95 29.89 321 29.89
5 19.64 2099 | 17.95 29.9 31.63 29.9
6 19.49 2051 17.8 28.7 31.23 28.7
1 23.17 2358 | 19.96 34.59 37.17 275
SS opmye 2 21.96 22.78 18.79 36.98 36.29 26.53
3 21.34 2216 | 1821 34.66 34.73 25.64
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4 20.53 20.81 17.98 30.53 32.59 25.42
1 21.54 22.07 18.93 32.54 35.99 32.54
2 21.64 21.7 18.71 33.32 34.99 33.32
Canton-S xopryc 3 20.68 21.58 18.73 30.55 32.73 30.55
4 21.05 21.66 18.5 3291 34.96 3291
5 21.78 22.52 19.46 32.79 37.63 32.79
6 22.35 23.15 19.67 35.05 N/A 35.05
1 20 20.72 17.82 29.34 30.64 24.97
2 17.79 22.25 18.68 34.96 35.55 26.74
SS rososa 3 22.18 2291 18.95 3791 37.46 27.85
4 21.46 22.57 18.54 35.13 32.56 26.56
5 20.25 20.88 17.76 29.75 30.31 25
6 20.72 21.58 18.29 31.59 31.1 25.26
1 21.11 21.68 18.49 31.02 32.09 31.02
2 20.83 21.42 18.53 29.86 31.65 29.86
Canton-S ronosa 3 21.04 21.52 18.61 31.06 31.57 31.06
4 21.63 21.87 18.69 31.16 31.86 31.16
5 20.27 21.02 18.05 29.57 32.26 29.57
6 19.95 20.73 17.89 29.1 30.52 29.1
1 18.65 21.62 17.17 29.07 30.29 30.2
S5 IHC mrqumi 2 18.6 2105 | 1753 28.87 31.07 29.91
3 18.7 21.6 18 28.26 29.65 30.51
1 23.85 2341 18.81 31.23 32.25 31.23
Canton-S LIHC smaumxu 2 19.26 22.02 18.41 29.27 N/A 29.27
3 20.22 23.34 18.98 30.87 32.08 30.87
4 24.79 27.6 21.05 30.32 N/A 30.32
K pucynky 16
aTub84D EloB RpL40 flam_sp flam_unsp 42AB_sp 42AB_unsp
1 20.83 235 18.71 37.25 28.52 31.81 29.68
2 213 23.63 18.22 39 28.16 31.84 29.47
3 20.97 24.09 18.81 35.95 28.95 30.79 30.55
032 anuHnkm
4 21.29 23.81 19.17 33.98 28.93 32.54 30.47
5 219 24.49 19.99 32.79 29.62 32.61 31.96
6 21.35 22.92 18.72 N/A 29.36 26.5 31.15
K pucynky 17
oTub84D | EloB | RpL40 | cuff BoYb caz zuc vasa | armi aub | AGO3 | piwi
20.64 2249 | 19.28 | 29.12 | 26.73 | 26.39 | 26.95 | 24.15 | 24.02 | 244 23.3 2291
20.39 22.26 | 19.08 | 28.69 | 26.65 | 25.55 | 26.49 | 24.33 | 2449 | 23.95 | 22.66 | 22.03
SIMYHUKH 20.99 22.76 | 19.64 | 29.39 | 27.13 | 25.86 | 26.95 | 26.03 | 24.68 25 23.49 | 22.95
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4 20.3 21.81 | 19.11 | 28.62 | 26.19 | 26.29 | 25.8 | 23.54 | 23.53 | 23.48 | 2247 | 2155
5 20.57 22.39 | 19.73 | 28.77 | 26.68 | 25.81 | 28.97 | 25.67 | 24.06 | 24.32 | 22.86 | 22.28
6 21.07 22.89 | 19.65 | 29.67 | 275 26.19 | 27.02 | 26.03 | 25.04 | 25.07 | 23.57 | 23.16
1 20.94 22.11 | 18.67 | 31.89 | 29.74 | 2468 | 29.8 | 27.14 | 26.64 | 27.42 | 25.83 | 25.61
2 23.89 22.08 | 18.62 32.8 31.04 | 24.66 | 3094 | 28,57 | 27.72 | 28.81 | 27.87 | 27.25
3 21.99 2445 | 1959 | 3531 | 30.14 | 25.15 | 31.17 | 28.24 | 28.62 | 28.96 | 27.56 27.9
4 22.03 23.77 | 19.01 | 35.36 | 36.53 | 26.47 39 32.76 | 32.18 | 34.82 | 30.89 | 32.96
23.2 25.33 | 19.87 | 37.27 | 3047 | 275 39 32.67 | 33.25 | 36.84 | 3161 315
KOpIyC 20.99 22.5 20.58 | 3246 | 32.8 2499 | 328 | 30.54 | 27.64 | 29.58 | 28.57 28.2
1 21.32 22.34 | 18.62 N/A 3352 | 255 | 36.18 | 34.61 | 27.96 | 34.95 N/A 31.87
2 21.29 22.46 | 1856 | 3571 | 3498 | 2547 | 3299 | 3333 | 28.1 | 31.36 | 3159 | 3247
3 21.95 23.05 | 18.76 N/A 38.15 | 25,57 | 34.96 | 36.54 | 30.67 | 30.61 | 30.29 | 36.82
4 24.14 24.01 | 19.63 N/A 35.73 | 26.23 | 34.86 | 36.14 | 31.93 | 36.57 | 32.19 N/A
5 21.72 2257 | 19.36 | 37.99 N/A 25.65 | 37.03 | 34.74 | 29.36 | 35.25 | 32.72 | 30.52
6 20.58 2171 | 18.62 | 37.84 | 36.33 | 2497 | 37.18 | 3542 | 2759 | 31.6 30.03 | 3151
roJIoBa 7 21.17 22.23 | 18.84 | 35.69 N/A 26.19 | 35.31 | N/A | 2842 | 35.92 | 29.96 | 33.19
1 19.77 2299 | 18.65 | 3144 | 32.76 | 2253 | 28.86 | 32.7 | 25.82 | 32.87 | 28.62 | 31.86
19.78 2295 | 18.53 30.7 3248 | 22.7 | 28.84 | 328 | 31.93 | 31.01 | 28.74 31.8
22.98 27.35 | 20.72 | 35.28 | 36.67 | 24.88 | 32.48 | 36.59 | 26.04 | N/A 35.6 N/A
4 19.09 2192 | 18.28 | 30.15 | 31.39 | 21.89 | 2847 | 3147 | 2534 | 30.83 | 28.48 | 3042
5 20.16 23.22 | 18.83 315 34.65 | 2263 | 29.6 | 31.88 | 26.48 | 32.36 | 28.72 | 32.64
smynHky ITHC | 6 19.06 21.88 | 1796 | 30.05 | 3246 | 21.77 | 29.53 | 31.94 | 25.14 | 30.02 27.3 30.61
oTub84D | EloB | RpL40 | vret | Hen-1 | nxf2 Nxf3 | mael | moon
1 19.57 20.96 | 17.89 | 23.81 | 24.05 | 2496 | 2147 | 21.99 | 25,53
2 18.9 20.62 | 17.72 | 2355 | 23.84 | 2445 | 21.27 | 21.67 | 25.03
3 19.97 2158 | 18.43 | 2452 | 2466 | 25.67 | 22.21 | 22.61 | 25.78
4 19.54 2091 | 1795 | 23.91 | 24.03 25 2152 | 21.95 | 2544
5 19.64 20.99 | 1795 | 24.06 | 24.34 | 25.15 | 21.65 | 22.09 | 25.61
SIMYHUKH 6 19.49 20.51 17.8 23.5 23.78 | 2454 | 21.11 | 21.75 | 249
1 21.54 22.07 | 18.93 | 28.43 | 26.88 | 29.71 | 24.34 | 27.07 | 30.58
2 21.64 21.7 18.71 30.9 26.8 32 24.09 | 28.95 | 32.72
3 20.68 2158 | 18.73 | 2595 | 2558 | 26.7 | 23.04 | 244 | 28.12
4 21.05 21.66 18.5 28.63 | 26.74 | 29.39 | 24.32 | 26.73 | 30.04
5 21.78 2252 | 19.46 | 29.56 | 27.29 | 31.12 | 24.64 | 28.53 | 30.83
KOpIyC 6 22.35 23.15 | 19.67 | 3049 | 2841 | 3155 | 25.79 | 28.46 | 31.93
1 21.11 21.68 | 18.49 | 3196 | 27.28 | 32.95 | 2449 | 29.26 | 34.8
2 20.83 2142 | 1853 | 3052 | 27.01 | 32.01 | 23.95 | 29.85 | 32.45
3 21.04 2152 | 18.61 | 31.29 | 26.94 | 31.74 | 24.16 | 29.14 | 32.79
4 21.63 21.87 | 18.69 | 33.03 | 27.26 | 33.09 | 24.94 | 29.49 | 32.66
5 20.27 21.02 | 18.05 | 31.68 | 26.23 | 31.59 | 23.55 | 28.53 | 30.8
roJIoBa 6 19.95 20.73 | 17.89 | 2991 | 2568 | 31.1 | 23.11 | 28.25 | 31.49
1 23.85 23.41 | 18.81 | 28.06 | 27.91 | 28.73 | 25.85 | 29.91 | 34.85
2 19.26 22.02 | 1841 | 26.72 | 26.3 27.12 | 24.08 | 28.39 | 33.29
IHC nmuuuseku | 3 20.22 23.34 | 1898 | 2764 | 2794 | 27.85 | 2542 | 29.51 | 35.22
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‘ 4 ‘ 24.79 ‘ 27.6 ‘ 21.05 ‘ 35.72 ‘ 36.91 ‘ 32.13 ‘ 3059 ‘ 33.36 ‘ 36.85 ‘

K pucynkam 18, 19, 20

aTub8 flam_s | flam_u | 42AB_ | 42AB_
4D EloB RpL40 rhino p nsp sp unsp 38C1 38C2 20A
1 20.92 2141 17.78 29.2 39 37.13 26.56 29.4 29.42 31.61 27.04
2 21.09 20.6 17.74 30.81 37.86 36.41 26.09 29.01 29.95 31.32 27.91
3 20.3 20.4 17.58 27.91 32.63 35.41 26.09 28.65 29.23 30.58 27.4
4 22.13 22.78 19.09 37.31 37.29 27.95 30.46 28.63 32.12 28.2
5 21.07 20.89 18.31 29.46 25.51 27.8 27.11 29.63 26.72
6 21.57 22.09 18.85 30.97 37.78 39 28.92 27.07 28.87 30.46 28.43
rhino x
tubP- 7 22.5 23.93 19.58 31.43 27.55 29.52 27.57 31.55 28.26
Gal4 1
ronopa | (TIOBT.
OT*) 21.59 21.91 18.49
2
(ToBT.
OT*) 22.86 23.22 19.22
3
(moBT.
OT*) 20.92 21.01 17.87
4
(moBT.
0T*) 23 235 | 1953 | 30.02
1 22.16 22.52 19 29.79 N/A 37.78 30.05 31.79 33.21 33.36 28.87
2 21.15 21.7 18.61 27.99 37.71 36.86 28.76 30.69 29.6 30.28 27.21
1
(moBT.
OT*) 22.45 23.02 19.25
2
w[111 | (mosT.
8]x | OT* | 2146 | 2242 | 1875
tubP-
Gala 3 20.55 215 18.4 29.54 26.75 29.65 27.09 29.18 26.47
rofosa 2203 | 2261 | 1962 | 26.83 2847 | 2935 | 2996 | 3152 | 27.96
5 24.32 25.57 20.73 30.87 30.35 30.93 35.24 32.4 29.11
6 24.6 25.7 20.34 31.76 30.64 33.01 33.27 32.35 30.65
7 24.27 27.95 22.28 31.98 31.88 32.75 35.36 36.39 30.92
8 25.55 28.61 23.11 35.5 32.93 34.61 33.37 N/A 31.57
1 19.29 20.49 16.98 23.66 27.12 28.89 26.82 26.59 28.57 28.83 24.64
2 19.64 20.4 17.71 23.74 27.47 28.65 27.56 27.19 29 29.71 24.87
3 19.18 20.98 16.85 23.82 26.81 28.67 26.9 26.41 28.5 28.52 24.54
4 19.4 20.62 17.17 24.09 27.1 29.11 27.48 26.88 28.87 28.9 25.17
5 20.13 21.54 17.7 24.45 27.53 29.31 28.06 27.51 29.12 29.23 25.78
rhino x 6 19.55 20.7 17.55 23.66 28.08 30.29 28.6 28.5 30.13 30.19 25.89
tégllil- 7 20.5 21.69 18.5 29.95 30.69 29.39 29.03 30.02 31.73 26.86
SSTHYHU .
(ToBT.
A OT® | 2024 | 2162 | 17.78
2
(moBT.
OT*) 20.21 21.42 18.15
3
(moBT.
OT*) 20.39 21.83 17.97
4
(moBT.
OT%*) 20.6 21.74 18.29
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(moBT.
OT*) 20.16 21.66 17.57
6
(moBT.
OT*) 19.85 20.92 17.35
7
(ToBT.
OT*) 19.98 21.04 18.06 23.99
8 20 21.37 18.03 24.49 2751 28.69 27.39 2753 28.8 29.85 25.48
9 20.23 21.64 18 2451 27.63 29.09 27.47 27.46 29.28 29.72 25.63
10 20.22 21.64 17.92 24.59 28.45 29.11 27.53 27.73 29.68 30.14 26
11 20.52 21.65 18.41 24.66 28.32 29.77 27.75 27.62 30.06 30.52 26.53
12 24.83 26.65 21.19 29.31 315 32.78 31.35 29.97 31.24 32.69 29.8
1 22.02 22.53 19.67 28.84 345 35.49 27.69 29.63 31.91 34.55 28.54
2 21.6 21.14 18.59 29.73 38.35 37.45 25.8 28.55 28.7 33.45 27.38
3 23.6 23.04 19.65 31.68 N/A 38.23 27.03 28.63 30.13 355 29.13
4 21.92 21.8 18.65 30.51 36.38 37.69 27.15 29.61 30.57 33.29 28.46
5 22.7 22.67 19.43 3191 N/A 37.86 27.58 29.04 3151 34.53 28.85
6 22.05 22.67 18.9 27.22 32.45 35.06 27.71 29.06 30.51 35.03 28.47
7 21.23 21.7 18.8 N/A 36.56 26.96 28.82 2841 32.17 29.09
1
(moBT.
OT*) 22.82 23.59 19.66
2
(moBT.
OT*) 22.65 2241 19.42
3
(ToBT.
rhinox | OT%*) 23.51 22.82 19.74
tubP- 4
Gal4 (TOBT.
KOpITY OT*) 22.1 22.12 18.66
c 5
(moBT.
OT*) 23.55 2343 19.68
6
(moBT.
OT*) 21.98 22.77 18.82
7
(ToBT.
OT*) 22.02 22.14 19.15 29.45
8 21.24 21.64 18.49 30.81 25.72 27.89 27.86 30.78 26.47
9 21.46 21.67 18.47 32.1 26.2 28.71 28.05 31.18 28.26
10 21.97 22.04 18.95 30.64 26.65 28.48 29 31.69 27.6
11 21.66 21.54 18.76 29.96 27.95 27.76 28.52 31.68 27.21
12 23.78 241 20.37 32.92 27.89 29.82 30.74 32.94 29.61
13 21.69 22.08 17.59 28.6 25.63 27.62 25.88 31.22 27.49
14 23.3 22.34 19.5 31.64 27.52 29.54 28.05 35.78 28.83
1 18.76 19.89 17.36 2151 28.59 29.75 3041 27.47 29.25 29.74 24.99
2 19.13 20 17.42 21.79 28.48 29.67 29.95 26.74 29.47 28.58 25.55
w[111 3 19.46 19.95 17.46 21.88 27.73 29.67 29.52 27.58 29.47 29.72 24.64
8] x 1
tubP- (roBT.
Gal4 OT*) 19.57 20.67 17.8
SSIUYHU 2
K1 (moBT.
OT*) 19.5 20.66 17.63
3
(moBT.
OT*) 19.57 20.59 17.78
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4 21.23 25.13 19.98 24.85 32.06 30.99 32.85 29.36 30.21 31.79 27.52
5 20.77 25.28 20.54 24.53 32.25 32.31 31.52 29.5 31 31.03 27.19
6 21.23 24.79 20.1 24.7 32.09 32.01 32.97 28.99 31.43 31.81 27.49
7 25.47 27.01 2151 27.62 34.96 35.18 33.57 30.59 3241 33.51 28.94
1 20.88 20.97 18.21 25.5 32.66 32.9 27.57 29.52 32.47 32.49 27.08
2 21.03 20.47 18.06 26.41 32.64 34.81 26.54 28.17 30.97 32.34 26.79
1
(moBT.
OT%*) 21.3 21.77 18.62
2
(moBT.
OT%*) 21.71 21.64 18.65
w[111
8] x 3 21.08 2191 24.2 32.08 31.54 28.93 31.49 32.74 32.11 26.89
tég';{ 22.78 23.63 19.89 37.18 38.52 29.68 31.61 36.38 34.6 28.68
Kopiy 5 24.54 25.92 20.99 N/A N/A 30.95 33.19 35.59 35.15 29.61
C
6 23.31 24.4 19.88 33 34.98 29.48 31.48 33.35 33.42 29.23
7 21.64 21.23 18.75 30.79 25.96 29.44 29.4 31.27 26.33
8 20.64 22.63 19.51 30.47 28.51 29.19 29.5 30.63 26.63
9 20.59 23.06 19.56 30.97 28.73 30.14 29.85 31.57 27.05
10 20.7 23.05 19.54 29.46 28.46 29.52 29.73 31.66 27.22
11 20.6 23.4 19.58 25.65 28.89 29.53 29.74 30.68 26.69
aTub8 TART- | TART- | TART-
4D EloB RpL40 | gypsy Titant roo copia blood Het-A A B C
1 20.92 2141 17.78 26.56 31.85 21.48 25.37 26.48 26.31 24.76
2 21.09 20.6 17.74 26.47 32.02 21.95 25.78 26.87 26.72 25.41
3 20.3 20.4 17.58 25.31 29.46 20.71 24.45 25.7 25.53 23.82
4 22.13 22.78 19.09 26.79 32.57 N/A 22.09
5 21.07 20.89 18.31 26.87 29.63 24.46 20.03 20.54 24.56 24.62 24.64 23.04
i 6 21.57 22.09 18.85 26.98 30.81 25.54 20.27 21.7 25.1 26.66 26.14 24.88
rhino x
tubP- 7 22.5 23.93 19.58 28.04 31.55 26.81 22.54 21.92 25.44 26.55 26.97 25.02
Gal4 1
romoBa | (TIOBT.
OT*) 21.59 2191 18.49 25.39 19.96
2
(moBT.
OT*) 22.86 23.22 19.22 28.26 22.81
3
(ToBT.
OT*) 20.92 21.01 17.87 24.23 18.59
4
(ToBT.
OT*) 23 23.5 19.53 26.48
1 22.16 22.52 19 30.03 34.77 23.93 28.05 27.98 30.97 28.8
2 21.15 21.7 18.61 26.73 32.64 214 25.47 25.17 27.99 25.58
1
(ToBT.
OT*) 22.45 23.02 19.25 27.65 22.65
2
W[111 | (momr.
8] x OT*) 21.46 22.42 18.75 24.76 20.57
tubP-
Gal4 3 20.55 215 18.4 26.06 30.46 23.97 20.07 20.58 24.66 24.53 26.51 24,71
rososa 2203 | 2261 | 1962 | 2867 | 3095 | 2568 | 21.68 | 21.72 | 2574 | 2594 | 278 | 25.89
5 24.32 25.57 20.73 31.33 32.99 27.79 24 23.92 28.63 27.77 29.6 28.66
6 24.6 25.7 20.34 28.78 37.26 28.54 24.03 24.88 29.24 27.54 315 29.07
7 24.27 27.95 22.28 35.93 N/A 27.79 31.07 28.73 325
8 25.55 28.61 23.11 31.64 N/A 30.98 35.57 29.92 32.79
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1 19.29 20.49 16.98 26.37 245 23.05 23.6 26.75 26.93 24.84
2 19.64 204 17.71 26.6 24.42 23.65 23.58 27.19 27.46 25.48
3 19.18 20.98 16.85 26.69 23.95 22.99 22.82 26.8 26.59 24.58
4 19.4 20.62 17.17 26.45 25.04 23.39 23.43 26.83 274 2491
5 20.13 21.54 17.7 26.34 25.52 23.77 24.15 27.57 27.81 25.2
6 19.55 20.7 17.55 28.75 2453 24.72 28.11 26.68 29.94 2555
7 20.5 21.69 18.5 29.7 25.44 28.88 17.81
1
(moBT.
OT*) 20.24 21.62 17.78 274 17.62
2
(moBT.
OT*) 20.21 21.42 18.15 27.72 17.59
rhino x 3
tubP- (moBT.
Gal4 OT*) 20.39 21.83 17.97 27.13 16.79
SIMYHI 4
ki (TIOBT.
OT*) 20.6 21.74 18.29 27.63 17.3
5
(moBT.
OT*) 20.16 21.66 17.57 26.97 16.85
6
(moBT.
OT*) 19.85 20.92 17.35 29.14 17.06
7
(moBT.
OT*) 19.98 21.04 18.06 28.03
8 20 21.37 18.03 28.88 25.03 2755 17.49 22.99 24.56 26.86 27.34 25.02
9 20.23 21.64 18 29.02 25.32 27.59 17.46 23.62 246 26.8 26.99 24.77
10 20.22 21.64 17.92 28.8 24.94 28.33 18.08 23.62 24.36 27.31 27.24 25.64
11 20.52 21.65 18.41 31.87 25.95 28.59 17.73 24.44 25.38 27.53 27.71 2591
12 24.83 26.65 21.19 31.04 30.25 32.24 23.77 28.85 29.7 30.57 31.74 29.93
1 22.02 22.53 19.67 28.9 31.34 2461 28.93 29.52 29.36 28.49
2 21.6 21.14 18.59 25.99 31.3 22.86 27.61 26.95 27.16 25.15
3 23.6 23.04 19.65 27.6 32.76 2441 29.17 28.73 29 27.17
4 21.92 21.8 18.65 28.6 32.68 23.58 28.39 N/A 27.82 26.69
5 22.7 22.67 19.43 28.57 34.58 24.08 30.66 29.56 28.86 26.88
6 22.05 22.67 18.9 26.92 29.46 24.46 29.82 28.5 29.55 26.92
7 21.23 21.7 18.8 26.06 31.25 25.04 19.59
1
(moBT.
OT*) 22.82 23.59 19.66 28.07 20.74
rhino x 2
tubP- | (momr.
Gal4 OT*) 22.65 2241 19.42 26.36 19.28
Kopity 3
c (moBT.
OT*) 23.51 22.82 19.74 26.78 18.98
4
(moBT.
OT*) 221 22.12 18.66 25.71 18.72
5
(moBT.
OT*) 23.55 23.43 19.68 27.54 20.93
6
(moBT.
OT*) 21.98 22.77 18.82 26.84 20.11
7
(moBT.
OT*) 22.02 22.14 19.15 254
8 21.24 21.64 18.49 27.95 29.87 25.11 18.98 21.78 25.88 25.66 26.17 242
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9 2146 | 2167 | 1847 28 3032 | 2562 | 1884 | 21.95 | 2659 | 265 26.7 24.7
10 2197 | 2204 | 1895 | 294 | 3072 | 2589 | 197 | 2258 | 2743 | 2667 | 2752 | 2523
11 2166 | 2154 | 1876 | 2854 | 3052 | 2578 | 203 | 21.88 | 2647 | 2641 | 2656 | 2452
12 2378 | 241 | 2037 | 2961 | 325 | 2809 | 2332 | 2411 | 2907 | 292 | 2976 | 2761
13 2169 | 2208 | 1759 | 26.88 | 305 | 2627 | 17.76 | 2219 | 2542 | 2509 | 27.11 | 25.02
14 233 | 2234 | 195 | 2854 | 3339 | 2741 | 2005 | 2359 | 28.02 28 28.65 | 26.75
1 18.76 | 19.89 | 17.36 | 3042 | 24.08 2377 | 2669 | 2672 | 2953 | 26.65
2 19.13 20 1742 | 2955 | 24.15 2438 | 2677 | 2739 | 29.8 274
3 1946 | 1995 | 1746 | 2951 | 234 2336 | 2478 | 2583 | 285 | 2641
(H(}BT.
wii11 |_OT% | 1957 | 2067 | 178 2853 | 20.82
8] x 2
tubP- (moBT.
Gala |_OT» 195 | 2066 | 17.63 2833 | 2161
ﬂH;:H (H(?BT.
OT* | 1957 | 2059 | 17.78 28.16 | 17.62
4 2123 | 2513 | 19.98 | 30.64 | 27.78 26.7 297 | 2897 | 31.99
2077 | 2528 | 2054 | 3512 | 27.23 26.41 | 2839 | 2886 | 3246
6 2123 | 2479 | 201 | 3211 | 2747 26.44 | 2846 | 2999 | 321
7 2547 | 27.01 | 2151 | 3273 | 2987 | 352 | 2749 | 2866 | 31.83 | 31.88 | 34.62 | 3218
1 20.88 | 2097 | 1821 | 2873 | 2953 2311 | 2757 | 2754 | 3007 | 2762
2 21.03 | 2047 | 18.06 | 2756 | 29.19 2254 | 2592 | 2576 | 2892 | 26.45
(H(}BT.
0oT*) 213 | 2177 | 1862 2417 | 1985
2
(moBT.
OT® | 2171 | 2164 | 1865 2417 | 1957
Wg[]l )1(1 3 2108 | 2191 | 242 | 3133 | 264 | 2472 | 2048 | 2277 28.62 27.66
téﬁﬁ{ 2278 | 2363 | 19.89 | 3179 | 31.09 | 2602 | 2158 | 2373 29.14 28.86
xop1ty 5 2454 | 2592 | 2099 | 3472 | 3544 | 27.36 | 2351 | 2579 30.59 29.81
¢ 6 2331 | 244 | 1988 | 31.04 | 2998 | 2574 | 2125 | 2462 30.95 28.98
7 2164 | 2123 | 1875 | 24.82 | 3085 | 23.08 | 2023 | 21.85 | 2555 | 2556 | 2849 | 26.48
8 2064 | 2263 | 1951 | 27.73 | 30.15 22 2498 | 2557 | 2844
9 2059 | 23.06 | 1956 | 3051 30 2205 | 2547 | 2593 | 29.25
10 207 | 2305 | 1954 | 30.85 | 30.08 2253 | 2559 | 2648 | 28.68
11 20.6 234 | 1958 | 31.08 | 268 2263 | 2599 | 2697 | 296
*[ToBT.OT — moBTOp 0OpaTHOM TPAHCKPUIIIIUK JaHHOTO 00pasiia
K pucynkam 21,22,23,24
oTubg4 [ Elo [ RpL4 [ copia oypsy o0 Het- | TART- | TART- | TART-
D B 0 A A B C
20.44 215'4 17.80 | 21.07 | 22.93 24.49 31.30 2‘;1 2568 | N/A N/A
20.02 2(1'8 1815 | 2240 | 2267 2471 31.68 2%'1 2552 | N/A N/A
Piwi[2] smanmKn 20.76 219'6 18.15 | 22.46 2351 24.87 32.27 2(;.1 25.07 N/A N/A
19.62 2(1'4 17.37 | 21.99 16.61 22.70 30.60 22'5 2457 | N/A N/A
19.77 | 207 | 17.58 | 18.92 18.83 2452 30.95 248 | 2564 | N/A N/A
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7 5
19.50 2%)'0 17.83 | 19.27 | 18.34 23.58 30.87 2%'4 2511 | NIA N/A
22.02 213'5 18.73 | 2253 | 19.25 22.64 27.94 2%'4 2449 | NIA N/A
22.20 21'1 18.64 | 2439 | 1897 22.55 28.39 251'9 2469 | NIA N/A
21.68 213'7 1845 | 2364 | 17.41 19.53 27.63 22'1 2388 | NIA N/A

piwi[2] xopmyc 205 25.8
23.47 o | 1846 | 2445 | 19.36 2357 28.25 . 2514 | NIA N/A
21.26 2%)'5 18.26 | 21.16 | 17.97 21.23 27.49 2‘;'3 2547 | NIA N/A
22.18 217'6 1857 | 21.87 | 1854 21.75 28.07 23;'6 2579 | NIA N/A
2157 213'9 1850 | 2154 | 2047 21.11 25.02 2‘:’3'7 2330 | N/A N/A
2357 Zi] 1954 | 2323 | 2261 22.60 28.39 2;'2 2556 | NIA N/A
21.77 21'7 18.83 | 2150 | 19.72 21.29 25.63 257'2 2321 | NIA N/A
21.78 21'7 1846 | 2121 | 2013 21.82 26.13 23'3 2395 | N/A N/A
piwi[2] romosa 25 253

22.19 o | 1882 | 2186 | 2081 22.02 26.66 . 2439 | NIA N/A
21.78 212'5 1858 | 2095 | 19.48 21.07 2456 2‘}1‘6 2244 | NIA N/A
21.65 211'3 18.77 | 21.48 | 20.33 22.30 26.39 22'3 2350 | N/A N/A
23.09 2%'5 19.06 | 21.73 | 20.26 21.71 26.70 22'8 2495 | NIA N/A
24.48 258'0 2161 | 2558 | 2463 27.69 30.00 3%'9 2917 | 3456 | 31.96
23.61 2‘(‘)'8 2051 | 24.99 | 22.89 26.64 30.10 339 2848 | 30.76 | 29.95
24.16 2?3'7 2081 | 2587 | 24.64 26.85 31.90 32'6 2904 | 3511 | 31.29
PIWi[2] X piwi[3] 2289 | 245 | 2061 | 2460 | 2332 24.99 29.09 326 1 2829 | 3074 | 2667

SAMYHUKA 9 4
22.09 2‘;'5 2056 | 2393 | 22.16 23.89 29.05 3}3'0 27.37 | 2961 | 26.29
25.24 2‘30 19.76 | 2355 | 22.25 23.86 28.19 317'7 2749 | 304 | 29.14
22.30 23;'0 18.94 | 2282 | 21.02 22.98 27.99 294 | 2733 | 29.06 | 28.15
22.89 225'8 18.89 | 2237 | 2141 22.00 28.02 268'9 27.04 | 3028 | 29.16
22.65 2‘(‘)'0 19.23 | 21.90 | 21.29 22.82 28.11 23'7 27.70 | 30.75 | 29.75
DIWi[2] X piwi[3] 21.50 213'7 18.39 | 2089 | 19.75 20.78 25.44 265'9 26.48 | 29.07 | 27.91
xoprye 22.80 222'8 19.49 | 2239 | 20.80 22.70 27.76 22'8 27.83 | 29.17 | 2875
23.26 2?3'3 19.63 | 2280 | 21.84 23.18 28.75 2‘;4 29.76 | 31.02 | 30.07
23.31 22'8 19.46 | 22.07 | 21.46 22.84 28.33 255'2 27.72 | 3073 | 29.45
22.71 23;3'4 18.93 | 21.84 | 20.88 19.86 27.45 Z‘éﬁ 26.10 | 2865 | 27.62
21.82 229'3 18.64 | 2090 | 20.64 19.79 26.80 2‘(‘)'5 2649 | 2828 | 27.05
22.61 Zi'l 19.30 | 22.80 | 22.56 20.69 28.71 235 2783 | 2963 | 28.68
oiwi[2] X piwi[3] 21.84 227'3 1859 | 2098 | 20.66 19.14 25.99 zi.o 25.78 | 28.49 | 26.44
ronosa 2258 2%'2 19.34 | 21.86 21.69 20.74 31.15 277'4 2574 | 27.88 | 29.46
2157 22'5 18.79 | 2161 | 2150 19.28 30.90 22'9 25.60 | 27.88 | 28.66
2209 | 223 | 1857 | 21.98 | 2155 21.56 26.76 251'4 26.61 | 29.26 | 27.86
21.56 215'3 18.02 | 214 20.8 20.77 25.71 2‘;6 2532 | 2855 | 26.72
PIWiI[3] sranmKu 21.45 223'7 18.84 | 19.85 | 23.29 23.28 31.79 2%'4 2655 | 2869 | 27.02
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20.47 217'9 18.28 | 2073 | 22.03 23.41 31.58 Zi"‘ 2591 | 2856 | 26.65
21.17 215'1 17.88 | 2352 | 20.64 22.63 30.68 2‘;3 2511 | 27.74 | 26.15
20.15 2%'8 18.04 | 23.40 | 21.18 23.12 31.75 2‘;1 25.74 | 2813 | 26.61
2153 233'1 19.30 | 2464 | 2317 25.59 32.98 291'3 2863 | 31.03 | 28.92
21.37 233'0 18.98 | 2516 | 23.43 2455 31.75 317'8 2856 | 29.86 | 28.78
22.61 235'5 19.75 | 24.41 | 20.30 24.69 28.72 2‘;'4 2651 | 29.08 | 27.56
22.91 223'7 19.60 | 2518 | 19.64 2456 26.14 259'7 25.86 | 29.76 | 28.14
21.72 221'3 19.02 | 2275 | 18.33 23.96 26.84 23'1 2526 | 29.02 | 26.71
piwi[3] xopmyc 224 255
2153 | 1837 | 2351 | 17.87 23.46 25.78 5 2466 | 28.49 | 26.42
23.05 2‘(‘)'3 19.90 | 2080 | 20.91 2152 28.16 21'1 2754 | 3045 | 29.01
22.01 2%'8 1891 | 18.94 | 19.5 2211 26.29 22'9 2612 | 2876 | 27.11
21.56 215'5 18.13 | 18.17 | 19.36 21.22 25.00 2%'8 2269 | 24.88 | 26.38
21.67 21'1 18.27 | 1784 | 18.93 20.82 24.91 2%'7 2257 | 2527 | 26.14
21.25 211'7 1855 | 1852 | 19.24 21.25 25.43 zi'8 2316 | 2549 | 2657
piwi[3] ronosa 22.76 2‘1'0 18.94 | 1948 | 1952 22.60 26.92 2?'7 2453 | 2608 | 27.44
21.28 217'4 1849 | 17.72 | 18.77 21.94 25.72 259'8 2376 | 2559 | 26.99
21.08 2%'3 1856 | 1850 | 19.53 2152 26.37 2‘;7 2464 | 2714 | 2540
21.94 225'9 18.83 | 18.80 | 19.70 22.11 27.97 2%'3 2453 | 2755 | 26.16
23.04 2‘;'2 20.10 | 2352 | 2255 25.08 30.09 3;7 2759 | 2969 | 28.66
22.93 2%'4 19.63 | 2175 | 21.20 24.40 28.36 32'0 26.87 | 30.73 | 29.36
DiWi[3] X piwi[2] 25.21 2‘;6 20.84 | 2550 | 2421 27.81 31.43 3%'3 2972 | 3489 | 31.24
HHHHKH 23.65 2‘;1 2041 | 2421 | 2259 25.07 31.12 3%'6 2844 | 3155 | 3055
21.83 2?3'5 2001 | 2270 | 2115 23.08 31.16 33'4 2668 | 287 | 27.54
2190 | 225 | 1885 | 22.41 21.6 22.7 27.8 3%3 2701 | 295 | 28.63
22.87 21'8 19.18 | 2262 | 21.18 22.93 27.75 265'5 27.34 | 3027 | 29.00
22.46 22'2 18.95 | 2252 | 2047 21.97 27.74 22.0 2722 | 3010 | 2844
DiWi[3] X piwi[2] 23.22 2353 19.73 | 2322 | 21.94 24.28 28.42 2%'0 28.73 | 3178 | 29.95
xoprye 23.10 2%'6 1952 | 2314 | 2151 2361 28.91 22'5 2815 | 31.47 | 29.95
22.43 222'3 18.76 | 21.78 | 2045 21.56 27.46 23'0 27.02 | 30.16 | 2858
23.80 213'8 18.64 | 21.96 | 2054 22.94 27.53 252'5 26.65 | 3020 | 28.32
22.83 22'5 19.44 | 2258 | 21.67 20.74 28.12 22'0 27.00 | 2960 | 28.17
2227 21'7 18.96 | 2154 | 21.27 20.75 26.63 22'4 2595 | 28.83 | 27.48
22.18 229'6 19.25 | 2045 | 2052 19.58 26.01 22'3 2468 | 27.85 | 26.75
PIWi[3] X piwi[2] 2262 | 227 | 1862 | 2133 | 2167 20.70 27.70 279 1 2620 | 29.05 | 2781
rosjosa 8 6
22.45 2%'4 1887 | 2154 | 20.72 20.56 27.98 283'5 26.19 | 2868 | 26.87
23.42 2‘1'5 19.94 | 2290 | 23.26 22.50 30.18 237 2753 | 29.43 | 27.26
21.78 219'5 1837 | 2145 | 2071 20.63 25.7 2‘;7 2453 | 2819 | 264
aTub84 Elo RpL4 | flam_s | flam_un | 42AB_s | 42AB_un | 38C 38C2 204
D B 0 p sp p sp 1
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20.44 215'4 17.80 | 2887 | 29.21 29.58 27.5 289'7 3156 | 258
20.02 2(1'8 18.15 | 2959 | 30.61 30.66 28.11 292'0 31.82 | 2584
20.76 219'6 18.15 | 2967 | 30.36 30 27.55 295'5 3162 | 261

piwi[2] smaruku 204 284
19.62 || 137 | 2852 29.1 27.62 27.52 9 31.05 | 24.94
19.77 2(;'7 1758 | 28.88 | 29.68 27.72 27.83 285'0 311 | 2526
19.50 2%)'0 17.83 | 2858 | 29.19 27.58 27.89 2%'0 201 | 2478
22.02 213'5 1873 | N/A N/A 26.78 28.84 3%'0 3523 | 2631
22.20 21'1 18.64 | NIA N/A 26.43 28.72 323 | 3239 | 2656
21.68 213'7 18.45 | N/A N/A 25.52 27.85 321'6 3205 | 2681

piwi[2] xopmyc 205 360
23.47 o | 1846 | NA N/A 27.19 29.68 ” 3272 | 27.36
21.26 2%)'5 1826 | N/A N/A 26.73 28.21 3%'5 31.86 | 26.64
22.18 217'6 1857 | N/A N/A 26.75 29.08 329 32.89 | 27.42
2157 213'9 1850 | N/A N/A 26.68 28.38 3%'6 3166 | 26.45
2357 23{7 1954 | NIA N/A 28.6 29.52 3?4 3316 | 27.59
21.77 21'7 18.83 | N/A N/A 26.72 28.49 3%'5 3155 | 26.75
21.78 21'7 18.46 | N/A N/A 26.93 28.41 331 313 | 2693

piwi[2] romosa 725 310
22.19 o | 1882 | N/A N/A 27.45 28.81 5 31.87 | 27.24
21.78 212'5 1858 | N/A N/A 26.63 28.04 298'9 3099 | 26.45
21.65 211'3 1877 | NIA N/A 27.14 28.89 305 | 3094 | 26.66
23.09 2%'5 19.06 | N/A N/A 27.18 28.45 3%'8 3374 | 26.94
24.48 258'0 2161 | 39 36.19 29.46 30.77 371'9 37.76 | 30.22
23.61 2‘(‘)'8 2051 | 3509 | 37.23 28.6 30.55 356'0 32.89 | 29.95
24.16 2?3'7 2081 | 39 37.45 29.47 31.69 353'8 37.62 | 3037
Piwi[2] X piwi[3] 2289 | 2% | 2061 | 3657 | 3744 29.63 3115 | 324 | 3244 | 2101

SIMYHUKU 9 4
22.09 2‘;'5 2056 | 34.7 35.68 29.27 30.58 3%'5 3066 | 27.72
25.24 2‘;'0 19.76 | 35.17 35.4 28.89 31.27 311'8 3172 | 28.19
22.30 23;'0 18.94 | 3492 | 3455 27.64 29.54 325'5 3206 | 27.56
22.89 225'8 18.89 | N/A N/A 27.38 29.68 328 | 326 | 2756
22.65 2‘(‘)'0 19.23 | N/A N/A 27.96 29.79 327'5 347 | 2785
217
DIWIL2] X piwil3] 21.50 5 | 1839 | NA N/A 26.67 29.1 326 | 318 | 2686
Kopryc 22.80 222'8 19.49 | N/A N/A 27.69 29.62 329 3288 | 27.78
23.26 2?3'3 19.63 | N/A N/A 27.99 30.02 336'0 3329 | 28.12
2331 2%'8 19.46 | N/A N/A 27.49 29.72 3%'9 324 | 2751
2271 2?3'4 18.93 | N/A N/A 27.02 28.82 3%'6 312 | 26.75
21.82 229'3 18.64 | NIA N/A 26.64 28.71 331'1 3134 | 26.44
piwi[2] X piwi[3] 261 | 21 | 1930 | NA N/A 27.67 209 | 31| 3283 | 275
roioBa 4 6

21.84 227'3 1859 | N/A N/A 26.79 28.67 3%'5 30.96 | 25.99
2258 233'2 19.34 | N/A N/A 27.73 30.62 32'5 31.89 | 26.15
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2157 22'5 18.79 | N/A N/A 27.49 30.12 337 3472 | 2564

2209 | 223 | 1857 | N/A N/A 27.76 29.91 333'2 31.89 | 26.66

21.56 215'3 18.02 | N/A N/A 27.55 2894 | 308 | 3179 | 26.11

21.45 223'7 18.84 | 3097 | 31.03 31.93 29.49 291'8 3239 | 26.01
20.47 217'9 18.28 | 29.99 | 29.74 30.78 28.7 292'5 31.91 | 2554

21.17 215'1 17.88 | 2964 | 28.99 28.65 285 22'8 31.65 | 2552

piwi[3] smuruKH 208 295

20.15 o | 1804 | 2051 | 29.15 29.71 28.51 9 29.28 | 2563

2153 233'1 19.30 | 31.62 | 32.67 31.07 29.53 32'1 3254 | 27.72

21.37 233'0 1898 | 31.1 32.66 31.45 29.39 333 3223 | 27.62
22.61 235'5 19.75 | N/A N/A 30.57 30.65 329'0 332 | 2684

22.91 223'7 19.60 | N/A N/A 29.78 32.63 338'1 3541 | 26.66

21.72 221'3 19.02 | N/A N/A 28.56 31.98 327'5 32.96 | 25.66

piwi[3] xopmyc 224 31.7

2153 o | 1837 | N/A N/A 27.03 30.57 . N/A | 2558

23.05 2‘(‘)'3 19.90 | N/A N/A 29.86 31.17 331 | 3749 | 277

22.01 2%'8 1891 | N/A N/A 28.68 2064 | 326 | 3492 | 2657

21.56 215'5 1813 | N/A N/A 28.66 30.62 32'7 3215 | 2557

21.67 21'1 1827 | N/A N/A 28.27 31.06 297'9 3113 | 25.19

21.25 211'7 1855 | N/A N/A 28.59 30.5 32'9 3153 | 2567

piwi[3] ronosa 22.76 2‘1'0 1894 | N/A N/A 29.75 31 331'3 32.63 | 26.05
21.28 217'4 1849 | N/A N/A 285 30.68 3%'6 319 | 2532

21.08 2%'3 1856 | N/A N/A 27.64 29.11 3%'4 31.61 | 26.03

21.94 225'9 1883 | N/A N/A 28.51 30.21 328 33.65 | 26.63

23.04 2‘;'2 20.10 | 3342 | 3341 28.48 29.51 32.9 | 3467 | 2871

22.93 2%'4 19.63 | 328 32.84 28.88 30.4 329'6 35.09 | 28.11

DIWi[3] X piwi[2] 25.21 2‘;'6 20.84 | 38.08 35 29.92 30.9 32'8 N/A | 2941

FHHIKH 23.65 2‘;1 2041 | 37.04 | 37.67 28.85 30.53 3%1 3523 | 295
21.83 2?3'5 20.01 | 34.86 | 3567 28.18 29.8 32'0 3057 | 26.69
2190 | 225 | 1885 | 31.69 | 3252 27.61 29.46 326 3159 | 27.04

22.87 21'8 19.18 | N/A N/A 27.79 29.63 3%'5 35.07 | 27.11

22.46 22'2 18.95 | N/A N/A 27.19 29.66 329'8 3332 | 2752

oiwi[3] X piwi[2] 23.22 2353 19.73 | N/A N/A 29.82 30.92 353'3 3482 | 27.77
xopryc 23.10 2%'6 1952 | N/A N/A 28.45 31.2 3‘;8 35 27.39
22.43 222'3 18.76 | N/A N/A 27.83 29.56 329 | 3249 | 2671

23.80 213'8 1864 | N/A N/A 27.11 29.93 325'6 324 | 27.37

22.83 22'5 19.44 | N/A N/A 28.45 29.72 3%'2 327 | 27.23

DiWi[3] X piwi[2] 2227 21.7 18.96 | N/A N/A 27.84 29.54 32'4 30.83 | 27.13
rorosa 22.18 229'6 19.25 | N/A N/A 27.79 29.44 3%'4 31 26.74
22.62 2%'7 1862 | N/A N/A 27.79 29.44 322'1 3214 | 26.92
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5| 2245 2%'4 18.87 N/A N/A 27.01 29.01 3]"1'5 3451 26.73
6| 2342 2‘}_'5 19.94 N/A N/A 28.3 30.42 3]:;,'5 3224 27.33
7 2178 2]é.5 18.37 N/A N/A 26.92 29 3]é'4 31.71 26.15
K pucynky 27
aTub84D | EloB | RpL40 | Cyp9b2 | Cyp9bl
1 19.21 2096 | 17.57 22.85 25.67
2 19.59 2161 | 17.63 22.79 25.89
SS HOpMaJBHBIH KOPM
3 19.59 21.76 | 18.01 23.15 26.1
4 19.82 2165 | 17.95 23.68 26.12
1 19.55 20.72 | 17.75 23.82 251
2 19.56 21.01 | 17.96 23.7 26.71
J132 HOpMaJIbHBII KOpM
3 19.71 2129 | 18.02 24 25.79
4 19.22 20.87 | 17.79 23.82 26.02
1 18.78 20.65 | 16.96 22.96 2557
2 18.93 20.84 | 17.05 23.01 25.58
3
SSX/132 F1 Hopmasisiii Kop 18.97 2101 | 17.14 2353 2559
4 19.11 2116 | 17.34 23.54 25.75
5 18.94 21.74 17 23.15 25.66
6 18.86 20.8 16.81 22.98 25.74
1 18.97 21.2 17.53 23.66 25.99
2 19.41 2139 | 176 23.76 26.24
3 18.8 21.09 | 171 23.63 25.64
J132xSS F1 HOpMasbHBIiT KOpM
4 18.75 20.98 | 17.06 22.92 25.82
5 18.84 2112 | 17.24 2331 25.74
6 18.88 2132 | 17.35 2353 25.96
1 19.42 2144 | 1781 24.34 26.52
2 18.84 21 17.51 23.59 25.78
SSx/132 F2 HopManbHbIi KOpM
3 19.34 21.02 | 17.56 233 25.85
4 19.27 2113 | 1761 23.97 26.13
1 19.79 2587 | 17.78 23.87 26.52
2 20.63 2151 | 17.9 24.05 26.63
J132xSS F2 HopMasbHBIil KOpM
3 2051 227 18.59 24.89 27.87
4 19.91 21.7 18.14 2459 26.95
1 20.61 2232 | 18.02 22.78 246
2 20.31 22.18 | 18.06 22.59 248
3 20.35 2214 | 17.85 22.74 24.69
SS kopM ¢ GOpHO# KHCIOTON 4 20.44 2235 | 1792 2231 24.75
5 20.65 2263 | 18.19 22.89 25.25
6 20.01 21.79 | 17.77 21.98 24.03
7 20.50 2249 | 1813 23.07 2559
1 20.68 2261 | 1823 22.88 23.59
J132 kopM ¢ OOpHOI KHCIIOTOM
2 20.33 2192 | 17.99 22.70 22.77
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3 20.16 21.79 | 17.88 22.47 22.88
4 20.10 2171 | 17.79 22.14 22.62
5 19.95 2097 | 1757 22.15 22.57
6 20.67 21.84 | 18.36 2297 23.23
7 2051 2155 | 17.93 22.62 2291
1 19.24 216 17.46 21.05 24.08
2 18.66 20.86 | 17.46 204 22.95
3 18.57 20.76 | 17.03 20.6 2351
SSx/132 F1 kopm ¢ G0pHO# KHCIIOTO#
4 18.69 2085 | 17.11 20.65 23.29
5 19.27 2151 | 17.46 21.06 2411
6 19.74 20.85 | 17.06 20.59 23.62
1 18.92 20.88 | 17.12 20.32 235
2 18.98 21.08 | 17.32 20.6 24.19
3 18.86 2091 | 17.01 19.92 2331
J132xSS F1 kopM ¢ 60pHOI KHCIOTON
4 20.25 2409 | 18.6 216 2431
5 18.86 20.68 | 17.16 20.6 23.16
6 18.91 20.75 | 17.07 20.47 23.49
1 19.93 21.18 | 17.65 21.04 23.68
2 21.18 21.81 | 18.89 22.19 24.85
3 20.56 21.87 | 18.32 21.70 2457
SSxJ132 F2 kopm ¢ GopHoit kucinoroit | 4 20.41 2191 | 18.07 21.67 23.75
5 20.74 21.73 | 1856 22.29 23.87
6 20.48 2159 | 18.12 2213 2353
7 22.49 23.85 | 19.80 2411 26.63
1 21.29 2261 | 1885 22.06 25.39
2 21.25 21.89 | 18.65 21.73 24.56
3 20.73 21.86 | 18.42 21.89 24.39
J132xSS F2 xopm ¢ 6opHoii kucioroid | 4 21.52 22.47 | 18.72 21.80 24.85
5 20.73 22.08 | 1854 22.07 2459
6 21.29 22.07 | 1858 21.84 2461
7 21.37 21.67 | 1850 21.13 24.49
K pucynkawm 28, 29
oaTub84D | EloB | RpL40 | gypsy | Tirant | springer | copia | upd3 | hsp22 | Sid
1 2232 | 2494 | 1956 | 3249 | 27.48 28.09 | 2251 | 30.53 | 29.75 | 32.64
2 21.35 | 2366 | 18.69 | 31.68 | 27.51 27.49 | 2258 | 29.51 | 28.31 | 31.85
3 21.78 | 2455 | 19.83 | 32.73 | 28.34 27.93 | 22.67 | 31.26 | 29.01 | 34.72
SS CraHIapTHBII KOpM
4 2161 | 2394 | 19.08 | 3259 | 26.95 27.87 | 21.91 | 30.97 | 28.63 | 32.46
5 2237 | 2526 | 19.73 | 3252 | 2851 28.29 | 22.85 31.3 | 29.69 | 35.19
6 2211 | 2431 | 19.25 | 32.97 | 27.45 27.77 | 22.01 | 30.63 | 28.61 | N/A
1 20.23 | 2252 | 18.21 | 28.38 | 25.09 25.7 | 18.97 | 26.01 | 25.56 | 27.87
SS kopm ¢ 0.1M AIIC 20.61 229 18 | 28.92 | 2493 25.78 | 19.63 | 2542 | 25.55 | 27.67
3 20.08 | 22.32 | 17.79 | 28.25 | 24.89 25.75 | 19.21 | 26.21 | 25.85 | 28.03
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4 202 | 22.48 | 17.88 | 28.47 | 2547 2577 | 1935 | 256 | 25.78 | 27.68
20.72 | 2255 | 17.89 | 28.64 | 25.13 2544 | 19.7 | 2573 | 38.18 | 27.78
1 20.99 | 2254 | 1864 | 282 | 2555 25.48 | 20.14
2 2059 | 21.93 | 18.45 | 28.61 | 24.46 26.04 | 2053
SS 24 1 Ha HOpMATBHOM KOpME TIOCTE | o 21.02 | 2263 | 1855 | 28.61 | 2567 26.83 | 20.59
CTpecca
4 2058 | 22.13 | 18.47 | 28.05 | 24.63 26.76 | 25.1
5 2061 | 2211 | 18.56 | 27.97 | 24.94 26.58 | 20.04
1 20.97 | 22.63 | 17.93 | 29.03 | 25.78 26.61 | 20.63
2 20.96 | 2253 | 18.17 | 28.96 | 26.13 27.1 | 20.81
$548  a HopyaTEHOM Kope ocze | 3 209 | 22.66 | 18.28 | 29.44 | 2552 2613 | 19.9
crpecca 4 21.19 23 | 1875 | 31.68 | 26.06 2681 | 21.4
5 2135 | 2327 | 18.77 | 31.61 | 26.78 26.78 | 2051
2112 | 22.95 | 18.68 | 31.59 | 2559 27.15 | 20.31
1 21.16 | 22.88 | 18.58 | 30.88 | 26.17 26.76 | 20.47 | 3052 | 28.28 | 29.63
2 21.08 | 228 | 18.13 | 31.36 | 26.17 2655 | 19.69 | 28.84 | 27.85 | 30.87
3 2117 | 2266 | 18.19 | 31.33 | 26.26 2623 | 198 | 3015 | 27.8 | 27.87
Canton-S CrangapTHBINA KOpM
4 21.75 | 23.44 | 18.84 | 31.46 | 25.78 26.87 | 2000 | 2836 | 286 | 208
5 21.81 | 2368 | 18.77 | 31.77 | 26.82 27.12 | 20.99 | 3051 | 28.65 | 29.83
6 2132 | 22.99 | 18.38 | 31.23 | 26.46 26.68 | 20.34 | 29.76 | 28.42 | 28.82
1 1958 | 2257 | 18.48 | 3068 | 245 2491 | 17.97 | 2255 | 23.52 | 23.33
2 19.01 | 22.27 | 17.93 | 28.67 | 23.56 2478 | 17.04 | 2257 | 25.27 | 27.97
3 19.79 | 22.49 | 18.07 | 28.31 | 24.17 2457 | 18.08 | 23.01 | 24.05 | 23.84
CantonS xopwm ¢ 0.1M AIIC
4 19.53 | 2249 | 17.73 | 28.38 | 2457 2466 | 17.6 | 23.48 | 23.92 | 2451
5 20.09 | 22.47 | 18.34 | 28.35 | 24.68 2532 | 17.63 | 2422 | 2593 | 24.73
19.76 | 22.47 | 17.95 | 29.64 | 25.28 2373 | 17.19 | 24.12 | 2553 | 24.68
1 20.72 | 22.48 | 19.03 | 28.61 25 26.49 | 20.22
2 2069 | 2232 | 1891 | 285 | 2491 26.6 | 20.43
Canoton-S 24 4 Ha HOpMAILHOM KopMe | 5 2122 | 2476 | 19.4 | 2055 | 2528 | 26.48 | 19.69
TII0CJIC CTpecca
4 20.64 | 22.19 | 18.87 | 27.97 | 25.07 25.78 | 19.06
5 2137 | 2256 | 17.62 | 28.44 | 25.01 25.75 | 19.18
1 20.98 | 23.74 | 1859 | 33.13 | 24.29 25.49 | 1951
Canton-S 48 4 Ha HopmasbHOM Kopve 21.86 | 2366 | 1969 | 323 | 2562 | 26.94 | 2066
ocJIe cTpecca ) ) ) ) ) ) )
3 215 | 2325 | 18.88 | 31.58 | 24.44 26.11 | 19.92
K pucynkam 30,32
oTub84 | Elo | RpL4 | upd | hsp2 sid flam_un | 42AB_ | 42AB_un 20A 38C | 38C
D B 0 3 2 sp sp sp 1 2
214 | 180 | 279 | 274 | 279 247 | 295 | 29.9
1 20 o 7 A A A 29.75 29.28 28.6 7 1 1
21.0 265 | 26.9 247 | 288 | 30.1
2| 1948 . 175 | 218 | 75 1 29.69 29.64 29.34 A . 9
222 | 180 | 276 | 27.0 264 | 304 | 319
Canton-S cTpanapTHbIit 3 20.54 9 9 8 6 28.8 30.58 30.62 29.98 6 4 6
KOpM 215 278 | 266 | 281 250 | 294 | 30.6
4| 199 5 178 | “5 o 7 30.47 29.83 28.8 5 o 7
211 | 177 | 275 | 261 | 274 292 | 29.9
5| 19.65 . f A ) A 29.2 28.9 2852 | 247 | %, A
204 | 169 | 25.7 | 250 | 266 239 | 280
6 19 7 A 3 o . 26.15 27.21 27.68 3 ) 30

135




21 1068 2%.7 179.4 289.0 253.8 275.5 - vrea | 2844 2211.5 2;.7 291.7
1| 1956 2%'9 186'1 2%'1 2%'7 245 | 2812 | 2787 | 2862 23'1 291'7 3%'3
2| 1961 | 21 183'2 2%'7 2%'5 2‘2‘3'8 2885 | 27.83 | 2881 259'7 32'1 3%'4
3| 2028 219'6 188'6 2‘:3'7 256'4 255'5 2905 | 2857 | 2891 26 3?1'7 32'7
Canton-s:SEMco.lM 2| 1064 219.5 185.2 23é.o 258.1 256.0 o785 | 2851 | o882 2(1.0 3%.6 33.0
5| 1953 213 183'8 24;.0 2%'5 256'5 2771 | 2755 | 2852 | 261 3?1'5 32'7
6| 19.61 211'1 185 2213.2 2‘;'6 2%'9 28 2785 | 2865 2‘?6 32'0 3%3'4
7| 212 223'7 1%'7 21.7 263'8 23'9 3035 | 29.65 | 29.55 22'2 332'0 3(;'7
1| 2005 22'3 1%'0 26.8 251'1 2%'2 27.18 27.9 27.76 2‘;4 311'0 3%'4
2| 2067 211'9 189'5 23'5 2%'8 289'5 2774 | 2842 | 28.49 22'6 293'9 313
3| 2025 | 215 172'9 2%'8 252'0 22'6 2748 | 2756 | 27.89 2‘:1'5 291'5 3%'6
f??:;l;ﬁifiﬁf 4| 2044 213'7 134 277'7 22'6 275'7 28.4 285 28.53 2‘;7 2%'5 3(;'9
frocie crpecea 5| 1079 211.3 177.6 2(;.6 22.2 22.6 257 - 286 24613.9 299.4 3(;.4
6| 19.63 2%'5 179'5 22'3 257'9 273'4 2764 | 2838 | 2842 2‘;'6 289'5 3%'5
I 229.0 121.2 221.1 3(1.0 289.8 2902 . 871 257.7 331.1 3}1.0
K pucynky 31
aTub84D | EloB | RpL40 | copia | gypsy | Tirant | springer

1| 2232 | 2494 | 1956 | 2251 | 3249 | 27.48 | 28.09

2| 2135 | 2366 | 18.69 | 22.58 | 31.68 | 2751 | 27.49

3| 2178 | 2455 | 19.83 | 22.67 | 3273 | 2834 | 27.93

SS 25-C

4| 2161 | 2394 | 19.08 | 21.91 | 3259 | 2695 | 27.87

5| 2237 | 2526 | 1973 | 22.85 | 3252 | 2851 | 28.29

6| 2211 | 2431 | 1925 | 22.01 | 32.97 | 2745 | 27.77

1| 1976 | 2158 | 17.37 | 19.62 | 2957 | 22.81 | 25.82

2| 1951 | 2091 | 1731 | 193 | 297 | 21.96 | 25.68

3| 1979 | 2157 | 176 | 1943 | 3001 | 2313 | 258

SS 29-C

4| 195 | 2139 | 1711 | 19.34 | 29.82 | 23.09 | 2561

5| 2026 | 2207 | 17.77 | 224 | 3064 | 2352 | 26.65

6| 1967 | 2137 | 17.06 | 19.67 | 29.32 | 2255 | 255

1] 1994 | 2232 | 1791 | 2063 | 29.95 | 2389 | 26.2

2| 2015 | 2211 | 1767 | 2044 | 2965 | 23.88 | 26.13

SS 24 4 25-C mocite 29-C 3| 1975 | 2179 | 17.32 | 19.68 | 29.24 | 23.06 | 2571

4 20 21.86 | 17.61 | 19.91 | 2952 | 23.42 | 2556

5| 196 214 | 17.25 | 1956 | 29.6 | 2348 | 2555

1| 2116 | 2288 | 1858 | 2047 | 30.88 | 26.17 | 26.76

2| 2108 | 228 | 1813 | 19.69 | 31.36 | 26.17 | 26,55

3| 2117 | 2266 | 1819 | 198 | 31.33 | 2626 | 26.23

Canton-S 25-C

4| 2175 | 2344 | 1884 | 2009 | 31.46 | 2578 | 26.87

5| 2181 | 2368 | 1877 | 2099 | 3177 | 26.82 | 27.12

6| 2132 | 2299 | 1838 | 20.34 | 31.23 | 26.46 | 26.68
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1 19.46 21.04 | 17.19 | 18.13 | 29.41 | 22.04 25.57
2 19.54 21.48 | 17.69 | 17.72 | 30.31 | 21.31 26.18
3 19.56 21.66 17.4 19.24 | 30.28 22.2 25.77
Canton-S 29-C
4 19.14 21.09 | 16.92 | 17.92 | 29.75 | 20.95 25.76
5 19.43 21.24 | 17.29 | 17.78 | 28,57 | 22.43 25.88
6 19.47 21.44 | 17.11 | 18.83 | 29.66 | 21.35 24.97
1 19.48 21.47 | 17.75 | 1797 | 29.2 20.86 25.09
2 19.66 21.46 | 17.68 | 18.88 | 29.92 | 21.21 25.89
3 19.56 2151 | 18.14 | 18,52 | 29.56 21.3 25.62
Canton-S 24 4 25°C nociie 29°C
4 19.41 21.05 | 17.01 | 16.88 | 29.07 21.3 25.58
5 19.67 2159 | 17.08 | 17.84 | 29.42 | 22.73 25.76
6 19.65 2155 | 17.42 | 18.08 | 28.61 | 20.84 25.6

K pucynky 33
oTub84D | EloB | RpL40 | Nuak | cactus | Tirants NuaK | Tirants cactus | Tirant (o6rmumit)
1 19.78 2056 | 17.34 | 2469 | 20.73 32.72 20.98 24.44
2 19.71 20.21 | 1753 | 24.74 | 20.58 32.49 2091 23.14
3 20 20.99 | 1758 | 25.19 | 20.93 32.59 20.99 24.2
SS 25C
4 19.94 20.65 | 17.32 255 20.87 33 20.95 25.05
5 19.64 2142 | 17.77 | 2538 | 20.94 34.54 20.96 24.61
6 19.75 20.84 | 17.74 | 25.44 | 20.88 32.56 20.89 23.84
1 20.52 21.33 | 18.03 | 2554 | 21.69 32.71 20.93 23.93
2 20.2 21.28 | 17.61 | 25.08 | 21.68 31.65 20.97 22.38
3 20.33 20.99 | 17.45 | 2503 | 21.44 31.99 20.93 22.73
4 20.94 2221 | 17.67 | 2567 | 21.85 32.96 20.93 23.82
SS 29-C
5 20.97 21.76 | 18.04 | 2521 | 22.25 33.17 20.94 23.61
6 20.79 21.72 | 17.79 255 21.61 329 20.86 23.02
7 21.14 21.71 | 18.65 | 2562 | 21.76 34.57 25.13 24.53
8 20.89 2136 | 17.62 | 2599 | 21.91 32.61 25.31 24.33

[Mpunoxenne 2. IMo3unum wuncepuuii /IKII-perpoTpaHcno3oHoB B pedepeHCHOM
reioMe u resomax JuHuii SS, Canton-S u /132, marrepH 3KCHpeccUH reHOB, COAEP KALIUX
WHCEPIUH corJiacHo 0a3e nanHbIx FlyBase

ITonoxenue

Dkcnpeccus BI0%030%0%1
PETPOTPaHCIIO30HA
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copia
CG3726 | Her cpenHsis CpenHsis + |+
toc Her BBILIC cpenHss cpenHss cpenHss cpemuss | cpemuss |+ | +
CpEIHEero P P pei pei pel
BBIIIIE BBIIIIE BBIIIIE
for Her BBICOKAd CpenHssa + +
CPEIHETO | CpemHero CpEIHEro
Ir40a Ja + |+
CadN2 Ja + |+
ociie
CG4462
Her
3 (500
mbl Her cpemHsis | cpemHss |+ | +
Nipped-
A PP Her CcpenHssa cpequsia | t+ +
sallimus | Ta H.JI. H.JI. H.JI. H.JI.
bbg Her cpemuss | + | +
OYEHb
Snap25 Her cpenHsas cpenHsas cpemHsas | + |+
P pei pel Boicokas | P
BBIILIE
OYEHD BBIILIE
Lasp, BBICOKAst BBICOKAas,B | BBICOKas CpEeIHETO CPCAHAA | CpeiHer
CG4395 | Her ' ’ ' PelL ", o,BeIle | + | +
BBICOKas pICOKas OYEHD BBIILIE
4 CpenHss | CpemHer
BBLICOKas CpEIaHEero o
Eip63E | la CpemHsst CpemHsst cpemuss | + | +
Myo81F | Her
beat-Vb | Her
CG3434
7 Ha cpemHss | + | +
BBIILIE
Gprk2 Her CpemHsis cpemHss CpenHsst cpenssisi | cpemHer | + | +
0
roo
BBIILIE
CenGl1
A Her CpemHsis CpenHsst cpenHsis | cpemHer | + | +
0
BBIIIIE
Acox3 Her cpenHsis
CpEIHETr0
dpr2 Her
osp Ja CpemHsist CpenHsst cpenHsst cpenmHss | cpemHsas | + | +
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rdo Her
CG252 Jla
8
ds Ja
BBIIIIE
+
Agpat2 | Her CpemHsst cpenHss CpeIHeEro
Lar Ja CpeIHsIsl | CpemHss +
Acox3 Her cpenHsis BBILIC +
CpEIHETr0
Wnt6 Ja
Trissin
R Her
BBIIIIE
dpr3 Ha CpemHsist CpeIHET | CpemHss +
0
CG139
54 fla
KCNQ | Ja
CG426
63 Jla CpenHsis +
sca Her cpenHsis +
Prosap | Ha CPEHAA z;leu;}e{ero CpemHss | cpenHas +
bs Ja CpemHss
pk Her cpenHsis
GEFme Her
SO
MFS17 | Her
luna Ja
CG438 OUYCHb BB
67 Her sbicokay | CPEAHAT | cpenHer +
0
CR4477 Jla
9
AstA-
R1 fla
rdgA Ja CpeIHsIS CpeIHsIs BBICOKAsl | CPEIHSIS +
pdgy Her BBICOKAsl | CPEHHAA BbIHIE BIHIE CpenHssl | CpemHss +
CPEIHETO | CpemHero
cpess, BBIIIIE BBIIIIE
stnA Her i CpEIHET | CpemHer +
0 0
Scgo Ha
kirre Her
Gas8 Ja
CR4483 Her
3
a-Man-
la Ha CpenHsst CpemHsIsl | CpemHss +
BBIIIIE
X11LS | Her CpemHss | CpemHer +
0
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CG437

59 Her cpenHsis CpenHss +
shakB Her
dnc Her cpemHssl | CpemHsisl | CpemHss +
tyn cpenusis +
Pzl Ja
CG452
63 Her
CG312
21 Ja BBICOKAs | CpeIHSIS +
BBILLE BBIIIIC
+
SKIP Her CpemHsst cpenHsis cpeIHero gp elHer
OYEHb OYeHb OYCHb Bl
LpR2 Ha BBICOKAs BBICOKasA | CpEAHET +
BBICOKAsI BBICOKAasi | BBICOKas o
04GT2 | la
BBIIIIC
plum Her cpenHer +
0
heca Ja cpeHsst O4EHb N
BBICOKAsI
Myo81
F Hla
5-HT2B | Her
DoplR1 | Her
CG343
+
55 Ja cpenHsis
Rya-R Ha
CG310 Jla cpenHsis — +
38
OYeHb
+
pros Her CPEMHAS | o okast
BBILLE BBIIIIC
+
heph (| Ja cpemHsisl | cpenHAs cpeIHero cpenHsis gpez[Her
syd Her CpemHss | CpemHss cpenHsis cpemHssl | cpemHsist +
Rbp6 Her BbICOKas | O P +
BBICOKAsI
Eip75B | Her CpenHssl | BBICOKas +
BBIIIIC
- +
ftz-f1 Ha cpemHsisl | cpenHAs cpeaHero
Papss Her CpemHss | CpemHss CpemHssl | CpedHsia | CpemHssl | CpemHsIs +
Svil Ha BbIIIE CpemHss CpemHss CcpenmHsst CpemHSA | CpemHssA +
CpeIHEro peAL el e e e
CG427
47 fla
GIuRIB | Her
BBIIIIC BBIIIIC
bru3 Her cpemHer | cpemHer +
0 0
Pka-C3 | Jla BBIIIIE CpenHsIst BBIIIE BBIIIE +
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CpEIHEero CpEIHEro | CpemHer
0
Pc Her zleuzl[}e{ero CpenHsst +
Con Ja CpenHssl | CpemHss +
CG431
63 Jla
Obp73a | Jla
BBIILIE
bab2 Her cpenHer +
0
bma Ja CpeIHssl | CpemHss +
gypsy
CG176
84 Ja cpenHsis +
Pzl Ja
Pzl Her
;(3)80': Ja cpenHss BBICOKAsl | BBEICOKAs +
BBIILIE
lovit Ha cpenHer +
0
Tirant
CG425
34 Her
CG422
38 Her
Cipc Ja CpenHsst -
SNF4Ay | Her BbIiie CpemHsst BbIiie +
CpEIHEro CpEIHEro
Raf Her cpenHss CpenHsst -
CG344 BEIIIIE
Her cpenHsis
17 CpeIHEero
CG324 BEIIIIE BBIILC BEIIIIE BBILLC
Her cpenHer CpeIHET | CpemHss -
86 cpeamero | cpeanero |
BBILLE BBIILIE
skd Her cpemHsisl | cpenHAs cpenHero cpemHssl | cpemHer +
0
Shab Her CpeIHsIS CpemHss +
BBILLE BBIILIE . BBIILIE
psq Her e gpez[Her e cpenHsis cpenHss gpez[Her -
unc-5 Ja CpenHsis -
BBIILIE BBIILIE
chn Ja cpenHss CpemHer | cpemHss CpenHss | CpemaHer
0 0
g(? 113 Her CpenHssA | BBICOKAsS -
raw Ja cpenHss CpenHsst -
Fs(2)Ke Her BBICOKAs cpenHss CpenHssA | BBICOKAs +

t
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blood

dnt Her

CG42

329 |2

chinm BIIIC

o Ha CpemHer +
0

CG44

Ja

153
BBIILIE

ESpsg Ha CpenHsisi | CpEmHEr +
0

rocie

IncRN

A:CR | 7@

45347

?021 Her CpemHssA | CpemHsst +

DIP-/ | Her

CG30

116 Her CpenHsis +

rnocjue

CG85 | Jla

17

CG43

163 | A2

CG14

459 | M@

Myo8

1F Ja cpenHss +
BBIILIE

heph | Her cpenHsis cpemHsisl | cpemHer +
0

e |

(3Hak «+» 00 «-» — HATMYME/OTCYTCTBHE NAHHON WHCEPIUH B COOTBECTBTYIOLICH

TuHUK Apo3odui. [ uHcepuil B reHax, KOTOpbIe SKCIPECCUPYIOTCS ci1abo, aHAINU3 HaJIHYHS

WHCEPIUi B IMHUSX HE TIPOBOIHIICS).

[Mpunoxenne 3. Io3uuum yHukaabHbIX uHcepuuii IKII-peTrpoTpaHcno3oHoB B

redome JuHuHii SS m Canton-S; nmaTrepH 3KcNpeccMH TeHOB, COAepPKAINMX HHCEPUHH
corJjiacHo 0a3e manubIx FlyBase

Perpotpa

T'en

Tlomoxen

(&

HU€ B I'CH

HarpasJje
HUIO

Dkcnpeccus
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SS
Esp WNutpon | Her | - - - -
mtt Wutpon | la | - - - -
:)I??t- WNutpon | Her | - - - CpenHsis
- | CG22
o BbIIIIE
S| 64 " Jla ) )
3| (magu HTPOH CpelHer | CpeaHss
) 0
ds 3HTO | Her |- - - -
alpha-
Est6 WNutpon | Her | - - - -
Ir42a | Untpon | Her | - - - -
|3RSp5 HNutpon | Her
.3 | bnl Wutpon | Her | - cpemHss | cpenHss | -
8| CG34
Wutpon | la | - - cpennss cpeaHss
353
Pde9 | Uurpon | Her | - - cpenHsas - CPEA | CPEeH
sist sist
Ddr Wntpon | a | - - - -
CG11
221
(meng Wutpon | Ha | - - - -
-po)
BbIIIIE
PAPL , BBIIIIE
Al 9’HTO | Ha gpe;[Her cpenHss CpemHero cpeaHss
CG42 | Iocne Ta |- i i i
818 reHa
CG63 | Ilepen Her | - i i i
80 T'eHOM
kel Wutpon | Her | cpenusis | - - CpemHsis
Gprkl | UaTpon | Het BhIcokad CpemHsis BBIILC BBICOKAS,
: CpeIHero
Fmo-2 | Uuatpon | Her | - BIIIC BDIHIE -
CPEJHEro | CpelHero
CRa4 E:eCBHeo [a - - - -
201 A
reHa
§ CG90 | Uutpon | la | BblmIe cpenHss BBIIIIE BBICOKaS,
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03 cpemHer CpeIHero
0
rgn Hutpon | a CpelHss | BBICOKAs, BBICOKA4, BBICOKA4,
Nig3 | Uutpon | la | - - cpenHsas -
CG60 | Iocne Ta |- i i i
40 reHa
CG42
331 WNutpon | Her | - - - -
CR31
084 Wutpon | la | - - - -
Rya-R | Uutpon | Her | - - - -
BBIIIIE
CaMK | 5’HTO | la | cpemner | - - CpeaHss
0
CG11
380 Wutpon | da | - - - -
BBIIIIE
dnc WNutpon | Her | cpegner | cpenuss cpeaHss BIIC
o CpEeIHEro
CG43 BBIIIIE
921 Wutpon | Her | - - cpenHss CDELHETO
(hwt) e
BBIIIIE BBIIIIE
goe WNutpon | la | cpennsas | cpenuss CDONHETO | CPEIHEro
CG15
04 WNutpon | Her | - - - -
BBICOK | BBICOK
% cactus | 3’HTO | Her | ©U€HD BBIIIIE BBIIIIE BBIIIIE ast ast
i BBICOKAsl | CPETHETO | CPEAHETO | CPENHErO
—
Nuak | Mutpon | Her | - cpenHss - cpeaHss
Canton-S
BBIIIIE
pelo WNutpon | Her | cpegner | cpenusis - cpenHsis
0
CG44
153 Wutpon | Ha | - - - -
dpr2 | UuTpon | Her | - - - -
ISamue WNutpon | Her | - - - -
o
38 [Pzl Wntpon | Her | - - - -
= Atgl7 | Uutpon | Her | Bbicokas | cpenHss cpenHsis CpenHsst
hth Wutpon | Het | - cpenHsas BBITIC BIIIC
CpEIHEro CPEIHETO
CG66
78 WNutpon | Her | - - - -
cG32 OYEHb OYEHb
521 WNutpon | la | cpenusis BBICOKas
(Mnr) BBICOKasl | BBICOKas
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CG15

431 Wutpon | da | - - - -
CG17
684 WNutpon | da | - - - -
© SLO2 | Untpon | Het | - - - -
'g_ BEIIIIE BHILLIC BEIIIE | BBIIIE
O | Pdkl | UutopH | Her | cpenner | cpemusis cpenHss CpelH | CpeaH
CpelHero
0 ero ero
dpré | UuTpon | la | cpenusis | - - -
CG45 BbIIIIE
782 Wutpon | Her | - - -
(lovit) CpelHero
% | CG42
% 346 WNutpon | Her | - - - -
Wdr6
2 WNutpon | Her | cpennsas | cpennss cpenHss cpenHss
CG15
631 Ox30oH | Jla |- - - -

BbIIIIE
smog | Uutpon | Her | - - cpenHss CpeAHETo
Snoo | Uutpon | da |- - - cpenHss
Shawl | UuTpon | Her | - - - CpenHsas
Trim9 | UnTpon | Her | - - - cpenHsis
Pkn WNutpon | la | cpennss | - cpenHsis cpenHss
SLO2 | Untpon | Het | - - cpenHss cpenHss
CG33
144 WNutpon | Her | cpennsas | cpennss cpenHss cpenuss
CG30
015 Wutpon | da | - cpenusis cpenHss cpeaHss

o
o | sprt WutpoH | yes | - cpenHsis cpenHsist cpenHsis
Oaz Wutpon | Het | - - - -
Kank | Uutpon | Her | - - - -
bru3 Wutpon | Her | - - BBIILC BBICOKAS,
CpEeIHEro
BbIIIIE
bmm | Uatpon | la | cpeaner BIIIC BIIIC cpenHsas
o CPEIHEro | CpeIHero
€G4S BbIIIIE
782 Wutpon | Her | - - -
(lovit) CpelHero
pb Wutpon | la | - - - -
lL)J gtss BBI;%I;O " Her |- - cpenHss -
CG14 | _,
736 S’HTO | Her |- - - -
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CG32 BBICOKasI
473 WNutpon | Her | | cpenHsis - cpenHsis
Cv-C WNutpon | Her | - - -
CG18
208 WNutpon | Her | - - -
Dys WNutpon | Her | - - - CpenHsst
Irel WNutpon | Her | cpennss | - - CpenHss
CG38
22 Hutpon | la - - - cpenHss
(KaiR p pe
1D)
CG13
606 HNutpon | Her | - - cpenHss cpenHss
Rya-R | Uutpon | Her | - - - -
%G 37 3HTO |Hda |- - - cpeaHsst
CG43
867 WNutpon | Her | - - - -
CR44 | BHyTpH Her | - i i BBIIIIE
779 reHa CpEIIHETrO

BBIIIIE
futsch | UuTtpon | da | - - CpeHero cpenHsas
kirre | Matpon | Her | - - - -
dnc Wutpon | da | - cpenHss cpeaHsis cpenHss
CG15
894 WNutpon | la | - - - -
cyr SHTO | Ha |- - - -
nACh
R
alpha WNutpon | Her | - - - cpenuss
3

BBIIIIE

Ten-a | UuTtpon | a | - - CpenHsst Cpe/THETo

IIpunoxxenue 4. BoipaBHUBaHME NOCIEA0BATEIBHOCTEN PETPOTPAHCIIO30HOB /JIsl TIOMCKA
CaliTOB  CBS3BIBAHUSI ~ TPAHCKPUNIIMOHHBIX  (pakTopoB  (PoTO  CAlTOB  CBSA3BIBAHUS
TPaHCKPUIIMOHHBIX (hakTOpoB B mocienoBarenbHocTsx JKII-perpoTpracnozonos blood u roo

00pe3aHbl 10 KOJMYECTBY CUKBEHCOB JIJIsl S)KOHOMHUH MECTa).

CaiiThbl CBSI3bIBAHUS CTPECC-UHAYHHUPYEMBIX TPAHCKPUIIIIHOHHBIX (l)aKTOpOB

blood - Bcd blood — Cf2 blood — Cf2 blood - DI blood — HSF
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	Для выделения микроРНК использовали набор для выделения суммарной РНК и микроРНК из реагента «Лира» (LRU-100-50) (Biolabmix, Россия). Выборки содержали до 6 образцов.

