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AHOTALIA

léanosa O.0. EBomiouliss MITOXOHAPIAJIbHOIO TIE€HOMY Yy CBITII
IIUTOHYKJICAPHOT HECYMICHOCTI Ta TiOpuausamii Ha TpukKiIani pomy Vipera
(Laurenti, 1768). — Maricrepcbka kBamiikamiiina pobora. — XapKiBChKHI
HanloHanbHUI yHiBepcuTeT iMeHi B. H. Kapasina, kadenpa 300morii Ta exosorii
TBapuH, Xapkis, 2025.

Maricrepcbka po0oTa BUKIIaJieHa Ha 83 CTOpiHKaX, 110 BKJIKOYAaE B cebe
HACTYIHI PpO3AUIN: 3MICT, BCTyN, OCHOBHY YacTHHY, BHCHOBKH Ta CIIHCOK
BUKOpHCTaHOi JjiTeparypu. Jlama pobora Bkiouae 7 pucyHkis, 134
BUKOPUCTAHUX JpKeperna Ta 3 JOAaTKH.

[IIBuaka MOJEKyNIApHA E€BONIOIIA  MITOXOHAPIAILHOTO TE€HOMY B
MOPIBHSAHHI 3 SAEpHUM, a TakKoXK I[IHOOKAa IHTErpaiis sJIepHUX Ta
MITOXOHJplalbHUX TE€HOMIB Yy KIITUHHOMY METOOOII3MI CTBOPIOE IIKABY
CUCTEMY, 110 MOTEHIIIIHO KOEBOJIIOIIIOHYE 1 CTBOPIOE Oap’e€pu A MIKBUIAOBOI
riopuanzanii. Mu 10oCaiKyBajdu TeHOMU KUTBKOX BHUIB Tajtok poxy Vipera i
HIyKaad TepeaIyMOBU I IMTOHYKJIEAPHOI HECYMICHOCTI y MIDKBHUIOBHX
riOpuIiB 1 KOCBOJIOIIT BCEPEANHI BUTY.

Tpancnsiiss mitoxoHapiansHoro reHa COX [ y mnpencTaBHUKIB poAy
Vipera  mnpomeMoOHCTpyBajla  HasBHICTb  NEPEBAKHO  IMOOJUHOKHUX  Ta
KOHCEPBATMBHMX 3aMiH, IO BKa3y€ Ha BIJCYTHICTh MOTPEOM y KOMIIEHCATOPHIN
KOEBOJIOIIT MK MITOXOHJIpIaIbHUMHU Ta SJEPHUMU KOMIIOHEHTaAMH KOMILIEKCY
IV Ta 3 BHCOKOIO IMOBIPHICTIO Ha B3aEMHY (YHKIIOHAJIbHY CYMICHICTD
MITOXOHJIpialbHUX 1 SIIEPHUX TEHOMIB TaAlOK poay Vipera, MiATBEPAKEHAM
YOMY € BeJIMKa KUJIbKICTh MI>KBHUIOBUX T10pHIIB.

Takoxx Hamu Oyno oxapakrepuzoBaHo sigepHy JHK mitoxonapianbHOro
noxomxeHHs (NUMT) y renomax ramwok pony Vipera, Oyno moka3zaHo
MOuBICTh BukopuctanHs NUMT gk ¢igoreHeTHYHUX MapKepiB s
YTOYHEHHsI TOJOXKEHHS CIIPHOTO TaKCOHY Vipera anatolica B Mexax poy.

3acrocoBaHo (imoreHeTMyHU aHamizy wmertonoM Maximum Likelihood,



NPOBEACHO KapTyBaHHS BUSABICHUX ()ParMEHTIB Yy MEXax TPEThOi XPOMOCOMH
Vipera ursinii, ananiz romosorii NUMT wmix V. anatolica ta V. ursinii.

SnepHa Komisi MITOXOH/IPIaJbHOTO TEHOMY CKJIAJIA€ThCS 3 YOTUPHAIUATH
TOMOJIOTIYHUX ()ParMeHTIB  MITOXOHIPIAIIBHOTO TIOXO/KCHHS Ha TPETiH
xpomocoMi V. ursinii. Ha OCHOBI OTpUMaHHMX JIaHUX 3alPONOHOBAHO MOJEIb
noctinTerpauiifHoi esomonii NUMT-¢gpparMeHTiB, 110 ONUCY€ IMOBIPHI HUISXH
TyTUTIKaIii, iHBepcii Ta (parmMeHTaIi micias 3aKkpiljieHHs. B SACPHOMY T€HOMI.
Busisnennst romonoriunux NUMT y V. anatolica ta V. ursinii po3miisiia€Tbes K
CBITYEHHS X CHIJIBHOI €BOJIOIINHOI ICTOPIi Ta Hala€ MATPUMKY TIOTE31 PO
HaJIeXKHICTh V. anatolica no xommuekcy V. ursinii-renardi 1 MATPpUMY€ CLICHAPIH,
32 SKUM MITOXOHAPIAJIbHUA T€HOM BUAY MIr OyB OyTH 3amo3WYEHUM BiJ
CIIOPITHEHOTO TAKCOHY BHACHIMOK TiOpuam3ailii Ta  MITOXOHApPIaIbHOI
1HTpOTrpecii.

VY dxocTi marepiany A JOCHIKEHHS OyJau BUKOPUCTaHI OMyOJIIKOBaHI
MOCJIITOBHOCTI MITOXOHAPIATbHUX Ta SASPHUX TCHOMIB IPEACTABHHUKIB POAY
Vipera, a Takox HeomyOiikoBaHa padiiie nociigoBHicte NUMT V. anatolica,
orpumana Bix 3inenko O.1.

HayxoBa HOBM3Ha poOOTH MOJSTAaE B MEPIIOCTI MPOBEICHHS CUCTEMHOTO
nocmikenHss NUMT y npencraBHukiB poay Vipera; no 1poro yacy i
CTPYKTypHU HE OMHCYBAJIMCA Ta HE PO3IVISIAAIHCS B KOHTEKCTI KaTeropialbHUX
(b1IoreHeTHYHUX MapKepiB A 1i€i rpynu. [IpakTuyHe 3Ha4eHHS OTPUMAHUX
pe3ynbTaTiB moysArae B MOXKIUBOCTI BUKopucTanHS NUMT sk HOBOTrO THITY
GUTOTEeHETUYHUX JTaHUX JUI  (UIOTCHETUYHUX Ta MOMYJISIIMHO-TeHeTUYHUX
JTOCHIKEHB poay Vipera. 3anponoHOBaHUN MiAX1 MOXKE OyTH aanTOBAHUMN ISt
peBi3ii TaKCOHIB, IO AEMOHCTPYIOTh PETUKYIISIPHY €BOJIOINHY 1CTOPIO.

Knrouosi  cnosa:  mitoxoHapianbHUM  TeHOM,  Vipera, NUMT,

UTOHYKJIEapHA KOEBOIIOLIS, (PITOTEHETUYHI MapKEpH.
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BCTYII

Opniero 3 (QyHIaMEHTaNbHUX MpOOJIEM Cy4acHOI HAyKH € BTpara
iH(MOopMarlii mpo TmomepeaHi CTaHW CKJIAAHMX cucTeM. Y (isuii 1 mpobiiema
NPOSIBISIETECA Y  BUIVIAAI  1HPOPMAIIMHOTO TApPajoOKCy YOPHUX JIp -
KOHIIENITyaJIbHOT TTpoOIeMHU B3a€MOJIii KBAaHTOBOI MEXaHIKM Ta 3arajbHOi TeOopii
BIJIHOCHOCTI; 3T1JTHO 13 TEOPIi€r0, JaH1 PO PEUYOBUHY, 11O MOTPAILISIE 32 TOPU3OHT
MOJIiM, 3HUKAIOTh 06€3 MOMUIMBOCTI BiHOBIEHHS [1]. Ile cynepeuuTs ysaBICHHIO
po Te, 10 y KBAaHTOBHUX Mporiecax iHpopmarlisi Mae 30epiraTics, i CTaBUTh Mij
MUTaHHS caMy OOOPOTHICTh (PyHIaMEHTAIbHUX 3aKOHIB pupoau [2]. YV 6iomorii
e mnpobigeMa HEMOXJIMBOCTI TOYHOTO TOBHOTO BiJHOBJICHHS €BOJIOIIWHUX
[UIAXIB OPTaHi3MiB: Cy4aCHUW TE€HOM OyIb-sIKOTO OpraHizMa € pe3ylIbTaToM
TPUBAJIOTO TMpOIleCy MyTallii, AyIUlikaiiid, BTpar Ta pekoMmOaHalli, 110
0€3MOBOPOTHO 3HUILIMIN 1HPOPMAILIIIO0 MPO nonepenHi cranu. Lle sBuiie MoxHa
BU3HAYUTU $K €(EKT CTHpPAaHHA MNUIAXY: EBOJIOIINHI MpOIEecH, MOAIOHO 10
YOpHUX A1p, 30€piratoTh JUIIE KIHLIEBUI pe3ysbTaT, BUAUMUN JJIs criocTepiraya,
ane ‘“‘ctuparoth”’ Oymb-sIKI BIOMOCTI MPO KOHKPETHI CTAaHW, IO JO HBOTO
npu3Benu. Sk O6e3uKe BUNMPOMIHIOBaHHS [OKiHra He Hece MOBHUX B1AOMOCTEH
PO TUN Ta CTaH MaTepii, n0 OynM 3aTSATHYTI 3a TOPU3OHT IMOIM, TaK 1 TEHOM
MICTHUTB JIUIIIE€ HETIPSMI BIIOUTKH JIaBHIX €BOIIOIIMHUX TOJIH.

VY 1pboMy KOHTEKCTI OaraTOreHOMHa CHCTEMa €yKaplOTMYHOI KIIITUHU
MOYKE PO3IISAAATUCA SIK BUHATKOBA MOJIENb JUIS aHaJi3y BTpar Ta TpaHchopmartii
inpopmanii. i yTBOpeHHS BHACHiZOK  eHJOCHMOIOTMYHOI  iHTerpari
CYIIPOBOKYBAJIOCS TIMOOKOI0 PEAYKINIEI0 MITOXOHAPIaJbHOTO TEHOMY Ta
MEPEHECEHHAM 3HAYHOI YAaCTWHU TEHIB JIO fA1Ipa, 110 B pe3yJbTaTi chopMyBaio
CKJIAJIHy LIMTOHYKJICAPHY B3a€EMOII0, Y SKIM (PYHKIIIOHYBaHHS KJIITHHU CTaJlo
3QJICKHUM B1J] Y3TO/IP)KEHOI poOOTH JEKIIBKOX TeHOMHUX cucteM [3,4]. Onnak He
BapTO PO3MISAATU IF0 MO0 SIK ()EHOMEH MajeKOr0 MUHYJIOTO, OCKUIBKHU IIei
Ipolec TPHUBAE 1 HUHI, MEPIOJUYHO MPOSBIAIOYUCH Yy BHUIIAIL 1HTErpamii

dbparmenTiB MiToxoHapianbHOi Ta mractuaHoi JIHK B saepruit reHom. Taki



MOCTIIOBHOCTI, BioM1 SIK siAepHO-MiTOXOHpianbHl BcTtaBku (NUMTs), €
CBITYEHHSIMHU O€3MepepBHOCTI MOTOKY 1HGoOpMallii MiXK TeHOMaMu KIITHHU Ta
MOXYTh OyTH BHUKOPUCTAHI K ‘“‘MOJEKYJSPHI CKaMm SHIJIOCTI” Ta J0JIaTKOBI
MapKepH €BOJIIONII].

3acTocyBaHHSI TaKWX MAapKepiB Mae€ 3HAUEHHA Yy BHUBYECHHI TIpyn 13
CITHACTOIO €BOJIIOLIMHOIO ICTOPIEIO, A€ TPaauLIiHI (PIIOreHETUYHI MiAXOAU He
3aBKIM JIO3BOJISIOTH PEKOHCTPYIOBATH MOCHIAOBHICTh Momii. OMHIEO 13 TaKuX
Ipyl € €Bpa3iiicbKi Traloku poay Vipera, TpeNCTaBHUKU SIKOTO 3a3HaU
Oararopa3oBUX MOAIN riOpuaN3alii, MITOXOHIPIaIbHOT IHTPOTpECii Ta JIOKATbHOT
aganTarii [5].

AHanmi3 TakuxX TOAIA BUMarae BpaxyBaHHsA IlI€ OJHOIO BHUMIPY —
IIUTOHYKJIEAPHOT KOEBOJIIOIII1, aJiKe €(hEeKTUBHICTh pOOOTH JUXATHLHOTO JIAHIIOTA
3aJICKUTh B1JI Y3TOKEHOI B3a€MO/Ii1 OLJTKOBUX CYOOIMHMIIL, Ui aMIHOKHCIIOTHI
MOCJIJOBHOCTI KOJIYIOThCSl pi3HUMH reHoMamu kiaiTunu [3]. Tlig yac inTporpecii
MITOXOHAPIATBHUX TAaIJIOTUIIIB Y3TODKEHHS MOXKe OyTH IOPYIICHHM 4Yepe3
HEBIAMOBIJHICTh 3allO3MUYCHUX MITOXOHAPIAIHLHUX BapIaHTIB KOEBOJIOIIHO
ONTHMI30BaHUM siAepHUM maptHepam [4,5]. Pesynsrarom €  sBuiie
[IUTOHYKJIEAPHOT HECYMICHOCTI, IO MPOSBISETHCS 3HWKEHHSM €(EeKTUBHOCTI
€HEpPreTUYHOro MeTalolli3My Ta YTBOPEHHSM pENpoAYKTHUBHUX Oap’epiB.
[TepeBipka MOXXJIMBOCTI TaKuX KOH(IIKTIB MOXJIHMBA 3a JIOIIOMOTOI METO/IIB,
CHOpPSIMOBAHMX Ha OI[IHKY CTPYKTYpHOI Ta ()YHKIIOHAJIbHOI KOHCEPBAaTUBHOCTI
MITOXOHJpiaTbHUX OUIKIB Ta iX Y3TOMKEHICTh 13 SACPHUMHU KOMIIOHEHTaMH
JUXaJIbHOTO JIAHITIOTA.

TakuM YHMHOM aKTyaJIbHICTh JOCHIIPKEHHS BHU3HAYAETHCS MOTPEOOIO
KOMILUIEKCHOTO TIJIXOAYy 10 aHali3y B3aEMOJII MK MITOXOHAPIAILHUM Ta
AIEPHUM T€HOMaMU, 30kpeMa uepe3 BpaxyBaHHs NUMT sk mxepena 101aTkoBoi
1H(popmarii npo (GUIOreHeTUYH1 3B’ I3KK BCEPENIMHI POy, HAIIPSIMKH 1HTPOIPECiii
Ta TriOpuaM3ailii, a TaKoX JOCTI/PKEHHS CTPYKTYpHOI KOHCEPBATUBHOCTI
OUIKOBUX MPOAYKTIB MITOXOHJIpiaibHOro reHomy (3o0kpema COX I) st oriHKu

MOKJIUBUX TIPOSIBIB IIUTOHYKJIEAPHOI HECYMICHOCTI.



MeTtoro naHoi poOOTH € AOCIIIKEHHS 3aKOHOMIPHOCTEH MOJIEKYJISIPHOI
KOCBOJIIOII y TPEACTaBHUKIB pony Vipera Ha TpUKIAAl TEHY BEJIHUKOI
cyoonunuill mutoxpoM okcuaazu (COX I). Jlns qocsrHeHHsT METH NepedadyeHo
PO3B’sI3aHHS TaKUX 3aBJaHb:

® TICPEBIPUTH HEUTPATBHICTh €BOJIONII JOCHTIKYBAHOT IISTHKH
MITOXOH/IP1aJIbHOTO T€HOMY 3a JOTIOMOTOI0 CTaHJAPTHUX TECTIB Ha
HEUTPAJIbHICTh Ta OLIIHUTH MOXJIMBI BIIXWICHHS BiJ HEUTpaIbHOI
MOJIENI;

® TICPEBIPUTH AaMIHOKUCIOTHY mocihigoBHicTh TeHy COX [ Ha
HasBHICTb paJUKaIbHUX aMIHOKHMCIOTHHX 3aMiH Yy PI3HHUX
MPEICTaBHUKIB POy, OMMMCATH iX XapaKTep, YaCTOTy Ta MOMIJIMBUI
byHKIIIOHATBHUHN e(PeKT;

® oOXapakTepu3yBaTH SACPHI KOMii MITOXOHAPIATBHOTO TOXOKCHHS
(NUMTs) y crenoBux Ta Jy4YHUX TaJIl0K, iX CTPYKTYpY, IOTEHIIiiHE
JDKEpEJIo Ta MOXKITMBI MEXaH13MH OTPUMAaHHS;

® HAa OCHOBI OTPUMAaHHMX JaHUX TEPEBIPUTH HHU3KY TINMOTE3 IPO
pPOIMHHI BIIHOCUHU MIX Vipera anatolica Ta mnpencraBHUKaMU
KOMIUIEKCY  V.ursinii-renardi, 3ano3W4eHHs MITOXOHAPIAIIBHOTO
T€HOMY B XO/Il IHTpOrpecii TOIO.

TeopeTvyHa IIHHICTh TOJATAE€ Yy TOIIMOJEHHI YSIBIEHb PO IMPOIECU
B3aEMOII1 SIIEPHOTO Ta MITOXOHApiaTbHOTO reHoMy Ta iHTepnpertarii NUMT sk
MapKepiB €BOJIIOIIMHKUX MPOIECIB, JOMOBHEHUX aHai30M BapiabenbHocTi COX |
K 1HAMKaTOpa TMOTEHUIMHMX LHUTOHYKJIeapHuX KoHpmikTiB. IIpakTnune
3HAYEHHS JOCIHIKEHHS BUSBISETHCS Y MOXKIUBOCTI Bukopuctanuss NUMT mis
po3B’si3aHHS  (PITOTEHETHYHUX CYIMEPEYHOCTeH y Tpymax i3 PEeTHKYISIPHOIO

ICTOpIENO.
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Posain 1. OIVISAJT I AHAJII3 HAYKOBOI JIITEPATYPU

1.1. EBosioniiHa JUHAMIKA MiTOXOHIPIAJIbLHOI0 reHOMY

1.1.1. OcobnuBocTi crpykrypu i ycnaakysanus MT/lHK

MirtoxoHapisi — HamiBaBTOHOMHA OpraHelia €yKaplOTUYHUX KJIITHH,
OCHOBHOIO (PyHKIII€IO sIKOi € cuHTe3 AT® NuIsixoM OKMCHOTO (pOCPOpPUITIOBAHHS.
[ToxomkeHHsT  MITOXOHIpPiIM IMOBIPHO TMOB’S3aHE 13 JABHBOIO  MOJIIEIO
eHJ0CcMMOIO3y  TpeJKa  €yKaploTiB 13  OpraHi3aMoM, TOIIOHMM  Ha
a-rporeodakrepito [3]. Mitoxonapiansaa JJTHK (MTAHK) mpencrasisie coboro
TCHETUYHUIN MaTepian eyKapioT, JIOKali30BaHUH y MiTOXOoHApisX. Ha BiqMiHY Bif
anepHoi JJHK, BoHa mae psin cTpyKTypHHX Ta (DyHKLIOHAJBHUX OCOOIUBOCTEH.
VY mporieci €BOMIOIIT TEHOM MITOXOHAPIi 3a3HAB 3HAYHOI PEAYKIli — 13 TUCSY
OakTepiaJbHUX T'€HIB 3aJIUIIUIIOCS JIUIIE KIJbKa JCCATKIB, TOMAl K pelira Oyau
nepeaaHi 10 saepHoro reHomy ado BrpadeHi [3,4]. Taka pemaykiiisi moB’si3aHa 3
dbynkuiero opranenu: y MTJIHK 30epiratorbest juine TeHH, TPOAYKTH SKHX
(30KpeMa OUIKKM JUXaJbHOTO JIAHIIOTa) MOTPEOYIOTh JOKAJBLHOIO KOHTPOJIIO
exkcripecii abo € HacTUTbku TiApodOoOHMMH, MO iX IMOOPT 13 ITUTO30JIO
HeMOXUTMBUN [4]. VYV 3alleXKHOCTI BiJl CTPYKTypH MOJCKYau (JIiHIMHA YH
KUIbLIETIOA10HA), PO3MIPY, HAsBHOCTI IHTPOHIB YM IJIa3MIJIONOJOHUX CTPYKTYP
Ta TOMOT€HHOCTI YW TeTePOreHHOCTI TEHETUYHOTO Marepiay, BUAUISIIOTh MIIiCTh
OCHOBHHX THUITIB MITOXOHAPi1aJIbHUX TEHOMIB [6].

3a3Buyaii pu 3raami npo MTAHK marots Ha yBasi MTIHK nepioro tumy,
npUTaMaHHy ISl JBOCTOPOHHBO-CUMETPUYHUX TBAPUH - KIJIBIEBY MOJEKYITY
noBxkuHOIO 11-50 THC. Map OCHOB, sIKa, 3a JACSIKUMHU BUHSATKaMU, Koye 37 TeHiB:
13 6inkoBux (NAD1-6, NAD4L; CYTB; COX1-3; ATP6 and 8), 22 rean TPHK
ta 2 renu pPHK [7]. IaTpoHu 3a3BHuail BiJICyTHI, €IUHUM BHUHSTKOM € T'€H
COX1 y xumpuactux uepBiB Nephtys sp [8]. Hdua mtJHK nepmoro tumy
NpuTaMaHHa MiHIMaJbHa KIJBKICTh MIDKIEHHHMX JUISHOK, IO 3a3BHYai
OOMEXYIOThCS TaK 3BaHUMHU KOHTPOJIBHUMHU JUISHKAMH, SIKI MICTATH CalTH

noyarky perutikamii. CHHTEHis] 31e01IbIIOT0 € JOCUTh KOHCEPBAaTUBHOIO, X04a
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JesKl TAKCOHOMIYHI rpynu, Hanpukiaa Mollusca, € OIbII CXWIBHHUMH [0
paguKaIbHUX TEepeOyqoB apXITEeKTypu MITOreHoMy, HIX 1HmI [9]. ¥V mexax
XOPJIOBUX (Chordata) oprasizariis MITOT€HOMIB XpeOeTHUX €
BHCOKOKOHCEPBATUBHOIO, TOJI SIK Y acIyaii € rinepBapiadensHoto. [lepeOymnoBu
IeHIB MDK BIJHOCHO OJM3bKOCIOPIIHEHHMMHM TAKCOHAMM 3a3BMYail BKIIIOYAIOTh
renu TPHK (ane He Timbku) 1 0COOIMBO 4YacTO 3YyCTPIYAIOTHCS HABKOJIO
KOHTPOJBHUX JIISHOK [6].

Hpyruit tun opraxizamii MTAHK sBiase coborw KiIbLEBY MOJEKYITY
po3mipoMm 19-1000 Trc. map HyKJICOTHAIB 3 IHTPOHAMH, TAHICMHUMH TOBTOPAMH
ta nomarkoBuMu ORF (BIAKpUTHMH paMKaMU 3YUTYBaHHS); KIJIbKICTh T'€HIB
xonuBaeTbesa Big 40 nmo 156. Po3Mipu MITOr€HOMIB LIBOTO THUIY MOXYTh
BapiloBaT HAaBITh BCEPEIWHI BUIY 4Yepe3 JUHAMIYHICTH IHTPOHIB, 5K 1€ OYyI0
BiMidueHO y rpu6iB [10]. o uporo TUIy HajJeKUTh HAMOUIBIINK CEKBEHOBAHUM
MITOT€HOM POCJIMHU - CMIJIKHM KOHIYHOI Silene conica - po3mipom =11,3 M6 [11].
[Tonpu riranTchbki po3Mipu, HAOOpPU OLIKIB, IO KOAYIOTHCS, € BITHOCHO
KOHCEepBAaTUBHUMHU [6]. OKpiM rpubiB Ta pOCIUH, IPYTUH TUI OpraHi3alii TaKoxX
BJIACTUBUH JIESIKUM MPOTUCTAM 13 TPYIU X0aHO(IIAresT, HaPUKIag MOPCHKOMY
OHOKIIITHHHOMY Monosiga brevicollis [12]. Tpertiii Tunm 3arajoM Haramye
JpYTHii, ajge Mpu UbOMY MICTUTh AOAATKOBI IJIa3MUIONOAIOH] CTPYKTYypH Ta\abo
JiHIMHI Mostekyu [13].

UerBepTuid Ta MIOCTUH TUIH MPEACTABICHI TeTEPOreHHUMHU Habopamu
MOJIEKYJ BiMOBIAHO KUIbLIEBOI UM JiHIHHOI (hopmu posmipom 1 1o 200 Tuc. map
ocHOB. I'eHu po3moniieHi MK PI3HUMH MoJieKynamu, 1 g ¢GhopMyBaHHS
MNOBHOIIIHHUX TPAHCKPUIITIB MOTPiOHA CKJIaHA NOCTTPAHCKpUIMIiiiHA 00poOKa,
30kpema penaryBanHs PHK Ta 3’enHaHHsS TpOAYKTIB TPaHCKPUIIII 3 Pi3HUX
MOJICKYJI. Kiacuaaum MIPUKJIAJIOM € Diplonema papillatum
(Euglenozoa:Diplonemea) y SKOr0 TE€HU PO3MAUICHI Ha YHCICHHI YaCTKOBI
cerment, a 3pimi MPHK ¢QopmyroThcss muisixom B3IUTTS TPaHCKPUITIB,
OTpMMaHUX 13 MOJEKyl pi3Horo mnoxomkeHHs [6,14, 15]. Cepen

0araTOKJIITHUHHUX OpPraHi3MiB MOAIOHAa CTPYKTypa BUSIBICHA y AEAKHX BHUIIB
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Bowe (Insecta: Phthiraptera), 4yuii MITOT€HOM Ma€ KUIbKa BaplaHTIB, IO
BKJIFOUAIOTh TOBHOPO3MIPHY XpOMoOcoMy 3 37 reHamu Ta Hallp reTeporeHHuX
MIHIKUIBIIEBUX MOJIEKYIN, HAOIp MIHIKUIElb, MEHIIUX 3a PO3MIPOM, HIXK MOBHA
XpPOMOCOMa, 3 OJTHIEI0 KOPOTKOIO KOHTPOJIHHOIO 007acTio a60 Habip MiHIKIICIb,
10 HECYTh 1-3 TeHM 3 JOBIOIO CKJIAHOI KOHTPOJIBHOIO 00jacTio [16].

[Patuit TUn BKJIIOYAE JHIMHI OJHOKOMIIOHEHTHI MITOXOH/ IplaJibHI
TEHOMHU, SIK1 HE3aJIeKHO BUHUKIIUA B KUJTBKOX (DUTOTEHETUYHUX TUIKAX: y JESKHX
indyzopit  (Tetrahymena pyriformis, Paramecium aurelia), aniKOMIIJIEKCIB
(Plasmodium ta cnopigHeHl BHUAM), TpuOIB, 3€JIEHUX  BOAOPOCTEU
(Chlamydomonas spp.) Ta 'y nesikux kuigapiit [6,11,17]. Jns crabinizarii KiHIliB
TaKMX MOJICKY]T BHUKOPHUCTOBYIOTBCSI Pi3HI BapiaHTH «TEIIOMEPHHX» CTPYKTYD:
IIMWJIBKYA 3 KoBajeHTHO 3aMkHeHoil JIHK (wanmpuknan, y Paramecium aurelia,
OpikmKiB  Pichia pijperii), KiacTepu KOPOTKHX TMOBTOpiB (y Fusarium),
1HBEpTOBaHI MOBTOPHU YM JOBI1 OJHOJIAHIIOTOBI MOCIIIOBHOCTI Ha 3'-KiHIAX (Y
Chlamydomonas reinhardtii), a Takox ckiaaHi KomOiHa1ii noBTopiB (y Theileria
parva, Amoebidium parasiticum) [18]. B okpemux Bunagkax (QyHKIII0O
ctralinizalii BUKOHYIOTh O11KH, KOBaJIEHTHO 3B’53aH1 3 5'-KIHIIMU MOJICKYJIH, SIK
1€ CIIOCTEPIraeThCsl y MiTOXOHIpiadbHUX TIIa3MHIaX IPUOIB.

Jlnst  OuIpIIOCTI  €yKaploT XapaKTepHE MAaTEpPUHChKE YyCHaJKyBaHHS
MT/IHK: 3urora orpumye nuine MITOXOHIpIi, IO 3HAXOMATHCA Yy ITUTOILIA3MI
SUIEKIIITUHN, Y TOW Yac K OaThbKIBChKI €IIMIHYIOTHCS HUISXOM Jerpajailii.
OnHak nesakuM TpubOaMm, 30KpeMa JpiKIpKaM, IMpUTaMaHHE OimapeHTalbHe
yCIaJKyBaHHS, IT1JT 4ac SIKOTO B 3UTOTI ONMUHSIOTHCS JB1 MITOXOHApiaibHI JIiHIi,
oTpuMaHi1 BiJl 000X OaThbKiB, OfHA (3a3BUYail Ta, 10 MOXOAWUTH BiJ] MEHIIOI
KIITAHU) 3 SKUX Mi3Hime eniminyeTrses [10]. [ns ABOCTYIKOBHUX MOJIOCKIB
XapaKTepHUM € TOJIBiifHE yHINapeHTaJbHE YCIMAJIKyBaHHS, 3a SIKOTO MOpsiA 13
MaTEpPUHCHKUM MITOXOHJpiadbHUM reHoMoM (F-Tum) icHye 4osioBiuMii TeHOM
(M-tum), mo mnepemaeThcs crmepMaro3oimamu. Y caMoK M-MITOXOHIpii
PO3MONISAIOTHCS XaOTUYHO Ta €JIMIHYIOTBCS, TOAl K Y CaMIlIB BOHU (DOPMYIOTh

OKpeMHull arperar i 30epiraroTbCsi B T€PMIHATUBHIN JIiHIL. Y AOPOCIHX 0COOWH
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COMAaTU4HI TKaHWUHHU MICTATh MEpeBaXHO F-reHoMm, Toal SK crepMaTo30iid —
auiie M-reHoM, sSIKUii €KCIIPeCcy€eThes i yac cnepmartoreHesy. O0uaBa reHoMu
MarTh OJHAKOBY OpraHi3allilo, ajie BIJIPI3HAIOTHCS MociigoBHICTIO Ha 20—40% 1
TEMIIaMH €BOJIIOIIIl, MPU 1bOMY M-TE€HOM mMiiArae ciaadiiuM CeIeKTUBHUM
oomexxeHHssM  [19]. PocnuHam mpuTamMaHHi K MaT€pUHCBbKE, Tak 1
oinapentanbue (pin Pelargonium) ab0 BUHSATKOBO OaThKIBChKE YCIaJKyBaHHS,
K y Sequoia sempervirens [20,21].

1.1.2. BUHUKHEHHSI Ta peXyKLis TeHOMY MITOXOHAPIi

[IpakTuHO BCi €yKapiOTHYHI OpraHi3Mu, MpOaHaTi30BaHI Ha ChOTOJHI,
MalpTh MITOXOHJIpli abo0 oOpra”enw, M0 IOXOASITh BIJ MITOXOHJAPIH, 3a
HAJ3BUYAHO PIIKICHUIMHU BUHATKAMH, [0 BUHUKAIOTh BHACIIJIOK BTOPHHHOI
BTpaTH, SIK y OKCUMOHanu Monocercomonoides sp. [22]. IluTaHHS BUHUKHEHHS
MITOXOHAPIN HaJIEKUTh 10 (PyHIaMEHTAIbHUX MpoOJaeM O010J0Tii, OCKUIbKU
0e3nmocepeIHbO MOB’SA3aHE 13 PO3YMIHHSAM PaHHBOI €BOJIOLII €yKaplOTHYHUX
OpraHi3MiB Ta PO3BHUTKY CKIaAHUX (opM >KUTTA Ha 3emii. Hapasi OumbliicTh
JOCITHUKIB TIOTPUMYIOTBCSI TaK 3BaHOI €HAOCUMOIOTHYHOI T€OPii MOXOMHKEHHS
MITOXOHJIPiH, 3TIAHO 3 KOO yCl MITOXOHIPIT MOXOJATH BiJ] CIIUTBHOI MPEIKOBOI
OopraHeiid, sKa BHHHMKJIA B pe3yJbTari 1HTEerparii ajbdanporeoOakTepii B
KJIITUHY-Xa3s51Ha, CIIOPIAHEHY 3 CyYaHWMH acrapJChbKUMH apxesiMu. buibuiicTh
CIICHApiiB  TOXO/KEHHS Ta PAaHHBOI CBOJIOIII  EyKapioTiB  HAJA0Th
MITOXOHAPI1ATFHOMY €HI0CUMO103y BUpIIIAILHY POib [23].

[luTanHs yacy BUHUKHEHHS MITOXOHJIpIM SK OpraHena Ta 3B 530K 13
€yKaploreHe30M (BMHUKHEHHSIM OQOPMIIEHHOTO siipa) JO0CI 3aJIMIIAETHCA
BIJIKpUTUM. 30KpeMa, sIKy pojib BIIITPaB MPEJOK MITOXOHJIPIHM, SKUM 1HIL1IOBaB
eHI0CcUMO0103? BUHUKIM MITOXOHIPIl OJHOYACHO 3 TIOSBOO SAApa abo Imicis Hei?
AHami3 ckaM’SHUIOCTeM akaHTOMOP(GHMX aKpUTapxiB, 3HaaeHuXx B I[HAI],
CBIIUUTHh MOpO Te€, MO0 MpuOIu3HO 1,63 MIApA POKIB TOMY OpraHi3Mu Maiu
CKJIQHUI IUTOCKENET, (PyHKIIOHYBAaHHS SKOTO €HEPreTUYHO YMOKJIMBIIIOBAJA
JIMIIE€ HAsBHICTh MITOXOHAPINA, IO O3HAuYa€, MO L1 OPTaHed BUHUKIM PaHIIle

[24]. HaryBanHs 11i€i momii METOJAMU MOJEKYISIPHOTO TOAWHHHUKA AlOTh
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npuOau3HI OuiHKM Bix 1,8 Mipa pokiB (1o y3romkyerbes i3 mosisoro LECA
-OCTaHHBOTO CHUIHLHOTO TPEJIKa €yKapioT) A0 2,3 Map. pokiB [25]. Bumii ominku
3acHoBaHl Ha nofii KucueBoi karactpodu (Great Oxydation Event) - pizkomy
3pOCTaHHI PiBHS KUCHIO B aTMocdepi Ta Boi, 1o BiaOymocs 2.2-2.5 MIIpa pokiB
TOMY Ta CYyNpPOBOKYBAJIOCS MAaCOBUM BUMHpPAHHSIM aHaepoOiB, 110 JOMIHYBaIH
B TOTOYAaCHMX eKocTUcTeMax [26]. TakuM YMHOM, BUHMKHEHHS MITOXOHAPIi
MOXKE PO3IISAATUCS SK BITYAMIYITHUN €BONIOIIWHUNA KPOK, CIPSIMOBAHHI Ha
aJanTallio J0 BOPOXKOT KUCHEBO1 aTMOCc(epH.

1.1.3. Ilepenecenns reniB y npoueci esosouii: EGT, rinore3a k/ IHK i
MAacoOBOI0 MOTOKY

KirouoBuM HacnmikoM MOAANBIIOTO TEPEXOay BiJ €HAOCUMOIOHTa /0
OpraHely cTaja PeAyKIlis TeHOMY MITOXOHIPIA, M0 y CyYacHUX €yKapioTiB
CKJIQJA€ThCSl JIMIIE 3 HEBEJMKOI YacTKW BIJ KOJMIIHBOIO OaKTepiajabHOTO,
3nebinporo Big 3 (y Chromera velicia) no 66 reuiB (y Andalucia godoyi),
HEOOX1THMX TIEPEBXKHO JJIA KOAYyBaHHS KIIOYOBHX E€JIEMEHTIB JUXAJTbHOTO
JaHIIOra Ta anapaTry TPaHCHALli, TOAl SIK pemTa OUIKIB KOAYHOThCS SACPHUM
TeHOMOM Ta TPAHCIOPTYIOTHCS B OpraHENy CHEIliadi30BaHUMH CHUCTEMaMU
iMriopty [3, 27].

CxopoueHHs Myjly T'€HIB OPraHi3MiB, 110 MEPEXOASTh IO Mapa3zUTUUYHOIO
Ta €HJI0CUMOIOTUYHOTO CIIOCOOY KHUTTS € MOBTOPIOBAHUM SIBUIIEM, 1110 JCKIJIbKA
pa3iB  HE3QJIEKHO BHUHUKAIO Yy KUIBKOX OJHOKJIITUHHUX €YyKapioTiB, SKi
nepenuid 10 OOJIraTHO BHYTPIIIHBOKIITUHHOTO crmocoly XuTTs [28] ta y
BeJIMUYE3HIN PI3HOMAHITHOCTI OaKTepiaJbHUX Ta apXeWHHX €HJO0CHMOIOHTIB, SKI
HE3QJIEKHO TMOXOIATh BiJ  JUBEPreHTHUX  (PUIOTEHETUYHMX JIHIA Ta
3yCTpIYalOThCSA y IMHUPOKOMY Jiarma3oHi rocnoaapiB [27]. Sloan et al. HaBOIUTH
HIOHAaWMEHIIIE TPU MOXJIMBI MEXaHI3MH, 32 SKUMH BiOYyBA€THCS CKOPOUYECHHS:
npsiMa BTpara 4epe3 nociabjaeHui BifOIp TeHIB, Kl € HAJJIMIIKOBUMH LIOJ0
opra”iamy-rocronapsi/aapa abo HENOTPIOHMMH Yy BHYTPIITHbOKIITUHHOMY
KOHTEKCTI1; eHgocuMOioTnunuii neperoc rewiB (EGT) no siapa (Takox BioMuid

SIK BHYTPIMTHBOKITITUHHUHN TiepeHoc reHiB (IGT)); pekpyTuHr Ta nepedynoBa Bike
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HasIBHUX SIICPHUX I'€HIB JJIA 3aMiHU (DyHKLIH eHgocuMOioHTiB/opranen [27,29].
[TopiBHSIHHSA BMICTY MITOT€HOMIB y PI3HUX TaKCOHOMIYHHMX Tpymnax €yKapioTiB
JTIO3BOJISIE OI[IHUTH “BTpaTh’, IO BIAOYIKCS B PE3YJIBTATI PEAYKIIIi.

[cTopist BTpaTu MITOXOHIpIaJbHUX TEHIB PO3AUIAETHCS Ha JBI 3arayibHi
dazu [30]. Tlepma - 3Ha4HA pEmyKIlis, IO MEPEAYE OCTAHHBOMY CIUIBHOMY
npeaky eykapiotiB (LECA), micist sikoi BCl BiIOMi MITOT€HOMH MAarOTh TMEBHY
MIIMHOKWHY HEBEJIMKOTO IMyny 3 69 mpeakoBuX OULTIOK-KOAYIOYHX TEHIB, IO €
HE3HaYyHOI yacTkoro 3 Outbl HIXK 1000 rewis, siki, 3a OLIHKaMU, OyJIM MPUCYTHI
B OakTepiaJbHOMY MomnepeqHuKy Mitoxouapid [27,31]. pyra ¢dasza pemykuii
MITOTEHOMY € TETEpOreHHOI0 3 BapialisiMd SK y dYacl, TaKk 1 B PI3HHUX
(GIIOreHeTUYHUX JIHISAX, 1 TpuUBae A0 chorofeHHsA. g okpeMux rpyn
OpraHi3MiB MOTOYHUI BMICT MITOXOHJAPIAILHUX T'eHIB (JOpPMYyBaBCS TPUBATUMU
nepiojlaMu CTa3ucy, 110 MepepuBaBCs €Mi30[aMU MPUCKOPEHOI BTPATH TEHiB.
[IpuknagoM MoOke CIyTyBaTH JUBEPIEHINS JABOCTOPOHHBO-CUMETPUIHHUX
TBapuH, A€ crnenudiyHi JUisi TPynu BTPATH Ta TEPEHECEHHS NPHU3BEIU 0
YTBOPEHHS CHJIBHO CKOPOYEHOro Habopy juiie 3 13 TeHiB, 110 KOAYIOTh O1JIKH,
KU 3aJIUIIAETHCS BUCOKOKOHCEPBATUBHUM TPOTITOM COTE€Hb MUTBHOHIB POKIB
[27].

EnnocumOiotnunuii nepenoc rexiB (EGT) BBakarOTh OJTHUM 13 KIIFOUOBHUX
MEXaHI3MIB, IO CHOPHUSB YCHIIIHINA 1HTerpamii eHJocMMOiOHTa Ta BTpaTi
ABTOHOMHOCTI MITOXOHJpiH. [[7s1 MOsSCHEHHS MeXaHi3My IbOTo Mpolecy Oyio
3alpOTMOHOBAaHO JeKimbka rimote3. Omua 3 HuX - rimore3a kJIHK (cDNA
hypothesis) nependauae nepenady reHiB 3 MITOXOHIPIH 710 sSapa HE HAMPSAMY, a
yepe3 cranaito PHK-nocepennuka: MPHK 13 miToxoHapiil TpaHCHOpTyeThes 13
oprasen Jo sjapa, e neperBoproetses Ha kJJHK Ta BOymoByeThcs B renom [32].
Xoya 1ed cleHapil BBaXAarOTh PIAKICHUM, BiH OyB MIATPUMAaHHM
JNOCHIIPKEHHSIMH Yy KBITKOBUX PpOCIMH, J€ Oyl0 BHSBICHO SAEpHI KOIIi
MITOXOH/IplaJIbHUX TEHIB, MO30aBJICHI OPraHENIPHUX IHTPOHIB 1 crenugiyHUX
calTiB crutaiicuHry. Lle cBiquuTh, 1110 BOHU MOXOAsITh came Bif 3pinux MPHK, a

He Big mpsmoro nepenecenHs JIHK [33]. IcHye i anbTepHAaTHBHA TOYKA 30Dy -
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rinoTe3a MacoBOro MOTOKy (massive gene flow) - OCHOBHUM HOCIEM
renernyHoro marepiany ains nepenecenss € JJHK, a ne MPHK. Benuki 06’emu
MITOXOH/IP1aIbHOTO TEHETUYHOTO MaTepially BUBLIBHSIIUCS Mij 4ac pyHHYBaHHS
opraHesn BHACHiIOK ayTodarii, raMmeTroreHesy, KIITUHHOTO CTpecy, Tomio [34].
[Tonaneme BkmoueHHss MTAHK 1o simepHoro renomy BigOyBajocst mija 4ac
penapaiii 13 3aJIy4€HHSIM MEXaHi3My HETOMOJIOTIYHOTO 3’€JHAHHS KIHIIIB.
CBiluGHHAM Ha KOPHUCTH Ili€l TIMOTE3W € HASBHICTh Yy SIIEPHUX TE€HOMAaX
KJIaCTEepiB OpraHEeSIPHUX MOCHITOBHOCTEH, 110 Ba)KKO MOSCHUTH OAMHUYHUMHU

BUITAJIKOBUMU 1HTErpatisimu [27,34].

1.2. Oco0amBoCTI Opradizauii MIiTOXOHAPIAJBHOIO FeHOMY 3Mil

MirtoxoHapianbHl TEHOMH 3Mili € OJHHMMH 13 HaHOLIBII BapiaOeIbHUX
cepel  XpeOETHUX 3a CTPYKTYPHOIO OpraHizaii€l0 Ta  €BOJIIOIIHHOIO
IUIACTUYHICTIO. Y  TUIOOBOMY CTaHl MITOT€HOM 3MId  IpeICTaBICHUN
kutbrienonionoo momnekynorw JIHK moexkuuoro mnpubauzHo 16-18 Thcsa map
HYKJICOTHIIB, 10 MICTUTHh 13 Oinok-koaytounx reHiB, 22 TPHK, 2 pPHK Ta
KOHTposbHY AutstHKY (D-loop), mio 3abe3meuye iHImIAMiIO — peTUTIKAILI.
MirtoreHomMu 3Miil MICTSATh HU3KY XapaKTEPUCTUK, HE3BUUANHUX ISl XPEOSTHHX:
nyOanLOBaHI  KOHTPOJIBHI 00sacTi  (MyTallis, 10 BHUHUKJIA Ta CTaOUIBHO
HIATPUMYEThCS Y OUIBIIOCTI POAWH 3MiK moHaa 70 MIIH POKIB), MiABUIICHY
HIBUAKICT €BOMIOLIT nmopiBHsAHO 3 siaepHoto JIHK, ykopouenns renis TPHK Tta
CTOII-KOJIOHIB y O1JTOK-KOAYrOUuX reHax [35,36].

Anaimi3 Qian et. al moka3zye BUHMKHEHHS OJUHAAIATH THIIIB HE3aJICKHUX
CTPYKTYpHHUX TepeOyaoB, 110 BHHHUKAIM MPOTArOM eBoitouii 3Mid. “Tapsuoro
TOYKOIO 3MiH” € KOHTpoJbHA AutstHKa Ta Tenn TPHK, 1o 11 orouyiors. OcobamBo
MOMITHUMH Il TPOLIECH € Ccepel NpeacTaBHUKIB Alethinophidia, y sxux
3a(IKCOBAaHO BHMAJKU AYIUTIKALli KOHTPOJBHOTO PETiOHYy Ta MNEpPEMIIEHHS
TPHK-Pro i TPHK-Phe [37]. Jlo mepeOymoB, iMOBIpHO, 3alydYeHHM MeEXaHi3M
«IyTUTiIKAIii-paHJoMHOL BTpaTH» (duplication—random loss), 110

CYTIPOBOKYETHCS HEPIBHOMIPHOIO PEIUTIKAIIE€I0 Ta HEPIBHOBAKHUMHU TOUKAMU
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BIIHOBJICHHST Monekynu [35]. IlepeOymoBu Ta 3MIHM TOpPSIAKY TEHIB €
noJi(pUIETUYHUMU Ta BUHUKAIA HE3QJIEKHO Yy PI3HUX (PUIOTEHETHYHUX JIIHISIX
[37].

MirtoreHom OUTBIIIOCTI TIPEACTaBHUKIB Viperidae 3a knacudikariero Qian
et. al Hanexxuth 10 rpynu I11-B Ta XxapakTepusyeThes QyIuTiKaiero KOHTPOJIbHOI
ninsHkn Ta AaBoma TpaHciokamismu TPHK nevtiuny (mix CR2 ta TPHK
rytaminy) Ta npodiny (Mmixk TPHK i3oneiiniuny ta CR2) [35]. IlpencraBnena y
3BiTI Gao D. Ta cmiBaBTOpiB aHoTalliss MITOTeHOMY V. berus € TapHOIO
UTIOCTpALli€l0 TUIIOBOi Oprafizamii MITOXOHIPIaJIbHOTO TE€HOMY TaTIOKOBHX.
MiroxouapiansHuii TeHOM V. berus mMae kinbiieBy dhopmy 16 370 1m.H. 3aBIOBKKH
Ta MicTUTh 13 reHiB, mo koaytoTh OuUIkM (PCQG), 22 renu tpancnoprHoi PHK
(TPHK) ta nBa renu pubocomuoi PHK. 3aranbuamii nykneotumaamii cxman: 32,2%
A, 27,1% T, 28% C, 12,6% G, 13 3araneauM BMmictoM G+C 40,6%;
nocnigoBHocti TPHK noexkunoro Binm 58 mo 72 n.H. binbuiicts reniB TPHK
po3TamioBaHi Ha H-nanmro3i. Sk Benwka, Tak 1 mana pudbocomua PHK

KOytoThcsl Ha H-nanito3i, ix po3mip cranoButh 1480 ta 913 nmap ocHos [38].

1.3. luToHyKJI€eapHA KOEBOJIIOLIs

1.3.1. TeopeTr4Hi OCHOBHM HMTOHYKJICAPHOI KOECBOJIIOLIl

HalyTTs eykapioTUYHOIO KIIITHHOIO MITOXOHJPIA Ta XJIOPOIUIACTIB 13
MOMAJIBIIUM TIEPEHECEHHSIM OUIBIIOCTI iX TEHETHYHOTO Marepiaily 0 sapa
MOPOJWIJIO SIBUIIE Y3TOKEHOI B3a€EMOAIl MK SAEPHUM Ta OpraHEeIIpHUM
reHoMamu. CriBiCHYBaHHS B KJIITHHI JEKUIBKOX T€HOMHHUX CHCTEM TIOB’s3aHE 13
HU3KOIO0 IPO0JIeM: HEOOX1AHICTh HassBHOCTI CUCTEM aKTMBHOIO IMIOPTY OUIKIB 3
[IUTOIUIa3MH JI0 MITOXOHJPIN [Isl MIATPUMAHHSA iX JKUTTEMISUIBHOCTI Ta
GyHKIIM; KOKHA KJIITUHA MICTUTh KUIbKa MITOXOHAPIHA (BiJl AEKUIBKOX JECATKIB
70 TUCSY HAa COMATUYHY KJITHUHY), KOKHA 3 SIKUX MOTpeOye TOYHOI KUIBKOCTI
MOJICKYJISIpHUX (pakTopiB, KomoBaHux suepHoro JIHK; myramii y mt/[HK
MOXYTh TPHU3BOJUTU JO CIHIBICHYBaHHS B KIIITHHI\TKAHUHI\OPraHi3mi KUIbKOX

MOMYJISIIINA  MITOXOHAPINM - siBumia reteporiazmii [39]. Kpim mporo Bapto
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BI/I3HAYUTH HEOJHOPITHICTh MIBUAKOCTI HAKOMWYEHHSI MyTalllid B sIACpHIM Ta
mitoxouapianeHid JIHK: y TtBapun wmt/IHK eBomorionye Ha mOpsIOK
(mpubnusno y 10 paziB) mBuame, Hix saepHa JAHK [27,39]. Taka acumerpis
3yMOBIIIOE THCK Ha SJACPHI TE€HH, IO KOAYIOTh OITKM MITOXOHJIpiadbHUX
KOMIUIEKCIB, 3MYIIYIOYHM iX TOCTIMHO ‘‘mijyIaliToByBaTUCA” Yy BIJANOBIIb Ha
nuHamMigH1 3Mian B MTIHK.

KnacuynuM mpuKiIagoM JOBrOTPUBANIOl Ta Y3TOMKEHOT B3a€EMOJIT MIXK
TeHOMHHMH CHCTEMaMH CIYTyIOTh (DePMEHTHI KOMIUIEKCH JIaHIIOTa TPAHCIIOPTY
enektponiB Ta OXPHOS [40]. ¥V wmiToxonapisix okucHe (ochopuitoBaHHs
3MIIACHIOETHCS T’ ATbMAa MYJIBTHCYOOAMHUYHUMHU (DEPMEHTHUMH KOMILIEKCAMHU
(I-V), mo BOynoBaHi y BHYTPIIIHIO MITOXOHJpianbHy MemOpany. Kommiekcu
[-1V nepenocsars enexrponu (e) Bim NADH abo cykuunHary 10 MOJEKYISIPHOTO
KHCHIO, CTBOPIOIOUM TIPU IOMY TpajiieHT npoToHiB (H') uepe3 BHyTpimHIO
MeMOpaHy MiTOXOHApii. Lleli eHepreTMYHWil TIpajlEeHT BUKOPUCTOBYETHCA
xomruiekcoM V (AT®-cuntazoro) mist cuntesy ATO 3 AJID Ta HeopraHiyHOTO
dbochary [40,41]. Taki KOMIUIEKCHM € MICIIEM TICHOI B3a€MOJli TEHIB, Kl
3a3HAIOTh BIUIMBY Pi3HUX PIBHIB MYTAIlIHOT aKTUBHOCTI, €)EKTUBHOTO PO3MIPY
MOMYJIALIT Ta MEXaHI3MIB CITaJIKOBOCTI. 3arajbHa TioTe3a KOSBOJIOIIIT MOJISITae B
TOMY, 110 BHCOKA IIBHJKICTh MyTallil Ta/ab0 HeePEeKTUBHUIA NPUPOIHUNA 100ID
OpOoTH  CNAaOKO  IIKIJJIMBHX  MyTallli  CHOPUSIOTh  IIBUIKIA  €BOJOIT
MITOXOHApPiaJIbHUX TE€HOMIB, 110, Y CBOIO UEPry, CTBOPIOE CEJIEKIIINHUNA TUCK Ha
3MIHHU Y SIIE€PHO-KOAOBAaHUX O1JIKaxX, a TAKOXK Y CTPYKTYpi Ta ckiiaqi GepMEeHTHUX
KOMIUIEKCIB. 3 1Ii€l TOYKM 30py IMUTOIUIA3MATUYHI TE€HOMH BHCTYNAIOTh
NEPBUHHUMU «PYLIISIMU» [IUTOHYKJIEAPHOI KOEBOIOLI1, TOAL SIK SII€PHI TEHOMHU €
OCHOBHUMHU «perumieHTaMmm» [27].

s B3aemopiss MpOSABIAETbHCS HE JHUIIE Yy KO-€KCIpecii sIepHUuX Ta
MITOXOHJpialbHUX TE€HIB, ajie 1 BIJA3€pKajeHa y CTPYKTYpHIM Oprasizamii
MITOXOHJIplaibHUX OLTKOBUX KOMIUIEKCIB, IO Yy TOPIBHSHHI 13 CBOIMHU
OakTeplaJIbHUMHM ~ aHajoraMu OyJau 3HAuYHOIO Mipolo mnepelynoBaHi Ta

pOBH_II/IpeHi 3aBAsAKHN 3aJTy4YCHHIO AACPHO-KOAOBAHUX «HAJIMIIIKOBHX»
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cyOonuHuIp, crnenudiuHuxX s eykaploTiB (supernumerary subunits), 1o
3’sBUNACA  TichHa  eHgocuMOiody  [27].  bidbmnicte  1ux  ““HaUIMIIKOBUX
cyOonuHUI, OylM JIOfaHl 1€ JI0 BUHUKHEHHS OCTAaHHBOTO CIIJIBHOTO
eykapiotmanoro mnpeaka (LECA), mo 306iraerbcs 3 mepiogom EGT [42].
Hamnpukian, MITOXOHAPIATbHUN OXPHOS-koMmIuiekc I (NADH:
yOIXIHOHOKCUAOpEAYKTa3a) Mae nuiie 14 cyOOAMHUIb y CydyacHUX OakTepiid, B
TOM dYac SK Yy MITOXOHJIPISX CCaBIlIB Ta MOKPUTOHACIHHUX POCIHMH BIH
posummpuBcss A0 45 Ta 49 cyOomuHULb BIANOBIAHO [27], HOpuU LBOMY
HIoHaliMeHIIe 26 13 HUX € €yKaplOTHYHO-CIeUn(IYHUMHU Ta 3 SIBUIUCS IIE 10
PO3XO/DKEHHSI OCHOBHHMX eyKaploTuyHuX iHiA [43]. TloxomkeHHs T0maHUX
CyOOIMHUIh YAaCTKOBO MPOCTEXKYETHCS 10 AYIUIIKAIIA BXKE ICHYIOUUX TEHIB 13
THIITUX MITOXOHJPIaTbHUX KOMITJIEKCIB a00 HaBITh 1HIIMX CYOOJIUHUIIb Y TOMY K
(dbepMEHTHOMY KOMIUIEKCl, OJHaK mpu IboMy 21 3 HAOyTUX CYOOIWHHUIIL Y
KOMIUIeKCl [ ccaBlLiB HE MalTh >KOIHMUX 1J€HTU(IKOBAHUX TOMOJIOTIB MO3a
eykapiotamu [27,44]. lono pyHKIIIT 70JaTKOBUX CYOOAMHUIH ICHYBAJIO KUIbKa
rifnore3, OJHAaK HUHI HaWOUIbII MOUIMPEHOIO TIMOTE3010 € 17es MPOo 3aTyYeHHs
UX CTPYKTyp [IJs cralimiamii, NpaBWIbHOI 30IpKM Ta  peryssii
OXPHOS-kommiekciB. Lst imes miakpimioerbes gociimpkerHHsM Stroud et al. 3
HOKAyTy HaJJIUITKOBUX CyOOIWHUIIb B KOMIUICKCI [: BUsABIIEHO, 1110 25 CyOOHUIIb
(81% Big mpoaHai30BaHUX) HEOOX1AHI JIJIs1 HAJIE)KHOTO CKIIAJJaHHS KOMILIEKCY, a
iX BTpara 3arajioM BILIMBa€ Ha CTaOUIbHICTH CyciHIX OuKiB [45]. Haamumikosi
OLTKOB1 €JIeMEHTH 3aiydyeHi 10 (popMyBaHHS CYNEPKOMILUIEKCIB, IO MOKpPAILy€e
e()eKTUBHICTh TPAHCIOPTY EJEKTPOHIB Ta 3MEHIIYE BUPOOJICHHS PEAKTUBHUX
dopMm kucHio (ROS) [27]. Jesaki MoxKyTh MaTu crieuu(ivuHi QPyHKIII1, HAMPUKIIAL,
cupusATH ajanTamii g0 rimokcii [46]. Takox Oymo 3ampornoHOBaHO, IO
3aJIy4eHHS] HOBUX CYOOAMHUILH CIY>KUTh (DOPMOIO KOMITIEHCATOPHOI KOEBOJIOLIT,
sIKa KOMIICHCY€ BIUIMB CJIAa00 WIKIIIMBUX 3MIiH Y ITUTOIIAa3MAaTUYHUX TEHAX.
3riHO 3 II€I0 MOAEIUIIO, MICIS TOTO, SIK Yy IUTOIUIA3MATUYHO KOJOBAHUX
CyOONMHMIAX BiJOyBalOThCA CIAOKONIKIJIJIMBI Ta JE€CTa0LIi3yloul 3MiHH,

BinOyBaeTbcs BiAOIp A 3aimydyeHHS aOCONMIOTHO HOBUX CyOOOUHUIL 10
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KOMIUIEKCY Ul 3a0€e3MeUeHHsl CTPYKTYpHOI craOutizamii [47]. AnsrepHaTUBHA
MOJIeTh Tiepenfadae, Mo 3aTydeHHsl CyOONMHUIIb CTIOYaTKy Oylio HEHTpaIbHUM,
ajie BOHO TaKOX 3MIHUJIO JaHAmadT NPUCTOCOBAHOCTI JJISl MOJAIBIITUX MyTaIlii
y OCHOBHHUX MITOXOHJpPiaJIbHO KOJOBAaHUX CyOOIMHUIIX, 1 JesSKI MyTalii, sSKi B
IHIIOMY BHUITQJAKy O TMOPYIIMIMA CTaOUIbHICTh KOMILUIEKCY, MODIM O IOTIM
BUHUKHYTH Ta HEUTPAJbHO MOIIMPHUTHCS HUIIXOM TE€HETHYHOTO Ipeidy Oe3
HIKIJUTMBUX HACIHIJKIB, TUM caMuUM «(ikcyroun» (yHKIIOHATIbHY BaKIMBICTh
paHillie HeaJanTUBHUX YUCICHHUX CyOOauHUIb [27].

1.3.2. Tinore3a saepHoi kommeHcaunii (nuclear compensation
hypothesis)

OpHuM 13 KIFOYOBUX MEXAHI3MIB, IO MOSICHIOIOTH 30epeKeHHs (PyHKIIIT
MITOXOH/Ipi Tompu HakonudeHHs MyTamidn y MTIHK, € rimoreza smepHOi
komneHcaiii (nuclear compensation hypothesis). 3riiHO 3 KJIACUYHUMU
VSBICHHSIMHU, MITOT€HOMHU MaroTh OyTH OCOOJMBO Bpa3duBUMH 10 Jii
“xpamoBuka Mromnepa” 'y 3B’SA3Ky 13 KJIOHaJbHUM PO3MHOXKECHHSIM 0e3
pexkoMOiHalli Ta YHINAPEHTAIbHUM CHAaJKYBaHHSIM, a OTXKE CXHJIBHICTIO [0
HAKOTIMYCHHS IIKMBUX MyTarid [48]. 3romom Takuii mpomec MaB Owu
IOPU3BECTH 1O PyHHYBaHHS OUIKIB JUXaJIbHOTO JIAHIIOTA, ajlé Y PEaIbHOCTI
3arajbHOr0 3HMXEHHS €(PEKTUBHOCTI (PYHKIIIT MITOXOHJIPIN HE CIIOCTEPIraeThes
[48.,49].

s mosicHeHHsT 1HOTO ()eHOMEHY Oyl0 BHUCYHYTO MPHUIYILICHHS TIPO
ICHYBaHHS MeXaHI3My KommeHcamii mkigmsux 3MiH B MT/IHK udepes 3minu y
SJIEPHO-KOJIOBAHUX T€HAaX, IO 3aly4eHi 10 (GyHKIIIOHYBaHHS MITOXOHIPiH. byio
3aIlIpOITIOHOBAHO JIBa OCHOBHI IUISAXH 3A1MCHEHHS TAKOTO MPOIIECY:

® yepe3 3MIHM B aMIHOKHUCJIOTHHUX MOCIIIOBHOCTSIX Yy SIIEPHO-KOAOBAHUX
Oinkax, siki 0 yepes 3MiHy CBO€1 koHpOopMallii MOTIIM HEHTpatizyBatu abo
noJieruryBaTu AMCyHKII1, cipuyuHeHi myTtamismu B MTJIHK [39,40];

® uepe3 PEKPYTUHT JOAATKOBHUX SIEPHO-KOAOBAHUX CYOOAMHHMIIb 0 CKIIATY
MITOXOHAPI1aIbHUX KOMIUJIEKCIB, 10 CTa0UII3yIOTh CTPYKTYPY Ta (PYHKII1O

dbepMeHTIB, SIK OITUCAHO Y MONEPETHBOMY MTyHKTI.
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HesBaxatoun Ha TIpYHTOBHY TEOpeTUUYHY Oasy, npsMi J0Ka3H, IO
MIATBEPKYIOTh SIIGPHY KOMIIEHCallio, piakicHi. Amnamiz Weaver et al.,
MpOBEACHUN Ha JaHUX 58 BUJIIB CCaBIlIB, MOKAa3aB, 10 €BOJIIOIIAHI IIBUIKOCTI
MITOXOHAPIATBHUX TCHIB TICHO KOPEIIOIOTH 31 MIBUIKOCTSIMH SIICPHO-KOIOBAHUX
OUIKIB, SIKI B3a€EMOJIIOTH 13 HMMH, TOJl SK JJIS 1HIIUX SIAEPHUX T'EHIB TaKoOl
TeHJIeHIII1 He BUsABIEHO [50]. ABTOpU BIAMITHIIM, 10 TEMIU aMIHOKHUCIOTHHUX
3amiH mt-reHiB 1 N-mt OUIKIB Jy’Ke CHIIbHO KOpenrotoTh (1s = 0,82) HaBiTh micis
HOpMaJi3allii Ha 3arajibHi siIepH1 IBUAKOCTI eBotolii. [Ipu npomy sepHi rexu,
10 HE B3a€EMOJIIOTH 13 MITOXOHAPIAMU (KOHTPOJbHI N-T€HH), NEMOHCTPYIOThH
cmabki abo BiACYTHI Kopensmii 3 mt-reHamu. JlogaTrkoBo Oyino BiaMmideHe
nigBuineHHss 3HadeHHs dN/dS y N-mt reniB mopiBHsHO 3 mt-reHamu [50].
Amnami3 Hill 3a3Hadae, 1mo CHIbHI KOpEJsIii CIOCTEPIraroThes 31e01IBIIOT0 y
BUJIIB 13 BUCOKUM METAOOJIYHUM HABAHTKEHHSIM, 10 Y CBOIO YEPry MOXKe
CBITYUTH PO KOHTEKCT-3AJIEKHY MPUPOTY KOEBOMIOLINHUX NpoueciB [48].

Ane B TOM caMuii 4ac  JIOCHIPKEHHS  MPOCTOPOBO-YaCOBHUX
3aKOHOMIPHOCTEW Ta BaplaTUBHICTh NATEPHIB 3MIH y PI3HUX JIHISAX TBApUH
CTaBJIATh TIJ CYMHIB 1J€I0 MPO JOMIHAHTHY POJb SJIEPHOI KOMIEHCAIlli y
MITOHYKJICADHUX  B3aeMoOJisiX. JIOCHDKEHHS  3aKOHOMIPHOCTI — €BOJIFOITIT
nociigoBHocrer 79 cyboqunuus OXPHOS y 31 Bual JBOCTYIKOBUX MOJIIOCKIB
MPOJAEMOHCTPYBAJIO YiTKI CHUTHAJIM MITOHYKJIEApHOi KOEBOJIOII, MpPOTEe HE
BUSIBUJIO JIOKA31B sJIEPHOI KOMIIEHCAIlli: CyOOMHHUII, KOJJOBAHI MITOXOHAPISIMU,
nokazanu TmoAiOHi cmiBBigHOmEHHS dN/dS mopiBHAHO 3 CyOOTUHUIISIMU,
kogoBaHuMu siapoMm, aB reHax nuOXPHOS He Oyno BUSIBIEHO KOIHHUX
calT-cnenu(pIYHUX CUTHAJIB KOMIIEHCATOPHOIO MO3UTUBHOIO B1100py [S1].

Y  BHUCHOBKY MOXKHa CTBEp/DKYBAaTH IO  KOEBOJIOIIS  MOXKE
peanizoByBaThCs HE JHILE 4Yepe3 sAepHYy KOMIEHCallllo, aje W uepe3 1HMI
MEXaHI3MU: CHUIbHI aJalTUBHI 3MIHM 000X T'€HOMIB, KOMIICHCAIlII0 BCEpPEIUHI
MITOXOHJIpiaIbHOTO TeHOMY (mt-mt), abo » OLIBII HEWTpajIbHI CTPYKTYpHI

3minu [50].
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1.3.3. IuronykiaeapHa HECYMICHICTb: riopuausauis Ta
BU/I0YTBOPEHHS

[{uToHyKJIeapHa HECYMICHICTb € O0COOJHUBOIO (POPMOIO TEHETHUYHOL
KOH(IIKTHOI B3a€MOJIIi MK MITOXOH/IPIaAJIbHUMU Ta SIZICPHAMHU IT'€HOMaMH, KOJIH
ajieNi OIHOTO TEHOMY CTaroTh (DYHKI[IOHAJILHO HEBIAMOBIAHUMU aJIeJIsiM 1HIIIOTO.
HeBinnoBinHOCTI MK MpoaykTaMu mt- 1 N-mt-reHiB Ipu3BOIATh A0 3HUKEHHS
e(EeKTUBHOCTI TEPEHOCY EJEKTPOHIB Yy NUXAJIbHOMY JAHITIOTY, HAJJIUIIKOBOTO
NPOAYKYBAaHHS Ta HAKOIMMYCHHS BUIBHHMX pPaJIWKalliB, 3HWKCHHS cUHTEe3y ATD
Ta 3amycky amonto3y [52,53]. HaiiOinpin BHpa3HO Taki MOPYUICHHS
NPOSIBIISIIOTHCS Y BUMAAKY Ti0puan3aliii, 1€ MO€IHAHHS HOBUX, E€BOJIOIIIHO
HEeNepeBIpeHUX KOMOIHALIi MITOXOHAPIAIBHUX 1 SAJEPHUX TEHIB MOXKe
MPOSIBIISATACSA Y 3HIDKEHHI KUTTE3MATHOCTI Ta (PEpTUIBLHOCTI TiIOPUAIB, a OTKE
MIPOIIECH KOEBOJIOIIT Ta KoaJanTallli € BUCOKO crieliu(pIYHUMHU JIJIs BUAIB, a 1HO/I
1 qus nonynsamid. OTxke ued (peHomMeH MoxHa po3mIsAaTv AK crenudiuHy
dbopmy HecymicHocTi JloOkaHCchKoro-Miomuiepa 1 po3misigatd K (pakTop
BUJIOYTBOpPEHHS [54].

3rifHO 3 KJIACMYHMMH MOJCISIMH BHJIOYTBOPCHHS, TpHWBaia 130JISIIis
NOMYJSIIA NPUBOAUTH JO iX JMBEPreHIli, M0 B pPE3yJabTaTi CHPUYUHSE
PENPOAYKTUBHY 130JIAIIII0 Yepe3 dYepe3 MOPYIICHHS KOaJalnTOBAHWX TE€HHUX
KOMIUIEKCIB Yy TiOpugHOMY MOTOMCTBI [55,56]. JloHemaBHa BBaxkanocs, IO
no/1i0H1 B3a€MOJIIi CTOCYIOTHCS MEPEBAXKHO SICPHUX TE€HIB, a MITOXOHIpiadbHI
TCHOTHUITA PO3IVISAANNCS SK HEHUTpaibHI Mapkepu muBepreniii [57,58]. [Ipore
CydacHi JOCHI/DKeHHS TOKa3ylTh, IO KoaaamTallis TeHiB mt 1 N-mt Ta
HIBUAKICTD, 3 IKOKO MOKYTh BUHHKATH MITOHYKJI€ApHI HECYMICHOCTI, BIAIrParoTh
BXJIMBY pOJb Y TpOIEci BUAOYTBOpPEHHs. Bucoka MBHAKICTE MyTallid y
MITOXOHAPIAIBHUX T€HaX Yy IMOETHAHHI 3 130JIAIIEI0 MOMYIISINA MPU3BOIUTH 10
IIBUJIKOT Ta HemepeadadyyBaHOi JMBEPreHlli KOAaJanTOBAHUX MITOSIEPHUX
KOMIUIEKCIB, 1, SIK HACIHIJIOK, TeHOTUn mt 1 N-mt OofHi€i MOMmyJsmii CTaroTh

HECYMICHUMHU 3 KOMOiHaiissMu mt/N-mt 1HIUX #Oomymsmid, mo Gdopmye
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NOCT3UIOTUYHI Oap’e€pu [ TOTOKY TI€HIB 1 CTBOPIOE MEPEAYMOBHU JJIA
YTBOPEHHS HOBUX BUJIB [55].

3 Takoi TOYKM 30py MOXKHA BU3HAUYUTH BHUJOYTBOPEHHS SK MPOIIEC
JTUBEPTCHINI  TOMyJNAIiN, 30KpemMa, y KOQJalTOBAaHWX MITOHYKJIEAPHUX
reHOTUNax. 3 bOT0 BUILIMBAE, 1110 BUJ MOXKHA BU3HAYUTH K MOMYJIAIII0, KA €
PENpPOAYKTHUBHO 130JIbOBAHOIO Bl I1HIIMX MONYJISALINA 4Yepe3 HEeCyMICHOCTI B
YHIKQJIBPHO KOQJalTOBAaHUX MITOXOHIPIaIbHUX Ta SAepHUX TeHaX. Llsg koHmenis
BUJIIB HA OCHOBI MITOHYKJIAPHOI CYMICHOCTI CTaBUTh MITOXOHJpIajbHI T'€HU
pa3oM 3 MiJIMHOXXHHOIO SIACPHUX TEHIB, 3 SKHMH BOHU B3a€MONIIOTH, SIK
OCHOBHUX YYAaCHHKIB IPOIIECY BUJOYTBOPECHHSI Ta BU3HAYEHHS XapaKTEPUCTHUK
BUIIB [56]. Lla 3aranpHa i7es oTpuMajna e€MIIpUYHY HIATPUMKY Y Cy4dacHUX
nocmmkeHHsax. [lpukmagom Moxke ciyryBatd po0OoTa, MPUCBSYEHA OIIHII
MITOHYKJIEAPHOI HECYMICHOCTI Yy TPUPOJHUX TIOPUAIB MEUOXBOCTHX puO
Xiphophorus birchmanni Tta Xiphophorus malinche, ne Oyl0 BUSABICHO
JeTanbHU e(EeKT, 3yMOBIICHHI TOPYIICHHAM B3a€MOAIl MK TpbOMa T'€HAMH,
0 KOAYIOTh OUIKM KOMIUIEKCY [ MITOXOHJIpiadbHOrO IUXaJIbHOIO JAHIOra,
OJIMH 13 SKMX HAJEKUTh MITOXOHJAPIaIbHOMY I€HOMY, a J[Ba 1HII — SIACPHOMY.
[ToegHaHHs ajeniB Pi3HOTO MOXOHKEHHS Y T10pU/IIB IPU3BOAUIIO JI0 TOPYIIICHHS
koH(popmMaii komiuiekcy I, aepiuuty AT® Ta HaKOMMYEHHS PEaKTUBHUX (HOpM
KHCHIO, 1110 MPOSBIISUIOCS y TIOpUIHIN JIETaTIbHOCTI HA pPaHHIX eTanax Po3BUTKY
[53]. Robles, N.V.et al., BuxopucroBytoun metoa admixture mapping,
JIOTIOBHWJIM JTOCHIJDKCHHSI Ta BHIUIWIA HIOHAWMeHIe 9 perioHiB sAEpHOTO
TC€HOMY, IO JIEMOHCTPYIOTh MITOHYKJI€apHI HECYMICHOCTI Pi3HOI CHJIM — BIJl
cyOneTanbHUX €(EeKTIB JI0 CYTTEBOTO OOMEXEHHS IMOTOKY T'€HIB, 110 CBIIYUTH
npo ixHIO0 posib y (hopmyBaHHI ToCT3UroTHYHUX Oap’epiB. Lls pobora mokasye,
0 MITOSIIEPHI B3a€EMOJIi MarOTh TOJIT€HHUM 1 BapiaOeNbHUN Xapakrep,
3MaTHANA CYTTE€BO BIUIMBATH Ha TMPOLECH PENPOAYKTHBHOI 1307Awii Ta
BUJIOYTBOpEHHs [59]. EkcnepuMeHTH Ha BECIOHOTMX paukax Tigriopus
californicus, 1O HaCeNSAOTh MPUILUIUBHI OaceHU OUII THUXOOKEAHCHKOIO

y30epesxoks [1iBHIYHOT AMEpPUKH Ta MalOTh BHCOKY T€HETHYHY TU(EPEHITIAIlI0
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MDK  130JIbOBAaHMMH  MONYJSLISAMH, HPOAEMOHCTPYBaJIM  CTIMKI  O3HAKH
riOpuHOTO po3Mnaay y MmokodiHHI F2, 30kpeMa 3HUKEHHSI aKTUBHOCTI YOTHPHOX
13 I'STH KOMIUIEKCiB okucHoro ¢ochopumoBanna (OXPHOS), Tomi sk
Kommieke II 3ammmaBcs QyHKIIOHATRHO HE3MIHHUM, OCKUTBKH BiH KOIYETHCS
BUKIIOYHO siiepHumu  reHamu  [52].  Hocmimxenns Ellison Ta Burton
MPOJIEMOHCTPYBAJIO, 110 HECYMICHOCTI MPOSBISAIOTHCSA perecuBHO: TiOpuau Fl
30epiraroTh BUCOKY IPUCTOCOBAHICTh, TOMl SK TiOpuau F2 neMOHCTPYIOThH
3HAYH1 MOPYIIEHHS, SKI MOXYTh OyTH YCYHYTI OEKKpOCaMH O MaTE€pHHCHKOI
JiHii, ame He g0 OarbKiBChKOi [60]. AHajOTi4HI pe3ylbTaTH 3yCTPIYaloThCS
TaKOXX Yy €KCIIEpUMEHTax 13 TiOpuam3allii 0c-Hai3HUKIB OC-HAi3HUKIB Nasonia
[52].

1.3.4. MiToxonapianbHa iHTpOrpecis

[ToTeHmiitHa posib MITOHYKJIEAPHUX HECYMICHOCTEH y BHJIOYTBOPEHHI III€
OlTbIIE TOCHIIOETHCSA TaMm, J¢ dactoTa 3amimeHHs MT/HK masumena
MOPIBHSHO 3 SJACPHUM TE€HOMOM, 1 J€ CTPyKTypa MOMYJSIii MIATPUMYE
aJoNaTpit0  MPOTATOM  JIOCTaTHROTO 4Yacy Il PO3BUTKY MHOXKHHHHX
MITOHYKJICQPHUX HecyMicHOCTel. MIiToXoHpilanbHa IHTpPOrpeciss - SBUIIE
nepenecenHs MT/IHK Mixx BugamMu abo momysisiissMy BHACIIIOK riOpuIu3aiii ta
HACTYITHUX 3BOPOTHUX CXPEIIyBaHb, B PE3y/bTaTi YOTO YYXKOPiAHI TarjIOTHIIN
3aKpIIUTIOIOTECS B HOBOMY TeHeTHUHOMY cepenoBuii [61]. TlomiOue siBute
BUSBIICHE Yy OararbOX rpyrax OpraHi3MiB Ta HUHI pO3MISJAETHCS HE JUIIE SIK
MapKep EBOJIONIMHUX TOMINA TiOpuau3amii, ame 1 SK MeXaHI3M ajanTariil Ta
BUJIOYTBOPEHHSI.

OcoOnuBuii iHTEpec BUKIMKAe (AaKT TOro, IO MITOXOHJpianbHa
1HTpOTrpecis Moxe OyTH aIalTUBHOIO, [0 BHOCUTH JISSKI IPOTUPIUYS B TIOTE3Y
MITOHYKJICAPHOI KOEBOJIOII. Y BHUIAAKaX, KOJIM BJIACHUM MITOT€HOM BHIY
3a3Hae nerpaaaili ado BTpayae e(eKTUBHICTh, IHTPOIrPECOBAHUM MITOT€HOM Bij
1HIIOTO BUAY a00 TOMyJNALIi MOXE YacTKOBO BiJHOBIIOBATH Mpale3/1aTHICTh
€HEePreTUYHOr0 amapary KIITHHA HEe3BaXKaloyd Ha TIEBHY HECYMICHICTh 13

snepHuM reHoMmoM [62]. JlocmipkeHHsT 1BhOTO Tpolecy y pubd Ta mTaxiB
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BUSBWIM, [0 I1HTPOTrPECOBAHl TalUIOTUIM aCOLIIOKTHCA 13 MIJABUIIECHOIO
CTIMKICTIO JI0 TEeMIEepaTypHUX CTpeciB Ta OuIblIo  €(EeKTUBHICTIO
€HEepreTUYHoro Merabdomnismy [62,63], a y smiipok Urosaurus graciosus Ta
Urosaurus ornatus iaTporpecoBana MTJIHK moB’s3aHa 3 IMiABHIICHOIO
criiikictio A0 ymkomkenb JJHK, cnpuunnenux peaktuBHUMH (OpMaMH KHCHIO
(ROS) [64].

[Ipore, xonm BiAOyBa€eThCsi OOMIH MITOXOHIPISIMH MIX BHJIAMU Yepe3
riopuan3aliiro, BUHUKAE HEBIMOBIAHICTh MK MITOTEHOMOM 1 SIICPHUM T€HOMOM
pEIuITieHTa, MO0 CTBOPIOE JOMATKOBI BUKJIWKH ISl BITHOBJICHHS €BOJIOIIIHOI
icTopii BUIIB. YTBOPIOIOTHCS TaK 3BaHI (PUIOrEHETHYHI CIIOTBOPEHHS: JEpeBa,
noOynaoBaHi Ha OcHOBI MiToxoHApianbHoi JIHK, MoxyTh aemMoHCTpyBaTH
MTY4YHY OJM3BKICTh 13 JOHOPCHKHUM BHIOM, TOJI SK 3a SASPHUMH TC€HOMaMH
PELUITIEHT HAJIGKUTh A0 1HIIOT eBOJroMiiHOo1 JiHii. [le Moxe mpu3BOAUTH 10

ITOMUJIKOBUX TAKCOHOMIYHHX BHCHOBKIB [65].

1.4. Mopdooriuni Ta QisoreHeTHYHI 0C00JIUBOCTI rAIIOK POaY
Vipera

1.4.1. Pin Vipera

Pin Vipera nanexurb 1o minpoaunu Viperinae cimerictBa Viperidae. 3a
CYYaCHMMHU JIaHUMH BiH MICTHTH Ou3bK0 20 BUIIB Ta € OAHUM 13 HAWB1IOMIIIUX
1 HAMOUIBI JOCTIIHKEHUX POoJIiB poaunu rajatok (Viperidae) [S]. 3mii uboro poay
mupoko mommpeHi y Ilameapkruili: mpeAacTaBHUKHU Vipera TParuSIIOTBCS Bijl
[TiBHiyHOT AdpUKH 70 APKTUYHOTO KOJja, a TaKoXK Bija BenukoOputanii 10 A3ii
no Tuxoro okeany [5,60]. ['antoku pony Vipera maroth 3arajibHi MOp(]OJIOTiUHI
pHUCH, XapaKTEepHI IS CIPABXKHIX TaI0K: MIIlHE, CTPYHKE T1J10, CUIIBHO K1TIOBaTI
CIIMHHI JIYCKHM, BEpTHUKaJlbHa 31HUI OKa Ta HASBHICTh IIOHAMMEHINE OIHOTO
psAAy MIJOYHO-IIENENHUX JIyCOK. 3BUYANMHHUI po3Mip TuIa OUTBIIOCTI BHJIB —
50-70 cwm, pinko mepeBumiye 1 M. Y OynoBi rosioBu 3BepTae Ha cebe yBary
3akpyriieHa wmopaa [66,67]. ChnuHHe 3a0apBieHHs Yy 0Oararbox BHJIB

MIPEICTABIICHO YITKUM 3UI3aronoi0HUM MaJlFOHKOM Ha CBITIIOMY ab0 cipomy
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¢oHi, X04a MOXKIMBI 1 MOHOXPOMHI BapiaHTH (30KpeMa MeNaHICTH4HI PopmH,
sk V. nikolskii). Y uisomy BUAM Ta TMIABUAN JEMOHCTPYIOTh CHILHY MIHJIMBICTD
y 30BHIIIHBOMY BUDIVISIAI - (opMI yepemna, YMCIl Ta pO3TalIyBaHHI JYCOK,
MaJIOHKY - SIKI MOKYTbh 3MIHIOBATHCS ITiJT 9ac MOAiN riopuam3artii abo J0KaabHO1
CeJIeKIIll, 10 YCKIAIHIOE YITKE BHU3HAUCHHS OKPEMHUX TakcoHIB [5]. Sk 1
OUIBIIICTh TAIOK, YCI BUAH Vipera € »KMBOPOAHUMU Ta OTPyHHUMH, 1 Oararo 3
HUX TepeOyBaloTh IiJl 3arpPO30I0 3HUKHEHHS Yepe3 THUCK JIFOJUHU, BKIIIOUAIOUYH
nepeciIilyBaHHs Ta pyWHYBaHHS cepeOBUIIA ICHYBaHHS [68].

Pin Vipera Bxmowae Buam 3 JOBOMAa PI3HUMH  EKOJOTIYHUMH
CHIOPITHEHOCTSIMU:  €BPOCUOIPCHKY TPYMy XOJOI0aJaNTOBAHUX BHJIB, IO
HACEeJsAI0Th MEpPeBaXHO IMIBHIYHI ~ perioHn abo TIpCbKI  XpeOTH, Ta
Cepe3eMHOMOPCHKHMI Ha0Ip TEII0aNanTOBAaHUX TAKCOHIB 3 MapamaTpudHUMU
apeasiamu 1o BcboMy CepenzeMHOMOpChKOMY Oaceiiny. Cepel3eMHOMOPChKa
rpyna CKJIaJaeTbCid 3 OJHOTO BHUJOBOIO KOMIUIEKCY Ta TPbOX BHIIB (TOOTO
KoMmIuiekcy V. ammodytes, V. aspis, V. latastei ta V. monticola) 3 BUCOKUM
N1JBUJIOBUM PI3HOMAHITTSAM, aje HEBU3HAYEHUMHU (DIIIOT€HETUYHUMU 3B'A3KaMU
MK HuMH [5,69,70]. Ha mpoTtuBary mpomy, €BpoCHOIpCHKI BHIIM YTBOPIOIOTH
no0pe  mATBEPIKEHY  MOHO(IIETHYHY  Tpymy, IO  BXOAUTh  JO
CepeI3eMHOMOPChKUX TaAIoK Ta mojaunsierbest Ha ABi kinaau: (1) Vipera berus,
IMPOKO TomupeHa 1o Bcii [laneapkruili, Ta BikapianTHa V. seoanei, eHIeMI4HA
st 16epii; Ta (I1) kmaga, 110 CUITBHO MTOCTpak/aaja Bijl TAKCOHOMIYHOT 1HQIISAIIIT,
npeacTaBieHa B €Bpori OMM3bKOCHIOPIAHEHUMH CTEMOBUMH Ta JIYYHUMHU
ragtokamu (V. wursinii, V. graeca ta V. renardi) Ta KaBKa3bKUMH JIHISIMU
komruiekcy V. kaznakovi [70].

HesBaxatounn Ha CHUIIbHY €MIIPUYHY CIPSIMOBAHICTh, TAKCOHOMIYHE Ta
dinmoreorpadiuHe pi3HOMAHITTS TaIOK 3aJTUIIAETHCS BAXKKUM JJIS Y3TOKCHHS.
Jlo HeaBHBOTO Yacy OUTBIIICTh (PUIOTEHETUYHUX JTOCIIKEHb I[OTO poay Oynu
3ocepempkeni ymime Ha aHanizi MTJIHK Ta nekibkoX KOHCepBAaTUBHUX SIIEPHUX
JIOKyCax, [0 HE JI03BOJISIO MOBHOK MIPOKO BITHOBUTH €BOJIOIINHY 1CTOPIIO,

ocoONMMBO  BpaxoBywouu, 10 ©Oarato BumiB Viperidae, sgx  BiIOMO,
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riOpUIN3YIOTHCS, HE3BAXAIOUM HA CWIbHY MOJEKYISpHY Ta (DEHOTUIIYHY
nuBeprentiro [5,71,72]. Jdocmimkenns Dufresnes et al., mpoBeneHe Ha JaHHUX
ddRADseq, ynepiie Hagajlo y3arajbHEHY KAapTUHY T'€HOMHOI CTPYKTYpU Ta
MITOHYKJICAPHUX 3B’SI3KIB y MAJCAPKTUIHUX TAAIOK poay Vipera, miaTBEpAUBIIN
HasBHICTh CUTHAJIB JaBHbOI Ta\abo MOBTOPHOI TiOpuau3allii Mi>k OCHOBHUMU
kiagamu. OcoOIMBO MOKA30BUM € TIPUKIAL Vipera walser, ssnepHU TEHOM SKOi
TSDKIE 0 KOMIUIEKCY V. berus, TOAl SIK MITOXOHJpiaJbHUM - A0 JO KaBKa3bKOi
niHii V. kaznakovi, 10 CBITYUTH PO ICTOPUYHY MITOXOHAPIAIBHY IHTPOTPECIIO,
mo BigOynacs Ha paHHIX eTamax JUBEPreHiii a0o BHACTIAOK Mi3HIMIOTO
riOpuan3alifHOr0 KOHTAKTy 13 HHUHI 3HUKIUM (IMOBIPHO BHUMEPJIMIM) BHJIOM.
[ToniOH1 curHanu cydacHOi riopuam3anii Ta MOTOKY T'€HIB TaKOX BHSBJIEHO Y
iHmux TakcoHiB (V. pontica, V. aspis zinnikeri), Mo MiITBEPIKYE HASBHICTH
TPUBAJIMX 30H Mapanarpii Ta TMOTEHIIIHHOTO TEHETUYHOTO OOMIHY MIXK
BIITAJICHUMH JIHISIMU [5].

HasBHicTh CTiiiKOT penpoayKTUBHOT CYMICHOCTI MI>K €BOJIIOIIIHHO TaBHIMU
BUJIAMU POy CTBOPIOE YHIKaJbHY MOXJIMBICTH JJIi BHUBUEHHS MPOIIECIB
MITOHYKJI€ApHOT KOEBOJIOIII1, OCKUIBKH Y TAKUX CHCTEMax MOKHA MPOCTEKUTH,
SKAM YUHOM JI001p Jl€ Ha Y3TODKEHHS SIICPHUX Ta MT-TCHIB TICIS TOJIN
iuTporpecii [70]. Takum uuHOM pin Vipera € MEPCHEKTUBHOK MOJEIUIIO st
JOCHIDKEHHSI  €BONIIOIIMHMX ~ HACHIAKIB  TiOpuausarnii, (yHKIIOHAIBHOI
CYMICHOCTI T€HETMYHMX CHUCTEM Ta MEXaHI3MIB MIATPUMAHHSI TE€HETHYHOI
UTICHOCTI y TpyHax 13 peTUKYISIPHOIO 1CTOPIELO.

1.4.2. Vipera anatolica

Vipera anatolica (Eiselt & Baran, 1970) — By3bKkoeHIeMIYHUM BUJ] TaJIFOK
(Viperidae), BimoMuii 13 TIpChKOI YaCTHHU IPOBIHIIIT AHTais, MBACHHO-3aX1Ha
TypeduuHa; paHimie po3nisiaaBcs Sk MaBun Vipera ursinii. TlepBUHHUE omuC
OyJ10 31MCHEHO 3a JBOMA €K3eMIUIsIpaMHu, 310panumu B 1969 pomi A. bynakom 1
®. Initinen6eprepom 3 Koxy-/lar - yactunu 3aximHoro ripcekoro xpeodta TaBp
[73]. Ho 2013-2014 poky B HayKoBiil jiTeparypi Oyjl0 ONUCAHO JUIIE I’ STh

0CcoOWH, yci 3HalICH] B OJHOMY MICIIi, TTICJIS 9OT0 BUJ OyJI0 IIOBTOPHO BUSBICHO
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B 3anoBiAHUKY Yuriukapa, 10 3HAXOAMBCS Ha BIJACTaHI OMU3BKO 2 KM BiJ
TUIIOBOTO MicIie3HaxokeHHs [74]. ¥V 2016 p. y BimmajeHid cXiJHIM YacTHHI
NpOBIHIT ~ AHTamiss BUSBWIM HOBY momnymsuiro V.  anatolica, 1o
po3tamoByBaiacs 3a 200 KM BiJ TUIIOBOTO apeayy Ha ripcbkomy xpeOTi [eiik.
Ha mizgcraBl moMiTHUX BiAMIHHOCTEW B MOp(OIIOrii, CepeIoBHII 1 TeHETUYHIN
OyZOBI1 1[I0 TOMYJSAIII0 OMUCAHO SIK OKpemul minBun Vipera anatolica senliki
[75]. Vipera anatolica mipoxxuBae B JIyke BY3bKOMY apeayii: Ha BHCOTax
npubiauzno 1,800-1,950 M Hag piBHEM MoOps AJis TUIOBOI MOMYJALii, 1 ~1,755 m
st maBUAy Senliki. Y TIOpiBHSHHI 3 Oararbma iHITUMHU BHOaMu Vipera, siki
MaloTh HMIMPIIUHN apeas (4acTo OXOIUTIOIOYM KUIbKa KpaiH a00 BEIMKUX T1PChKUX
cuctem), V. anatolica € gyxe JoKali30BaHUM 1 mnepe0yBae B MexaxX KUIbKOX
130JThbOBAaHUX BUCOTHUX ILIATO.

Vipera anatolica € 3Mi€l0 HEBEIWKOTO PO3MIPY 13 MOMIPHUM CTaT€BUM
auMop(di3MoM; 3a JaHUMH TOJBLOBUX CIIOCTEPEKEHb, MaKCMMajbHa 3arajbHa
JIOBKMHA y BUSBICHUX EK3EMIUISIPIB KOJIHMBAETHCS Yy JiamazoHi 242-368 mw,
camulll KpynHiun [73,74]. T'onoBa € 4iTKO B1IMEKOBAHOIO B1JI LIUi, TPUKYTHOI
dbopMu, SIK y TUTIOBUX TPEICTABHHUKIB POAY, 04l BIAHOCHO MTOMIPHOTO PO3MIpy 13
BePTUKAIbHUMU 3iHUIAMHU [75]. KimbKicTh BEHTpaJbHUX IIUTKIB HEBEJIHKA
MOPIBHSHO 13 CIIOP1IHEHUMHM BUAaMHU Ta ckinajnae 116-120 y cammis ta 118-119 y
camuilp [73,74]. 3Mist Ma€ TUTIOBUU ISl JTyYHUX TQAIOK MAITIOHOK Y BHIJISII
3Ur3aronoAiOHOI TEMHOI CMYTM Ha CIIMHI, II0 YITKO BUPI3HSETHCS Ha OLIbII
CBITIIOMY cipo-OypoMmy (oOHI; 3uUr3ar 3pigka MOXe mepepuBarucsa abdbo
YTBOPIOBATH CEPiI0 OKPEMUX IUIAM, OCOOJIMBO XapaKTepHO I miaBuay Vipera
anatolica senliki. BepXxHsl yaCTUHA TOJIOBU Ma€ pAJl TEMHHUX IUISIM, L0 Y JESIKUX
EK3eMIUISIPIB YTBOPIOIOTH CYIIUTbHY TeMHY cmyry. Komip XBOCTOBOi 4acTHHU
TaKO)X HE3HAYHO BIAPIZHAETHCA 32 IHTEHCHUBHICTIO 3a0apBieHHS Ta €
JIarHOCTHYHOIO O3HAKOIO JUIsl PO3pI3HEHHS MNIABUAIB. 3a0apBIIEHHS CaMIUIB €
O1JIbIII KOHTPACTHUM TMOPIBHSHO 13 camuIisivu [73-75].

AHaJi3d MPOTEOMIKM Ta MENTUIOMIKM TMOKa3alid, 10 oOuJBa MiABUIN

Vipera anatolica mMaroTh TUTIOBUW IJIsi pomy HaOIp TOKCHHIB. JlocmimKeHHS
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Hempel et al. mokasamo, mo Cckiag OTPYTH BHAY Ma€ BHUCOKUN pIBEHb
CTPYKTYpHOI KOHCEPBAaTHUBHOCTI, aji¢ MpU LbOMY JEMOHCTpPYE crerudiuHi
BIJIMIHHOCT1 y CKJIaJi OUIKOBUX POAMH y TMOPIBHAHHI 3 IHIIMMH TaJIOKAMH
3axigHoi Ilaneapkrtuku - V. berus, V. ammodytes, V. ursinii [76]. OcHOBHUIA
KOMITOHEHT (35-45% OUIKOBOro CKJIaay) CTaHOBJISATh METAJONPOTEIHA3M
(SVMPs), 1110 BiAMOBIIaIOThH 33 TEMOpAriyHy Ait0, JECTPYKIIIO0 TKAaHUH KEPTB Ta
IHIAYKIII0 JOoKanbHUX HekposiB. docdominazu A: (PLA:; ~20%), o
BIJIMOBIJATIbHI 32 MiO- Ta HEHPOTOKCUYHHUMI e(EeKT, BUABICHI Y cHelu(pidyHUX
130hopmax, MmO AEMOHCTPYIOTh TMOCIIIOBHY CXOXICTh 3 HEHPOTOKCHUYHUMHU Ta
Miotokcuuyaumu  PLA: 3 Vipera ammodytes, 30kpeMa 3 MiATUIIAMH
amonutokcuHy A/B Ta Binepotokcuny F [73,76]. JlonaTkoBUMU KOMIOHEHTaMU
e cepunnporeinazu (SVSPs; ~10%), Mo cupu4uHAIOTh CHCTEMHI TeMOCTaTHYH1
nopyuieHHst, au3interpuau Ta JektuHu C-tumy (CTLs). OcoGnuBoi yBaru
3aCIyTOBY€ HU3bKUW PIBEHb TOKCHYHOCTI OTPYTH AJIA CCaBLIB, 10, IMOBIPHO, €
HACJIIJTKOM €KOJIOTIYHOI crerianizaiii Buny - V. anatolica nontoe nepeBaxHO Ha
0e3xpebeTHMX Ta APIOHMX 3EMHOBOJHMX, TOJ1 SIK OUIBIIICTh €BPONEHCHKUX
ra/If0K OPIEHTOBaHI Ha JApiOHUX XpebeTHuX [74].

OpHi€ero 13 HAMOUIBIT IHTPUTYIOUUX JeTallel 00 aHATOIMCHKOT T'aIFOKH
€ 1i cripHe (UIOTEeHETUYHE MOJIOKEHHSI Ha €BOJIIOIIMHOMY JiepeBi poay Vipera.
Panni pocmmkenHs ¢inorenii, mnposeneHi Zinenko et al. Ha OCHOBI
MiToxoHApianbHUX mochaigoBHocTed (Cytb + COI), posmisimanu Buja sk
BiJIOCOOJICHY Ta JaBHIO JIHIIO Y MeXaX MiIpoay/KoMIuiekcy Pelias, mo 00’ equye
JYTOBUX Ta CTEMOBHUX TaIOK, aJalTOBAaHUX JO XOJOAHUX Temmepatyp [76,77].
OpientoBHMid  yac  guBepreHuii  Vanatolica 13 xomiuiekcom V.
kaznakovi-ursinii-renardi omintoBaBcs y 5.28 (3.88—6.95) MuH pokiB, ojHaK
aBTOpU IyOJTIKaIlli HAroJOIIyBaJIM Ha MOXJIMBOCTI XUOHOI OIIHKH, BBaXKalOUH,
10 po3MilieHHs V.anatolica BcepenrHl KOMIUIEKCY MOXKE MaTH OUIbIIE CEHCY 3
OTIIAly Ha CXOX1 CEpelloBUIA ICHYBaHHS 3 yCiMa BUJAMHU y CBOIM TpyIli Ta
pO3TallyBaHHS MIXK iXHIMU apeajamu, a TAKOXK Ha HEBEJIMKY KUIbKICTh OJIOHUX

puc 3 V. kaznakovi [76]. Amaniz saepaux maanx ddRAD-seq, mpoBeacHuit
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Dufresnes et al., nomimae V.anatolica ik okpeMmy TIIKy BCEpPEIUHI KOMIUIEKCY
ursinii-renardi, MiIKPIIUTIOIOYA TPUITYIIECHHS, BUKIazeHe Maibke 10 poxamu
paHille y BUILE3ralaniid myomikamii [S].

TakuM YMHOM TIOJIOKEHHSI BUIY JI0 CHOTOJCHHS € MPEIMETOM JHMCKYCii,
OCKUTBKM BiZoMi TeHAEHIIT poxy Vipera (MiTO-sAepHI JUCOHAHCH, IHTPOIPECii)
poOATH 1HTEPHpETAIl0 JIMIIE Ha OCHOBI OJHOTO THUIY (ITOTEHETUYHUX
MapKepiB HEMOBHOIO Ta MOTEHIINHO MOMWJIKOBOIO. JIOIIBHUM TaKOX MOXKe
OyTu TmoegHAHHS (UIOTEHETUYHUX JOCIDKEHb 13  MaJICOKITIMAaTUYHUMU
MOJICTISIMU, OCKIJTBKH JIOCI JIOCTEMEHHO HEBIOMO, 4d € V. anatolica penmuKkToM
OUIBIII IIMPOKOTO TUICHCTOIICHOBOTO apeajy Yd pe3yJabTaroM JIOKAJbHOI Ta

IIBUJIKOT JUBEPIEHIIII.

1.5. NUMT

1.5.1. 3araiabna xapakrepuctuka NUMT

Anepuo-mitoxouapianbai cermentu JJHK (NUMT) — me dparmentu
mitoxouApianbHoi JIHK (MTAHK), siki Oynu BCTaBieHI B SJIEPHUM TEHOM.
NUMTSs mMoxXyTh MaTé po3Mip BiJ KUIBKOX JCCATKIB Map OCHOB JI0 OXOIUJICHHS
Mmaibke Bciei MTIHK Ta 3HaiigeHi mo BChOMy sJIepHOMY T€HOMY Yy Oararbox
OpraHi3MiB, BKJIIOYAIOYM CCaBIlIB, puO, MOJIOCKIB, APIAKIKI Ta pociauHu [78].
Konneniis NUMT Oyna Bmepie 3ampornonHoBaHa B 1967 pori [79], ane
excriepuMeHTanbHl gokazu NUMTs movanu 3'aBasTHCS B JIITEpaTypi JIMIIE Ha
noyatky 1980-x pokiB [80,81]. NUMTs MOXXyTh MOXOAUTH 13 PI3HUX CETMEHTIB
MITOXOH/IPIaIbHOTO TEHOMY, MPOTE € CBIIYEHHS YacToro (QopMyBaHHS IHX
CTPYKTYp 13 AUISHKH D-metii - HeKoAayrouoro KoHtposbHoro ¢parmenra J(HK,
mo Oepe ydacTh y IHImiamii pervrikamii Ta perynsmii TpaHckpumii [78].
butbmrictes gparmentiB JTHK, nmepeneceHux 3 MITOXOHAPIN y SACPHUN TEHOM,
MaTh po3Mmip MeHmie 1 Tuc. m.H. [82], mpoTe TPaIIsSOThCS 1 BUIMAAKU
MEPEHECEHHs TMOBHUX MITOXOHAPIAIbHUX TE€HOMIB, 0COONHMBO y pociuH [83].
Hapasi Hemae eamHOi OIyMKHM 100 MexaHI3My BcTaBku cermMeHTiB MTHK y

saepauii reHom [78]. OmHak, KiTbKa JOCHIHKCHb JAH JICSKE YSIBICHHS PO
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NOTEHIIMHI MEXaHI3MM Ta HeBUNAAKoBUN BuOIp wicusg BctaBku NUMT.
3aranom, Outbiricte NUMTS BUSBISIOTH y HEKOAYIOUUX JUISHKAX TEHOMY -
IHTpOHax a00 MDKIEHHUX AUISTHKAX, TOA1 SK 1HTerpauii y 01JI0K-KOIyt04l €K30H!
€ BKpail pIOKICHUMH, IO TOSCHIOETbCS HETAaTHBHUM BiI0OpPOM MPOTH
nopyueHHs: QYHKIT )KUTTEBO BaXIMBUX reHHUX AUIIHOK [84]. NUMTs Takox
BUSBIIAIOTh CXWIBHICTH JIOKaJII3yBaTUCS y PETIOHAX T€HOMY, Oaratux Ha MOBTOPU
Ta peTPOTPAHCIIO30HHI MoCHigoBHOCTI. ¥ poboti Bolner, M., Bovo, S., Ballan,
M. et al. yci ineHTr(1KOBaH1 BCTaBKK MITOXOHIP1aIbHOTO MOXOKEHHS Y TEHOMI
Sus scrofa ¢dnaHKyBanuCs TMOBTOPIOBAHUMHU €JIEMEHTaMH, OCOOIMBO KJIACiB
SINE Ta LINE [85]. Hocmimkenns po3noniry NUMTs cepen reHOMIB cCaBIIiB,
nposenene Tsuji, J. et al., BUABMIO BHCOKY LILIBHICTh PETPOTPAHCIIO30HIB Y
dbmankyrounx aurstakax NUMTs mrogunam, pesyca, mumi Ta mrypa. BiamideHo,
10 YacTKa OCHOB, 3aMaCKOBAHUX M1 PETPOTPAHCIIO30HU, Y TEHOMHHUX AUISTHKAX
nokuHo0 1000 m.H., mo duankyrotb NUMTs, nabararo Ounblina, HIXK
3araJIbHUN CepelHii MOKa3HUK 10 TeHoMy: y mroauHu 89,3% mportu 40,6%, y
Makaku-pesyc 87,9% mnporu 39,8%, y mumn 90,4% nporu 37,8% Tta y mrypa
82,85% mpotu 35,4%. Takok MOCHITHWKK BIAMIYAIOTH CTATUCTHYHO 3HAUYIIE
30arauenHs prnankiB NUMTs A+T-omniromepamu [84].

Jlokanizaiisi in Sifu TBapUH 1 POCIMH BHSBJSE YACTI B3aEMOJIl MiX
MTIHK Ta smepHuM reTepoxXpoMaTHHOM, OCOOJIUBO 13 MEPUIIEHTPOMEPHUMU
Ta\abo cyOTeroMepHUMU AuUIsTHKaMu [86]. 3a mpunymeHHsMH, TsokiHHT NUMTs
JI0 IIUX PETIOHIB MOXE TMOSICHIOBATHUCS THM, III0 B WX JUISTHKAX Maike Hemae
KOJYIOUMX TOCHIZIOBHOCTEH Ta YacTO TPAIUISIOTHCS JBOJIAHIIIOTOBI PO3PUBH
JIHK, mo crtBoproe chpusmiul ymoBH ana iHTerpauii [87]. JlomaTrkoBo
BUSBIICHO, 110 Micig iHTerpaiii NUMTs Hepiko XapaKkTepu3yrThCsl HAsBHICTIO
KOPOTKHX AUISHOK MiKporomoJiorii (1—7 1m.H.) MiX MITOXOHAPIaJIbHOK BCTaBKOIO
Ta SAEpHOI MOcHiaoBHICTIO [84]. Taki MIKpOromonorii BHUKOHYIOTh pOJIb
«SIKOpS» JJIA CUCTEM perapailii Ta BKa3ylTh Ha y4acTh y MPOIECI HE TUIbKU
MEXaHi3MIB  HeromosoriuHoro 3’emHanHg  kiHmiB  (NHEJ), ame 1

MIKPOTOMOJIOT1-3aJIe’KHOTO TipueaHanHs KiHiiB (MME]).
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[lopiBHsNIBHI Ta NOMJALIMHI aHami3u, 30KpemMa pobora Wei et al.
JEMOHCTPYIOTh BIJICYTHICTh ‘“‘Tapsunx Touok’ iHTerpamii NUMTs: BcraBku
BIJIOYBalOThCSl Ha BCIX XpomocoMax, npuuomy KinbkicTb NUMTs nepeBaxHO
KOPEJIOE 3 JOBXHWHOK XPOMOCOMH, 3a BUKIIOUEHHSIM X-Xxpomocomu [88]. ¥V
TBapUH MITOXOHJIpiaJibHI BCTABKH, SIK MPaBUIIO, € po3cisHumu [84,85,89], B Toi
yac sik y pociaud NUMTs vacto opranizoBani y kiaactepu [90].

TakuMm 4YwHOM, HaAsBHI JlaHI JalOTh IIJCTaBy CTBEP/KyBaTH, IO
interparis  NUMTs wMae HEBUMAJAKOBUM  XapakTep: BOHU  YHHUKAIOTh
GYHKITIOHAMPHUX ~UISHOK TeHOMYy (200 IIBHAKO €NIMIHYIOTHCS 3BIATH
HETaTUBHUM J000pOM), ajie YCHIITHO 3aKpIIUIIOITBCS Y JUISHKAaX, 110
MOEIHYIOTh CTPYKTYpHY HECTAOUIbHICTh T4 HU3bKY CEJEKUINHY 3HauylicTh. Lle
nigkpecnoe mo NUMTs € mpomykramMu He JIMINE BHIAJAKOBUX IOMIHM, ane H
3aKOHOMIPHHUX MOJIEKYJISIPHUX MIPOLECIB, OB’ A3aHUX 13 JUHAMIKOIO T€HOMY.

1.5.2. Horenuian NUMT y ¢inoreHeTHYHUX JOCTIIKEHHAX

3acTocyBaHHSI MITOXOHAPIAJILHUX MOJICKYISIPHHX MapKepiB Halylo
HIMPOKOTO 3aCTOCYBaHHS y 1eHTU(ikanli BuaiB (OapKoAUHT), (IIOT€HETHll,
dbinoreorpadii Ta momynsiiHIA reHeTrii. OgHaK, iX 3aCTOCYBaHHS MOXE OyTH
yYCKJIaJHEHE AJIEpHUMHU MiTOoXOHApianbHUMHU TiceBaorenamMu (NUMT), mo uepes
iXHIO MOCHIAOBHY CXOXicTh 3 aBTeHTH4YHO MTJIHK  moxyTts Oytu
xkoamrutidikoBani mia yac [1JIP, mo mpu3BoauTh 10 MOMHIOK CEKBEHYBAaHHS Ta
xuOHux curdHamiB [91]. NUMT MoXyThb He TUIBKM YCKJIQJHIOBATU
imeHTUdIKAII0 BUIIB, aje W TEHEePYBaTH TAIUIOTHIH-TIPUBHUIIN, IO MOXYTh
CIIOTBOPIOBATH Pe3yJIbTaTH (PIJIOTEHETUYHHUX aHaNI31B, TOTCHIIIHHO 3aBUIIYIOYN
MOKa3HUKH TaIJIOTUIIOBOT PI3HOMAHITHOCTI B MOMYJISIisAX [92].

Hesaxatoun Ha mi Tpyanomt, NUMT npomeMoHCTpyBamu moTeHIal B
CBOJIIOLIITHUX ~ JOCHIJDKEHHSAX, BHCTYHNAlOYM B  POJi  “MOJIEKYJISPHUX
CKaM’SIHUJIOCTE’, 10 3/aTH1 30epiratu iH(opMallito npo €BOJIOLINHY 1CTOPit0
Buny [93]. Ockinbku BcTaBka ¢parmentiB MT/IHK y meBHI suepHi JoKycu
BIJIOYBa€ThCA PIAKO I MaJIOWMOBIPHO MOBTOPHO B T1 caMi MO3MIi, caMa MOl

1HTEerpamii MOXe pO3IISAIATHCS SK YHIKaIbHUNW (DUIOTEHETHYHUN MapKep:
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NOpIBHAHHA TPHUCYTHOCTI abo BiacyTHOcTi romojorivanx NUMT y
CHOPITHEHUX TAaKCOHIB JIO3BOJISIE BIJTHOBUTH TOCIIIOBHICTh PO3Taily>KeHb
EBOJIIOIIIMHOTO JIepeBa, IO MOXE OyTH aKTyallbHO I aHali3y IITMOOKUX
PO3XO/KEHB, 1€ KIACHYHI MapKepW MOXYTh JaBaTh CyNEPEWIMBI CUTHAIH
[93,94].

Ockibkn NUMT y siapi HAKONUYYIOTh MyTalii 3 MEHIIOK MIBUAKICTIO,
HIK MITOXOH/pialibHI MOCTIJIOBHOCTI, BOHU MOXYTh JIaTH YSBJICHHS PO JaBHI
BapianTu MmitoxoHapiansHoi JIHK, siki € Brpauennmu y cydyacHux TakcoHax. Lle
JI03BOJISIE TIPOCTEKUTH ICTOPIF0 KOHTAKTIB MK BHUIAMH Ta BHUSBUTH TOMIIi
MDKBHIOBOI T10puau3aliii, a oTxe Moxke OyTH BUKOPUCTAHO Y JTOCIKEHHAX 13
PEKOHCTPYKIIII PETUKYITIOLINHOT €BOJIOIIT - MEPEXKEBUX 3B’SI3KIB MK BUJIAMH,
[0 BUHUKIW 4Yepe3 HEeOAHOKparTHl momii riopuausamii. Hassaicte NUMT Ta
piBeHb iX gudepeHIyiamii 13 MITOXOHApPIATbHUMH BIJIMOBIIHUKAMHA TaKOXK
MOXYTh OyTH JOAATKOBUM HapameTpoM MijJ yac KamiOpyBaHHS MOJEKYJISIPHUX
TONUHHUKIB y (DUIOTEHETUYHUX JOCHIKEHHSX, OCKUIBKM BpaxyBaHHS MOJIN
nepenocy MTJIHK nae MoOXmuBicTh HE TUIBKM TOYHINIE JaTyBaTH dYac
PO3XOMKCHHS PI3HUX EBOIIOMIMHUX JIHIN, ajie 1 BUSBUTHU IIEPIOAH IIiIBHUIICHOI
YaCTOTH MEPEHECEHb, 110 MOXYTh CBIIYUTHU MPO F€HOMHI NIepeOy0BH, CTPECOBI
YMOBH CE€peI0BUIIA a00 /1110 TEHOMHUX MOOUIbHUX €JIeMEHTIB [95].

NUMT necyth iHbOpMariito nmpo gaBHi ctanu MitoxoHapianpHoi JITHK,
OT)K€ HAaJal0Th MOXJIMBICTh  JOCHIIDKCHHS MEXaHI3MIB CYMICHOCTI Ta
(GyHKIIOHATBHOI 1HTErpamii MK TeHOMaMH BCEpeIuH1 KIITHH. AHami3 iXHbOI
KUIBKOCTI, PO3IMOALTY Ta IUBEPTEHIT MK TaKCOHAMU JIa€ 3MOTY OLIIHUTH TEMITH
KOEBOJIIOLIIT MITOXOHJPIAJBHUX 1 AIEPHUX KOMIIOHEHTIB, HACIIAKUA 1HTpOrpecii

Ta 700ip Ha PYHKIIIOHAIBHY CyMICHICTh T10puaHIX reHoMiB [27,48,95].
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Po3nin 2. MATEPIAJIN TA METO/IHU

2.1. Orpumanns nociaigosuocti NUMT WVanatolica

CexBenyBanHa 4acTkoBoi mociigoBHocti reHy COX I V. anatolica 3a
JOTIOMOTOr0 crienndiuyHux TpaiiMepiB [77] He nano cTaOUIbHMX pPe3yJIbTaTiB:
orpuMadi npoayktu [1JIP micTuim noaBiifHI MIKK Ha XpOMaTorpaMi MOYMHAKOYN
3 CepeArHM TMOCIIJOBHOCTI, 10 BKa3yBajO HAa HASBHICThH JABOX KOIM TeHy, sKi
BIIPI3HSIJIUCH 1HCEPIIiEl0 abo JeNeIli€l0 Ta 3CYBOM IMOCIIIOBHOCTI BIJIHOCHO
ofHa iH1moi. ToMy AJisi OTpUMaHHS YUCTUX MOCIITOBHOCTEH KOXKHOT 3 KoMl Oyna
3aCTOCOBaHa TMpoleaypa KiIoHyBaHHs mnponykrtiB IIJIP B Escherichia coli 3
BukopuctanHsaM Habopy QIAGEN PCR Cloning Kit [96]. JITHK Bektopa, sxuii
mictuB nociioBHicTh COX I, mi3Hime Oyna BUALIEHA 32 JOOMOTOO JIy’KHOTO
JI3UCY 3 KYJbTypH OakTepiil Ta CEKBEHOBaHa Ha KamUIIpHOMY CEKBEHATopi
Applied Biosystems B komepuiiiHiii komnasii. OTpuMaHi XpoMaTorpamu
nepeBipeHi Ha SKICTh 3a jgomomoroto mporpamu MEGA 10 [97]. Bes
naboparopHa po0OOTa BUKOHYBajach Ha 0a3l TEXHIYHOTO YHIBEPCUTETY
bpaynmseiira (TU Braunschweig) y 2011 pomi OnexcanmpoMm 3iHEHKOM Ta

Maueem I1aGissHOM, K1 HaJATW TTOCI1IOBHOCTI JIJIsl aHAITI3Y.

2.2. DinoreHeTMYHHUIl aHAJI3 Ta AaHAJI3 MOJIEKYJAPHOI €BOJIIOIIL
HUTOXPOM OKCHIA3M TA il siIEePHOI KOl

Jlnst mopiBastHAS mociinoBHOCTI NUMT 13 mocnigoBrOCTAME COI 1HITIHNX
Mpe/ICTaBHUKIB pony Vipera Gyno 3aBaHTakeHO 61 MOCHIAOBHICTh T'€HY BEIMKOI
cyoonunuii nutoxpom-okcugazu (COI) (Jdomaroxk 1) 3 GenBank [98].
BupiBHIOBaHHS mocioBHOCTEH Oyno BukoHaHO 3a gornomororo MAFFT version
7 [99] 13 mapameTrpaMu 3a 3aMOBUyBaHHsM. PenaryBaHHsS MOCHiAOBHOCTEN
(oOpi3ka KiHI[IB) BUKOHYBanu y mporpami Bioedit ver. 5.0.9 [100]. Anani3
TPAHCIISAIIIT TOCIIIOBHOCTI TeHY BENUKO1 CyOoauHuIl 1uToxpom-okcuaazu (COI)
NpeACTaBHUKIB pony Vipera BukonyBanmu 3a gonomororo MEGA 11,

BUKOPHCTOBYIOUM TeHEeTHYHUN Kox Vertebrate Mitochondrial i3 craproBum
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komoHOM «2nd site» [101]. KimbKicTh CHHOHIMIYHUX Ta HECHHOHIMIYHUX 3aMiH,
noka3zHuk dN\dS, Tagima's D [102] (w1 ycix mpoaHali30BaHUX 3pa3KiB POAY
Vipera) ta Tect Maknonanpaa-Kpaiitmana (mis mapu NUMT — COX 1
V.anatolica) [103] oGumcmoBamm y mporpami DNAsp ver.6.12 [104]. Ilicns
nporo 3a pomomororo MEGA 11 [101] Bu3Hadaau MOACIL €BOJIOIIT 3a
kputepiem BIC (Bayesian Information Criterion); 1jis BHKOPHCTOBYBaHOTO
Ha0oOpy MaHUX IIed moka3HWK OyB HahiMeHmmM maasg moxeni HKY + G + 1
(Hasegawa-Kishino-Yano model, Rates among sites = Gamma-distributed with
Invariant sites); micist dYoro (iOTEHETHYHE JEpeBO OymayBald METOIOM
Maximum Likelithood i3 3actocyBannsM onnaiH-Bepcii IQTREE [105]. s
OIIIHKM CTaTUCTUYHOI MIATPUMKHU TUIOK TpoBeAeHO bootstrap-anamiz 13 1000
ncepnoperikamisimu.  OTpuMane jepeBo BidyamizyBanu y Figtree ver.1.4.3
[106].

Jlnst moOynoBu ¢inoreHii, mo BigoOpaxana 3B’SI3KHM MK (pparMeHTaMu
NUMT, BusiBneH1 mociioBHOCTI BupiBHIOBamu 3a nqonoMmoroto MAFFT version
7 [99] 13 mapameTpamu 3a 3amoBuyBaHHsIM. [licis mporo 3a gonomororo MEGA
11 [101] BuzHauanm Moxmens eBodroiii 3a kpurepiem BIC (Bayesian Information
Criterion); s BUKOPHCTOBYBAaHOTO Ha0Opy JaHUX 1€ TIOKa3HUK OyB
HavimeHuM it mogeni TN93 + G + I (Tamura-Nei 93 model, Rates among
sites = Gamma-distributed with Invariant sites); micig 4oro QiioreHeTHYHE
nepeBo OynyBanu  metogomM Maximum  Likelihood 13 3actocyBanHsIM
onnaiia-Bepcii IQTREE [105]. JIyis omiHKA CTaTHCTHYHO! MATPUMKH TiLJIOK
npoBesieHo bootstrap-ananiz 13 1000 ncepnoperuikaimisiMu. OTpuMane J1epeBoO
Bi3yanizyBanu y Figtree ver.1.4.3 [106].

Jlnss  moOynoBu  (iTOTEHETUYHOTO  JiepeBa 13  KOHKAaTEHOBAaHUMU
nocaigoBHocTaMH NUMT o00paHi MOCHiIOBHOCTI BpYYHY 00’ €IHYBaH, MICISA
yoro BupiBHIOBaU 3a nornomororo MAFFT version 7 [99] 13 napamerpamu 3a
3amoBuyBaHHsAM. Ilicias mporo 3a momomororo MEGA 11 [101] Bu3Hawanm
Mozenb eBomtoiii 3a kputepieM BIC (Bayesian Information Criterion); nms

BUKOPHCTOBYBAaHOTO HAOOPY JaHUX 1€l MOKA3HUK OyB HAUMEHIIINM JIJIsl MOJIEII
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TN93 + I (Tamura-Nei 93 model with Invariant sites); micis dYoro
binorenetnyne gepeBo OyayBanu MertonmomM Maximum  Likelihood 13
3actocyBanHsiM onyaiH-Bepcii IQTREE [105]. Jlist OIIHKM CTaTUCTUYHOT
HOIATPUMKA TUIOK TpOBeAeHO bootstrap-ananiz 13 1000 mceBmoperiikamisiMu.

Otpumane nepeBo BizyamizyBanu y Figtree ver.1.4.3 [106].

2.3. lTomyk romosioriB NUMT 3a nonomororwo BLAST

[Tomyk romosoriynux Ao mitoxoHapiansHoi JIHK mochigoBHOCTEl B
siIepHOMY TeHOMI 37icHIoBasm goromororo iHcTpymeHTy BLAST (Basic Local
Alignment Search Tool) na miardpopmi NCBI.

[TopiBHsIHHA OyJ0 BUKOHAHO JI MOBHOTO MITOXOHIPIaJIbHOIO T€HOMY
Vursinii (0X365983.1) msixom OnacTyBaHHS TPOTH pedEepeHTHUX TEHOMIB
raaok (Vipera), nasBaux y 6a31 GenBank. Otpumani 306iru BimOupanu 3a
kputepiem E-value < le™ Ta momxuuoro mokpurts (Query cover) monan 50%

B1JI TOBHO1 MOCJIIIOBHOCTI 3aITUTY.

2.4. Bizyasizaniss KOMno3uuii siaepHUX KOmii

BusiBneni 'y spaepHomy reHomi Vursinii (OX365983.1) pginsHkH
mitoxoHapianbHoi JIHK Oyno 3aBanTtaxkeHo y ¢opmari .fasta Tta BUpPIBHSIHO
MPOTH MITOXOHJIpiadbHUX TeHOMIB Vursinii Ta V.berus 3a momomororo MAFFT
version 7 [99] 13 mapameTpamu 3a 3aMoBUyBaHHSAM. Bi3yanizailito BUpIBHIOBaHHS

Oyno 3miiicaeHo 3a monomororo R (ver. 4.4.3) [107] .

2.5. ITomyk MoBTOPIOBAHUX AUISHOK TA TPAHCIIO30HIB 32 10IIOMOI0I0
RepeatMasker Ta Galaxy Genome Browser

[Toryk MOBTOPIOBAaHMX IUISHOK Ta MOOUIBHUX TEHETUYHUX EJIEMEHTIB
3aiicHIoBanM 3a jonoMororo RepeatMasker [108] y cepemoBumii Galaxy
Genome Browser [109] . [ToBHY mocmiOBHICTS 3 XpOMOCOMH 3aBaHTAKyBaIH Y
Galaxy Genome Browser, micisg doro mijaaBanu aHamizy B RepeatMasker i3

BUKOPHCTaHHSAM KypoBaHoi 0a3u manmx DFam. [{ns 3pyuHocTi momambmioi
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BI3yaJsi3allii Ta 1HTerpauii pe3yJibTaTiB y TEHOMHI Opay3epHu aHOTal[ll0 TOBTOPIB

BuBoamin y ¢popmati GFF (Output annotation of repeats in GFF format).

2.6. KapryBanus B Integrative Genomics Viewer

st Bizyamizanii nonoxeHHst ¢parmentieB NUMT, aHoToBaHMX MOBTOPIB
Ta careJuliTiB OyJ0 BUKOPUCTAHO OHJIaH-Bepcito Integrative Genomics Viewer
(IGV) [110]. Daiin i3 mocnioBHICTIO 3-1 XpoMocoMu V.ursinii OyJI0 OTpUMaHO 13
6a3u manux NCBI, micis yoro koHBepToBaHO y (popMmar .bed 3a momomororo
ckpunty B R (ver. 4.4.3). ®aiinu 13 KOOpAWHAaTaMH MOBTOPIOBAHUX
MOCJIIOBHOCTEH HamNpsMy 3aBaHTAXKYBajlu J0 MPOrpamMHOro 3a0e3MeueHHs Y
dbopmari .gff3, a ¢aiinu 13 koopaunatamu NUMTs Ta caTediTHUX TOBTOPIB
NoTepeIHL0 KOHBEpTyBaiH 13 ¢dopmary .fasta y dopmar .gff3 3a gomomororo
ckpunta B R 13 Bukopuctranusm maketiB dplyr [111], stringr [112], ggplot2 [113],
RColorBrewer [114] Tta Biostrings [115]. VYci ckpuntu goctynmHi 3a

nocwiaHHsaM: https://github.com/HellaNOVA/masters_thesis
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Po3nin 3. PE3YJIBTATU TA OBI'OBOPEHHS

3.1. Anaaiz HykjIeoTHAHOI MiHJuBOCTI Ta TpaHcasauii COX Iy
npeacTaBHuKiB poay Vipera

Amnaimi3 nykiaeoruaHoi MiHimBocTi COX [ y 3paskax mpeacTaBHUKIB pOAy
Vipera BcTaHOBHMB, 110 3arajibHe 3HayeHHs Tajima's D € HeraruBHUM Ta
craructuuHo HesHauymwmMm (D = -0.96, P > 0.10), 1o cBiT4UTH PO BiJCYTHICTH
3HAUYIIMX BIAXWICHb B HEUTpanbHOI eBomtomiiHoi Momemt [102]. s
CHHOHIMIYHMX CalTiB HE BUABICHO 3Hauymoro BimxwieHHs (D = -0.85, P >
0.10), Tomi sIK &1 HECHHOHIMIYHHMX CAWTIB CIIOCTEPIra€ThbCcs 3HAUYHO OLIBII
HETraTUBHE Ta CTAaTUCTUYHO 3Hauymle 3HaueHHs (D = -1.89, P < 0.05). Iloxi6H1
pe3yNbTaTH € CBIQYEHHSM Jii OYHIYBaJIbLHOTO BITOOpY, IO BHUIANISIE
aM1HOKHUCJIOTHI 3aMidM y reHi COX I.

Hyxkneorunna nusepcudikaiiisi mokasye, 1mo 7 Jjisi CHHOHIMIYHUX CaWTIB
(Pi(s) = 0,19442; ckopurosane 3a moaewno Jukes & Cantor: 0,24070) 3HauHO
nepeBullye m Juisi HecuHoHiMiuHuX caiTiB (Pi(a) = 0,00161, ckopuroBane 3a
monemtio Jukes & Cantor: 0,00161), mo cBiT4uTH PO HU3BKY BapiaOCIbHICTH
aMIHOKHCJIOTHOI ~ MOCTIAOBHOCTI, IO € TUIOBUM JUJISi  HYKJICOTHIHHX
NOCIIIOBHOCTE KPUTUYHO BAXKJIMBHUX I (PYHKIIOHYBaHHSA KIITHHH OUIKIB.
3nauennss dN/dS = 0.0083 cBiguuTh MpPO KOHCEPBATHMBHICTH €BOJIONII OiNika
COX I y nmpeacraBHuKiB poxay Vipera.

Y  BHCHOBKY, ©BOJIOIIMHI  TpoOIEecH, MO0  BiAOyBalOTbCSI  Ha
MpoaHaTI30BaHI AUISHIII MITOXOHJPIaIbHOTO T'e€HOMY, mNepeOyBalTh Il
BIUIUBOM  OYHUIIYyBaJbHOrO  J00Opy, 10  3a0e3mnedye  CTaOUIBHICTH
aMIHOKHCJIOTHOI TIOCJIIJIOBHOCTI OUIKa Ta MIATPUMYE HOTO (YHKIIOHATHHY
UTICHICTb.

[lopiBHSIHHA BHpPIBHSHUX aMIHOKUCIOTHHX mnociigoBHocTed COX |
([Iomarok 2) BKa3zajo Ha HasBHICTb 15 MIHJIMBUX TMO3HUIIH, V SIKUX MiX BHIAMHU

pony Vipera TpamnisitoTbcsi aMiHOKHCIIOTHI 3aMinu (Puc. 3.1.).
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Data Display Search Groups Highlight Statistics Windows Help
B|imm & v |[H[Ecves * - (& 9| @-
“IName SGLVGACLSILMRMELTQPGSLFGSDQIFNVLVTAHAFIMIF ~
¥I1.KU986308.1 Vipera nikolskii voucher ROM Herps 43341 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥12. KC122718.1 Vipera berus haplotype be28 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
I3, MN993241.1 Vipera berus voucher Herp 104 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . N B R . . . . P ... ... ..
¥14. MN993239.1 Vipera berus voucher Herp 127 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥I5. HQ954792.1 Vipera berus berus voucher BC ZSM HERP 00157 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondriz . . . -
V6. KP697893.1 Vipera berus voucher GBOL03509 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . .
¥I7.KP697845.1 Vipera berus voucher GBOL03508 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . v . . .
¥I8. KP697944.1 Vipera berus voucher GBOL03583 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥19. MN993243.1 Vipera berus voucher Herp 128 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥110. MN993242.1 Vipera berus voucher Herp 117 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥11.KP697872.1 Vipera berus voucher ZFMK-TIS-2516540 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . .
¥112. MN993240.1 Vipera berus voucher Herp 98 cytochrome oxidase subunit 1 (COI) gene partial cds mitochondrial . . . -
¥113. KC122761.1 Vipera renardi haplotype re8 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥114. KC122754.1 Vipera renardi haplotype re24 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I15. KC122760.1 Vipera renardi haplotype re572 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
I16. KC122752.1 Vipera renardi haplotype re1 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I17. KC122732.1 Vipera lotievi haplotype 1076 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥118. KC122727.1 Vipera lotievi haplotype 10168 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I19. KC122726.1 Vipera lotievi haplotype 10165 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥120. KC122757.1 Vipera renardi haplotype re48 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥I121. KC122753.1 Vipera renardi haplotype re18 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥122. KC122717.1 Vipera renardi haplotype alt10 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥123. KC122731.1 Vipera lotievi haplotype 1065 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥124, KC122755.1 Vipera renardi haplotype re43 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . .M - . B . . . . R B -
¥125. KC122751.1 Vipera renardi haplotype pz4 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥126. KC122730.1 Vipera lotievi haplotype 1053 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥127.KC122729.1 Vipera lotievi haplotype l049 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥128. KC122728.1 Vipera lotievi haplotype l04 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥129. KC122725.1 Vipera lotievi haplotype 10120 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . Y -
¥I30. KC122759.1 Vipera renardi haplotype re56 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I31. KC122735.1 Vipera renardi haplotype Nvr13 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I32. KC122756.1 Vipera renardi haplotype red5 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥133. KC122716.1 Vipera renardi haplotype re53 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥134. KC122758.1 Vipera renardi haplotype re50 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I35. KC122733.1 Vipera eriwanensis ebneri haplotype Nvue1 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
[¥136. KC122723.1 Vipera eriwanensis haplotype er16 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥I37. KC122722.1 Vipera eriwanensis haplotype er2 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . .
¥138. KC122750.1 Vipera ursinii haplotype Nvuw1 cytochrome oxidase subunit | (COI) gene partial cds mitochondrial . . . . v
< >
SI(e#lIlZ,S,A [1/219] Highlighted: None 63 taxa selected

Puc. 3.1. MHOXUHHE BUPIBHIOBAaHHS aMIHOKHCIOTHUX nociaigoBHocTet COX 1y
IpeCTaBHUKIB poay Vipera. OqHOOYKBEHHI MO3HAYEHHS BUKOPUCTOBYIOTHCS Ha
MO3HAYCHHSI PI3HUX AaMIHOKWCJIOTHUX 3aJIUIIKIB, KOJHOPH BiJIMOBIIAIOTH
CTaHJapTHIM cxemi mnporpamuoro 3abesnedenHss MEGA 11. Koxen psmox

BIJIMOBIJIA€ OKPEMiil MpoaHani30BaHii MOCHII0BHOCTI.

VY mno3umii 4 3adikcoBaHo 3amiHy Phe—Leu, mo He € pagukaibHOIO
BIJIMOBITHO 10 Kiacu(ikaIii aMiHOKHCIOT 3a iX XIMIYHHMH BIIACTUBOCTSIMH
[116]. lle#t BapiaHT mHpUTAMaHHUN OUIBIIOCTI MPEACTABHUKIB KOMILIEKCY
ursinii-renardi, TOJl SIK y TPEACTaBHUKIB V. berus OIbIl PO3MOBCIOIKEHUM €
KOHCEHCYCHHI BapiaHT.

Y mno3umii 5 BusiBieno 3aminy Met—Leu, mo kinacudikyerbes sk
HepaJuKalibHa, OCKIIbKM OOWJIBI aMIHOKHCJIOTH HaJIeKaTh 10 HEMOJISIPHUX
[117]. La 3amina cnioctepiraetses autie y V.aspis (KP697881.1).

VY nozumii 11 y V.ammodytes (MN993238.1) ¢ikcyeTbcs BapiaHT
Gly—Arg, mo € pagukaabHOIO 3aMIHOKO: HEBEJHMKA HEMOJISIpHA MOJIEKYia

FﬂiHHHy 33MiIHy€TLC$I Ha BCIHKY Ta CHJIBHOOCHOBHY MOJICKYIY apr1H1Hy
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[TomiOHa 3aMiHa MOTEHITIHHO MOXKE BIUIMBATH HA JIOKAIBHY CTPYKTYPY O17TKOBOTO
npoaykry [116].

Y 13 mno3umii BusBaeHo 3amiHy Val—lle, mo knacudikyeTbcs sk
HEpaJUKaIbHA: OOWABI aMIHOKUCIOTH € TiApodOOHMMH, HEUTPATbHUMH Ta
Oonu3bkuMU 32 00’eMoM OiuHoro janmrora [118]. s 3amina croctepiraerbes y
onHoro mnpencraBuuka Vursinii (KC122746.1) Ta y Buny Vdinniki
(KC122719.1 ta KC122720.1).

VY mno3umii 19 dikcyeTbes 3BOpOTHA A0 TOMEPEAHBOI  HEpaJguKalbHa
3amiHa lle—Val y npeacrasuuka Buny V.seoanei (KC122736.1).

VY mno3umii 20 3adikcoBano 3aminy Leu—Val, mo He € paaukanbHOIO:
00H/IB1 aMIHOKHUCJIOTH HENOJISIPHI Ta OJU3bKI 32 CTEPUYHUMU XapaKTEPUCTUKAMU
[118]. Lle#t BapiaHT 3yCTpi4a€eThCcsi y OJHOTO TpEACTaBHUKA BuUmy V.berus
(KP697845.1).

[lozumist 22 npemoHcTpye Bapiant Arg—Gly, mo Hanexutrs [0
panukanpHuX. L[ 3aMiHa crocTepiraeTbCs y OIHOTO TMpeacTaBHUKa Vberus
(KP697944.1).

Y 26 nosuuii BusBieHo 3aminy Thr—Ser, mo kiacugikyeTbcs sk
HEpaJuKalbHa, OCKUIBKA OOWABI aMIHOKHCIIOTH HAaJIeXKaTh MO TMOJIAPHUX Ta
HE3HAUYHO BIJPI3HAIOTECS 00°’eMoM OiyHoro nanmora [116]. Ileit BapianT
CIIOCTEPIra€eThes Juie y ogHoro npeactaBuuka Vberus (KP697944.1).

Y no3umii 38 3adikcoBaHo 3amiHy Phe—Tyr, mo HamexuTh [0
HaIBKOHCEPBAaTUBHMUX, OCKUIBKM OOHWABI aMIHOKHCIOTH € apOMaTUYHUMH Ta
nomiOHMMHU 3a 00’€MOM, OJIHAK TMOsBa TIAPOKCHIIBHOI TPYNMH B THPO3UHI
30UIbIIIY€E TMOJSPHICTh T4 MOXE BIUIMBATH Ha JIOKAJIbHY CTPYKTYpy O1IKOBOTO
MPOAYKTY Ta YTBOPEHHS BOMHEBUX 3B s3KiB [119]. L1 3amiHa crioctepiraeTbes y
V.anatolica (KC122762.1) ta Viotievi (KC122725.1).

Jns mo3umii 112 3adikcoBaHo 3aminy Val—lle, mo Hanexuts 10
HepanukanbHux [118]. Lle#t BapianT croctepiraetbes y Viotievi (KC122732.1)
Ta TpbOX mpeactaBHukiB Buay Vursinii (KC122737.1, KC122740.1,
KC122741.1).
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VY mo3unii 121 BusBieno 3aminy Val— Met, 110 HaneXuTh 10 4aCTKOBO
KOHCEPBAaTUBHUX, OCKIJIbLKM OOWJBI aMIHOKHUCIOTH € TiapooOHMMHU, OIHAK
METIOHIH MICTUTh TiO€(ipHY Tpymy, IO MOTEHUIMHO 3MIHIOE XIMIYHI
BJIACTUBOCTI OIYHOTO JIAHIIOTa, 110 JA03BOJISE PO3MIAAATH 110 3aMiHY K cIa0Ko
panukanbHy [120]. Cnioctepiraerscs y V.renardi (KC122756.1).

VY 149 no3uwmii ¢ikcyerbcss HepaaukainbHa 3amiHa Ile—Val y onnoro
npencraBHuKa Buny V.ammodytes (MN993238.1).

[To3unis 153 nemoHcTpye noaiOHy 3aminy lle—Val y npencraBauka Buy
V.aspis (KP697881.1) ta Buny V.dinniki (KC122719.1 ta KC122720.1).

VYV mno3umii 160 BusiBneno 3aminy Met—Thr, mo kimacudikyerbcs sk
paauKagbHa, OCKUIbKM Mmepefndayae mepexiJl BiJl HEMOJSAPHOIO TriapodoOHOro
CIPKOBMICHOTO 3aJIUIIKY J0 MOJSPHOI aMIHOKHUCIIOTH 3 T1APOKCUIHHOIO TPYIIOLO,
0 3JaTHUW CYTTEBO 3MIHIOBAaTH (PI3MKO-XIMIUHI BIJIACTUBOCTI JIOKAJbHOIO
OTOYEHHA Yy Ol1KOBOMY HpoaykTi [116]. Taka 3aMiHa CIOCTEPIra€ThCA Y OJHOTO
npencraBHuKa Buny V.ammodytes (KU986335.1).

VY no3uuii 177 3adikcoBano 3aminy lle—Met, mo knacudikyeTbcs sk
HEpaJWKaibHa, 3 ODIAAYy Ha TiApodoOHICTP Ta mOAIOHI  CTepUyHI
XapaKTEPUCTUKU aMiHOKHCIOT [116]. Lleit BapiaHT 3ycTpidaeThCcs JHIIEC Y
V.berus (MN993240.1).

VY3aranpHioroun pesynasrara a"amizy tpancisaiii COX 1 y npencraBHUKIB
pony Vipera, cnin 3a3HauuTH, 1O TIepeBa)kKHA OUIBIIICTh BUSBICHUX Bapialliii €
XIMIYHO  KOHCEpBaTHBHHUMH Ta HE IMependayaloTh  ICTOTHOI  3MIHH
(GI3UKO-XIMIYHUX ~ BJIACTUBOCTEH; paJuKaidbHI CYOCTUTYIIi TparuIstoThCs
MOOJIMHOKO 1 XapaKTepU3YIOTh BIAMIHHOCTI MiX OUIBII BIIJIAJICHUMH TPyIaMH,
riopuau MK SKUMU Hacmpapdi € piakicHumu (V. ammodytes ta npiOHEUMU
HIUTKOTOJIOBUMHU TaIIOKaMHu ).

3 UpOro BUIUIMBAE, [0 HA KOMIIEHCATOPHY KOEBOJIOLIKD MK
MITOXOHJIpIAIbHUMHU Ta SIIGPHUMU CyOOAUHUIIMU KoMmIUiekcy IV abo
BUHUKHEHHS ILIMTOHYKJIEApHOI HECYMICHOCTI TMiJ 4Yac MOXJIMBHX MOl

riopuausamii MiX pi3HUMHA BHIaMH Vipera MOXXHa OYIKYBAaTH JIMIIIE Ha
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JIOCTaTHHO BHUCOKOMY piBHI JuBepreHuii (V.ammodytes — pemra JIydHUX Ta
cTenoBuUx Tajawok). Bucoka cryminp nomioHocti COX I cepen mocnmipkeHHX
MOCJIIIOBHOCTEN, MiHIMaJIbHA KIJIBKICTh Ta MOOJIMHOKUNA XapaKTep pajguKaibHUX
3aMiH JI03BOJISIIOTH MIPUITYCKATH 110 MITOXOHAPialibHI TEHOMU OLIBIIIOCTI PI3HUX
BUJIIB POAY € B3aEMHO (PYHKIIIOHAJIBHO CYMICHUMHM, a iX OIJKOBI MPOAYKTH HE
CTBOPIOIOTh IMEPEAYMOB JJisl MOpYLEHHs poOoTtu komruiekcy IV mpu
riopuan3aliii Ta moaisgxX MITOXOHAPiaabHOT IHTpOTpecii.

YTiM uepe3 0COOIMBOCTI YCHAJKyBaHHS MITOXOHIPIAIbHOIO TE€HOMY,
panvKanbHl aMIHOKHMCIOTHI 3aMIHM MOXYTh TaKOX 3yCTpIYaTUCh Yy 1HIIUX
MITOXOHAPIATBHUX T€HaX, 1 TOMY JJIs MOBHOI Ta KOPEKTHOI OLIHKH JOLLIBHO
pOaHali3yBaTH BeCb HaO0lp MITOXOHAPIAJBHUX TEHIB y  MOJAJIbLIUX
MOCHIIKEHHAX, OCKUIBKH TaKUM IIAXIA JO3BOJUTH OUIBII TOYHO OL[IHHUTH
BapialOeIbHICTh, Jii JA000pPY Ta MOXJIMBI KOMIICHCATOPHI MeEXaHI3MH, 10

3a0e31neuytoTh (YyHKIIOHAIbHY CYyMICHICTh MITOXOHplalbHUX OLIKIB.

3.2. IlopiBusauusa  mnocaigoBHocti NUMT  Vanatolica i3
MIiTOXOHAPiaJIbLHUM BiIMOBITHMKOM Ta iHIIUMM MOCJIIIOBHOCTAMU

Otpumana mnocnuigoBHicte NUMT Vanatolica mana noBxuHy 658
HYKJICOTH/IIB. Tect Maknonanpna — KpailTmana mokazaB, Mo Mix
MmitoxoHapianpHOW TmochigoBHicTioO COl Vanatolica (KC122762.1) ta NUMT
HapaxoByeThcs 28 cuHoHIMIUHMX (cadtu 11, 25, 43, 59, 64, 145, 169, 190, 220,
271, 295, 307, 313, 328, 331, 364, 385, 391, 394, 448, 451, 487, 526, 550, 562,
577, 581, 583) ta 6 HecuHoHIMIYHUX (caiitu 9, 38, 112, 114, 125, 354) 3aminu.
Y nonoxenni 317-325 wmictutbes aeneuid. s 3’scyBaHHS 1MOBIPHOTO
noxomkeHHss NUMT Oyno pekoHCTpyiHoBaHO (DIIOTEHETUYHE JEPEBO METOIAOM
Maximum Likelihood (Puc. 3.2.). MitoxonapianbHa MOCHiIOBHICTE V.anatolica
€ CECTPUHBCKOI 0a3aJibHOI TPYINOI J0 KOMIUIEKCY ursinii-renardi, 1110
30iraeThCs 13 TOMEPETHIMU PEKOHCTPYKIISIMH, BUKOHaHUMHU Zinenko et al.
(2015) mns uporo poay. OgHak, Beyneped odikyBaHHAM, NUMT-nociiioBHICTS,

orpuMmaHa mans Vipera anatolica, He KiacTepusyeTbcs O€3MOCEPEeHBO 3
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MITOXOH/IpiaIbHUM TalJIOTUIIOM IHOTO BUAY, a (GopMye mapapiieTHuHy Tpymy
BIJIHOCHO HBOTO, JIEMOHCTPYIOUM OUIBIIY CIOPIAHEHICTH 13 3pa3koM V.dinniki i
HAJICKUTh 70 TPYNU MITOXOHAPIaTbHUX TaIUIOTHIIB KaBKa3bChbKUX TaJIOK,

enaeMikiB KaBka3chKOTO albMChKOTO Ta CyOaIbIiHCHKOTO TOSCY.

002

Puc. 3.2. ®inoreHetnuyHa pekoHCTpyKIia moxomkeHHs NUMT wmetogom
Maximum  Likelihood. Yucna wHa  rigkax  BigoOpaxaioTb  pIBEHb

OyTCTpEeT-i ITPUMKH.

3.3. Pesyabratn nomyky B BLAST

OCKUIbKM TIOCIIJIOBHICTh MITOXOH/IPIATBHOT KOMIl SJIEPHOTO TEHY Y
aHATONMINCHKOI ~ TagIOKW  BUSBWJIACh  JaBHIM  3alO3WUYEHHSM, IO 34
(b17I0TEeHETUYHOI0 PEKOHCTPYKIIIO BIAMOBITAE YacCy PO3XOMKEHHS BCIET TPymH
CTENOBUX, JYYHUX Ta KaBKa3bCbKUX TaJIOK, Oya0 3poOJI€HO MPUIYILIEHHS, 110
ueit NUMT mae OyTu npHCyTHIH 1 B IHIIUX SIAEPHUX T€HOMAaX BHJIIB KOMIUIEKCY.
VY pesynprari nomyky B BLAST na tperiit xpomocomi Vursinii [121] Oyno

BusBiieHo 14 ¢pparmentiB JHK, nonionux no mrAHK Vursinii na 94,82%.
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Po3mip 3naiigenux gparmMeHTiB xonuBaBcs Bi 268 no 8131 Hyki€OTH/IIB.
Yeci  ¢dparmentn  GopmyroTh  KiacTep, pO3TAIIOBAaHUWA Yy  TOJOXKEHHI
102403203-102697530 TpeTboi XpOMOCOMH, IO BiANOBIIA€ NEPULIEHTPOMEPHIN
JUJISTHITI XPOMOCOMHM.

Knacrep oTodeHuii NOBTOPIOBAaHUMHM JUISHKaMM, IIO 32 JOIOMOTOIO
BLAST Oyno inentudikoBano sik carenitu tuny satellite DRU-Sat-1, onucani
paHile A MEepUIEHTPOMEPHUX [IISHOK XpomMocoM y 3Miii Daboia russelii

(OP820475.1, Bincorok noaioHocTi 95.83%) (Puc.3.3.).
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Puc. 3.3. Cxema posramyBanHs ¢parmentiB JJHK wmiToxonapiaibHOro
MOXO/PKCHHS, BUSIBIIEHUX HA TPeTid xpomocomi Vursinii. A) 3araibHUl BUJ
MOJIOKEHHST ~ Kjlactepy  ¢parMeHTiB Ha  xpomocomi; B)  30imbiieHa
NEPULIEHTPOMEPHA NIISTHKA, IO JIEMOHCTPY€E KacTep (parMeHTIB y OTOYEHHI

MOBTOPIOBAHUX MIJISHOK, TPAHCIO30HIB Ta carenitiB; C) AeTaabHUM OIS



46

ninsaka  (=102.400-102750 kb). Jlereama: NUMTs — 3e1eHUM KOIHOPOM
MO3HAYEHO 1HTErPaTh MITOXOHJIpiajdbHOTO MoXomKkeHHs; Repeats\Transposons —
CUHIM KOJIbOPOM IMO3HAY€H1 AaHOTOBAHI1 JAUISHKY MOBTOPIOBAHUX MOCIIJOBHOCTEN
Ta TpaHCMO30HIB pi3HuX kiaci; Satellite DRU-Sat-1 - mnomapanyeBum
KOJIbOPOM TI03HA4YEHO TaHAEMHI caresiTHi mMacuBH Tuiy satellite DRU-Sat-1.
[opu3oHTaNbHI TPEKU BIAMOBIAAIOTH AUISTHKAM XPOMOCOMH; MACIITaOHI IIKalu
y BEpXHIM 4YacTHHI TaHEJIeM BigoOpaXkaroTh IIO3MINTI B3J0BXK TCHOMHHX

KOOpJIMHAT.

Hinsaka, ne posminieHi pparmentu NUMT, € HacuueHOO MOOUTBHUMU
TCHCTHYHUMH €JIeMEHTaMU Ta TPOCTUMH TmoBTopamMu. Cepen MOOUTBHUX
reHeTnuHux enemeHTiB BusBieHi Charlie-like [IHK-tpancno3onu (naBHs rpymna
MOOUTPHUX TEHETHYHHUX €JIEMEHTIB, 10 BIAPIZHAIOTHCA AYIUTIKAILIECK HLIbOBUX
cautiB (TSD) Ta TepmiHanpHO 1HBepTOBaHMMHM moBTOpamu  (TIR),
cynepcimerictBo hAT, Class II [122]), LTR-perporpancnozonu tuny HERV
(eHIOPEeTPOBIPYCH, y JIOAMHHM YACTO aCOLIMOBaHI 13 PO3BUTKOM myxJiuH, Class
II, Betaretrovirus-like supergroup [123]), MERS83 (ERV1 — Tun nostopis, 110
SABJISIIOTh ~ COOOK0  BaJIMIIKKA  JaBHIX  PETPOBIPYCHUX  1HGEKIH, 1110
XapaKTEepPU3yeThCs JOBrUMU TepMiHaibHUMU noBropamu (LTR) Ha cBOIX KiHIISIX
[124]), Ty3/Gypsy (npencraBHuk ponunu Metaviridae, IHTETPY€EThCSA Y BY3bKHIA
perioH 2-3 m.H. BHUILE BiJ TeHIB, siki TpaHckpuOyroThesi PHK-nonimepaszoro 111
(manpukian, tRNA-renn) [125]), non-LTR-perporpancnozonn tumy LINE2
(EBOJIFOIIIMHO JaBHE CIMEMCTBO MOOUIBHMX T'€HETHYHHX €JIEMEHTIB XpEOETHUX,
yacTo Aerpaaosadi [126], Ha XpoMOCOMI IPECTaBIEHl Y BUMVISAI MICEBIOTEHIB
3BOPOTHBOI TpaHCKpunTaszu) Ta Bov-B (mommpeni y reHomax 3Miil, oTpumMasi
IMOBIPHO 3aBASIKM TOPU30HTAJIBLHOMY MEPEHOCY T'eHIB BIJ XKEPTB — KOMax Ta
npioHux xpedetnux [127]), SINE (xopotki (100-400 HykJI€OTH/IB) HEABTOHOMHI
TPaHCIIO30HHM, 0 eBoroIiiHO ToxoaaTh Big TPHK, 7SL-PHK a6o 5S pPHK,

3arajioM HeaKTHBHI y reHoMax [126,128]).
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3.4. Onuc 3unaiigennx ¢parmentiB NUMT Ha Ttperiii xpomocomi
V.ursinii

Bussneni NUMT-¢parmentu 30epiraloTb CHHTEHIIO B MEKax (pparMeHTy
Ta 3arajJibHy IOCTIJOBHICTh TEHIB, XapakKTepHY JUIsl BIAMOBIIHHUX JUISHOK

mitoxouapiansHO1 JIHK (Puc. 3.4.).

Komnosuuia NUMT Gene
White = gap or position not in segments ALATRNA
NUMT_267 - . ARG-IRNA
ASN-IRNA
NUNT_662 - ASPARNA
R_NUMT_040 -I| - ATPG
R_NUNT_956_1 -| - ATPS
col
R_NUMT_956_2 -| - . COx2
R_NUMT_1823 I.l- | — COX3
mamm | - N
CYSRNA
I - GLNRNA
R_NUMT_3264 .- .-I .-| — GLY-tRNA
LEU-RNA
NUWNT_3885 .- .-I .I - LYS-tRNA
-l
| I Wl - WETRNA
' N ND2
[ [ [ 1 | P
N (| [ | I Wl - D4
T T e
©Z077576.1 Vipera berus mitechondrion .- .-I .-| I-- .I - . putafive__origin
SER-RNA
N N I - e

0 2000 4000 6000 8000 TYRARNA
Position NA

Puc. 3.4. Komnozumist ¢parmentisB NUMT, 3Halinenux Ha TpeTid XpoMOCOMi
Vursinii. Topu3oHTalbHI psAay BiAOpa)karoTh BUPIBHIOBaHHS (PpParMeHTIB Ta
BIJIMOBITHUX iM (pparMEHTIB MITOXOHJIpiaJbHUX TeHOMIB Vursinii ma V.berus.
Konbopu  BIAMOBIAIOTH  MITOXOHApPiAIbHUM TE€HAM, TOMOJIOTIYHUM JIO
¢parmentiB. NUMT (mo3naueHHS HaBeAeHO y JereHai mpaBopyu). CTpiiku
paBOpPyY BiJl KOXKHOTO PsifiKa BKa3ylOTh OPIE€HTAIlIIO BIAMOBIAHOTO (pparmMeHTa
(— - HampAMOK (¢parMeHTy CHIBMNAJA€ 13 OPIEHTALIEI0 MITOXOHIPiaIbHOTO
TeHOMA, «— - HAaPsAIMOK ()parMeHTy IPOTUIICKHUM MITOXOHIPIaTLHOMY TEHOMY ).
Bicek X BigoOpakae HyKJICOTHIHI TTO3UIIIT B MEKaX MHOKUHHOTO BUPIBHIOBAHHS.

Hait6inpmmit pparment NUMT mae 3aransny aoxkuy 8131 map ocHOB
Ta Mae koopauHatu 102521842 -102529972 bp (3a 30ipKo0  XpPOMOCOMH
V.ursinii). TIopiBHSIHHS 13 MITOXOHJpIaJIbHUMU T€HOMaMu V.ursinii ma V.berus
MOKA3aJI0 1Or0 TOMOJIOTIIO 13 (hparMeHTOM, IO OXOIUTIOE MIJISTHKY BiJ KiHIIEBO1

yactuan CR2 (control region 2) no Oinbmioi yactuau reHa ND4 BKIIIOUHO.
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Hanpsm NUMT mnporunexHuil HampsMy oprasizalii FeHOMY MITOXOHAPII.
YacTtuna reHiB 30epirae paMKy 34MTyBaHHS, TOJ1 SIK 1HII JEMOHCTPYIOTh O3HAKH
NICEBJOrEHI3allll Yy BHUIISIAI MOSBM BHYTPINIHIX CTOM-KOJOHIB BHACIHIJIOK
HAKOMWYEHHsSI HECHHOHIMIUYHUX MYTAIlil, 3CYBIB paMKH 3YUTYBaHHS Ta KOPOTKUX
iHcepuii. IlopiBHsUIbHE BUPIBHIOBAHHS 13 MITOXOHIpPiaJbHUMH MHPOTOTHIIAMU
BusiBunio 0 nemenit ta 5 incepuiit (1-5 mo., 116 T, 174 C, 388T, 2800 A,
3140-3144 AGAGT), uo € tunoBuM asis NUMTSs, siki 3a3Hat0Th HEHTPaAIBHOTO
HAKOMTMYCHHS MyTaIlill MiCIs IEPEHECEHHS Y SIICPHUI TEHOM.

@parmeHT n0BXkMHOKO 8119 m.o. po3ramoBaHMii 3a KOOPIWHATAMH
102461295-102469414 bp ta € Maike 1ICHTUYHUM IONEPEAHLOMY (parMeHTy
32 TEHHOI0 KOMITO3MIIIE€I0 Ta OPIEHTALIEI0 BITHOCHO MITOXOHPIaJIbHOTO TEHOMY.
[TopiBHSIIbHE BHUPIBHIOBAHHS 13 MITOXOHJPiabHUMHU MPOTOTUIIAMHU BUSBWIO 4
iHcepuii (1-5 mo., 116 T, 174 C, 388T, 3140-3144 AGAGT) Ta 2 neneuii y
nosiokeHHAx 2375-2383 ta 2801. IlopiBHsHHSA nporo ¢parmenta 13 NUMT,
BUsBIICHUM Yy V.anatolica Ta omucanum y 3.2., BUSBWJIO MOBHHM 30Iir 13
JIISTHKOIO, PO3TAIlIOBaHOO 3a koopauHaramu 102466709-102467357 bp.

3a xoopauHatamu  102403203-102408252  3Haxomuthecss NUMT
3aragpHOl0  JoBkHMHOWO 5049 1m0, MmO € TOMOJIOTIYHMM  JUISHII
MITOXOH/IpiaJlbHOTO T€HOMY BiJl KiHIIEBOro (parmeHTy reHa ND2 1o yactunu
rena ND4L Bxmrouno. Hampsm NUMT ineHTHuHHMI HampsiMy oprasizaiii
TreHOMY MITOXOHJpil; MicTuTh | aeneunito (7 m.o. BimcyTHI Mix 1527 ta 1528
nykieorugamu nociigoBHocti NUMT) Ta 1 incepmiro (3140-3144 AGAGT).

@®parment JoBkUHOKO 4003 1m.0. 3HAXOAMTHCSI 3a KOOpPAMHATAMU
102491632-102495635 Ta € TOMOJIOTIYHUM CETMEHTY MITOXOHPIaJbHOTO
TeHOMY, IO OXOIUTIOE AUISTHKY BiJ KiHIeBOi yacTuHu CR2 1m0 wacTuHHM TeHa
COX2 BxmwouHo. Hampsm NUMT igeHTHuHME HampsMy — opraHizaiii
MITOXOH/IP1aJbHOTO T€HOMY, IHCEPLIi Ta Jeelli BIACYTHI.

®parmerr NUMT pomxuHO0 3885 1M.0. KapTOBaHO MiX TMO3UIISMU
102480857 ta 102484742. Biapi3ok CIIBBIIHOCUTHCS 13 JAISHKOIO MITOI€HOMY,

o npoctsaraeTbes Bifg yactTuHU reHa COX2 o yactuHHM reHa ND4 BKIIOYHO.
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Hanpsm NUMT 11eHTHYHUI HanpsiMy Oprasi3anli MITOXOHAPIaJIbHOTO T€HOMY,
HasiBHI 2 1Hcepii (1-5 m.o., 138 T ta 2888-2892 AGAGT), nenenii BiicyTHI.

NUMT-cerment poBxuHo0 3264 1m.0. OyB BHUABICHHH Yy Mexax
koopauHat  102408254-102411518. IlocmimoBHICT,  BiAMOBIZa€  AUISHIN
MiToreHoMmy Bij mpukiHieBoi obnacti reHa COI mo rema ND4L Bkiato4HO.
Hanpsm NUMT npoTunexxHuil HampsiMy opradizaili reHOMy MITOXOHIpii. Y
nosiockeHH1 1834-1838 nasiBua incepuiss AGAGT, nenertii BiaCcyTHi.

@parmeHT J0BXKMHOK 3181 m.0. 3HAXOOWTHCA 3a KOOpPAMHATAMU
102608636-102611817 Ta € TOMOJOTTYHUM JIISHII MITOXOHIP1aJIbHOTO TEHOMY,
0 OXOIUTIE TMpoMikoK Big yacthHu CR2 10 Maibke OLIBIIOT YacTHHU
nociigoBHocTi reHa COI. Hanpsm NUMT npoTunexxuuid HanpsiMy oprasizanii
T€HOMY MITOXOH/Ipii, iHCepIIii Ta JAeJerii BiICyTHI.

[TocniIoBHICT, MITOXOHJAPIAIBHOTO TTOXOJKEHHS JTOBKHHOI 2533 11.0.
KapToBaHO MK no3uuismMu 102634743 ta 102637276. BusaBnenuil ¢pparMeHT
MICTUTh HEBENTUKY mocihinoBHicTh (10 m.0.), mo Bignosigae CR2, mo nepenye
JIUISTHITI, CMHOHIMIYHIA IMOCJIZOBHOCTI BiJ Maiike ImoBHOI komii reHa ND2 5o
oinpmoi yactuau rena COI; mocnimoBHocTi reHiB TPHK neinnaa, rmytamina ta
MmeTioHiHa BijacyTHi. Hampsm NUMT npotunexxHuil HanpsMmy oprasizaiii
reHoMy MiToxoHapii. Busisneno 1 geneuiro (mix 1527 ta 1528 nykneorunamu
nocaimoBHocti NUMT BijgcyTHI 4 HyKII€OTHIM), IHCEPINii BIACYTHI.

[ToniOHuii 3a cTpyKTyporo (HasBHICT, HeBenukoi yactuHu CR2 Ta
BificTyHICTh mochigoBHOcTed TPHK) Ha momepennro ommcanuii dparMeHT
IoBXKHUHOIO 1823 1m.0. 3HaxoauThcsl 3a koopauHaramu 102695707-102697530.
Hanpsm NUMT mnporunexHuil HampsMy oprasizalii reHOMY MITOXOHAPII.
[TocnigoBHIiCTh MicTUTh 2 Aenerii (1 m.0. BIACYTHS MiX 5 Ta 6 HykIeoTuaamu, 4
1.0. BiACcyTHI MK 1156 ta 1157 nykneoTuaamu), iHceplii BIACYTHI.

@parMeHT JOBXKHHOK 956 11.0. 3HAXOOWTBCA 3a KOOpAMHATaAMU
102642210-102643166 Ta € TOMOJIOTIYHHM CETMEHTY MITOXOHIPIaIbHOTO

reHomy, 1o oxormioe yactudy reHa COI 1 mpoctsraeTbes 10 yactuau COX2
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BitouyHO. Hanpsam NUMT  npotunexHuil HampsMmy oOprasizalii I'€HOMY
MITOXOHAPII, iHCEPIii Ta Jemnerii BIACyTHI.

Maiixe 11eHTUYHHI 3a CTPYKTYPOIO NONEPEeTHROMY (PparMeHT JTIOBKHHOIO
956 n.0. 3HaxoaUTHCA 3a KoopauHaramu 102616750-102617706. Bix onucanoro
BUILIC BIJAPI3HAETHCA TUIBKM HasABHICTIO ToukoBoi wmyTtamii T>C y 365
Hykieotuai nocaigoBHocti NUMT.

NUMT-cermenT nomxuHo 940 m.0. OyB BUSBICHUN y MeXaX KOOpJAUHAT
102669701-102670641 1 € TOMOJOTIYHUM JI0 AUISTHKH MITOXOHJIPiaJbHOTO
reHoMy, 10 To4nHaeThess Big uyacTuHU reHa COI 1 3aBepuriyeTscsi B MexXax
nociigoBHocTi reHa COX2 Bkimtouno. Hampsim NUMT npotunexuuit Hanpsmy
opraizanii T€HOMY MITOXOHJpii. Y Mekax MOCHIIOBHOCTI HasiBHA Jenellis
TOBKHHOIO 16 1m.0. Mixk 430 Ta 431 HyKJI€OTHIaMH, 1HCEPITiHA HE BUSABJICHO.

®parmerr NUMT nomxuHOIO 662 1M.0. KapTOBAaHO MK TMO3UIISIMU
102664339 Ta 102665001. ITociIOBHICT € TOMOJIOTIYHOIO O YaCTUHHU T'e€Ha
COI witoxonapianbHoro reHomy. Hampsm NUMT ineHTHUHHI HanpsMmy
oprasizailii reHOMy MITOXOH/Ip1i, IHCEpIii Ta AeJewii BIACYTHI.

Haiimenma mnocmigoBaicte NUMT posramoBana 3a KoopawHATaMu
102480225-102480492 Ta € romosoriyHor 10 4dactTuHU TeHa ND4. Hampsm
NUMT igeHTHUHHMI HampsMy oOprasizauii T'€HOMY MITOXOH/Ipii, HasBHI 2

iHcepuii (116 T, 174 C), neneuii BIACYTHI.

3.5. PexoHcTpyKuis eBOMIOLIHHUX MOAiN iHTerpaunii Ta ¢pparmenTanii
NUMT

Jnst  3’scyBaHHS IMOBIpHMX IUIAXIB JyIUTIKamii Ta (QparmeHTamii
MITOXOH/IpiaIbHOI BCTaBKU OyJIO MOOYI0BaHO (PIIOTEHETHYHE JIEPEBO METOIOM

Maximum Likelihood (Puc. 3.5.).
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. R_NUMT_8119
w;%‘ NUMT_267
s NUMT_4003
i's NUMT_3885
E‘ R_NUMT_8131
R_NUMT_2533
a R_NUMT_1823

EL 205 NUMT_662

R_NUMT_3181

NUMT_5049
R_NUMT_3264
R_NUMT_956_1
R_NUMT_940

R_NUMT_956_2

Vipera berus

Vipera ursinit

0.006

Puc. 3.5.1. Ilepma cnpoba (PiIOreHEeTHYHOI PEKOHCTPYKIIT MOXOIKEHHS
dparmentiB  NUMT wmeromom Maximum Likelihood. Yumcna ©Ha rimkax

B1JI00paxaroTh piBEHb OyTCTpEN-MIATPUMKHU.

[Tepma copoba ¢dioreHeTHYHOT PEKOHCTPYKINi Oyna 37ilicHeHa 3a
OPUIMYILIEHHSM, 1110 KoKeH BusaBiieHud ¢pparMmeHT NUMT € He3aneKHO KOII€r0
mitoxouApianeHO1 JIHK, iHTerpoBanoro okpeMo. Y pesynbrari 0yja0 OTpUMaHO
JIEPEBO, HA SKOMY BHSBJIEHI ()parMeHTH TPYITyBaJKCs 37€01IbIIOT0 BiAMOBITHO
70 NOBKMHU (pparMeHTiB Ta iX reHHoi kommosuilii. dparmMenTu, po3TamoBaHi
nopyd y TeHOMi, He ¢opMyBajiu CHIUIBHUX KIaJ, OTXE OYyJlIO BHCYHYTO
aJlbTepHATUBHY Tinore3y mpo mnoxomxeHHs ycix NUMT 13 enuHoi momii
1HTerpaIii.

3 omsiy Ha KOMIIAKTHE pO3TallyBaHHS Ta CTPYKTYPHY KOMIIO3HIIIIO,
HasIBHICTh CIUIBHUX JEJElld Ta 1HCepLii, MOKHA MIPUIIYCTUTH 110 yC1 BUSBIIEHI
dbparmentu  NUMT € pesynpraroM e€auHOi Tomii iHTerpaiii (Qparmenta
mitoxoHApiansHO1 JIHK, mo OyB roMosioriyHuii AUISIHIN BiJ KiHIIEBOI YaCTUHU
CR2 nmo rema ND4 ta maB po3mip .~8200 m.0., SKuMW 3a3HAB TOJAIBIIOI

nymiikainii, QparmenTanii Ta iHBepcii. 30Kpema, 3 ODISIAY Ha B3a€EMHE
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pO3TalllyBaHHS Ta KOMIIO3UI[II0, HAMOUIBII BIPOTITHUM € CIIUIbHE MOXOJKEHHS
¢dbparmMenTiB, mo3HauyeHuX Ha pucyHky 3.2. sk NUMT 267, NUMT 3885 Ta
NUMT 4003 (pazom ¢opmyroTh ImIMaTok po3Mipom mpudauzHo 8100 m.o.),
NUMT 3181 Ta NUMT 956 1 (€ nOTiYHUMHU «IIPOJOBKCHHSIMI» OJTHE
onHoro), NUMT 2533 Tta NUMT 956 2 (ananoriuyHo), Ta, IMOBIPHO,
NUMT 662 ta NUMT 940 (monpaBna, BOHU HE CMIBIAIal0Th 332 HAIIPSIMKOM).
BinmoBinmHo g0 rimore3u Oyno cdopmMoBaHO HOBHM HaOlp NaHUX, B SIKOMY
3rajiadi pparMeHTH Oyau 00’ €THaHI B KOHKaTEHOBAHI IMOCII1I0BHOCTI.

Takuii miaXig HagaB 3MOry YCYHYTH CYNEPEYHOCTI, IO BUHUKIW IpPH
nepirii  crnpobi PEeKOHCTPYKINi: TIIKM CTajld OUIBII CTPYKTYpPOBAaHUMH, a
CYMDKHI (pparMeHTH cTanu 00’€IHyBaTHCS Yy CHUIbHI KJIaau, 110, Ha JYMKY
aBTOpa, € JIOTIYHMM Ta OUIBII MPaBIOMOAIOHMM 3 ONISAAY Ha IIPOCTOPOBE
posramryBanHs gparmeHTiB NUMT (Puc.3.4.2.). B pesynbrati yci ¢pparMeHTH
NUMT, gk 1 B momnepeaHbOMY BHIAJKY, YTBOPIOBAJIM €IWHUNA KiacTep 13
KOPOTKMMH TUIKaMH, IO IOTEHIINHO CBIIYUTH IPO iX HEAABHE CIIIbHE
noxo/keHHs. Ha nepeBi 4iTKO BUAUIAIOTBCS JIB1 CyOKJIaau, mepuia 3 SKUX
00’ennye (parmenTu Ta KoHKareHatu Oinmbinoro posmipy (R NUMT 8131,
R NUMT 8119, NUMT 5049, R NUMT 3264 Ta 00’ eHAHUI
NUMT 267 3885 4003), 1mo  posramioBaHi Yy  MeXax  KOOpAUHAT
102403203-102529972 Ttpetboi Xxpomocomu Vursinii, B TOH Yac SIK Jpyra
chopmMoBaHa 13  (parMeHTIB Ta  KOHKATEHATIB  MEHILOI0  pO3MIpy
(R_NUMT 1823 Ta KOHKaTeHaTH R _NUMT 956 1 3181,
R _NUMT 956 2 2533, R NUMT 940 662), uro po3TamioBaHi B MeXax
koopauHat 102608636-102697530. OOunBi cyOkiiaqu MalOTh BUCOKI 3HAYEHHS

OyTCTpEn-MiAITPUMKH Y By3jax.
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NUMT_267_3885_4003

X

R_NUMT_8119

o
L R_NUMT_8131

3 ¢

NUMT_5049

R_NUMT_3264

oA

R_NUMT_956_2 2533

R_NUMT_1823

R_NUMT_940_662

R_NUMT_956_1_3181

Vipera berus

Vipera ursinii

Puc. 3.5.2. ®inoreHeTHYHOT PEKOHCTPYKIS MOXOMKEHHS (parMeHTiB
NUMT wmetogom Maximum Likelihood BinmoBigHO 10 TimoTe3u MpoO CHiIbHE
NOXO/KeHHS  ¢parMeHTiB. Yucna Ha TUIKaX  BiIOOpakalOThb  PIBEHb

OyTCTpen-miITPUMKH.

CyOknana, npexacrasineHa Ouipmimmu gparmentamu NUMT, iMmoBipHO,
MIOXOJIUTh BiJI IEPBUHHOI IO/II 1IHTETpallii, B TOW 4yac sk cyOkimama, copmoBaHa
KOPOTIIMMH Ta CHJIbHINIE (ParMEeHTOBAHUMHM MOCIIJOBHOCTSIMH, BigoOpaxkae
nofii BTOpMHHOI iHTerpamii Ta (parMmeHraiii BKe 3aKpIIUICHOI y SAECPHOMY
TeHOM1 MITOXOHJIpiaibHOI MOCHiOBHOCTI. Ha KOpHCTH IIi€l TinmoTe3u MOXYTb
CBITYUTH HE TUIbKM (UIOTEHETHMYHAa MIATPUMKA Ta MPOCTOPOBA JIOKaJi3allis
dbparMeHTiB, ane 1 psAa COUIBHUX O3HAK: IS «BEIUKOI» CyOKJIagu XapakTepHi
cniipHl  marepuu  iHcepui  (iHcepuis AGAGT 'y R NUMT 8131,
R _NUMT 8119, NUMT 5049, R NUMT 3264, y ckumagl 00’ e€qHaHOTO
NUMT 267 3885 4003 y dparmenti 3885; MOBTOPIOBaHI OJHOHYKJICOTHIHI
iHcepuii 116T Ta 174C 'y R NUMT 8131, R NUMT 8119 Ta
NUMT 267 3885 4003 y ¢parmenti 267), a B «Mamii» CcyOkmaii

CIIOCTEPITAEThCA TIEPeBaXKHA €JHICTh OpIEHTAIlli BIIHOCHO MiTOreHoMmy (Yyci,
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okpiM NUMT 662, npoTuiexHi 3a HampsIMKOM), CI1JIbHA 30Ha ToMoJiorii ( BiJl
CR2 no COX2) Ta mnosroproBani mnarepuu aenenii (R NUMT 1823 ra
00’eqnannii R NUMT 956 2 2533 wmictats nenenito 6moky TPHK).

3.6. 'imoreTnuHa Mogeab nmocTinTerpaninHoi esoaonii NUMT

BpaxoBytoun HasBHi gaHi npo romosorito NUMTs 13 yactuHamu
MITOXOHJIPIAJIbHOTO TEHOMY, iX TIPOCTOPOBY OpraHi3allilo Ta pe3yJbTaTH
(GUTOTEeHEeTUYHOTO  aHali3y, MOXKHa 3allpOTNOHYBaTH MOJENb, 10 OIUCYE
iIMOBIpHUH TIAX iHTerpamii mitoxonpiansHoi JIHK mo sapa Ta ii momanbiry
TpaHchopmalliro. 3a Mi€l0 MOJEUII0, IEPBUHHA IMOJIs 1HTErpamii nojsrana y
nepeHecenHi g0 sapa ¢parmenty MTJHK posmipom ~8200 m.o., mo OyB
roMoJioriuanii  aurstHI Big KiHneBoi yactuad CR2 mo rema ND4 Tta #oro
3aKpIIJICHH] Y 1HBEPTOBAHOMY MoJoKeHH1. HeBnor3i micns ¢ikcarii ¢pparment
HaOyB mneHtaiHcepuii AGAGT, micis 4oro 3a3HaB KUIBKOX MOMIi JAyTUTIKallii,
4acTKOBO 3 iHBepciamu. OmHa 3 Takux AyIUTiKamiil (IMOBIpPHO OB JaBHS)
npusBena a0 (GopMyBaHHS JEHIO BIJOCOOJEHOTrO KJIAcTepy, IO TOEIHYE
dbparmentu goBxuHOIO 5049 m.0. Ta 3264 n.0. [HImIa oiA MyTUTIKAIT BigOyIacs
micis HaOyTTsS MPEIKOBMM (PparMEeHTOM ABOX TOYKOBUX 1HCEPIIH Ta Mpu3Besa
1m0 (opmyBaHHs (parMeHTiB aoBxkuHOW 8119 m.o., 8131 m.o.. Bnogansiiomy
OJIMH 3 IUX JBOX (pparMeHTiB, IMOBIPHO, 3a3HAB AyIUIIKallii 3 1HBEPCIEIO Ta
YTBOPUB KOIIiI0, 1110 Oysa (pparMeHTOBaHA HA AUISTHKU JOBXUHOIO 267, 3885 Ta
4003 m.o.. [TapanenbHO B pe3ynbTaTi 9acTKOBOI MYIUTIKAIlli OJHOTO 3 BEJIMKHUX
dbparmMenTiB, 10 30epir TMEPBUHHY OPIEHTAII0 BIJIHOCHO MITOTCHOMY,
YTBOpPUBCS (pparMeHT, 110 HEBIOB31 micisd (ikcauii 3a3HaB (QparmeHTauii Ta
Hapasi MpeJCTaBICHUH K BCTaBKU JOBXHHOIO 3181 Ta 956 m.0., micis 4oro BiH
OyB JeKidbKa pa3iB JYIUIIKOBAHUM Tak, IO KOXXHOTO paszy IyIUTIKOBaHI
dbparMeHTH CTaBaJii BCE KOPOTIIMMM Ta HAKOMUYYyBaldW JAenelli. Y mpoiieci
OyTuTiKamii pparMeHT JOBKHHOK 662 1.0. JOJATKOBO 3a3HaB iHBepcii. Jlis

Kpaloi Bi3yamizamii Iiei mojeni OyJio CTBOpPEHO Kiajgorpamy o0’ €IHaHUX
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¢parmentiB NUMT Ta cniBcTaBiaeHO 3 MPOCTOPOBOIO OpraHizalli€ro AUISTHOK Ha

xpomocomi (Puc. 3.5.).

NUMT _50%G NUMT 4003 NUMT 662
NUM( 3264 NUMT_8119
/ NUMT 3885

Puc.3.6. Cxema, mo o0’eanye kimagorpamy ¢inorenii NUMT ta
Bi3yasi3ailif0 MPOCTOPOBOTO PO3TAllyBaHHS (parMeHTIB (KOKEH BHUIIJICHO
OKpEMHUM KOJIbOPOM) Ha TpeTik Xpomocomi Vursinii. Ilynktupni miHii
B1100pakaloTh B3a€MO3B’ 30K MK BIATIOBITHUMH MOCIiJOBHOCTSIMH.

3 ommsimy Ha po3TamryBaHHs —kinactepy  ¢parmentiB NUMT vy
MEPUILICHTPOMEPHINA JIUISHIII XPOMOCOMH Ta HAsBHICTh BEJIUKOi KIJIbKOCTI
PI3HOMaHITHUX MOOUTPHUX TEHETHYHHUX CJIEMEHTIB Ha (IaHKaxX, MyTUTIKAIlis Ta
dbparmMeHTaiiss MOXYTh OyTH CIPUYMHEHI SK JaOUIBHICTIO TEHOMY, TaK 1
AKTUBHICTIO MOOUIBHMX T'€HETUYHHMX €JEMEHTIB. Xoya IEepULIEHTPOMEPHI
TUISTHKA MaiKe He 3a3HAIOTh i KIIACHYHUX MEXaH13M1B KPOCUHTOBEPY 3 OTJISLY
Ha [IUJIbHY TEeTePOXPOMATUHOBY CTPYKTYpYy, I JAUISHKH YacTO HaCH4YEeHI
MOBTOPIOBAHMMH ~ TIOCHIIIOBHOCTSIMU  (caTeliTH Ta MOOUIbHI TeHETHYHI

€JIEMEHTH), 10 MHOXAThCS 3a paxyHOK MexaHi3my non-allelic homologous
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recombination (NAHR) - pexomOiHariii mMix HeETOKaJIbHUMH (HE-aJIeIIbHIMM )
NMOMIOHMMHU TIOCTIJOBHOCTSAMHM, IO HIPHU3BOIUTH 10 ‘3CyBy BHPIBHIOBaHHS
XpPOMOCOM 1 BHACIIJIOK IOTO JI0 AyIUIIKaIii (abo aenerii) CyciaHiX AUISTHOK
[129]. Perporpancnozonn tumy LINE \ Bov-B 3matni 3axommoBatu Ta
nepeHocutu y cycigai aurstaku gparmentu JJHK depes target-primed reverse
transcription (TPRT). ITig yac uboro npouecy pepment ORF2 ctBoproe po3pus
y Miclli MailOyTHbOi BCTaBKH Ta MPOJYKY€ BJIACHY KOIIIO Yepe3 MeXaHi3M
3BOPOTHBOI TPAHCKPHUIILI, M Yac SIKOI HEPIAKO «IEpPErucye» TAKOK YACTHUHY
cycimapoi  JJHK(  sBume  3’-tpancaykuii) 1  copuse — aKTHUBaii
SINE-TpaHcnio3oHiB, skmo BoHHM po3ramoBaHi mopyud [130]. Jlo mnpomecy
(dparMeHTalii TaKoK MOXYTh OyTH 3ajydyeHl pEeTPOEIEMEHTH KJIacCiB
hAT-Charlie Ta Gypsy, ski (GyHKIIOHYIOTh 32 MPUHIIAIIOM «copy-and-paste» Ta
3/1aTHI yTBOpIOBaTH JjABoJiaHitoroi po3puBu JHK [125]. 3ramani knacu
MOOUIBHUX T€HETUYHHUX €JIEMEHTIB, Ha BIIMIHY BiJ CCaBLIB, JOCI NPOSBISIOTH
O3HAaKH aKTUBHOCTI Cepell 3Mid, B TOMY YHCIl Yy TaJIOK, IO CBITYUTH MPO iX
aKTUBHY YYacTh Yy HEIIOJAaBHUX IOMISX peapaHXKyBaHHS TCHOMY PENTHIIIN
[131,132].

He »3Bakaroum Ha BeNMKY KUIBKICTh TOTCHIIIMHUX «BUHYBATIIIB»
nymiikaiii Ta pparmentanii NUMT, yneBHEHO BKa3aTh Ha KOHKPETHHUI THUIT YU
KJIac MOOUILHHX €JIEMEHTIB, IO IHIIIIOBAB Il IOAIl, HEMOXJIHBO. XOo4a Ha
dnankax NUMT inentudikoBaHo AUISHKH, TOAIOHI HA TPAHCIO30HH, iX
po3nomin He (QopMye UITKMX 3aKOHOMIPDHOCTEH; SK BHCHOBOK MOXXHA
OPUIYCTUTH, 10 (OPMYBaHHS CY4YaCHOTO BHIIIANY KJAacTepy I1HTErpariB
MITOXOHAPIAJIBLHOTO TOXO/KEHHSI B10YJI0CS BHACHIJOK KOMOIHOBaHOI ii

MOOUTbHUX TEHETUYHUX EJIEMEHTIB.

3.7. NUMT sk noxka3 npuHajuekHocti Vipera anatolica no xomiiexkcy
V. ursinii-renardi
3 omsigy Ha po30DKHOCTI y dunoreHii Vipera anatolica, orpumaHoi Ha

OCHOBI aHami3y MITOXOHJpianbHUX MapkepiB Ta gannx ddRAD-cekBeHnyBaHHS,
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BHKOHAHMX BIANOBiIHO Zinenko et al. [77] Ta Dufresnes et al. [5], eBomtomiiiHa
1CTOPist BUAY € PE3yJabTaTOM MDKBHJIOBUX KOHTAKTIB, IO BIIOYBAJIMCS HA CTUKY
apeajiB TpeAKIB MPEJICTaBHUKIB KoMIUlekcy Vursinii-renardi-kaznakovi.
['ecorpadiuae mojokeHHS B MekaX AHATOMIHCHKOTO ITIBOCTPOBA Ta CXOXKICTh
CKOJIOTTYHUX HIII CTBOPIOBAIIM YMOBHU ISl TiOpuau3aiii MK BUIAMHU, 1, K
HACJ1I0K, MITOXOHApIaNbHUN reHoM V.anatolica mir OyTH 1HTpOTrpecOBaHUM Bij
CHIOPITHEHOTO TAKCOHY, B TOW 4ac SIK SAECPHHUM MIr 30epirTd aBTEHTUYHI PUCH
KOMILJICKCY.

Jl5is TecTyBaHHS TINOTE3H PO MITOXOHAPIaIbHY 1HTPOTPECIIO AOLIIHHIM
€ BUKOPUCTaHHS BusieHoro NUMT 'y Vanatolica sk nomaTkoBOrO
¢inoreneTnyHoro mapkepa. Ilpukinagamu NogiOHUX MIAXOMIB BUKOPHCTAHHS
HassBHOCTI\BiACyTHOCTI NUMT sk KaTeropiaJlbHUX MapKepiB € TOCITIIKECHHS
Einat Hazkani-Covo 3 aHamnizy eBOMIONINHOI JuHAMiku mpumatiB [93], poborta
X. Liu et al. mono posnoainy ta Bunocnenudpiunocti NUMT y Orthoptera

(4

(aBTOpH BUKOPHUCTOBYIOTH TepMiHM “‘autaponumts” and ‘“‘synaponumts” Ha
MO3HAYEHHS YHIKaJIbHUX Ta CHUIBHUX I Jekiibkox TakcoHiB NUMT) [133],
crarts Hay J. M. Ta cniBaBropiB, 1e NUMT Oyno BUKOpHUCTaHO SIK ayTTpyITy JIs
aHamizy  (UIOTEHETHKH  TomyJsmii  Sphenodon, 1m0  HEe  MaroTh
ONMM3BKOCIIOPIAHEHUX KUBUX poauyiB [134].

InenTnunicte ¢pparmenty NUMT, BusiBnenoro y V.anatolica, no ninsHkw,
po3ramoBaHoi 3a koopauHatamu 102466709-102467357 bp Ha Tperiid
xpomocomi Vursinii, CBITUYUTH MPO T€, 110 MOJis 1HTErpaLlii MITOXOHIPIaIbHOTO
dbparmMeHTa mepeayBasia iXHbOMY TaKCOHOMIYHOMY pO3MEXKyBaHHIO. 3
ypaxyBaHHSIM HHM3bKOi 1IMOBIPHOCTI HE3aJIe)KHOI BCTaBKU OJIHAKOBHUX JIJISTHOK
MTIHK y snepHi Jokycu, criocTepexyBaHe SBHUIIEC € apTyMEHTOM Ha KOPUCTH
TICHOI  (pIJIOTEHeTHMYHOI  CHopiAHeHOCTI  Vanatolica 13  KOMIUIEKCOM
Vursinii-renardi  3a sanepHoro JIHK Ta He3aleXHO Y3romKyeTbcs 13
pe3ynbTraramMu, BUKJIaJIeHUMHU y poooTi Dufresnes ef al. [5].

®dinorenernune «3armbneHHs» Vanatolica Ha  MITOXOHJplaJbHUX

JepeBax, BiaMidueHe y gocuipkeHHl Zinenko et al. [77], Moxe BimoOpakatu HE
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CIpaBi JIaBHIO 130JISIL1I0 BUY, @ HACTIKH MOii MITOXOHApPiaabHOT IHTpOTpecii.
VY npomy kontekcTi MTAHK Bugy moxe OyTu pemikToM BUMEpPOi HHMHI JiHIT
rajifok, 1[0 Mepeaana CBIM MITOXOHJpiaJbHUM TEHOM IIiJl 4Yac JaBHIX MOJiH
MDKBHIOBOT TiOpuam3allii, BHACIIOK 40ro (DUTOTEHETUYHUN CUTHAI IITYYHO
3MINTY€EThCs y 0a3aabHe MOJI0XKEHHS KoMIuiekey Pelias.

CynepeyHicTh MIDK MITOXOHJpIaJbHUMU Ta SACPHUMH CHUTHAJIaMHu
nepectae OyTH METOJOJIOTIYHOIO MpobieMoro; TeHoMu Vanatolica € Mo3aikoro
CII/IB PI3HUX EBOJIOIINHUX TMOMAIN, y SKUX SIICPHUN KOMIIOHEHT BijgoOpakae
3B’A3KHU 13 MPEACTaBHUKAMHU KOMIUIEKCY V.ursinii-renardi, a MITOXOHIpialbHUN

Hece y co01 rmaM’Th IPO HUHI BTPauyeHy €BOIOLINHY JIHITO.
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BUCHOBKH

[IpoBeneHe  MOCHIDKEHHS  JIO3BOJIWIIO  TOTTIMOWTH  YSIBICHHS  IPO
CBOJIIOIII0  MITOXOHJPIAJILHOTO T€HOMY B KOHCTEKCTI IMTOHYKJIEApHOI
CYMICHOCTI Ta T0puAa3ifHUX MPOIIECiB y MPEICTaBHUKIB rajitoK poay Vipera.

1. Hykneoruana mnocnigoBHicTh reHy COX I neMOHCTpy€e TrOJIOBHUM
YIUHOM HEWUTpaIbHY €BOIIOIIIO0 3 CHHOHIMIYHUMU 3aMiHAMH.

2. Pesymbratu anamizy tpancisnii COX 1 3acBiguwin mnepeBakHO
KOHCEPBATUBHHM XapaKTep aMiHOKMCIOTHUX 3aMiH cepel] OM3bKO CTIIOPITHEHUX
NIPEACTAaBHUKIB pony Vipera, 10 BKaszye Ha B3a€MHY (DyHKITIOHAIBHY CYMICHICTb
iX MITOXOHJpiaJbHUX TEHOMIB Yy BHUMaAKax riOpuau3aiii Ta MOJIN
MITOXOH/IpianbHOI 1HTporpecii. KUTbKICTh pagrKaaIbHUX aMiHOKHCIOTHUX 3aMiH
3pocTtae 3 3OUIBIICHHSIM €BOJIOLIMHOI BIJCTaHI MIX BHJAMHU 1 CIPaBXHIO
LIUTOHYKJICAPHY KOEBOJIIOLII0 Ta HECYMICHICTh Yy BHHNAAKy MIKBUAOBOI
ribpuau3aiiii ciiji O4iKyBaTh Ha PIBHI Pi3HUX MiAponiB raawok (V. ammodytes —
perunTta apiOHUX rajatok pony Vipera).

3. Bussnenuii Ta oxapakrepuzoBanuii NUMT Vipera anatolica
JEMOHCTPYE  3HAYHYy  JIUBEPreHII0 B  Cy4acHOI  MITOXOHJPIaJIbHOL
nociigoBHocti COX [ Bugy Ta CHOPIIHEHHHA 13 MITOXOHJApIaJbHUMU
MOCTIIOBHOCTSMHA BUJIB, IO HaJeXaTh JO KOMIUIEKCY KaBKa3bKUX TaJlIOK,
30kpema Vipera dinniki.

4. YV pesynprari BLAST-nomyky Ha Tperid Xpomocomi V. ursinii
BusBieHo Benukuii kiactep NUMT i3 14 ¢parmenTi, 1mo AeMOHCTPYIOThH
BUCOKY TmOmiOHICTh (=95%) 1 romonoriuHicth 10 NUMT V. anatolica.
@inorenernunnii  aHamiz NUMT cBiquuth mnpo QopMyBaHHS KJIacTepy
BHACJIJIOK €AMHOI TOMAil 1HTerpaiii BeIWKOro (parMeHTa MITOXOHJIplabHOI
JIHK, mo BnogansiioMy 3a3HaBaB cepii QyIUTIKAIlii, 1HBepCii Ta ¢pparMeHTalii.

5. Hasgnictb romonoriunoro NUMT y V. anatolica ta V. ursinii cBiq4uTh

Inpo CHIJIbHE INOXOKECHHA DIHUX BI/I)IiB. Takum YWMHOM, BHCOKO JHMBCPICHTHA
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mitoxouapiansHa JIHK V. anatolica € naBHIM 3amo3uyYeHHSIM, OTPUMaHUM
BHACIIJIOK 3aXOIJICHHS! MITOXOH/PiH Yy 1HIIIOTO, Hapa3i BUMEPIIOTO BHUIY.

6. T'0JIOBHUM TpPEHJOM B €BOJIOLII MITOXOHJPIAJBHOTO T€HOMY TaIloK
pony Vipera € He KOMIIEHCATOpHA €BOJIOLIS SAECPHOTO TE€HOMY, a 3aXOIUICHHS

MITOXOHAPI1aIFHUX TEHOMIB Y CIIOPITHEHUX BHJIIB BHACIIIIOK T1OpuIn3aIii.
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MOASKH

ABTOp BUCIIOBITIOE IIUPY MOJAKY:

* KOJIEKTMBY Kadeapu MOpIBHSUIBHOI aHatoMii IHCTUTYTY 300i0r1i Ta
oiomeauunnx  gociaimxeHb (IZBR)  SremmoHchkoro — yHiBEpCHUTETY
(Uniwersytet Jagiellonski), 3okpema npodecopy Mauero [1a6isiny (Maciej
Pabijan) Ta Moanni Sko6ix (Joanna Jakobik) 3a MOKIHBICTh HPaKTHUHOL
MIJTOTOBKH, TepeAaHud JOCBIA Ta (axoBi KOHCYJIbTAIlli, IO CYTTEBO

CIIpUsIIO BUKOHAHHIO 10 CJ'IiI[)KeHHH;


https://doi.org/10.1016/j.ympev.2024.108221
https://doi.org/10.1038/sj.hdy.6800525
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npodecopy kadempu 3005orii Ta ekonorii TBapuH YTeBCchkoMy Cepriro
FOpiiioBuuy 3a oTpuMaHi HaBUYKU POOOTH 3 MporpamMamMu PeKOHCTPYKIIT
diuToreHii Ta aHali3y €BOJIOLIT TOCIIJOBHOCTEH;

noneHty kadempu OotaHikm Ta exosorii pocnuH Komapuctiii Bikropii
[TaBnmiBHI 3a OTpUMaHI HAaBHYKH POOOTH 3 TE€HOMHUMH Opay3epaMu Ta
XMapHUMH OOUMCITIOBAIBHUMH IIaTPOPMaMU;

30poitnum Cwam VYkpainu 3a iX IIOACHHHI TMOABUT, II0 YMOXJIMBUB
HaNMCaHHA i€l poOoTH;

Kyk Omneci, Kazakosiit Anini, O6ineniit Kcenii Ta CokonoBy Muxaiiny 3a

HIOZICHHY MOPaJIbHY MIATPUMKY Ta HATXHEHHS.



Jlooamox 1.

[MTocnigoBHOCTI

JTOIATKH

BUKOPHCTAHI B I[bOMY JOCIIKEHH1

T'€HIB
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COI npencraBHuKIB poay Vipera,

Ne Bun Kon nocryny B 6a3i
GenBank

1 Vipera berus nikolskii KU986308.1
2 Vipera berus KC122718.1
3 Vipera berus MN993241.1
4 Vipera berus MN993239.1
5 Vipera berus HQ954792.1
6 Vipera berus KP697893.1
7 Vipera berus KP697845.1
8 Vipera berus KP697944.1
9 Vipera berus MN993243.1
10 Vipera berus MN993242.1
11 Vipera berus KP697872.1
12 Vipera berus MN993240.1
13 Vipera renardi KC122761.1
14 Vipera renardi KC122754.1
15 Vipera renardi KC122760.1
16 Vipera renardi KC122752.1
17 Vipera lotievi KC122732.1
18 Vipera lotievi KC122727.1
19 Vipera lotievi KC122726.1
20 Vipera renardi KC122757.1
21 Vipera renardi KC122753.1
22 Vipera renardi KC122717.1
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23 Vipera lotievi KC122731.1
24 Vipera renardi KC122755.1
25 Vipera renardi KCI122751.1
26 Vipera lotievi KC122730.1
27 Vipera lotievi KC122729.1
28 Vipera lotievi KC122728.1
29 Vipera lotievi KC122725.1
30 Vipera renardi KC122759.1
31 Vipera renardi KC122735.1
32 Vipera renardi KC122756.1
33 Vipera renardi KCI122716.1
34 Vipera renardi KC122758.1
35 Vipera eriwanensis ebneri KC122733.1
36 Vipera eriwanensis KC122723.1
37 Vipera eriwanensis KC122722.1
38 Vipera ursinii KC122750.1
39 Vipera ursinii KC122749.1
40 Vipera ursinii KC122748.1
41 Vipera ursinii KC122747.1
42 Vipera ursinii KC122746.1
43 Vipera ursinii KC122745.1
44 Vipera ursinii KC122743.1
45 Vipera ursinii KC122744.1
46 Vipera ursinii KC122742.1
47 Vipera ursinii KC122739.1
48 Vipera ursinii KC122738.1
49 Vipera orlovi KC122734.1
50 Vipera kaznakovi KC122724.1
51 Vipera ursinii KC122741.1
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52 Vipera ursinii KC122740.1
53 Vipera ursinii KC122737.1
54 Vipera dinniki KC122720.1
55 Vipera dinniki KC122719.1
56 Vipera ursinii anatolica KC122762.1
57 Vipera seoanei* KC122736.1
58 Vipera aspis* KP697881.1
59 Vipera ammodytes* MN993238.1
60 Vipera ammodytes* KU986335.1
61 NUMT COl Vipera anatolica** -

* - BUKOpHUCTaHI sIK ayTrpymna (outgroup)

** - orpumana Big Onekcannpa 3iHeHka ta Mades [1aGisna

Jlooamox 2. ®aitnu 13 BUPIBHIOBAHHSIMU TTOCI1TOBHOCTEH

VY ckmaji eNeKTpOHHMX J0ATKIB MOJAaHO Taki (aitnu:

e vipera COI align for thesis amino_acid.fas

vipera_COI_align_for_thesis.fas -

13 HYKJICOTUTHUM

BupiBHIOBaHHsM reHa COX | ansa npeacraBuukiB poxay Vipera;

- daiin

3

aMIHOKHUCJIOTHUM BHpiBHIOBaHHAM reHa COX I mig npeacTaBHUKIB POy

Vipera.


https://github.com/HellaNOVA/masters_thesis/blob/main/vipera_COI_align_for_thesis.fas
https://github.com/HellaNOVA/masters_thesis/blob/main/vipera_COI_align_for_thesis_amino_acid.fas
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Jlooamox 3. Anorartis (aHIIIHCHKOIO)

ANNOTATION

Ivanova O.0. Evolution of the mitochondrial genome in the light of
cytonuclear incompatibility and hybridization on the example of the genus
Vipera (Laurenti, 1768). — Master's qualification work. — V. N. Karazin Kharkiv
National University, Department of Zoology and Animal Ecology, Kharkiv,
2025.

The master's work is presented on 83 pages, which includes the following
sections: table of contents, introduction, main part, conclusions and list of used
literature. This work includes 7 figures, 134 used sources and 3 appendices.

The rapid molecular evolution of the mitochondrial genome compared to
the nuclear one, as well as the deep integration of nuclear and mitochondrial
genomes 1in cellular metabolism creates an interesting system that potentially
co-evolves and creates barriers to interspecific hybridization. We studied the
genomes of several species of vipers of the genus Vipera and searched for the
prerequisites for cytonuclear incompatibility in interspecific hybrids and
coevolution within the species.

Translation of the mitochondrial gene COX I in representatives of the
genus Vipera demonstrated the presence of mostly single and conservative
substitutions, which indicates the absence of a need for compensatory
coevolution between mitochondrial and nuclear components of complex IV and
with a high probability of mutual functional compatibility of the mitochondrial
and nuclear genomes of vipers of the genus Vipera, which is confirmed by a
large number of interspecific hybrids.

We also characterized nuclear DNA of mitochondrial origin (NUMT) in
the genomes of vipers of the genus Vipera, and showed the possibility of using

NUMT as phylogenetic markers to clarify the position of the controversial taxon
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Vipera anatolica within the genus. . Phylogenetic analysis using the Maximum
Likelihood method was applied, mapping of the identified fragments within the
third chromosome of Vipera ursinii was performed, and NUMT homology
analysis between V. anatolica and V. ursinii was performed.

The nuclear copy of the mitochondrial genome consists of fourteen
homologous fragments of mitochondrial origin on the third chromosome of V.
ursinii. Based on the obtained data, a model of post-integration evolution of
NUMT fragments was proposed, which describes the probable paths of
duplication, inversion and fragmentation after consolidation in the nuclear
genome. The discovery of homologous NUMTs in V. anatolica and V. ursinii is
considered as evidence of their common evolutionary history and provides
support for the hypothesis that V. anatolica belongs to the ursinii-renardi
complex and supports the scenario according to which the mitochondrial
genome of the species could have been borrowed from a related taxon as a result
of hybridization and mitochondrial introgression.

Published mitochondrial and nuclear genome sequences of representatives
of the genus Vipera were used as the material for the study, as well as the
previously unpublished NUMT sequence of V. anatolica, obtained from Zinenko
O.L

The scientific novelty of the work lies in the primacy of conducting a
systematic study of NUMT in representatives of the genus Vipera; until now,
these structures have not been described and considered in the context of
categorical phylogenetic markers for this group. The practical significance of the
results obtained lies in the possibility of using NUMT as a new type of
phylogenetic data for phylogenetic and population genetic studies of the genus
Vipera. The proposed approach can be adapted for the revision of taxa that
exhibit a reticulate evolutionary history.

Keywords: mitochondrial genome, Vipera, NUMT, cytonuclear

coevolution, phylogenetic markers.



