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Heeamueny 6ionogids na numanHs npo 36edeHHs ee-
HeMmU4HUX npouecié Ha pieHi MaKpoesoarUiliHux nodii
00 MiKpoesoAoyiliHUX 0YA0 OMPUMAHO WAAXOM AHAAIZY
€60NIUITIHO20 MPAH3UMUBHO-MPAHCBEPCUBHO20 3CY8Y mMa
OUIHKU MeMni6é MOAeKYAAPHUX NepemeopeHb y XpebemHuux
Ha npuxaadi eena CYTB. B pesyasomami ecmanoéneno,
wo npu ousepeeHyii Ha pieHi HUMCHe POOUHHO20 MAE Micyue
«CMpubOK» 4acmom MpPAaH3uyill, 3a paxyHoK 4020 Ha No-
PAOOK 3pOCMaromov memMnu MOACKYASAPHOI eeoatoyii, mooi
K Ha pieHi padie i euue 8id0yeaemovcs He3HAYHe nepesa-
JCAHHA 4ACMOM MPAHCEepPCil Npu AIHIUHOMY CUHXDOHHO-
MY 3pOCMAGHHI 4aAcCMOmMu pI3HUX MUNI@ HYKAeOMUOHUX
samiujeHs. OuesuOHO NPUMUHOIO GIOMIHHOCTEll 2eHe-
MUYHUX npouyecie MIKpo- ma MaKpoesoauii € npogiona
oAb npu 6uAOymeopenHi cnonmannux mymayiii. Ixna xa-
Hanizayis npu3eo0ums 00 CMIUKUX MOPGOI0MHUX 610-
MiHHOCMEl, WO opmyromscs nid 4ac NOCMHAMAAbHO2O
oHmoeeHe3y. Y moil jce uac emanu Makpoesonouii nog -
3aHi 3 NepemeOpeHHAM O0p2aHo2eHe3y, AKI @ikcylombcs
3MIHaMUu HAOOpi6 2eHie, W0 8U3HAUAIOMb XAPAKMep 2eH-
HoOI peeyaauii ma 63a€mo0ii eenié y po3eumky.

Karouosi caosa: mikpoesoaroyis, makpoeeosroyis, mpau-
3UMUBHO-MPAHCEEPCUBHUIL 3CY8, MYMAUILIHUL npoyec, ee-
Hemu4He HACUYEHHS, 2eHHA Pe2yAsAuis.

Beryn. TpaH3UTUBHO-TPAaHCBEPCUBHUI 3CYyB — pi3-
K€ TIepeBakaHHSI YacTOT TOMOTHUITHMX HYKJIEO-
uaHux 3amileHbs (A—G, T<—C) Ham rerepo-
unHuMu (AT, A-C, GoT, G-C) y cutya-
Lii CITOHTAHHOrO MYTALliIHOTO MpoleCcy € 3a-
raJbHOBU3HAHUM i OyJ0 copMyboBaHe Ilie Ha
MOYaTKy JOCJIIKeHb 3 MOJIEKYJISIPHOI €BOJIIOLI1
(Fitch, 1967; Vogel, Kopun, 1977). 3ronoM BOHO
CTaJIo0 BBaXKaTUCST OOHUM 3 (PyHAAMEHTAJIbHUX I10-
snoxenb (Li, Graur, 1991). Tum He MEHII TOCITIi-
JKEHHS 1IbOTO aCMeKTy He BTpaTWUJIM CBOEI aKTy-
anbHOCTI (Collins, Jukes, 1994; Ebersberger et al,
2002; Belle et al, 2005). Tum maue, 1110 3’sICyBajio-
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Csl, 110 HYKJICOTUIHI 3aMillleHHS y (ileTuYHuX
psmax MaloTh BiacHuil cueHapiii (Brown et al,
1982). lle BMKIMKAJNO IABUILEHWI iHTEepecC IO
nporo sBuina (Yang, Yoder, 1999; Rosenberg et
al, 2003), sike 3rogoM OTpUMaJO Ha3BY €BOJIIOLLili-
HOT'0 TPaH3UTHUBHO-TPAaHCBEPCUBHOTO 3CcyBYy (Du-
chene et al, 2015; Stoltzfus, Norris, 2016). Horo
CYTHICTh IIOJISITA€E B aJbTEpPHATUBHOMY XapaKTepi
HYKJICOTUIHUX 3aMillleHb Ha Pi3HMX eTarax eBO-
JIIOLIMHOT AMBEpPreHiii: pi3ke MepeBUILEHHS Yac-
TOT TPaH3UIIili Ha BUAOBOMY PiBHi 3 HACTYITHOIO
crabimizallielo 3Ha4eHb Ta <«CTPUOKOM» YacCTOTH
TpaHCBEpCiii Ha POJOBOMY Ta BMILE piBHsIX. B
pe3yabTaTi Ha PiBHI AUBEPTEHIIl POAWH BinOyBa-
€TbCSl BUPiIBHIOBAHHS YaCTOT TPaH3MLIM i TpaHC-
Bepciit (Rosenberg et al, 2003; Mezhzherin et al,
2023, 2024a, b).

Ll 3aKOHOMipHICTb Ma€ aJlbTepPHATUBHI IOSIC-
HEHHS i, BiAMOBIIHO, Pi3Hi TEOPETUYHI HACIIIKH.
Ilepira TpakToBKa Ti€I0 UM iHIIOIO Miporo Oa3ye-
ThCSl Ha TpagyaliCTUYHIA Mojedi BUAOYTBOPEHHS
Ta TOB’si3aHa 3 SIBUILEM €BOJIOLIMHOIO reHeTUY-
Horo HacuuyeHHs1 (Ho et al, 2005; Sanders et al,
2009; Philippe et al, 2011), siKe B acnekTi JaHOTO
JOCIIKEHHSI MOXHA ITOJATH HACTYITHUM YMHOM.
MyTauii KOHUEHTPYIOThCSI Ha HECTaOiJIbHMX cail-
Tax. CHoyarky 1i¢ TOJOBHMM YWHOM TpaH3UILii,
SKi 3 MPUUYUHU JIETKOCTI 1X YTBOPEHHS € 000pOT-
HUMM TIOHISIMMU, TOHi $IK TpaHCBepcii, uepe3 ix
PIOKICHICTb, € HEe3BOpOTHUMM. Lle mnpu3BOAUTH
JI0 TIOCTYIIOBOTO BUTICHEHHSI TPaH3WIIIM i HaKO-
MUYEHHS TpaHCBepciit (imymamMu, 1O AUBEPry-
10Th. Jpyre TpakTyBaHHSI IyHKTYaJliCTUUHE i Tie-
penbdavae, 110 Ha pi3HUX eTamnax eBOJIOLIiHOL
JUBEPTreHLil 3 iCTOPUYHUX MOPUUYUH IIepPeBaXKaE
TOW YW IHIIAW TUN HYKJICOTUIHUX 3aMIilll€Hb
(Mezhzherin et al, 2023, 2024a, b). Takuii migxig
3aCHOBAHMIA Ha TOMY, IO Pi3Hi eTalu €BOJIIOLLil
nepeadavaroTb CBOI (POPMHM TE€HETUYHUX IepeT-

27



[ | C.B. Mexcncepin, C.IO. Mopo3zoe-Jleonos, C. I'oaodpuea [ |

BopeHb. Ha piBHI MiKpOEBOJIOLT Ta BUIOYTBO-
peHHS — e IMBepreHuis, IoB’s3aHa i3 cjab-
KO BHpaXeHMMH MOpPQOJIOTIYHUMUA 3MiHAMM,
IKi (OPMYIOThCS Y MOCTeMOpiOHAJILHUI Tepion
OHTOTrEHE3y; SKIIO X BiAOYBAETHCS MaKpOEBO-
JIIOLisT — TO 1 MepedydoBU Ha piBHI opraHore-
He3y. BimmoBimHO TeHeTwuHi 3MiHM, 110 (ikCy-
IOTh TOM YW iHIIUA TUO MOP@OJOTIYHUX TpaHC-
dopmMmalriii, TOBUHHI MaTW TPUHIMIIOBO pPi3HUN
XapakTep.

Y 3B’A3Ky 3 MOXJIMBOIO HEOJHO3HAUYHICTIO
eBOJIIOLII Ha PIBHIX HUXKYE Ta BUILIE POJUHHOTO
0COOMBUIT iHTEpEC BUKJIMKAE aHaji3 0COOJMBOC-
Teil HYKJICOTUIHMX 3aMillieHb B aCIEKTi TpaH3U-
TUBHO-TPAHCBEPCUBHOIO 3CYBY Ha 3HAYHOMY iCTO-
PUYHOMY BiIpi3Ky, IO OXOILIIOE Iiepion (opMy-
BaHHSI TAKCOHOMIYHOI OIMHULI paHry TuIiry. O0’eK-
TOM TaKOro poay MIOCHIIXEHHSI MOXYTb OyTH
XpebeTHi, mepeayciM ccaBlli, cepell OCTaHHIX OJI-
Hi€I0 3 MariCTpajJibHUX eBOJIIOLIMHUX TIpyn €
npumatu. Bubip o0’ekTa MOSICHIOETHCS PO3p00-
JICHOI0 CHUCTeMaTHMKOIO, HaJiiHWM TaJeOHTOJIO-
TiYHUM JITOMMCOM Ta JeTaJbHOI iH(OpMaLli€lo 3
epoumoLiiiHoi Mopgosnorii. Kpim Toro, 1e Haii-
Oinbln BUBYeHA Ha piBHI JJHK-mapkepiB Takco-
HoMiyHa rpyna. Lle mo3Bosisie Ha MPUKIIAAi Map-
kepa CYTB mnpoaHamizyBaTh eBOMIOLIMHI MOl
Ha piBHI miaTuny Vertebrata. TakumM 4MHOM, TO-
JIOBHA 3ajaya poOOTH TMoJsirajla y BCTAHOBJIEHHI
3aKOHOMIpDHOCTE! HYKJIEOTUAHUX 3aMillieHb y (i-
JIETUYHOMY PSIAY XpeOeTHUX 3 METOIO IOSCHEHHS
MPUYUHA TPAH3UTUBHO-TPAHCBEPCUBHOTO 3CYBY V
XOJIi €BOJIFOLIII.

Marepiama i meromu. PaKTUYHOIO OCHOBOIO
MOCTYXXUJIN TIOBHI mociigoBHocTi reHa CYTB,
1o HamiuyoTh Bim 1140 mo 1143 HyKIEOTUAHUX
nap, B3aTi 3 GENBANK. IToognHoKi BUHSITKN —
e nociaimoBHocTi B Mexax 1000—1100 H.mm. mis
HaliMEeHIII BUBYCHUX POAMH. Y Mexax psmy Pri-
mates mpoaHalizoBaHO 92 HYKJIECOTHUIHI TTOCIIiTOB-
HOCTi 82 BumiB, 110 IpeacTaBisaoTh 50 poxiB i 17
poauH. Y Mexax kiaacy Mammalia, KpiM mOpu-
MarTiB, TIpoaHajIi30BaHi MOCiZoBHOCTI 11e 135 Bu-
IiB, 1O TIPeACTaBIsAIOThH BimmoBigHo 135 poauH
Ta 16 psniB. Ha piBHi iHppaTuIy LIEeJCITHOPOTUX
(Gnatostomata) npoaHai30BaHi HACTYITHi KJIacu:
Chondrichthyes (mo omHOMY BUAY BiI pOIUH
Carcharhinidae, Dasyatidae, Chimaeridae), Acti-
nopterigii (Amiidae, Anguilidae, Cyprinidae, Per-
cidae, Protopteridae), Sarcopterygii (Latimeriidae),
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Amphibia (Ranidae, Pelobathidae, Salamandridae,
Plethodontidae), Reptilia (Lacertidae, Geckoni-
dae, Viperidae, Boidae, Crocodilidae, Gavilidae,
Testudinidae, Cheloniidae, Chelidae, Podocnemi-
didae), Aves (Spheniscidae, Struthionidae, Rhei-
dae, Apterygidae, Dromaiidae, Tinamidae, Anati-
dae, Aquilidae). Indpatun Oe3uemtocTHi Agnatha
npeacTaBieHuit 1BoMa Kiacamu: Myxini ta Petro-
myzontida, 3 KOXXHOTro B3SITUI1 OAWH BU. 3arajaom
B po0oTi 3a1isgHO 260 mMOC/IiTIOBHOCTEN.

OuiHKa TpaH3UTUBHOIO 3CYBY 3MiliCHEHa 3a
CMIBBiIHOLIEHHSIM YacTOT TpaH3MLIilA Ta TpaHC-
Bepciii (ts/tv-iHmekc). BupiBHIOBaHHSI ITOCIIiIOB-
HocTelt Oyno 3po0JIEHO 3 BUKOPUCTAHHSIM IIPO-
rpamu BioEdit (v7.2.5) i anropurmy ClustalW
(Abbott Laboratories, Green Oaks, Illinois, USA,
1999) (Hall, 1999). OGuucnaeHHs MomapHUX 3Ha-
YyeHb FTeHETUYHHUX IUCTaHIIIl Ta T00yI0Ba MaTPUILIb
Ta (eHorpaM 3 METOI0 TIepeBipKM KOPEKTHOCTI
MOCJiZOBHOCTE OyJI0O 3p00JIEHO 3 BUKOPUCTAH-
HaM miporpamu MEGA (v 11.0.11) (Institute of
Molecular Evolutionary Genetics, The Pennsylva-
nia State University, University Park, Pennyl-
vania, USA, 2021) (Tamura et al, 2021). Yacrotn
TUITiB HYKJIEOTUIHUX 3aMillieHb 00paxoBaHi 6e3110-
CepeaHbO MPY MNOMApHOMY 3iCTaBJIE€HHI MOCIiA0B-
HOCTel, 10 JochimkyoThes. IlameoHTooriyHMit
nmironuc B3satuit 3a (Benton, 2015).

Pesyabratu. EBoioniiiHa AuMHaMika 4acToT
TpaH3ULiA Ta TpaHCBEpCiA y MexXax MiaTumy
Vertebrata He € niHiliHUM TipouecoM (puc. 1).
MoxxHa BUOUIMTH YOTUPU €Taly €BOJIOLIIHOL Iu-
BEPreHllil, KOXEH i3 SIKMX XapaKTepU3YETHCSI CBOIM
CIIiIBBIJHOLUEHHSIM 4YaCTOT TpaH3MLIii 1 TpaHC-
Bepciii. Ilepmunii eran — 1ie pi3Ke MepeBakaHHS
YacTOT TPAH3WIII HaJa 4YacTOTaMM TpaHCBEPCIii.
IIpencraBnsie BHYTPIIIHROBUIOBMI Ta BUIOBUI
piBHI JIUMBEpreHuil 3 Jialma30HOM HYKJICOTUIHUX
3amilieHb y Mexax 0—0,14. CepenHe 3HAYeHHSI
ts/tv-iHoekcy y LboMy niama3oHi ckiamae 10,6
(SE = 1,14; Min—Max = 2,0—69,0; N = 91) npu
cepenHiii yactoti TpaHcBepciit 0,121 (SE = 0,007;
Min—Max = 0—0,33; N = 93) Bim 3arajbHOro
YyyCJia HYKJICOTUAHUX 3aMilieHb. [Ipu nbomy ma-
I0Th Miclie IBa Tikd 3HadyeHb (puc. 2). lle pi-
BeHb BHYTPIlLIHbOBUAOBMX 3amilieHb 0—0,02, axuit
¢dopMy€e TEHETUYHUI IOJIMOPPIi3M ITOMYJISIIii,
Ta paHHboro BumoyrBopeHHs 0,06—0,08. dpyruit
eram — cTa0Oimi3amisg 4acTOT TpaH3UIiA Ta
«CTpUOOK» YaCTOT TpaHCBEPCiit Ha POAOBOMY piB-
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Puc. 1. 3minu vacrot TtpaH3ulliii (Ts) Ta TpaHcBepciit (Tv) B 3a/IeXXHOCTI Bil piBHS HYKJICOTUIHUX 3aMillleHb B
eBOJTIOLIITHOMY Psifi XxpebeTHUX. T11aHKKM Ha OCHOBI CTaHJAPTHUX MOXMOOK. 3arajibHe YKUCI0 MopiBHIHL n = 30155
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Puc. 2. 3miHM 3HAYeHb ts/tv-iHAEKCY B 3aJIEKHOCTI Bill PiBHSI HYKJEOTUAHUX 3aMillleHb B €BOJIOLLIHOMY DSi
Vertebrata. I[11aHku Ha ocHOBI cTaHmapTHUX moxubok. CtangapTHa nmoxubka B miana3oni 0—0,02 He po3paxoBaHa

yepes BiACYTHICTh TPaHCBEPCi B OKpeMUX MOPIiBHSIHHSIX

Hi nuBepreHuii. HykieoTuaHi 3aMillieHHs IIpuIia-
naroTh Ha gianaszoH 0,14—0,20, ts/tv-iHoekc 3HU-
XyeTbesa o 1,96 (SE = 0,035; Min—Max =
= 0,7-6,8; N = 790), a yacTtoTa TpaHCBepCiii
3poctae mo 0,37 (SE = 0,0035; Min—Max =
= 0,12—0,59; N = 790). Tpertiii piBeHb OUBEp-
TeHIil pOAUMH — BiJHOCHO piBHE CHiBBiAHOLICH-
HS 4aCTOT TPaH3MILi Ta TpaHCBEPCii y Aiana3oHi
HykJneotuaHux 3amimeHp 0,2—0,28. Ilpu upomy
ts/tv-iHmekc B cepemHboMy ckiamae 0,99 (SE =
= 0,0013; N = 20194), 3Haxomssyuch B miara3oHi
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0,54—3,58, a cepemHs 4yacToTa TpPaHCBEPCIii IO-
pieHioe 0,51 (SE = 0,0003; Min—Max = 0,22—
0,65; N = 20194). YerBepTuii eram BigIoBizae
pIBHIO JAMBEpPreHIlii KjiaciB Ta iH(paTtumiB i mo-
B’SI3aHMII 3 TIepeBakaHHSIM YacTOT TpaHCBepcCiit
Haj yactoTaMu TpaH3uuiii. Ha npomy erami mae
MiClle MOHOTOHHE 3POCTaHHSI YacTOT TpaHCBEp-
Ciii TIpu yIOBIIBHEHOMY TEMITi HAKOMWYEHHS
TpaH3MIili, BHACTIIOK YOro ts/tv-iHOeKC € MeH-
mmM 3a ommHmupo 0,88 (SE = 0,001; Min—
max = 0,57—1,60; N = 9058), a yacrota TpaHc-
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Puc. 3. 3minu gacror tpan3unmii (Ts) Ta TpancBepciit (Tv) B 3aIeXXHOCTI Bill piBHS HYKJICOTUIHMX 3aMillleHb B
Mexax psiay Primates. AnmpokcuMaltist 3a J0IMTOMOTOI0 MOJTiIHOMIaTbHOI (DYHKILiT. 3arajibHe Y1CI0o TOpiBHSIHB n = 3160
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Puc. 4. 3minn yactor tpansunmii (Ts) ta TpaHcBepciit (Tv) B 3aJeXXHOCTI Bifl piBHSI HYKJICOTMIHMX 3aMillleHb
y CUTyallil MOpPiBHIHb YCiX poauH i psaiB Mammalia. Anpokcumallisi 3a JOMOMOTOI0 TOJiHOMiabHOI (DYHKIIII.

3arajibHe YMCJIO TOPiBHSIHB n = 9045

BepCiii Jelo TepeBUILYE ITOJOBUHY YCiX 3aMi-
mwenb (M = 0,53; SE = 0,004; Min—max = 0,38—
0,64; N = 9058).

XapakTep TPaH3UTUBHO-TPAHCBEPCHUBHOIO 3CYy-
BY Ta MOro eBOJIIOLiifHa KOMIIeHCallisd BHU3HaYa-
IOThCS SIK MacluTabaMy HYKJIEOTUAHUX 3aMillleHb,
TaK 1 TaKCOHOMIYHMM piBHeM. Y MexXax psay
NpyUMaTiB 4aCTOTUM TPaH3ULIN 3aBXIW BUILE 3a
YacTOT TpaHCBEpCiii, TeOpeTUYHA TOUKa PiBHOCTI

30

JacTOT pO3TalloBYeTbcs Ha piBHI 0,3 (puc. 3), a
3MiHa YacTOT B €BOJIOLIIHHOMY DAY HOCUTh
KpuBosiHiliHMIT XxapakTep. Ilpu aHamizi gusep-
TeHIlii Ha PiBHi POAWH i PSiB CCaBIIiB €MITipUY-
Ha Ta TeoOpeTUYHa TOUKM OidpypKallii po3TallloBy-
IOThCST ¥ miarma3oHi 3amimieHp 0,22—0,24 (puc. 4).
IIpu 1bOMY HAKONMYEHHs TpPaH3MIIiA Ta TpaHC-
BEPCili Ha IbOMY BiIPi3Ky €BOJIOLIIAHOTO PSIYy Ma€
(yHKIIiI0, TOCUTh OJU3bKY A0 JiHiiiHOI. Ha piBHi
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Puc. 5. 3MiHM 4aCTOT TpaH3UILIMIA Ta TPAHCBEPCi B 3aJIEXKHOCTI Bill PiBHSI HYKJIEOTUAHMX 3aMillleHb Ha PiBHI KJaciB
Craniata. AnmpokcuMallisi 3a JOTIOMOTOO TOJTiHOMiaibHOI (PYHKIIIi. 3arajibHe YMCIIO TTOPIBHIHL N = 6666

KJ1aciB Ta BUIIE TEOPETUYHA Ta eMITipuUyHa TOUKHU
MepeTuHy 3HaxoauThcsa B miamaszoHi 0,20—0,22
(puc. 5). ¥ upboMy BUITaIKy 3MiHM 4acTOT MaloOThb
YiTKO BUPaXKEHUH JiHIMHUHA XapakTep 3 SBHUM
rnepeBaKaHHSIM TPaHCBEPCIii.

Temnu HykneoruaHux 3amiienb y redi CYTB
eBOJIIOLIHOMY Psli XpeOeTHUX MaloThb YiTKO BHU-
paxXeHUil HEepiBHOMIpHUM xapakTep (TaOauULIs).
MaxkcuManbHUIT TeMI HYKJICOTUIHUX 3aMillleHb
Ma€ Miclie Ha BUJOBOMY piBHi i y MNpHMarTiB
CTaHOBUThb OJM3bKO 2,4—3,6 % Ha OAUH Mijb-
WOH pPOKiB, Ha POAOBOMY piBHi BiH Bxe 0,9—
2,1 %, na pisui pomun 0,5—1,3 %, psanis-min-
kiaaciB ccaBuiB 0,16—0,21 %, knaciB xpebeTHUX
0,06—0,18 %, indpatumnis 0,06—0,07 %. Ilpu
ubomy B gianmasoni Big 200 mo 400 MaH. pokiB
BiICYTHS 4iTKa 3aJ€XHICTb MIX BiKOM TaKCOHa
Ta CTYIIEHEM MOT0O T€HETUYHOI AWBEPTEHIIil.

HepiBHOMIipHICTh TEMITiB HYKJICOTUIHUX 3aMi-
ILIEHb BUKJIMKAHA MepeayciM 3MiHAMM HaKOMHU-
YEeHHSI TpaH3WIIii, Aialma3oH 3HAYeHb SKMX Ha
Pi3HUX TAKCOHOMIUHMX PiBHSIX Bapilo€ y MexKax Bil
2,2—3,4 % na MJIH. pOKiB (Ha BUJIOBOMY DiBHi),
1o 0,03 % Ha piBHI AUBepreHIlii iHGpaTHUIIiB, TOO-
TO Bapitoe B miama3oHi 71—108 pasiB (Tabmuiis).
[Tpu 1bOMY CTpiMKe 3pOCTaHHSI 4acTOT TpaH3M-
Ll BimOyBa€ThCsl B Aiana30oHi HUXYE POAMHHOTIO,
a MakCHMMaJIbHUX 3HAu€Hb AOCSATa€ Ha BUIOBOMY
PiBHi. Y TOW X€ Yac TeMIU HAKOIMWYEHHS TpaHC-
BepPCili 3MiHIOIOTbCSI 3HAYHO MEHIIMMM TeMIaMu
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i MalThb JOCUTh cTaiuii xapaktep. Ha BumoBo-
My piBHI BoHU ckiagaioth juine 0,1—0,15 % Ha
MJIH. POKiB, a Ha piBHi iH(patumis 0,004, ToOTO
3MIiHIOIOThCS auie B 2,6—4 pasu. B ocrarouHo-
My paxyHKy 1Ie¢ O3Haya€, 110 TeMIIM 3POCTaHHS
TpaH3ulliii B (inetmuHomy psiny Vertebrata B 20
pa3iB OiNbllIi 3a TEMITU 3pOCTAHHS TPAHCBEPCIiA.
HeonHo3HayHICTh i HEPIBHOMIPHICTb TEMIIiB
TPAH3UIIIMHAX 3aMillleHb B €BOJIOLIIAHOMY PsIi
0COOJIMBO OYE€BUAHA MpPW aHadi3i mpumariB, ¢i-
JIOTeHis SIKMX AeTallbHO po3pobjieHa (puc. 6). Ha
BUIOBOMY pPiBHI IMBEPreHIlii B MeXax pofdiB Pan,
Pongo, Gorilla TeMnu HaKOIMMYEHHS TOMOTUITHUX
3aMillleHb CTaHOBJATH 2,9 % Ha MIJIH. POKIiB, 1110
HaBiThb BUIIE 32 PiBEHb CIIOHTAHHOTO MYyTallili-
Horo Ipouecy. Ilpu nuBepreHuii LuX pomiB 3a-
MillleHHsT ckJagaioTh 1,7 % Ha MIIH. POKIB; Bil-
okpemsieHHs1 poarH Pongidae Ta Hylobatidae mae
temIr 3amitieHb 0,7 %; ¢hbopMyBaHHSI POOVH MaBIl
HoBoro Csiry (Platyrrhini) Ta Craporo Csity
(Catarrhini) — 0,4 %. EBomoniiiHi mozmii Ha piBHi
BUILE 32 POAVMHHUI, 30Kpema (pOpMyBaHHS ITin-
paaiB i BaacHe psay Primates, xapaKTepu3yrTh-
cs TeMIIaMM HAaKOMMWYEHHS TpaH3MIIIH, 110 CKIa-
naoth 0,2 i 0,15 % BignosigHo. Tomi SIK LIBUI-
KiCTh aKyMYJISIil TPAaHCBEPCUBHUX 3aMillleHb HE
TUIBKM Ha MOPSIAKM HMX4Ya, aje i Ma€e XapakTep
IIOCUTh PiBHOMIpHOTO TIpoiiecy. MiX BugamMHu B
Mexax Pan, Pongo, Gorilla Ta nuBepreHiii posiB
Pan — Homo cepeaHs1 yacToTa TpaHCBEPCiii TPOXU
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Puc. 6. 3miHa cepemHix BiICOTKIB TpaH3UIIii (YOpHA JIiHisI) Ta TpaHCBepCiii (cipa JiHis), po3paxoBaHMX Ha MiTbIOH
pPOKiB, Ha pi3HUX eTallax €BOJIIOLIIAHOI AUBEPreHLlil, 110 OLIiHEHI 32 MUJIbHOHAMM POKiB, B MexXax psiiy Primates.

0 — BHYTPIIIHLOBHUIOBA MiHJIMBICTh

Buia 3a 0,1 % Ha omWH MJIH. POKiB, TIPU ITUBEP-
renwii Gorilla — Pan 30inpmyerecsa go 0,25 %,
Ha eTari yTBopeHHs poauH MaBn Craporo CBiTy
JlocATa€ MaKCMMaJIbHUX 3Ha4yeHb, 1110 CKJIaJaloTh
0,33 %, ane Ha piBHI MiAPSIAY — PNy 3HUXKYEThCS
1o 0,15—0,19%.

OOroBopeHHs1 pe3yJbTaTiB. AHaJi3 0COOJIMBOC-
Teil HyKJIeOTUIHUX 3aMillleHb 3 aKII[EHTOM Ha €BO-
JIIOLIAHY OWHAMIKy 4YacTOT TPaH3WIIN i TpaHC-
Bepciii y Mexax mminruny Vertebrata Bkasye Ha
HasBHICTh MEBHMX TEHMACHIIiA, 110 AO3BOJISIE Ha-
OJIM3UTUCS 10 BiAMOBiII HA MUTAHHS MPO MPUYM-
HU €BOJIIOLIMHOrO TpaH3UTHUBHO-TPAHCBEPCHUBHO-
ro 3CyBy Ta OJHO3HAYHOCTi YM HEOAHO3HAYHOCTI
TEHETUYHMX IIPOLECIB HA Pi3HUX €Tanax €BOJIIOLLI.
YacTtrHa LUX TEHIEHLI Oyjia B TOM 4M iHILUiH Mipi
nokaszaHa paxime (Yang, Yoder, 1999; Rosenberg
et al, 2003).

Ilepira TeHAEHIIiS MOJSATAE Y HEPIBHOMIPHOCTI
HaKOMMYEHb TPAH3ULIN Ta TPAHCBEPCiii B €BOJIIO-
LiiHOMY DPsiii XpeOeTHUX: BUAOBA AWBEPreHLiiss —
pi3Ka TiepeBara TpaH3ulIill; audepeHIialisg Ha piBHI
poliB — BUOYXOIOMIOHMIA PIiCT YaCTOTUM TpaHC-
BEpCili; pONMHHUIA piBEHb — PiBHE CITiBBITHOIIEH-
HsI; BiJ PSIAIB i BULLIE — MepeBa>KaHHSI TPAHCBEPCIid.

Jpyra TeHAeHLisT — KPUBOJIHIMHUI XapakTep
3aMillleHb Ha PiBHI MWBEPreHIlii HUKYE POINUHU
(BumoBuii Ta pomoBuii piBHi). Toai sSIK HaKoMu-
YEeHHSI TpaH3WII i TpaHCBEPCii BUILE POAWHU
BiIOYBaIOTbCS Y BiAMOBIIHOCTI A0 MOJENI JiHiki-
HUX TIPOLECIiB.

ISSN 0564—3783. Llumonoecia i eenemura. 2024. T. 58 No 6

Tpets TeHAeHIIS — 1€ pO30iKHOCTI y TeMIax
HYKJICOTUIHUX 3aMillleHb B €BOJIOLIMHOMY pSay
xpebeTHuX. IIpyyomMy, YyMM HMKYMUH TaAKCOHOMiu-
HUI piBeHb OMBEPreHLil, TMM BMIIA IUIBUIKICTb
HYKJICOTUIHUX 3aMillleHb. B pe3ynbraTi BigMiH-
HOCTi MiXX MiKpOEBOMIOUIMHUMU Ta MaKpOeBO-
JIOUIMHUMHU TOMISIMUA 100 YaCTOT HYKJICOTU-
HUX 3aMillleHb CTAHOBJISTH OUTbII HiX MOPSIIOK.

YeTrBepTa — 3a3HAYEHI BUIIE HEPIBHOMIPHOCTI
HacaMmriepen (QOPMYIOTBCS 3a PaxXyHOK pi3HMX
TEeMITiB HAKOTTMYECHHS TPaH3UIIiA, YacTOoTa IKMX Ha
erarnax BUAOYTBOPEHHS 3pOCTAa€ Ha NIBa ITOPSIAKU
MOPiBHSAHO 3 AudepeHLiiallieto iHppaTturmis. ¥ Toit
)K€ Yac IIBUAKICTh HAKOIMMYEHHSI TpaHCBEpPCii
y (imymMax Ha pi3HUX eTarax eBOJIOLIHOI Au-
BEpreHLil JOCUTh cTaja.

Takum yMHOM, IMOBipHilIe 3a BCE MPUUYMHOIO
€BOJIIOLIIITHOIO TPaH3UTHUBHO-TPAHCBEPCUBHOIO 3CY-
BY € BIIMIHHOCTI TEHETWYHUX TIPOIIECIB Ha
MiKpO- i MakpoeBOMIOUIMHUX eTanax. SKio re-
HETMYHi MeXaHi3MUu BUAOYTBOPEHHSI OOYMOBJIEHI
CIOHTAaHHUM MYTalifHUM IIPOLECOM, IO IIPU-
3BOJUTH OO0 HAKOMUYEHHS TPaH3UILIiA y AUBEPry-
founx ¢isymax, To Ha eTanax (opMyBaHHS PSIiB,
KJIaciB i TAaKCOHIB BMCOKOI'O PiBHSI BiZOYBa€ThCS
HE KaHaJji3allisl CIIOHTAaHHOTO T€HETUYHOTO IpPO-
1ecy, a 3MiHa Habopy TeHiB Ta IXHBOI Jil — BChO-
ro TOro, 10 MPU3BOJUTH A0 CTiliKOI mepedynoBu
TEHHOI PEryJjsuii Ta B3a€EMOJil T€HiB y PO3BUTKY.
Jlo Toro 3, SIK BBaXa€ThCs, camMe TpaHCBepcii
Jal0Th OiNblI paguKaibHi e(PeKTH Ha PiBHi OiJIKiB
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Ta reHHoi peryiii (Stoltzfus, Norris 2015; Guo
et al, 2017).

HeMoxXnuBiCTh 3acTOCYBaHHSI KOHLEIIi TIe-
HETUYHOTO HACUMYEHHS Y KOHTEKCTi JaHOrO J10C-
JIIKEHHST BUIUIMBAE 3 NBOX obctaBuH. Ilepiia —
1I¢ HEepPiBHOMIpHICTh TE€MIMiB HYKJIEOTUAHUX 3a-
MileHb. Jpyra — y cutyauii oOMeXXeHOTo 4ucia
CcalTiB MyTalliil Ta HE3BOPOTHOCTI TpPaHCBEPCUB-
HUX 3aMillleHb HEMHWHYYe HacTaHe IIOBHE BHU-
TiCHEHHSI TpaH3uIliii TpaHcBepcigmu. [Ipote, gk
pe3yabTaTl BUKOHAHOIO JOCIIIKEHHS XpeOeT-
HUX, TaK i MOJENIOBAHHS IMBEPreHIlii y TBapUH-
HOMY LIapCTBi y Mexax 1 mupa. pokiB (Rosenberg
et al, 2003) He MOKa3ylOTh YIiTKMX TEHACHIIIA IO
¢ikcaii TpaHCBepCiii, a JuIle OJM3bKICTh IO MO-
JIeJli BUITaIKOBUX 3aMillleHb.

BucHoBok. [IpuynHOIO €BOMIOLIHOIO TpaH3U-
TUBHO-TPAHCBEPCUBHOIO 3CYBY € HEOJHO3HAY-
HICTh TEMIIiB Ta XapakTepy TIeHETUYHUX IIepe-
TBOPEHb Ha Pi3HUX €Tamax iCTOPUYHOTO PO3BUT-
Ky, LIO CBIiZYUTL TIPO HE3BOAHICTh T€HETUUHMX
MaKpOEBOJIOLIMHUX IIePeTBOPEHb 10 MiKpPOEBO-
mouiiHux. Ilpy BMIOYTBOpEHHI — 1€ HAKOIM-
YEeHHSI CIIOHTAHHUX MyTalliil, KOJIM Ma€ Miclie
BUOyXOMOAiOHEe 3pOCTaHHS 4YacTOT TPaH3UIIIN.
V ueit mepiom Ha TOCTEeMOpPiOHATBLHUX CTamIisIX
OHTOTEHE3y TIPyNM TMOMYJsALild, 110 3a3HaloTh
€BOJIIOLIIHOI TWBEPreHIlii, (hOpMYIOTb HE3HAUHIi
MopdodoriuHi BigMminHOcTi. Ha MakpoeBoJoniii-
HUX eTalax MaloTh Miclie TeHeTUYHi rnepedymo-
BU, §Ki (PiKCYIOTb HampsMW OpraHoreHesy, IO
MOB>5I3aHO 31 3MiHOI HAbOpy TIeHiB Ta XxapakTe-
POM iXHBOI 1Iii, TOOTO BCiM TUM, MiJ YUM TIPUAHS -
TO PO3YMITH T€HHY PETYJISLIiI0 Ta B3AEMO/II0 FeHiB
y PO3BUTKY.

Jlompumanna emuunux Hopm. 30ip MaTepiany
IJId  JAHOTO JOCHIIKeHHSI OyJ10 BUKOHAHO B
MOBHII BIIITOBIZHOCTI JO BUMOT HalllOHAJIbHUX Ta
€BPOIIEIICHKIX 3aKOHIB TIPO 0iOETUKY.

Kondgpaixm inmepecie. ABTOpU 3asIBIISIIOTH, 1O
He MaloTh (piHAHCOBUX, a TaKOX KOHKYPYIOUMX
iHTepeciB, 1110 MAIOTh BiIHOLLUEHHS 10 3MIiCTy Li€i
CTaTTi. ABTOPY TAaKOX HE BOJIOJIIOTh (DiHAHCOBUMU
a0o iHIIMMU TpaBaMK BJIACHOCTI Ha OyIb-SIKUI
MaTepiani, SKUi 0OroBOPIOETLCS B 11iil CTATTi.
Dinancysannsa. OiHaHCOBY MIATPUMKY 51 TaHO-
ro AOCJIKEHHSI OTPMMAHO Yy paMKax TUIaHOBOTO
oromxkeTHoro (piHaHcyBaHHs Bin HartioHanbHOI aka-
nemii HayK Ykpainu (raHosa Tema Ne 111-55-21).
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GENETIC DIFFERENTIATION

AND EVOLUTIONARY TRANSITIVE-
TRANSVERSIVE BIAS WITHIN VERTEBRATES
ON THE EXAMPLE OF THE CYTB GENE WITH
AN EMPHASIS ON MAMMALS AND PRIMATES

S.V. Mezhzherin, S.Yu. Morozov-Leonov, S. Holodryga

Schmalhausen Institute of Zoology NASU,
B. Khmelnitskogo str. 15, Kyiv, 01601, Ukraine

E-mail: smezhzherin@gmail.com

The negative answer to the question of the reducibility of
genetic processes at the level of macroevolutionary events
to microevolutionary ones was obtained by analyzing the
evolutionary transition-transversion bias and assessing
the rate of molecular transformations in a number of
vertebrates using the example of the CYTB gene. As
a result, it was established that with divergence below
the family level, there is a jump in the frequencies of
transitions, due to which the rate of molecular evolution
increases by an order of magnitude, while at the level
of orders and above there is a slight predominance
of transversion frequencies with a synchronous linear
increase in the frequency of nucleotide substitutions.
The reason for the irreducibility of the genetic processes
of micro and macroevolution is the leading role of
spontaneous mutations in speciation. Their canalization
leads to stable morphological differences that form
during postnatal ontogenesis. Whereas the stages of
macroevolution are associated with the transformation
of organogenesis, which are fixed by changes in gene
sets that determine the nature of gene regulation and the
interaction of genes in development.
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