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Tenemuuna Oueepeenyis ma eeoAYIUHUL 3Cy8 Cnig-
BIOHOUIEHHS MPAH3UYILL mMa MpaHceepcitl NPoanHanizo8aHi
Ha npukaadi 60 cikeencie KormpoavHoeo peciony mmAHK
27 eudie muweti (Murinae) [laseapkmuku. fk kKonmp-
onv  @3ami npedcmaenuku Cricetidae ma Arvicolidae.
Ilobydosana enocpama eionogidae npuiinamii ¢ino-
2eHeMUYHIll cXeMi ma Kaacmepusyemucs 8i0nosioHo 0o
nonyAayitinoeo, HANie8UO06020, an108U008020, 6U008020,
p0006020 ma poOuHHO20 pieHie dueepeenyii. Y chinemuu-
HOMY pAdy Mae Micue 4imKo BU3HAYEHUU eBONUIlIHULL
3¢y8 CHIiGGIOHOWEHHS MPAH3UUIL Ma MpaHceepcii. Hoeo
ocobaugicmiw € Ha038U4auHO WEUOKUL i pi3Kull nepexio
8i0 dunamiunoi do cmanoi gasu. Junamiuna paza sense
€00010 pi3Ke 3MeHUuleHHs 3HA4eHb 1S/tv iHoeKkcy I @idHOcuU-
moucs 00 NONYAAYIUHO20 MA HANieeUdo8oeo pieHie Ou-
eepeenyii. Cmana asa cmocyemovcs 6udo8o20 i euuje
Pi6Hi6 dueepeeHyii i no6’a3anHa 3 DOCACHEHHAM CMAHY 2e-
HeMUYHO20 HACUMEHHA Yy CUMYauii nepeeadcanHs mpauc-
eepcii. Haozeuuaiina eupasnicmv eoayiliH020 3Cy8y y
cumyauyii 3 D-loop moxce bymu nosichena 3HAmMmMsAM npeca
d060py, 00YM061eH020 00MENCeHHAMU HA AMIHOKUCAOMHI
3aminu. lle o3nauae, w0 npuvuHaMU MPAHIUMUBHO/
MPAanceepcusHo2o 3cysy € cymo 0OioXiMiuHi MexaHizmMu Ha
pieni JIHK. Pazom 3 mum cmanicmo ts/tv indekcy Ha 6u-
dogomy i euwe pienax Ha mai NOOAAbULO20 HAKONUYEH-
HSl HYKACOMUOHUX 3aMileHb, Modce c8iouumu npo pizHull
xapakmep eoNI0UILHO-eeHeMUYHUX NPOuecie Ha GHYMPpilu-
HbOBUOOBOMY MA MINCBUOOBOMY DPIBHAX OusepeeHyii.

Karouoei caosa: Muridae, D-loop, ginoeenin, mpanzumue-
HO-MPAHCEEPCUBHULL 3CV8.

Beryn. ¥V cyyacHUX AOCHIIKEHHSX 3 MOJIEKYJISIp-
HO1 ijsioreHii Ta eBOJIOLIT TPOBIAHUMU CIil
BBaxkaTu JiBa HamNpsIMKW, 110 ITOMOBHIOIOTb OIWH
onHoro. Ilepmuii — 1ie BiATBOPEHHSI KapTUHU
iCTOPUUYHOTO PO3BUTKY, 3aBAAHHSIMU SKOTO €
BCTAaHOBJICHHSI MTOXO/XKEHHSI, Yacy AMBEpPTeHLii Ta
TEMITiB €BOJIIOLII1 MEBHUX IPYIT opraHidmiB. Ipyruii
HaIpsIMOK TIOB’SI3aHUIA 3 JOCIIIKEHHSIMUA 0OCO0-
JIUBOCTEH TMEPEeTBOPEHb MAKPOMOJIEKYJ i, MepLl
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3a BCE, HYKJICOTUAHMUX 3aMillleHb. ¥ 1LIbOMY CEH-
Ci 0COOIMBUIT iHTEpPEC BUKIMKAE 3CYB CIiBBIIHO-
LIIEHHS TpaH3ULIii 1 TpaHCBepCiid (transition:trans-
version bias) (Collins, Jukes, 1994; Belle et al,
2005; Duchene et al, 2015). Bimomo, mo npu
CIMOHTAHHUX MyTallisIX TpaH3ULlii Ha MOPSIAKHU Te-
peBHIIYIOTh 4YacToTy TpaHcBepciii (Fitch, 1967,
Kumar, 1996; Ebersberger et al, 2002). Lle € mocutsb
napagoKCalbHOIO OOCTaBMHOIO, OCKUIBKU Kijlb-
KicTh TpaH3UTUBHUX 3aMiH (A—~G, T—C) BaBiui
MeHIIa 3a MOXJMBiI TpaHcBepcii (A—C, AoT,
GoC, G-T). Cutyallito MoXHa MOSICHUTHA JBOMa
MPUYMHAMM, 110 HE BUKIIOYAIOThb OAHA OIHY:
(pi3uKO-XiMiUHOIO JIETKICTIO 3aMillleHb B MeXax
MypyHiB a00 MipUMIAWHIB, Y MOPiBHSIHHI 3 Te-
peXoloM Bill OMHOTO THUIY a30THCTUX OCHOB 10
inmoro (Topal, Fresco, 1976a, 1976b), a6o mieio
MPUPOAHOTrO 1000pY, 1O CHPUSIE HAKOIMUYEHHIO
OIHOTO TUITY 3aMillleHb Ta exiMinye iHu (Lynch,
2010; Lyons, Lauring, 2017).

CyTTeBe mnepeBakaHHsI TpaH3WULIiN Ham TpaHC-
BEpCiSIMU Ma€ Miclle Ha IOYaTKOBMX CTamisix
BUJIOYTBOPEHHSI i MOPIBHIHHSIX OJIW3BKUX BUJIB
(Brown et al, 1982; Ebersberger et al, 2002; Belle
et al, 2005). OmHak Ha piBHI BigmaJeHOI MiXBU-
JIOBOI Ta MixKpOJOBOI NUBEPreHiii CIiBBiIHOILIEH-
HS TPAaH3UTHMBHUX Ta TPAHCBEPCUBHUX 3aMillleHb
(ts/tv ratio) BupiBHIOETBCST (Collins, Jukes 1994;
Yang, Yoder, 1999). [IpuuuHu eBoMIOLIITHOTO 3Mi-
1LIEHHSI CITiBBIHOLLIEHHS TPaH3UIIil 1 TpaHCBEPCiii
(evolutionary transition: transversion rate bias) €
MEHIII OYeBUIHMMU. BBaxaeTbcsd, 110 TepBiCHE
rnepeBakaHHsI TpaH3ULilA BUKJIMKAHE TUM, 110, Ha
BiIMiHY BiJl TpaHCBEPCiii, BOHM 3a3BWYail MPU3BO-
JSITh 10 CUHOHIMIYHMX 3aMiH HYKJICOTUIIB i HEUT-
pajbHUX 3aMiH aMiHOKMCIIOT, 110 HE MPU3BOASITh
10 3MiHU (Di3UKO-XiMiYHUX BJIACTUBOCTEI OiJIKiB
(Vogel, Kopun, 1977; Lyons 1977). lle o3Hauae,
110 MPUPOAHUI H00ip He ToMivyae TpaH3MUllii,
eJIiMiHylouM TpaHCBepcii. BUpiBHIOBaHHS CITiBBiI-
HOULIEHHS TpaH3Ulii 1 TpaHCBepCiii Mpy MOpiB-
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HSTHHSIX BUJIiB, 1110 3HAYHO IMBEPryBaJik, MOB’SI3y-
I0Tb 3 sIBULLEM MyTaliiiHoro HacuueHHs (Philippe
et al, 2011). OgHak po3paxyHku 10BoAsAThH (Rosen-
berg et al, 2003), 110 peaJlbHUI TPUCTOCYBATbHUI
eeKT TpaH3MLiil IOPIBHIHO 3 TpaHCBEPCISIMU
BKpail HE3HAYHUI 1 IM LIJIKOM MOXHA 3HEXTyBa-
. OTXe, TIepeBaKaHHs TPaH3ULIii y TIepiof CIOH-
TAaHHOTO MYTAILlIfHOTO MpOILECy IIJIKOM MOXHa
MOSICHUTU HEUTpaJIbHUMM OioXiMiYHUMU (HaKTO-
pamu Ha piBHi JJHK (Stoltzfus, Norris, 2016).

IcHye 11e omHa ToOYKa 30py, 3TiAHO SIKOi
TpaH3ULil Pi3KO TIepeBaxXaloTh Y KOIyBaJbHil
YacTUHI T'€HOMY, a TpaHCBepCil JOCUTh 3BMYaiHI
B HeKoAyBaJibHili yacTuHi reHomy. lle o3Hauae,
1[0 OCTaHHiI MOXYTh BilirpaBaTW 3HA4YHY pOJIb Y
reHHii peryisauii (Guo et al, 2017) i Bignosia-
HO IMATPUMYIOThCS J00OPOM UM MOXYTb OYyTU
HEWTpaJbHUMU Ha MEBHUX eTarax eBOJIOLII.

[IIo6 xpaiie 3po3yMiTH MPUPOLY E€BOJIIOLIii-
HOIO 3CYBY CJIil PO3LIMPUTH HAOIp HYKICOTUI-
HUX TOCJiZOBHOCTEHl 1 OO0’€KTIiB HOCHTIIKEHHS,
MpoaHaji3yBaBIIM 3MiHU tS/tv CIiBBiIHOIIEHHS Y
YiTKO BCTAHOBJICHUX €BOJIOLIAHUX psgax. Y
3B’I3KYy 3 LIMM aKTyaJIbHUM € aHaJli3 MiHJIMBOCTI
KOHTpoJibHOTO perioHy (D-loop) MT/IHK y dine-
TUYHOMY psiay mmigponnHu Murinae IlameapkTukn,
3a MPEeICTaBHUKAMU SIKOTO HAKOIMHWYEHO JOCUTh
BequKka KiiabkicTh D-loop cikBeHciB (Bellinvia,
2004; Michaux et al, 2005; Macholan et al, 2007;
Abramov et al, 2009; Suzuki et al, 2013; Stakheev
et al, 2018; Ge et al, 2019).

Marepiaaun Ta metoau. OCHOBOIO poOOTU CTaB
60 cikBeHCiB KoHTpoJibHOTO periony MTJIHK (D-
loop), wmo mnpeactasieHi y GenBank (puc. 1).
Ycboro pociimkeHo 27 TaKCOHIB MMILIENH BUIO-
BOT'O UM BHYTPILIHBOBUIOBOI'O PaHTIB pomiB Also-
mys, Apodemus, Micromys, Mus, Rattus, Sylvaemus.
VY SKOCTi KOHTPOJIIO BUKOPUCTAHI MpPeIcTaBHUKU
ponuH Arvicolidae Ta Cricetidae.

[TopiBHSIHHSI TTPOBOAMIUCSI B MeXaxX TinepBa-
piabebHOI YaCTUHM KOHTPOJBHOIO perionHy. s
IIbOTO B3sITa IUISHKA 3 MepIroro mo 617 Hykieo-
THA. Y poOOTYy BKJIIOYEHI ITOCHIiZOBHOCTI, Y SKHUX
OyJio mpeacTaBieHo He MeHII Hixk 300 HyKiIeoTH-
HiB. Yucao CiKBEHCIB 32 KOXHHUM BMIOM BHU3Ha-
yajiocsl ioro BUBYEHICTIO, TAKCOHOMIYHUMU OCO-
OJIMBOCTSIMM Ta po3MipaMm apeaiB.

Y poboti BUKOpHUCTaHA CUCTeMa POAYy Ta HO-
MEHKJIaTypa BiAMNOBIAHO IO paHillle MPOBEACHOI
peBizii (Mezhzherin, 1997a).
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Ponuna Mwumraui — Muridae, minponuna Muri-
nae. I'pyna poaiB Apodemus s. lato. Pin Sylvaemus,
HOMiHATUBHUI Tiapin Sylvaemus: S. sylvaticus, S.
Sflavicollis, S. ponticus, S. alpicola, S. u. uralensis
(entpanbHa Pocist; ApmeHist), S. u. tokmak (Ku-
Tait, CiHbLI3SIH- YUTYPChbKUIT aBTOHOMHUIA paiioH),
S. arianus (= S. witherbyi, S. hermonensis). Ilin-
pin Karstomys: S. (K.) epimelas; S. (K.) mystacinus.
Pin Apodemus s. str.: A. agrarius, A. chevrieri. Pin
Alsomys: Al. major (= Al. peninsulae), Al. speciosus,
Al. argenteus, Al. draco, Al ilex, Al. latronum, Al
nigrus.

Pin Mus: M. m. musculus, M. m. domesticus, M.
m. castaneus, M. spicilegus, M. tataricus (= Mus
macedonicus), M. spretus. Pin Micromys: Mic.
minutus, Mic. cf. erithrotis. Pin Rattus: R. rattus, R.
norvegicus.

Pomuna Xowm’sxosi Cricetidae mpencraBieHa
HOMiHaTHMBHOIO TigpoguHolo Cricetinae, 30Kpe-
Ma XoM’sIKoM 3Bu4ailHuMm Cricetus cricetus, Ta
HigpoanHOIO MoNiBKOBUX Arvicolidae — TI0JiB-
Koo 3BuvaiiHoo Microtus arvalis.

VYV pobGoTi BUKOpHUCTaHa KOHLEIIIiS CUCTEMHOL
opradizauii BMAy, 3TiAHO 3 SIKOIO B MeXaxX BUIY
MOXe OYTM BMIJIEHO IIBa i Oijbllle TAKCOHOMIYHO
3HAYYIIUX piBHSA auBepreHiii (Amadon, 1966;
Mallet, 2007). 3okpeMa MoBa iijic TIPO HACTYITHI
Kateropii. HamiBBuay — KpUNTUYHI mapanaTpuy-
Hi TaKCOHHU, 3 MiHiMaJbHUM TaKCOHOMIUHO 3Ha-
YyIIUM piBHEM TeHeTWYHOI nmdepeHuiamii. Mexi
MiXX HMMM BCTAHOBJIIOIOTBCSI 32 OOMEKEHHSIM
TEHHUX TMOTOKiB. AJJOBUAM — MPOCTOPOBO i30J1b0-
BaHi BikapHi QopMu, IOiarHOCTMKa 3a Mopdo-
JIOTIYHMMHU O3HAKaMMU peasli3yeThCS Ha cepisiX, re-
HETHYHA YHIKaJbHICTh MiATPUMYEThCS reorpadiv-
HOIO i3ossiiero. CUMIaTpUYHi BUAM MalOTh Haii-
BUILIMI piBeHb TeHEeTMYHOI AudepeHLiallii; apeau,
IO MEPEeKPUBAIOTHCS; HATIMHUNA iHAWBIAyaIbHUN
MOP(OJIOTIYHMIA TiarHO3 i PeNPONYKTUBHY 130JIS1Ii10.

EBomoniitHuii aHaji3 OyB BUKOHAHMIA Ha ITiJI-
craBi Tamypa-Hei momeni (Tamura, Nei, 1993).
MatemaTnuHa oOpoOKa CiKBEHCIB 3iilicCHEHa B
nporpamMi MEGA 11 (Tamura et al, 2021).

Pe3ynabratu. Ha migcraBi MiHAMBOCTI HYKJI€O-
TUAHUX TOCIiTOBHOCTE KOHTPOJBHOIO PETiOHY
Oy po3paxoBaHi IeHETWYHi AWCTaHLil Ta OT-
pUMaHa MaTpulsl MOMAapHUX 3HAYEeHb, 110 Tepe-
TBOpeHa Ha CcTaHAapTHy ¢eHorpamy (puc. 1).
3rigHO OTpMMAaHMX NAaHUX XapaKTep IMBEpPreHLii
B MeXaX MOCIIIKEHOI ITPYNHU € YiTKO i€papXiyHUM
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Sylvaemus_arianus_(Iran2018 MH4 54507 1)

I'[ Syhy :_arianus_{Turk i 18 MH454490.1)

l—-— Sylvaemus_ananus_{Russia_Rostovskaya_oblast2018 MH454519.1)
Sylvaemus_alpicola (2004 AY588250 1)
Syl isssp_(China_Xinjiang_Emin2018MK329764.1)

¥ | is_uralensis (Armenia2015 KR706442.1)
Sylvaemus_uralensisuralensis_{(Russia_Volga_region2019 MNB52468.1)
Sylvaemus_sylvaticus_(Greece_2007 EU220768.1)
H_E Sylvaemus_sylvaticus_{2004 AY588252.1)
Sylvaemus_flavicollis_(Greece_Ano-Poria2001AJ410629.1)

Sylvaemus_flavicolis_(Slovenia_Prekmurje2001 AJ410627.1)
Sytvaemus_flavicolis (Estorua Saaremaa_sland2001 AJ4 10624 1)

. _ponlicus_(Russia_Scchi_2007 EU188455 1)
Apodemus_(Karstomys) epimelas_(Greece2007 EU232632.1)
Syl (K } inus_(Turkey2004 AYG23082.1)

Sylvaemus (Karstomys) _mystacinus_(Syria2004 AY823081 1)

1 Sylvaemus_(Karstomys) mystacinus_( Turkey_Aydin2014 KP0O27884.1)
Alsomys_arg: _(Japan_Shikoku2014 ABIT5049 1)
Apodemus_agrarius_(China2016KT428935.1)
Apodemus_agrarius_{China_Chongging_Yubei 201 8MK329818.1)
Apodemus_agrarus_(China2011 KJB5T302.1)
Apodemus_agranus_(Skovenia_Prekmunge2003AM10623.1)
Apodemus_chevrien_(China_Yunnan_Quibei 201 8MK320797 1)

Ap % _(China_Sichuan_Wolong20 18 MK329817.1)
Alsomys_peninsulae_(China_Jiin_Tonghua2018 MK329808 1)
Alsomys_peninsulae_{China_Tibet_Milin2018 MK329700.1)
Apodemus_draco_(China2015KL239958.1)
Apodemus_ilex_{China_Yunnan_Lijiang2018 MK328775.1)
Alsomys_nigrus_{China:_Changging_Jinfo_Mountain_2019 MK393764.1)
Alsomys_nigrus_{China._Guizhou_Fanjingshan_2018 MK329740.1)
Mus_musculus_castaneus_(Pakistan Sahiwal 2011 AB649622.1)
Mus_musculus_castaneus_(Tamvan:_Taifung2011ABE49685.1)

Mus._s lus_castaneus_(Philippines:_C 2011 ABG49653 1)
Mus_muscublus_musculus_{ Turkmenistan_Hodzhaypl 2015 KRBG6368 1)
Mus_musculus_musculus_{Japan_Kagoshima_Tanegashima_lsland2011 ABG487T0 1)
Mus_musculus_musculus_{ Ukraine:_Donetsk2011 ABG49680.1)

Mus_| hus_d icus_(MoroccoA 2001 AJ313381.1)
Mus_musculus_domesticus_{lceland2006 JO652975.1)
Mus_musculus_domesticus_{Philippines:_Manila2011 AB840598.1)
Mus_macedonicus_(Iran:_Hamadan_Famenin2010 HM235682 1)

Mus_i lanicus_t | _(Russia;_Samour_River_Dagestan2007 ELM06264.1)
Mus_macedonicus_{ Greece:_Flonna2007EU106230.1)
Mus_spretus_{Portugal2018 MK082324 1)
L Mus_spicilegus_(Moldova2013HG421219.1)
Mus_spicilegus_(Moldova_Kishinev2007 EU106322.1)
Mus_spicilegus_(Greece_Wiaherna200T ELM 06317 1)
Mus_spicilegus_{Greece_Palras2007 EU106320.1)
Mus_spicilegus_(Southem_Balkans2008 EU626226.1)
Mus_spicilegus_(Yugosiavia_Ukinj_| 2007 EU06313.1)
Mus_spicilequs_(Austria 1954 U21158.1)
Mus_spicilegus_(Bulgana2007 AYS62510.1)
Mus_spicilegus_(Slovakia_Vrbova_nad_Vahom_Komamo2007 EU106306.1)
Mus_spicilegus_({Yugoslavia_Pancevo_Serbia2007 EU106310.1)
Mus_spicilegus_(Austria_Monchhof2007 ELI06299 1)
Micromys_minutus_(Russia_Prmorskiy_kra2009 F1827490.1)

i :_erythrotis_(Vietnam_Lao_Ca_Province2009 FIB27494.1)
Rattus_norvegicus (1986 X04734.1)
Rattus_rattus_{United_Kingdom2005 DQO0STH4.1)
Cricetus_cricetus_{Ukramne_Crimea_Leninsky_Distric_Yerofeevo_Settlement201 7TKY748090.1)

[T

|

Microtus_arvals_{France:Armendarnts 2008 AMS90179.1)
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Puc. 1. ®eHorpama reHeTUUHUX AUCTAHLINA MixX Bumamu pomuHu Muridae ITaneapkruku, 10 moOymoBaHa Ha
nigcraBi D-loop 3amiiens 3a airoputmom UPGMA
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Ta TaKMM, 11O BiAMOBiTa€ TAKCOHOMIUHUM PiBHSIM
Ta CUCTEMATUYHUM YSIBIEHHSIM.

BrytpimmaroBugoBa audepeHIiallisgd BKIIOYAE
nBa piBHi. Ilepmmii monynsguiiHUN — 1ie iHIM-
BilyasjibHi Ta MIKITONYJISLINHI BimMiHHOCTI. I'eHe-
TuHi auctaHuii (GD) 3 ycix BUBYEHUX BUMIIB Y
cepenrHboMy ctaHoBIATH 0,013, Mexi BapitoBaH-
Hga — 0—0,027. Jdpyruii piBeHb OTUBEpPreHLii Bif-
NoBinae HamiBBUAaM. MIeThest TIpo B3aEMUHU 3a-
ximHoro S. u. uralensis Ta cxigHoro S. u. tokmak
HaITiBBUIIB, a TAKOX TPbOX TIOPUIM3YIOYMX HaIliB-
BuAiB B Mexax M. musculus (M. m. musculus, M. m.
domesticus, M. m. castaneus). I1oKa3HUKYU TeHETUY-
HUX OUCTaHLiA Ha nubomy Bunaaky: GD,, = 0,034,
GD,;;\ e = 0,018—0,048.

JwndepeHuiaiito BUIIB B MexXKax POy CJif po3-
MISiAaTH Ha OBOX piBHSIX. Mix anoBugamu A. ag-
rarius — A. chevrieri; Al. draco — Al ilex — Al.
latronum — Al. nigrus; M. spicilegus — M. tataricus —

M. spretus GD y cepennbomy ckiagawTs 0,082
npu koinmBaHHAX Bix 0,05 mo 0,117. I'eHeTnuHa
IrdepeHialisa CMMIaTPUIHUX BUIIB Y CEPEIHBO-
My BuILa, HiX Mix amtoBugamu (GD = 0,107),
xoya i BiApi3HgeTbes 3a pomamu: 0,076 (Mus),
0,086 (Sylvaemus), 0,128 (Alsomys), 0,136 (Rattus).
OcobOnuBa cuTyalliss Ma€ Micle 3 BUAaMH Migpo-
ny Karstomys ta pony Micromys. He3Baxkarouu Ha
Te, 110 (popMalbHO BUAM LIMX IPYIT MalOTh BiKapHi
apeaji, piBeHb T€HETHMYHOI AUCTAHLil MiXX HUMU
MOXHAa TOPIiBHATU 3 TaAKUMU CUMMATPUYHUX BU-
niB. Bin cranoButh 0,093 i 0,097 BignoginHo.
HNudepeHuialiisi Ha piBHI MiAPOIiB/pOIiB OXOI-
moe miarmazoH GD Bix 0,116 mo 0,239 (tabm. 1). ¥
mexax Apodemus s. lato BigMiHHOCTi MixX Alsomys,
Apodemus, Karstomys, Sylvaemus BUSIBISIIOTbCS Mi-
HiMaJIbHUMU ISl POJAOBOTO PiBHS, ajie CYTTEBO IIe-
pEBUILYIOTh BUIOBMI. ['eHEeTWYHI QMCTaHLii B Me-
>Kax i€l rpynu B cepeaHboMy cTaHOBATH 0,155 3a

Tabauys 1. Cepenni 3nauennsa (M) i mexi (Min-Max) reHeruunux auctanuiii (GD),
YacTOT HYKJIeOTHAHUX 3amileHb (Sub) i TpancBepciii (Q) Bia 3arajibHOro 4Kcia 3amilleHb

o GD Sub Q
PiBHi
MOPiBHSHHS . . .
M Min-max M Min-max M Min-max

IMomymnsii 0,013 0—0,027 0,012 0—0,026 0,056 0—0,5
HanisBunu 0,034 0,018—0,048 0,040 0,032—0,046 0,319 0,15-0,6
AnoBUIN 0,082  0,05-0,117 0,069 0,047-0,97 0,518 0,455—0,592
Bunu ponis

Mus 0,076  0,046—0,146 0,058 0,048—0,076 0,505 0,337—0,646

Sylvaemus 0,086 0,048—0,125 0,080 0,058—0,102 0,572 0,474—0,641

Karstomys 0,093 0,086 0,500

Alsomys 0,128 0,102—0,167 0,122  0,097—0,146 0,649 0,6—0,68

Rattus 0,136 0,123 0,470

Micromys 0,097 0,090 0,591
Apodemus — Alsomys 0,116  0,05—0,165 0,109 0,094—0,126 0,653 0,596—0,717
Apodemus — Sylvaemus 0,147 0,087—0,214 0,131 0,114—0,164 0,729  0,667—0,82
Apodemus — Karstomys 0,174 0,153—0,213 0,141 0,133—0,160 0,713  0,644—0,75
Alsomys — Karstomys 0,170  0,153—0,201 0,145 0,137-0,166 0,676  0,577—0,769
Karstomys — Sylvaemus 0,153 0,132—0,183 0,145 0,104—0,175 0,666 0,574—0,766
Alsomys — Sylvaemus 0,172 0,116—0,262 0,147 0,120—0,205 0,716 0,617—0,848
Mus — Apodemus s. 1. 0,182 0,114—0,235 0,151 0,128—0,170 0,590 0,515—0,697
Micromys — Apodemus s. 1. 0,235 0,203—0,266 0,207 0,180—0,237 0,710 0,612—0,8
Rattus — Apodemus s. 1. 0,239  0,204—0,294 0,210 0,179—-0,248 0,656 0,583—0,732
Micromys — Rattus 0,193 0,183—0,212 0,168 0,159—0,183 0,676 0,662—0,687
Mus — Micromys 0,236 0,179—0,292 0,175 0,169—-0,183 0,602 0,535—0,695
Mus — Rattus 0,239 0,186—0,297 0,182 0,144—0,212 0,612 0,581—0,643
Cricetidae — Muridae 0,244 0,188—0,386 0,196 0,167—0,217 0,626  0,56—0,696
Arvicolidae —Muridae 0,340  0,262—0,447 0,267 0,219—-0,296 0,640 0,523—0,695
Arvicolidae— Cricetidae 0,267 0,220 0,570
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Puc. 2. 3MiHa CTiBBiTHOIIEHHS TPaH3UIIUI/TpaHCBepCHii (tS/tv) B 3aJIeXKHOCTI Bill YacTOTH ycix 3aMillieHb (Sub) y

dinetnuHoMy psimy Muridae Ilaneapkruku
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Puc. 3. 3mina yacTku TpaHcBepciii (Q) B 3aJIeXKHOCTI Bifl YaCTKM ycix 3aMillieHb (Sub), 1110 OyJja eKcTparnojboBaHa
MOJIIHOMIaJIBHOIO JIiHIEI TpeHAY B ¢ileTUuHOMY psimy muluei [lageapkruku

MakcumaibHoro GD = 0,174, orpumaHoro mnpu
MOpiBHSIHHSX Apodemus ta Karstomys. JludepeH-
wiauist poxy Mus Big Apodemus s. lato Tpoxu Ginb-
1Ie, HiX y Mexax Apodemus s. lato (GD,, = 0,182).
Rattus Ta Micromys nuctaHUiioBaHi Bill iHIIKUX PO-
JIiB Ta OJMH Bill OAHOTrO. 30KpeMa I'eHeTU4YHa JC-
TaHLisl Big Apodemus s. 1. CTAHOBUTh LIMX PSIiB
GD,, = 0,235 0,239 BinnosinHo. MixpoauHHi Bin-

14

MIiHHOCTI BUIL, HDK MIXPOIOBI Ta Ha PiBHI cepel-
HiX oxormoloTh gianason GD,, = 0,244-0,340.
CHiBBiZHOIIEHHS YacTOT TpaH3MIIili Ta TpaHC-
BEpCiii Ha Pi3HUX eTallaxX €BOJIIOLIAHOI JUBEepPreH-
Lii CyTTEBO Bimpi3Hs€eThCA (Tabm. 1). YV wmimomy
3HAUEHHSI iHAEKCY ts/tv HEeraTUBHO KOpPEJIIE 3
piBHeM reHeTHuHOi audepeHuiamii. I wi 3miHKM
MaloTh BUTJISLL (ha3oBoro repexony (puc. 2). Ha
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paHHix eranax eBomouii mpu GD = 0,001—0,05
Mae Miclie pi3ke 3MillleHHSsI B OiK TpaH3u1ii. OgHaK
npu 3HayeHHSIX GD monan 0,07 criBBiZHOIIEHHS
HE TUIbKM BUPIBHIOETHCS, ajie i 3MIILIYEThCI Yy 0iK
TpaHcBepciit (puc. 3). IlpuuoMy Ha HaliBUILLIOMY
piBHI mndepeHLianii yacToTa TpaH3UILIi Mae Jaes-
Ky TeHIEHLIiI0 10 3HUKEHHSI.

3a TaKCOHOMIYHMMM PiBHSIMM 3pOCTaHHS Yac-
TOTU TpaHCBepcili Mae Takuii Bursn (tadm. 2).
V npianazoni 3amimieHb 0—0,02 Mix mormyssiisi-
MM OJHOTO BUIY YacTOTa TPaHCBEPCiii CTAHOBUTH
0,06, Ha piBui HamiBBuaiB (miamazon 0,02—0,05)
30iIbLIYEThCS yV cepeaHboMy o 0,028, y amoBu-
niB (0,05—0,1) mocsirae 0,58, y cuMmaTpuyHUX
BuniB ogHoro pomy (0,1—0,16) cTaHOBUTH Mak-
cuMaJibHi 3HaueHHs Ha piBHi 0,70. Ha piBHi poziB
(0,16—0,21) Ta pomuu (0,21—0,3) yacTka TpaH3u-
il Jelo 3HIDKYEThes, craHoBistun 0,63 ta 0,64
BIIITOBITHO.

B eBomouiiiHoMy psiai najgeapktuuHux Muridae
HaityacTiine BigOyBaoThest A«T 3aminm (34,8 %
Bim 3arampHOro umcia), mani CoT (24,9 %),
A-C (20 %), A—G (10,4 %), G-T (6 %), CoG
(4 %). Ilpu ubOMY CHiBBiIHOILEHHS ts/tv B ce-
pexHbomy ckitamae 0,54. OmHak Ha TOYAaTKOBUX
€BOJIIOLIIMHUX eTalax SIBHO JIOMiHYIOTb TpaH3MUllii,
MIPUYOMY OCHOBHE 3HaueHHsS MaioTh 3amMiHu C—T.
Ha piBHi monynsuiit iHgekc ts/tv craHoBUTH 15,7,
Ha piBHi HamiBBUAiB 2,6 (Taba. 2). Ha BumoBomy
Ta BUILE PiBHSX CITiBBIZHOLLIEHHS 3aMillleHb Pi3KO
3MiHIO€ThCs. IlepeBaxkaioth A«T 3amiHu, a 3Ha-
yeHHs ts/tv BusiBiIsiETbcsl MeHIUuM 3a 0,5. Ilpu
LIbOMY CIIOCTEPIira€Tbcsl BiAHOCHE BUPIBHIOBAHHS
4YacToOT i CTa€ OUEBMJHON BiAIMOBIIHICTH MOJETI
HECIPSIMOBAaHMX 3aMillleHb.

Lleit TpeHa MoOXHA OLIHUTUA CTATUCTUYHO, 3i-
CTaBUBIIM YKCJIO 3aMiH, IO CIOCTEPIraeTbcs, 3
OYiKyBaHMM Ha OCHOBi MOjeJli BUMAAKOBUX 3a-
MillleHb MO KOXHOMY TaKCOHOMIYHOMY piBHIO.
TeopeTnuHi 4acTOTM 3aMiH MOXHa po3paxyBaTu
Ha IiJICTaBi 4aCTOT OKPEMHUX HYKJIEOTHUIIB KOHT-
poabHoro periony (A = 0,314; T = 0,320; G =
= 0,121; C = 0,244). IlopiBHSIHHSI eMMOiPpUYHUX
Ta TCOPETUYHMX 3HAUEHb MOKA3ye, 1110 Ha TIOIy-
JISILiMHOMY 1 HAaMiBBUAOBOMY PiBHSIX EMITipUYHi Ta
TEOPETUYHI PO3MOAUIM BipOTiIHO BiAPi3HSIIOTHCS
(Tabs. 2), a Ha BUIOBOMY Ta BHILE Ma€ Miclie
BIIMOBIHICTb MOJIEJIi BUITAJIKOBUX 3aMilll€Hb.

3a xapakTepoM 3MiH Yy €BOJIIOLIIHOMY psiai
HYKJICOTUIHI 3aMilllecHHSI TaAKOX MalOTh IEBHI Bif-
MIHHOCTI B MeXax TPaH3UTUBHMUX Ta TpaHCBEp-
cuBHux rpymn. T—C — Tunm 3amilieHb, HaliMa-
COBIIIMI Ha paHHIX eTamax, 30epira€ TeHIAEHIIiIO
MEPEBUILIEHHS TEOPETUYHOI YaCTOTU Ha BUAOBUX
Ta pomoBuX piBHSIX. A—G 3amiHu, Oyaydynm Ha
paHHIX eTamax BUAOYTBOPEHHS APYTMMM 3a
3yCTpivajbHICTIO, HA BUIOBOMY Ta POJOBOMY PiB-
HSIX BIAMOBIJAIOTh MOJIEJI BMUITAJKOBUX 3aMiH.
AoT — HaW3MIHHIIIMK TAN 3aMillleHb. Bim mo-
ONMHOKWX BMITAIKiB HA BHYTPIIITHLOBUIOBOMY PiB-
Hi OO0 MepeBaxaryoro TUIY 3aMiH Ha BUIOBOMY
Ta Bulle. A<~C TOOAMHOKI BMITaJKU Ha IOMy-
JISILIAHOMY PiBHI, 10 HE MEPEeBUIYIOTH Teope-
TUYHUX 3HaYeHb Ha piBHI BUAiB. GoT i G-C
€ neiuuTHUMU 3amilleHHsIMU. BoHuU He 3ycT-
pivaloThCsl Ha PaHHIX CTadisIX €BOJIOLIMHOIO MPO-
1IeCy i He IOCSraloTh TEOPETUYHO MOXKJIMBUX 3HA-
YeHb Ha BUIOBOMY Ta POIOBOMY PiBHSIX.

OoroBopenns. Otpumana 3a D-loop mocimoB-
HOCTSIMU (piIOTeHEeTMYHA cXeMa MMILIEH Miapoau-

Tabauysa 2. EMnupuyHi i TeopeTHyHi (B IyXKKaX) YACTOTH HYKJIEOTHAHMX 3aMillleHb, CyMA HAKONMYEHOI Pi3HMLi MiX
eMIipUYHIMH | TEOPEeTHIHHUMH YACTOTAMM, IO B3ATi 32 Moxyaem (X), 3HAYeHHS y?, IO OTPUMAHI MPH TMOPIBHAHHAX
eMIiPUYHUX TA M TEOPETHYHUX PO3MOILTIB, a TAKOXK YMC]I0 NonapHux nopiBHsaHb (N) 3a JianazoHamu 3aMillieHb

Jliama3oH 3aMillleHb AcT AG AC TG TeC CoG ) N e
(0,28) (0,10) 0,21) 0,11) 0,22) (0,08)

0—0,02 0,03 0,19 0,03 0,75 0 1,22 78 149,7*
0,02—0,05 0,17 0,14 0,11 0,58 0 0,68 34 30,6*
0,05—0,10 0,29 0,10 0,22 0,04 0,32 0,03 0,26 38 2,7
0,10—0,16 0,37 0,08 0,22 0,06 0,22 0,05 0,13 182 7,8
0,16—0,21 0,34 0,12 0,19 0,06 0,24 0,04 0,22 120 7,4
0,21-0,30 0,36 0,11 0,18 0,06 0,26 0,04 0,25 64 4.7

Ilpumimka. * Pi3HULIS PO3IOALIIB CTAaTUCTUYHO BipoOTiaHAa.
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HM Murinae IlajeapkTuku 3arajom BiINOBiga€e
MoJessIM, MoOyIoBaHUMM 3a ajo3uMamu (Mezh-
zherin, 1997b) Ta HyKJIEOTUAHUM MOCTiAOBHOCTSIM
iHmwmx reHiB (Michaux et al, 2002; Suzuki et al,
2003; Ge et al, 2021). Ii kmouoBUMM xapakTe-
PUCTUKAMU CJIil BBaXkKaTW: MPUHIUIOBY BiAIo-
BIIHICTb PiBHSIM TaKCOHOMIYHOI i€papxii; AuBEp-
reHuis Apodemus s. 1. Ha 3axigHomajeapKTUYHUIA
Ta CXiZHOMaJleapKTUYHUI (DbiTyMU Ha POAOBOMY
piBHi, TIpUYOMYy CXigHOMAJleapKTWYHA TpyIla
Oinpln gudepeHLiiioBaHa, HiXX 3axigHa; BUpaxkeHa
Onu3bKicTb  Apodemus s. 1. ta Mus Ha T
BiToKpeMJieHOCTi poaiB Micromys Tta Rattus. Bin-
XUJIEHHST BiJ NPUIHATOI (PiTOTeHETUYHOI CXEeMU
He3HauHi. lle piBHOBimmaneHa BiZOKpPEMJIEHICTh
ninpony Karstomys Bin Apodemus i Sylvaemus i
HEeBUpPa3HiCcTh aoBUA0BOI rpynu S. flavicollis — S.
alpicola — §. ponticus. Y nepiiomMy BUIIaKy 1Ie OCO-
OMMBICTL MITOXOHIpiaAbHUX TEHiB, E€BOJIOLIMHI
MEPEeTBOPEHHS SIKUX II€BHUM 4YWHOM BiIpi3HSI-
I0ThCs Bia siaepHuX reHiB (Michaux et al, 2002). ¥V
JPYromMy BUMAAKY BiIXWICHHS TOB’3aHi 3 Pi3HOIO
JOBXMHOK HYKJICOTHIHUX MOCHiTOBHOCTE y S.
Sflavicollis, o Oyau mpoaHasizoBaHi.

VY xapakrtepi 3MiHM CHiBBiZHOLLIEHHSI TpaH3M-
Lili/TpaHCBEpPCiii KOHTPOJILHOIO PETiOHY B €BO-
JouiiiHoMy psay muileit IlameapkTuku MoKHa
BUIUIATHU SIK 3arajibHi 3aKOHOMipHOCTi, BJIaCTUBI
IHIIIMM HYKJICOTUAHUM MOCJIAOBHOCTSIM B iHIIIUX
rpynax (Yang, Yoder, 1999; Rosenberg et al,
2003; Belle et al, 2005), Tak i 0COOJIMBOCTI TpU-
TaMaHHi came LboMy Mapkepy. CHiTbHUMM CJIiI
BBaxxaTu: 1) sBHE TepeBaXkKaHHsI TpaH3WUILIiA Hamg
TPAHCBEPCISIMM Ha PIBHIX IONYISILIAHUX Bif-
MiHHOCTEI Ta paHHIiX eTarliB BUIOYTBOPEHHS; 2)
BUPIBHIOBaHHS ts/tv 3MillleHHSI 3i 30iJIbLUIEHHSIM
piBHS AMBepreHuii; 3) ¢gazoBuil mepexia Bil IBHO-
ro MEepeBaXXaHHS TPAH3MIIIM HajJ TpaHCBEPCIAMU
JI0 IXHBOTO BiTHOCHO PiBHOTIO CIiBBiIHOIUEHHS.
o ocobiauBocTteit D-loop mociigoBHOCTEN CITif
BiIHECTU: SIBHO OiJblI BUpa3HUM Ta paHHIIHIA
rnepexia ts/tv CHiBBiIHOILIEHHS Bil AMHAMIUHOI ha-
31 go da3m cradimizaiii Ta cTilike nepeBaXkKaHHS
TpaHCBepCili Hal TpaH3ULISIMU Ha BUIOBOMY Ta
pOIOBOMY piBHSIX AuBepreHuii. OcraHHs 0oOcTa-
BUHA CTAaHOBUTbL OCOOJMBUI iHTEpEC, OCKIJIbKU
3a iHIIMMU HYKJIEOTUAHUMU TOCHIiTOBHOCTIMU
30epiraeTbCs Hexail i He3HauUHe ajie MepeBaKaHHS
tpaH3uumii (Yang, Yoder, 1999; Rosenberg et al,
2003).

16

OcobauBocTi eBomolii D-loop mociigoBHOCTI
OYEBUJIHO CJIiJl MOSICHIOBATU 3HSITTSIM TUCKY TIPU-
POIHOTrO 1000pPY, BUKJIMKAHOIO BifICYTHICTIO BILIM-
By (hakTOpa HYKJICOTHUAHMUX 3aMillleHb Ha CTPYK-
TYypy aMiHOKHMCJIOTHUX TTociaimoBHOcTei. Ile B
CBOIO uepry Ja€ ImiacTaBu BBaxaTu, IO TIPU-
YMHAMU €BOJIOLIHOIO 3CyBY € BiTHOCHO HEHT-
panbHi (i3uKo-XiMiuHi TIpoliecu, 10 BigOyBato-
toed Ha piBHI JHK. 3okpema moBa iime mpo
pi3HOMaHIiTHI XiMmiuHi Momudikanii JHK Buxim-
KaHi TiIposi3oM, OKMCJIEHHSM Ta HEKOHTPOJbO-
BaHUM METWIIOBAaHHSAM S-aleHO3UI-METiOHIHOM.
ITpy 1bOMy, OCHOBHUM MeEXaHi3MOM MOXe OyTu
nenypuHizauisga JHK Ta mgezamiHyBaHHS TipuMi-
IUHIB, 110 Moxe BUKIIMKATU GC « AT TtpaH3ulii.

IMpu poMy mepeBakaHHS TpaH3ULilA Ha BHYT-
PIIIHLOBHUIOBOMY PiBHiI 3yMOBJIEHE BHCOKOIO MMO-
BipHICTIO TTOMWJIOK perulikalii B MexXax ITypuHO-
BUX Ta IIPUMIIWHOBUX TPYIl, a HiBEIIOBaHHSI
TPaH3UTUBHO-TPAHCBEPCUBHOIO 3CYBY Ha BUIO-
BOMY Ta POIAOBOMY PiBHSIX AWBEPIrEHIIl HEOOXi-
HO TMOB’SI3yBaTu 3 reHeTUYHUM HacuyeHHsM (Phi-
lippe et al, 2011). OctaHHs obOcTaBMHA Ma€e OyTU
BUKJIMKAaHA BEJIMKOIO KiJIbKiCTIO 3BOPOTHUX MYyTa-
it mo A—~G i T—C napam, Tozi sIK TpaHCBepCii,
Oyay4yW AOCHUTH PIAKICHUMHU MOMISIMHU, € «IJIIYXUM
KyTOM» MYTalliil, 110 OYEBUAHO i MPU3BOAUTH A0
iX HakoMmuYeHHs y ¢ineTuuHUx psagax. OmHak
Take MOSICHEHHSI HE € BUYEPITHUM, ajXe He MO-
K€ TIOSICHUTHU SIK (ha30BUIA XapaKTep Mepexoay Bil
JOMiHYBaHHSI TpPaH3UIM [0 TeHETMYHOIo Ha-
CUYEHHSI, TaK i cTabUTi3alIlil0 TPAaH3UTUBHO-TPAHC-
BEPCHMBHOIO 3CYyBY Ha TJIi MOCTIHHOTO 3pOCTaHHS
yuciaa HYKJICOTUAHUX 3aMillleHb, Ha BUIOBOMY i
POIOBOMY PiBHSIX TUBEPIEHILii.

Takox € meBHi MPUYMHM BBaXaTu, IO Ha
BUJOBOMY piBHi MepeBakHa OiNBIICTh 3MiH HO-
CUTbH BiIIHOCHO HEWTpanbHUI XapakTep (1O Oilbi
iMOBIpHO OYiKyBaTW JIsl TPaH3UIIiil), TOdI SIK Ha
PiBHI BMIE BUIOBOTO BiJOYBAETHCS 3aKPillICHHS
JIIIE KOPUCHUX MYTaLlili, sIKi TTOB’sI3aHi i3 OiNbIl
KapAWHaJbHUMU 3MiHAMU (TpaHCBEPCisIMU).

OTxe € mincraBud IJis TPUITYLIEHHS, 10 Ha
BUJOBOMY Ta POJOBOMY PiBHSIX BiIOYBAa€TbCS HE
JIUIIE HACUYEHHSI, a U Tepexil Ha iHIIMKA TUM
MYTYBaHHS, TIPU SIKOMY BCi TMIIM 3aMiH € PiBHO-
iiMoBipHuMU. Lle MoxXe o3HA4yaTH, 110 TeHETUY-
Hi TIpolLleCH, IO MajMu Miclle MiJbHOHU POKiB
TOMY, BiJIpi3HSIOTbCSI Bill TEHETUYHMX ITPOIIECIB,
10 BimOYyBalOThCAd B CyYaCHMX IMOMYJISLisaX. Imes
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HE3BOJHOCTI TEHETUYHUX BUAOTBOPUMX IPOLIECiB
JIO Cy4aCHUX MiKpOEBOJIOLIMHUX MOAIi BUCIIOB-
moBasiocst i panime (Altukhov, 1993). 3okpema,
BKasyBajlacsl Ta oOCTaBMHAa, 1110 BUIOYTBOPEHHS
MOB’sI3aHEe 3 TEePEeTBOPEHHSIMU Y MOHOMOPQHIl
(KoHCepBaTUBHIill) 4aCTUHiI T€HOMY, TOJi SIK Te-
HETUYHi MpOLEeCH Y CYyYaCHUX TMOIYJSLisIX — 1ie
HaCIiA0K MIHJMBOCTI MOro BapiaTUBHOI YaCTUHU.

Jlompumanna emuunux cmandapmie. 115 crartsa He
MIiCTUTD OyIb-SIKMX IOCIIIXXKEHb 3 BUKOPUCTAHHSIM
JIfoJIei i TBApUH SIK 00’ €KTIB.

Konghaixm inmepecie. ABTOpM 3aBJISIIOTH PO Bifl-
CYTHICTb OYIb-IKUX KOH(IIIKTIB iHTEpPECiB.
Dinancyeanna. lle nocnimkeHHS He OTPUMYBAJIO
OyIb-SIKOTO KOHKPETHOTO TPaHTy Bil (piHAHCYIO-
YUX YCTAaHOB Yy Jep>KaBHOMY, KOMepILiiiHOMY abo
HEKOMEPLIMHOMY CEeKTOpax.

GENETIC DIVERGENCE AND EVOLUTIONARY
TRANSITION/ TRANSVERSION RATE BIAS

IN CONTROL REGION OF MITOCHONDRIAL
DNA OF PALEARCTIC MICE (MURINAE)

S.V. Mezhzherin, V.O. Tereshchenko

I.I. Schmalhausen Institute of Zoology,
NAS of Ukraine, B. Khmel’nytskogo, 15,
Kyiv, 01030, Ukraine

E-mail: smezhzherin@gmail.com,
valeriiaschool@gmail.com

Genetic divergence and evolutionary bias of transitions
and transversions ratio were analyzed based on examples
of 61 sequences of the mtDNA control region of 27
species of mice (Murinae) of the Palearctic region.
Representatives of Cricetinae and Arvicolinae were
taken as control samples. The constructed phenogram
corresponds to the accepted phylogenetic scheme and
is clustered according to population, subspecies, allo-
species, species, genus and family levels of divergence. In
the phyletic order, there is a clearly defined evolutionary
shift in the ratio of transitions and transversions (evo-
lutionary transition:transversion rate bias). Its distinction
is an extremely abrupt transition from dynamic to stable
phase. The dynamic phase is a rapid decrease in the ts/
tv ratio and refers to the population and semi-species
levels of divergence. The stable phase refers to species
levels of divergence and higher levels of divergence and
is connected to the attainment of a state of genetic
saturation, moreover in a situation of a predominance
of transversions. The extreme expressivnes of the evo-
lutionary bias in this case can be explained by the
removal of the pressure on the selection caused by
restrictions in amino acid substitutions. This means
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that the causes of transition/transversion bias are purely
DNA level biochemical mechanisms. Simultaneously,
the stability of the ts/tv ratio at species and higher
levels of organization amidst the further accumulation
of total number of nucleotide substitutions indicates a
fundamentally different nature of genetic processes at
the intraspecies and interspecies levels of divergence.
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