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% Lleap — paspaboTtaTh MOJLJIbHBIH TTOJXO/L K KOJIHYECTBEHHOH OLIEHKE COMPSKEHHOCTH pa3HbIX (GOPM H3MEHUHBOCTH Ha MPUMepe
JIeCSITH BUJIOB T10JIEBOK TPYMIbI pofioB Microfus B rpajMeHTHBIX yea0BUsX cpenbl. Marepuan u metonpl. [Ipocmorpeno 5306 nap
PHUCYHKOB 2KeBaTeJIbHOH MoBepxHocTH ml cnpasa u c/eBa. Beisisiensl 31 mopdortun, 187 ux couerannit: 30 — CHMMETPHUHBIX
u 157 — acummerpuunbix. Mcnosb3oBano 576 nocienosatesbiocteit rena Cytb mt/IHK u3 6aswbl nannbix GenBank. Kmumaru-
yeckue AaHHble B3siThl ¢ caiita Climate:Date.org. [lanubie o6paboranbl ¢ nomonibio DJ-metona. Mopdoreneruueckas matpuiia
€BKJIMIOBBIX PACCTOSIHUI MEXKIy BHAAMH MOJydeHa MO 4acTOTaM COBMECTHOH BCTpeuaeMoCTH MopdoTHNoB ml ¢ npaBoii u JeBoi
CTOPOH HMKHEH UeJIIOCTH, MOJIEKYJISIPHO-TeHeTHIeCKasi — [0 YacTOTaM CHHOHUMHYHBIX 3aMeH KOJIOHOB. AJITOPUTM peasin30BaH
B MakeTe MpuKAaaHbix nporpamm Jacobi 4. Pe3dyabraTtbl. OGHapy:keHa BbicoKasi comnpsikeHHOCTb (7= 0,847) mexmy nepBoi
IJIABHOHM KOMITOHEHTOl MOJIEKYJ/ISIPHO-IF€HETHYECKOH 1 BTOPOil TJIABHOK KOMIOHEHTOH MOP(OreHeTHUECKOH MaTpHLL paCCTOSHUIL.
C noauuuii 6J104HO-MOJTYJIbHOH OpraHu3auyk (eHOTHNA TJIaBHble KOMIOHEHThI JaHHbIX MAaTpPHLL TPAKTYIOTCS KaK MOJYJM M3MeH-
4MBOCTH. MoJieKy/IsIpHO-TeHeTHIECKHE MOjtyJ/ib 00yc/oB/ieH uaMmenenreM 4actoT KogoHoB ACC u GCA B1oJIb TeOKJIMMaTHIECKOTO
rpaaueHTta, MOp(OreHeTHUECKHI — pasJIMUHbIMK acriektaMu acummerpuu MopgoTunoB ml. BoiBoasl. [peanaraemblii nomxosn
MO3BOJIMJI BbISIBUTb JIBA COMPSIKEHHO BapbUPYIOLIUX MOJIYJIsl H3 Pa3HbIX MMPU3HAKOBBIX CHCTEM Y HCC/IEIOBAHHBIX BHIOB BJIOJb Te-
OKJIMMATHYECKOTO IPa/ieHTa.

% KntoueBble cnoBa: MojyJsibHOCTL M HHTerpauust; Cytb; acummerpusi ml; puctaHuuoHHble MaTpulibl; DJ-meTon; reoknnma-
THUECKHEe (aKTOPBI.
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& Background. The exponential growth of research concerning a role of morphological modularity and integration in evolu-
tion has taking place from the beginning of the century. It was especially noted that inter-level integration should manifest
itself, first of all, in the congruent variability of the modules of different structural levels. We analyzed congruence between the
interspecific variability of the first lower molar (m1) masticatory surface and the mtDNA Cytb gene in ten species of the gray
voles Microtus s.l. from the point of view of the modular organization. Materials and methods. In total, 5306 pairs of chewing
surface contours of vole molar m1 were investigated. Thirty one different morphotypes and 187 their different combinations are
identified: 30 — symmetric and 157 — asymmetric. 576 sequences of the Cytb mtDNA gene from the GenBank database are
used. Climatic data are taken from the website Climate:Date.org. Data are processed using a DJ-method. The morphogenetic
matrix of Euclidean distances between species is obtained from the frequencies of m1 morphotypes co-occurrence from the right
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TEHETHYECKHE OCHOBbI 9BOJIIOLIHH S9KOCHCTEM

and left sides of the lower jaw, and the molecular-genetic one from the frequencies of synonymous codon substitutions. The al-
gorithm is realized in the Jacobi 4 package. Results. A high correlation (r = 0.847) between the first principal component of
the molecular-genetic distance matrix and second principal component of the morphogenetic one is found. From the standpoint
of the modular organization of the phenotype, the principal components of these matrices are treated as variability modules.
The molecular-genetic module is caused by change of frequencies of the codons ACC and GCA along geo-climatic gradient,
and morphogenetic one — various aspects of the m1 asymmetry. Conclusions. The proposed approach allowed to identify two
congruently varying modules from different trait systems of the studied species along the geo-climatic gradient.

% Keywords: modularity and integration; Cytb; ml asymmetry; distance matrices; DJ-method; geo-climatic factors.

BBEJJEHNE

Bsouno-MOynbHBIA MPUHLMI OPraHH3allud MHOTOKJIE-
TOUYHBIX OPraHM3MOB B HACTOSILIIEE BPeMsT HMeeT M0oj co6oi
TBEPJIYIO KOHLENTYaJbHYIO U SMITHPHUECKY0 OCHOBY [ 1 —8].
[aBHBIM KpUTepHeM WIEHTH(UKALMH MOAyJel sBJseTCs
CHUJIBHASI COTJIACOBAHHOCTb YacTel BHYTPH MOJYJsl B CO-
UeTAHHH C OTHOCHTEJILHOH HEe3aBHCHMOCTBIO MOJyJIeH Jpyr
ot apyra [9—12]. 1o no3BoJISeT MOAYJbHBIM CHCTEMAM
He TOJIBKO (DyHKIIHOHHPOBATh, HO M 9BOJIOLMOHHPOBATE OT-
HOCHTEJIbHO aBTOHOMHO [ 13, 2, 14—16]. B mmpokom cmbl-
cJle COCTABHBIMU YaCTSIMH (PeHOTHITHUECKHX MOJLyJIeH MOTYT
CUNTAThCSI, HAMpUMep, aHaTOMHUeCKHe eIMHUIBl (4acTH
TeJa W KOCTH), MOp(OMeTpHUecKHe TMPOMEephI, a TaKKe
Jpyrue npusHaku [8].

[TonbITKM BBISIBUTE KOMIIJIEKCHl (DeHOTHUMHUECKUX TIPH-
3HAKOB, 00pasylolllie HEKOTOPYIO LEeJOCTHOCTb, Mpef-
MPUHUMAMCh C Hauyajga mpoluioro Beka. [yaBnast mpen-
MOCHITKA MOAOOHBIX HCCJAEA0BAHNH COCTOSIA B TOM, UTO
MPU3HAKH, CBSI3aHHbIE F€HETHUECKH, OHTOreHETHYECKH WJH
(hYHKIMOHANBLHO, KOPPeJUpYyT GoJiee TeCHO, YeM JpyrHe.
CooTBeTCTBEHHO, aHaan3 Obl C(HOKYCHPOBAH HA MaTpHLe
KOPpeJISILiI MesKly MPU3HAKAMH — METoJe KOpPEJSIHOH-
HbIX TUIesi [ 17], uTo onpenennsio HCNoMb30BaHHE TVIABHBIX
KOMITOHEHT M JIPYTHX JaTeHTHBIX MePEeMEHHBIX KaK Crocod
BBISIBJIEHHUST YCTONUUBBIX GJIOKOB (PEHOTHITHUECKOH H3MeH-
uuoctu [10, 11, 18]

BHyTpeHHsist corylacoBaHHOCTb uyacTell BHYTPH MOJy-
JIsl B COUETAHUH C OTHOCHTEJbHOH HEe3aBHCHMOCTBIO MO-
JyJell Jpyr OT JApyra rMo3BOJsieT MOAYJbHBIM CHCTeMaM
(DYHKIMOHMPOBATb M 3BOJIOLHOHHPOBATE 10 HEKOTOPOH
crenenu aptoHomHo [2, 9—11, 13—16]. Orpannuenus
Ha Ype3aMepHyI0 aBTOHOMH3ALMIO MOAyJeH HaKJaibIBaeT
eJIOCTHOCTb MOP(hOreHe3a, MOTOMY KOHIIEMIHST MOJLYJIb-
HOCTH TECHO CBsi3aHa ¢ KOHILEMNIHeH «MOpPhOoJoruuecKoi
unterpaunn>» |19, 20]. MurerpupoBanHble NpHU3HAKH
no . Ouicony U P. Musiiepy — 3To Takue MOJAMHOYKECTBA
MOP(OJIOTHUECKHX TPU3HAKOB, KOTOpble HMEIOT TeHJeH-
IUI0 COBMECTHO M3MEHSIThCSI B XOJ1€ OHTOTeHe3a U IBOJIO-
MU B MPOTHBOMOJOKHOCTb JPYTHM, CBSI3AHHBIM TOPa3fo
MeHbllle. Paznenenyie Ha MOIMHOYKECTBA OCYIIECTBISIETCS
J160 (opMaNbHO MO KOPPENslUsM MeXay MpH3HaKa-
MU (r-Tpynmel), Ju6O COAEpIKATENbHO — M0 MPUHIMIY
COBMECTHOTO (PYHKIIMOHHPOBAHUS TIPU3HAKOB ([ -rpyri-
nbl) [19]. B uneane o6a pasiesieHus 10/KHbI COOTBETCT-
BOBAaTb JIPYT APYTY.

Onnum U3 caeACTBUI MOP(ONOTHIECKOH HMHTEerpaluu
SIBJISIETCS. TO, YTO HM3MEHUMBOCTb OPraHM3MOB KOHIIEH-
TPUpYeTCsl B HEKOTOPBIX OTPAaHHUYEHHBIX HAMPaBJIEHHSX
(vaire B OHOM-/BYX), (POPMHPYS <IPOCTPAHCTBO BO3-
MOXKHOCTeH», B TO BpeMsi Kak B JAPYTMX HarpaBJeHHsIX
BapuabesbHOCTL MeHblle [21—24]. Tlpu paGore ¢ KoJu-
UeCTBEHHBIMH MPH3HAKAMH ueperna rpbi3yHOB [23] u Ha-
CEKOMOSIIHBIX [24] mokazaHo, UTO JiBa MepBbIX HaMpabJe-
HHUSI H3MEHYHBOCTH 00PasyloT MJIOCKOCTb pasmep—hopma.
Ananna CcOmpsKEHHOCTH € MOJIEKYJISIPHO-TeHEeTHIEeCKUMH
npusnakamu (Cytb) Mo3BOMUI BHISIBUTb HHTETPUPOBAHHbIE
6JIOKH JIByX MPH3HAKOBBIX CHCTEM — MOP(OJOrHIeCKOH
M MOJIEKYJISIpHO-TeHeTHIecKoH. [Ipn 3ToM KosnuecTBeH-
Hble OLEHKHM COMPSDKEHHOCTH MEXKTy HHUMH CYIIECTBEHHO
BO3pacTali MpPH YCTPAHEHUM Pa3MEepPHOH COCTABJSIOLICH
M3MEHUHBOCTH.

C nauana Beka W 0 HACTOSIILIETO BpeMeHH HabJmoja-
€TCSl 9KCIMOHEHUHAJbHBIA POCT HUCCJENIOBAHUIH, KacalOLHUX-
csl posit MOP(OJIOTHYECKOH MOJy/bHOCTH W HHTerpaiyu
B 3BOJIIOLMH 3, 6, 8, 10, 12, 25—30].

Heobxonumoe ycioBre  GJIOYHO-MOJYJILHOH — 9BOJIIO-
LM — HaJU4He COOTBETCTBYIOLIEH TeHeTHUeCKOH OCHO-
Bbl. leHeTHdecKast OCHOBAa HHTETpalMM TPEANoJaraer,
4To OTOOP MO KAKMM-JIMOO0 OTAEJBbHBIM CTPYKTYPHBIM HJIH
(byHKLIHOHANBHEIM OCOOEHHOCTSIM OpraHuaMa Bceraa Oy-
JIeT TMIPUBOIUTBL K KOPPEJHPOBAHHOMY OTBETY B JPYTHX €ro
4acTsiX, B TO BpPeMsl KaK TFeHeTHUecKast OCHOBA MOJIYJIbHO-
ctH OyneT oOecrneyuBaTb OTHOCHTEJIBHYIO HE3aBHMCHMOCTb
9BOJIIOLMOHHBIX M3MEHEHHH pa3iUiHbIX 4acTel OpraHus-
ma [2, 10, 13, 31]. Oco6o oTMeueHO, YTO MeKYPOBHEBbIE
vHTerpatini | 10] 10/KHBI POSBAATLCS B MEPBYIO OUepe/lb
B COTPSKEHHOH M3MEHUHBOCTH MOJyJIeH pa3HbIX CTPYKTYP-
HBIX YPOBHEH.

BosbIINHCTBO HceIeoBaTesell TPU3HAET, UTO KOHLIEM-
LIUsT HHTETPALMK TPUMEHHMA Ha Pa3IMUHBIX OHOJIOTHIECKHX
ypoBHsX [6, 10], BK/IIOUasi reHeTHUECKYIO M 9KOJOTHIECKYIO
uHTerpatyio [ 13, 32], uHTerpaiiuio npaBo# u JIeBOk CTOPOH
Tesla OpraHu3MoB [32—37] U 3BOJIIOIMOHHYIO MHTETPaLHIO
TakcoHoB [38—43].

B nocnennne necstunetnst B 061acTH aHaIN3a JAAHHBIX
CTaJIM IOCTYTMHBI GoJiee MepCreKTHBHbIE METOJIbl, B UACTHO-
CTH, MHOTOMepHOe 1KasupoBanne u PLS-meTozbl, mo3Bo-
JISTIOILME BBISIBJISATL TJIyOHHHBIE COBMECTHBIE «JIATEHTHBIE
rlepeMeHHble », OTHOCSIILIMECS K PA3HBIM CTPYKTYpPHO-(DYHK-
LIMOHAIBHBIM CHCTEMaM H MPeCTaB/IeHHbIe Pa3HBIMHI THTIA-
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MH MPHU3HAKOB. DTO AAET JOMOJHHUTEJBHYI0 BO3MOXKHOCTD
JUIS MEXKYPOBHEBbIX MCCJ/IEIOBAHUI UHTErpaLUK U MOJYJb-
HOCTH, KOTOpPblE TOJILKO HayajMCb ¥ MOTEHLHAJ] KOTOPbIX
elnle jajeko He ucueprnad [10].

B naureit paGore ocyiiecTB/IeH MOUCK MOyJed Mop-
(horeHeTHUECKOH M MOJIEKYJISIPHO-TeHETHUECKOH H3MEeHUH-
BOCTH, @ TakxKe MN0JlydeHa KOJIM4eCTBEHHAs! OLleHKa COMpsi-
JKEHHOCTH MeXKJy HHMH Y JIeCATH BHJOB I10JIEBOK TPYIMIIbI
ponos Microfus B rpalHeHTHbLIX [€OKJIMMATHYECKUX YCJ0-
BUSIX cpebl. BbiOop MpU3HAKOBLIX cHcTeM 0O0YCJIOBJIEH
JIAHHBIMH TI0 MOPQOTHITMUECKOH H3MeHUMBOCTH ml necsi-
TH BHOB CepbIX moseBok Microtus s.l. ¢ npaBoil u Je-
BOH CTOPOH HMXKHEH UYeJIOCTH W TMOJHOTOH 6a3bl JaHHBIX
GenBank no reny Cytb mt/IHK oTHocuTesnbHO Hecaeno-
BaHHbLIX BUJ0B. Pabouas runoresa 3ak/ioyaach B TOM, UTO
CTeNeHb YKCTPEMaJ/IbHOCTH YC/I0BUI cpelibl OyIeT OHOBpe-
MEHHO CKa3blBaTbCsl KaK Ha CTaOMJILHOCTH BHUIOBBLIX MOP-
(horeHe3oB y HCC/IE0BAHHBIX BHAOB, TaK M Ha CBOHCTBAX
rena Cytb mtJTHK.

MATEPWUAJIbI U METO/1bI

HcenenoBana MopdoTHHUecKkass M3MEHYHBOCTb Mep-
BOTO HUXKHEro 1eyHoro 3y6a (ml) mecaTd BHIIOB CepbiX
nosneBok Microtus s.l. u3 CuOUPCKOTO 300JI0THIECKOTO
my3sest, 3ooJioruueckoro mysess MIY u 300J/0rH4eckoro
uHerutyta PAH. Metoanka onucanus MOpgOTHITHYECKOH
M3MEHUHBOCTH omnyOJiMKoBaHa paHee [44]. M3BecTHO, uTO
MOp(OTHIIBI C TPABOI U JIEBOI CTOPOH UEJIOCTH MOTYT pas-

Juuatbest. Tak Kak MOPGOTHIIBI CBSI3aHBI APYT C APYTOM Lie-
MOYKAMH 3JIeMEHTAPHBIX TEPEXO/I0B, TO UeM JUTMHHEe TaKast
1enoyka, TeM CHJbHee pas/nialoTcst Mop(oreHeTHUECKHe
TPAeKTOPUH MOP(OTHIOB, HAXOASLIMXCS HA KOHILAX ITOM
LeMOYKH, H, COOTBETCTBEHHO, TEM peyKe OHH MOTYT pea-
JIM30BATHCS HA PA3HBIX CTOPOHAX OJHOH ocoOu [44—47].

Bcero npocmoTpeno 5347 nap pHCYHKOB »KeBaTeJbHOM
MOBEPXHOCTH M1 ¢ npaBoit U JIeBOH CTOPOH HIKHEH Yeito-
cti. BrisiBneno 56 mopdotunos u 222 ux napHeIx coueTa-
HUsl (MpsiMble M 0OpaTHbIe COUYETAHHSI CUHTANH PA3JIHUHBI-
mu). JBaauate nath MOP(OTUTIOB BCTPETHINCH CyMMapHO
CrIpaBa M cJieBa MeHee TSTH Pa3 U UCKJIOUeHbl U3 AanbHeH-
1Iero aHaju3a BMecTe co cBoeil mapoi. COOTBETCTBEHHO,
octajioch 5306 map pUCYHKOB »KeBaTeJsIbHOH TOBEPXHOCTH,
npu 3TOM MOpQoTHMOB — 31, pasnuuHbIX cOUeTaHHH —
187: 30 — cummerpuunbix U 157 — acHMMETPHUHBIX.
CHMMeTpHUHBIE coUyeTaHusl BeTpeuasinch yaie (taba. 1).
O611as a/1st BCex BHAOB JIOJST CUMMETPHUHBIX Map cocTa-
Buna 72,3 %, acummerpuunbix — 27,7 %.

JIns uHTepnpeTanny pe3ysbTaToB HCMOJb30BAMM Clle-
JyIOlINe TIOKA3aTeH: CJI0XKHOCTb M aOCoJIOTHAsT acHMMe-
TPUS CJIO’KHOCTH UMCJIA 3aMKHYTBIX TOJIeH, JaOHalbHOH
¥ JIUHTBAJILHOH CTOPOH MOP(OTHUIIOB, a TaK:Ke MHHMMAJb-
HOE YHCJIO 3/1€EMEHTApPHBIX MEPEX00B U suTporHio no Llen-
HOHy [48].

M3 wmexmyHaponHo# reHeTHueckoil 6asbl  JIAaHHBIX
GenBank [49] BbiGpaHbl MOJHbIE HYKJAEOTHIHBIE TTOCEN10-
BatesibHOCTH TeHa Cytb (1140 nmu) mt/IHK stix xe ne-

Tabauya 1 / Table |

YacroTbl cuMMeTpUUHBbIX ap Mop¢oTUnoB m1 i KaXK10ro BUja 1 CyMMapHO Mo BCeM BUJaM
Frequencies number of symmetric pairs of morphotypes m1 for each species and total for all species

RR[ R L[ ||| N 2

N e e e R e e e EHHEEHEHBEHEEBEIEHE
Alexandromys fortis | 0 0] 0 [0]ofo| o {oo[ o |ofo]o|t]o]o]o[taa|22]of123/64]3 0] 2 0]0]0]0]0]359
A. maximowiczii | 0]0] 1]0]ofo| 3 |olo|8 |1[o|45|8]|4]5]0[20|166{0[ 4 [100{10|3]18[2]0] 0|00 |398
A. middendorfii | 0]0]0|0lofolo|olofo|ofo|ofojojolof2]|65]0[0 [113[16|2]38[1]0]0]|0]|0][237
A. mongolicus oloflofololo] 2 |olo]|6|3]ofl6|9lofojo] 4 |15/0]14]67|1(0l0]0]|0|0|0]0]127
A. oeconomus 1{ofo|o|o|24|828[56[20|819(51(1[16{4[0f0f0]30] 2 o] 3]0 |olofo]oloflo]o]o0]|185
éggﬁgdomys olofofololo]ofolojo|olojolojojo|4] 7 |68|2]14]213[6] 0] 1 ]0fo]0]|1]1]317
Microtus agrestis 00 0 0[0]0 0021|100 [89(40(0(20(5(0|3|2]0]|180
M. paradoxus ololofojolo]ofolo| 1 ]olojolofofojojo]olojo|19fofofea|1|1|0]0]|1]S87
%;};";;i“eme”' ofofofololo]ofolojo|olojolojojojojo]|2]|o]o]|70]2]0[t108]4|0]1]|0]1]188
Neodon juldaschi | 2|3(86]2[1]0o] 0 [ofolo|ololo]olo]jolo]o]olojof[o|oflojo]o|o]o]|o|0]|o
Beero 303(87]2]11(24]833[56(20(834 (55| 167 22| 4 |5|4(207|361|2|158]735(78|5(251| 13| 1 | 4|3 |3 [3842

[Ipumeuwarue. JKUpHbIM LIPUPTOM BbleI€HbI MOJIA/IbHBIE MOP(OTHITBI /151 KaxKI0r0 BUAA 110 [52]. JIaTHHCKHe Ha3BaHUS BUIOB NpHBeE-

JIeHBI 110 [ 53], 3a UCKJII0UeHHeM OTCYTCTBYIOLIMX B (payHe Poccnu.

Note. Modal morphotypes for each species according to [52] are shown in bold. Latin species names are given by [53], except absent

from the fauna of Russia.
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Puc. 1. Mecra c6opa HauGoJiee perpe3eHTaTHBHBIX BbIGOPOK Kaxkioro Buma. Bumbi: [ — A. forlis, 2 — A. maximouwiczii,

3 — A. middendor{fii, 4 — A. mongolicus, 5 — A. oeconomus, 6 — L. gregalis, 7 — M. agrestis, 8 — M. paradoxus,

9 — M. rossiaemeridionalis, 10 — N. juldaschi

Fig. 1. The locations of the most representative samples for each species. Species: I — A. fortis, 2 — A. maximowiczii,
3 — A. middendorffii, 4 — A. mongolicus, 5 — A. oeconomus, 6 — L. gregalis, 7 — M. agrestis, 8§ — M. paradoxus,

9 — M. rossiaemeridionalis, 10 — N. juldaschi

CSITH BHJIOB MOJIEBOK. B 06111el C/I0:KHOCTH HCTOJb30BAHO
576 nocyeoBaTeNbHOCTEH (CM. MPUIIOKEHHE).

B kauecTBe XapakTepHUCTHK cpebl OOHTaHHUST MCIOJb-
30BaHbl reorpaduueckue KOOpAMHATHI M BbICOTA HaJl YPOB-
HeM Mopsi (a TakKe HUX paHTH) MecT cOopa Haubosee pe-
npe3eHTaTHBHBIX BbIOOPOK KaXJ0T0 BHJA — BCEro LIeCTh
npusHaxkos (puc. 1). Kpome toro, mnpoanannsupoBaHbl
CpefiHeMecsUHble KJIMMATHUeCKHE HOPMbl 3THX MeCTHO-
CTeil: TeMmepaTypa, aMILJINTy/la TeMIepaTypbl, HOpMa ocajl-
KOB — Bcero 36 npusnakos [50].

B psine padot [23, 24, 51| npeayiozkeH HOBBIH ajro-
PHUTM aHajM3a COOTBETCTBHSI U KOMOWHHPOBAHHS JAHHBIX
Ha OCHOBE MAaTpHLL PACCTOSIHUI Mexay Buramn — DJ-me-
tozt. Ecin MHOKeCcTBO 00BEKTOB HMeeT jiBe MK GoJsee CH-
CTeM OIMUCAHHUH, TO MO KAXKIOH W3 HUX MOKHO BBIYHCJIHUTH
MaTpHIY CXOACTBA/pas/uuus MexK1y obbeKkTamH. MaTpu-
11a CX07CTBa/Pasnuns MOKeT GbITh MepeBeeHa B MaTpH-
1y 0ObeKT—MpPH3HAK. DTO HEOOXOAUMO JIJI TOTO, 4YTOObI
UMEIOLIEMYCS] MHOYKECTBY OOBEKTOB J/Isl KaXK/IOH CHCTEMbI
OIMUCAHUI MOCTABUTb B COOTBETCTBHE 0OJIAKO TOYEK B €BK-
JMI0BOM mpocTpancTse. [Tocse 910ro o6aka Touek (06b-
€KTOB) aHaJM3UPYIOT Ha COMPSKEHHOCTb HX B3aMMHOTO
pacrnosioxKeHusi, Hanpumep ¢ nomouibio PLS-metonos [54],
00001IEHHOr0 TIPOKPYCTOBA aHasu3a [D5] Wi 0ObIUHBIX
KOPPEJIALMOHHBIX METOIOB. AJNITOPUTM peasiM30BaH B Ta-
KeTe MPUKJIaAHbIX nporpaMm Jacobi 4 [56]. B stoit pabGore
Tabula 4acToT BCeX Map MOP(OTHIIOB, CHMMETPHUHBIX

(cm. Tabs. 1) 1 acHMMeTpPHUHBIX, HOPMHPOBAHA Ha CyMMy
Mo CTPpOKam. Mequy BCEMHU BHJIaMH BbIHUCJ/IEHA MaTpHla
eBKINIOBBIX  paccrosinnil - Kasasmu — Copua — dnpapa-
ca [46, 57]. Tlocko/abKy 3Ta MaTpHila MoJyuyeHa Ha OCHO-
BaHUKU pasinvusg y pasHbIX BUAOB 4HAaCTOT BCTPEHAEMOCTH
061LIMX nap MOP(OTUIIOB, OHA OTPA’KAET H3MEHUHBOCTh BH-
JIOBBIX Mopdorene3on [45, 46]. Ha stom ocnoBanuu nanee
10 TEKCTY Mbl HAa3bIBAaeM ee MOpP(oreHeTHUECKONH MaTpHLeH
PacCTOSTHUH.

[Ipu pabote ¢ MoOJeKyJNIPHO-TEHETHUECKUMH TpHU3HA-
KaMH 00padaTblBaid HYKJICOTHIHbIE MOCIEA0BATENbHO-
ctu Cytb, pa3buTble Ha KoOIOHbI. [lepeBoji HyKI€OTHIHBIX
nocsenoBatesnbHocTell U3 Qopmata GenBank B dopmat
Excel n pas6uenne Ha KOAOHBI OCYIIECTBJISIH C MOMOLIBIO
nakeroB MEGA7 u Excel.

Panee CYHUTAJIOCh, YTO, MOCKOJIbKY CHHOHHUMHUYHbIE MY-
Talluu HYKJIEOTUAOB HE MEHST KOAUPYEMYIO HMH aMu-
HOKHCJIOTY, OHH H€ HWMEIOT HHKaKHuX HOCJIEI[CTBI/II:I JIJIA
¢dyHKIMH  Gesika MM 2KH3HECTTOCOOHOCTH — OpraHu3Ma.
Onnaxko mosaHee B pesyJibTaTe CPAaBHUTEBHOTO aHaJM-
3a TMOCJE0BATE/ILHOCTE ObWIO BLISBJICHO HeCHydaiHoe
pacnpenesieHne 4aCcToT CHHOHUMHYHBIX KOJOHOB B TI€HaX
Pa3IMUHBIX OPTraHU3MOB (0coGell W BWIOB). IDTO sIBJIEHHE
MMOJIYUUJI0O Ha3dBaHHE «CMelleHHe YaCTOTbl CMHOHUMHYHBLIX
kosionoB» (CHCK) [58]. B Hauiem uccsie/loBaHMH Mbl HC-
TM0JIb30BaMM MOJIeJb, B KOTOPOH TpPH pacueTe 3BOJIOLHOH-
HbIX ILI/ICTaHIJ,I/Iﬁ SJIEMEHTApHbIM COOBbITHEM CUHTAETCS 3aMe-
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Ha He HYKJIeOTHa, a KojoHa [59, 60]. DT 3ameHbl MOryT
ObITb KAK CUHOHHUMHUYHBIMH, TaK H HECHHOHUMUUHBIMH.

Mexy Mnoc/eIoBaTeIbHOCTAMU KOJIOHOB BbIUHCJIEHA
MaTpHlla p-JUCTAHIUH, OTPAXKAIOIIAST CYMMAPHOE UUCIO
3aMEH KOJIOHOB JUIl KaXKIOH Napbl MOCJIEI0BATEJbHOCTEH.
Eciu  BMeCTO KOJOHOB HCIOJIb30BATH AMHHOKHCJIOTHI,
TO MaTpHlla p-JUCTaHIMKA OyleT OTpaxaTb UYHUCJIO TOJb-
KO HECUHOHUMUYHbLX 3aMeH KOJIOHOB. Pa3HOCTb Mexy
HUMH JIa€T MATPHULLy p-JAUCTAHUMI TOJBKO CUHOHUMULHOLX
3aMeH KojoHOB. JlioOGasi mMaTpula p-AUCTaHUME SBJSET-
csl MaTpulel KBaApaTOB €BKJWIOBBIX paccTosHuil [51],
MO3TOMY M3 p-JIMCTAHLMI OblIM M3BJIEUEHbl KBaJpaTHbIE
KOPHU JJIsl BCEX TPeX MOJIEKYIAPHO-TEHETHUECKUX Ma-
Tpull. Jlajee MaTpHilbl pacCTOSIHWI TMepeBejieHbl B Mart-
pHullbl  OObEKT—IPHU3HAK METOJOM [JIABHBIX  KOOPJIH-
Hat [61, 62]. Tem cambiM BceM 0OBEKTaM MOCTABJIEHbI
B COOTBETCTBHE TOUKH B MOJIEKYJSPHO-TE€HETHUECKUX €BK-
JIUJIOBBIX MPOCTpaHCTBaX. J{/1s BEIUMCIEHHS MaTPHIL PACCTO-
SIHUI W TJIABHBIX KOMIOHEHT METOJIOM TJIABHBIX KOOPJMHAT
npumensan naketsl PAST n Jacobi 4. 3ametnwm, uto MeTon
TJIABHBIX KOOPJMHAT SIBJISETCH MPSAMbIM METOJIOM pacuera
TJIABHBIX KOMIIOHEHT B CJjlydae, KOIJla MaTpulla Paccrosi-
HUE MexKly 00beKTaMu eBKJIUI0Ba [62—64]. Jlist kaxkioro
MHOXKECTBA TOUEK, OTHOCSAIIMXCSA K OHOMY BHJLy, BbIUMCJIEH
€ro 1IEHTPOWJI, KOTOPbIH U MPEACTABSAET JaHHbIH BUL [65].
Jlanee 115 BCeX BHJOB BbIUMCJIEHBI MATPHIbl €BKJIMIOBBIX
PacCTOSHUI MEXKJly HX 1IeHTPOUIAMH.

Bce MexKBHIOBbIE MATPHIIbI PACCTOSTHHUI, BKJIIOUAst MOP-
(horeHeTHUECKYIO, 00pPabOTaHbI METOJIOM TJIABHBIX KOOPIH-
Hat. B pesynbraTe Takoi 06pabOTKH /Il UCCIeAyeMbIX Jie-

CATH BMJIOB CEPBbIX MOJIEBOK MbI MOJyUHJIH OrpaHUUEHHBIH
Habop MojyJiell (TJIaBHBIX KOMIOHEHT), OMUCHIBAIOLIUX HX
M3MEHUMBOCTb B MOP(OreHeTHUECKOM M MOJIEKYJISIpHO-Te-
HETHYECKHX MPOCTpaHCTBax [66].

Uro6bl MHHMMH3MPOBATH UYHMCIO CPABHMBAEMBIX KO-
3(QPULHEHTOB KOppessyi, 06e COBOKYMHOCTH T'eOKJH-
MaTHdecKHx (PakTopoB (Kaxkaas MO OTAEJBHOCTH) Mocje
LeHTPHUPOBAHUS, HOPMHPOBAHMS M BBIYUCJIEHHS MaTPHULL
€BKJIMIOBbIX PACCTOAHUI 00pabOTaHbl METOAOM TIJIaB-
HBIX KOOpAMHAT. YacTb pacueToB MPOBOAMIM HE3ABHCHMO
B Pa3HbIX TaKeTax Ajsi KOHTPOJST TPABHUJILHOCTH pe3yJib-
tatoB. KosthduimeHTsl JHHEHHOH Koppessuud [lupcoHa
paccunthiBaaM B nakerax Statistica 8, PAST u Jacobi 4,
ux jloctoBepHocTh — B Statistica 8 u PAST ({-kpurepuit
CrblofieHTa Uil Koa(duipenta Koppenasiuuu [lupcoHa,
df = n — 2). Jlajiee aHaNU3UpOBAJIH KOPPEJSALUMN MOJyJIei
M3MEHUMBOCTH C TIOJyUeHHBIMH TeOKIMMAaTHUECKUMH Tpa-
JIUEHTaMH.

PE3VYJIbTATbDI

Mopdorenetuueckue moayiu usmeHuuBoctu. Ha mjo-
CKOCTH TEPBbIX JIBYX TJIABHBIX KOMIOHEHT MAaTpHIbl MOp-
dorenetnueckux paccrosuuin (32,7 u 23,8 % oOwei au-
CMepCHH) B3aUMHOE pPacCoJIOKEHHE BHJIOB OMpeessieTcs
Pas/IMUUSMH HX BHIOBBIX MOp(orene3oBn (puc. 2).

[To nepBoit MopchoreHeTHIECKON TJIAaBHOH KOMIOHEH-
te (mgPCl) N. juldaschi w A. oeconomus pesko oTJiu-
YalOTCsl OT BCEX OCTAJIbHBIX BUI0OB M3-3a HU3KOH CpeAHEH
CJIOXKHOCTH X MopdoTunoB. Takas WHTeprnpeTalys 3TOro
MOJIyJIsl H3MEHYHBOCTH CJIeJlyeT U3 €ro BBICOKHX KOoppeJisi-
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Puc. 2. Koudurypauus gecsiti BUI0B cepbix nosieBok Microtus s.l. Ha JI0CKOCTH NEPBbIX ABYX IVIABHBIX KOMIIOHEHT MaTPHLLbl MOP-

(horeHeTHYeCKUX pacCcTOsIHUH

Fig. 2. The configuration of ten species of the gray voles Microtus s.1. on the plane of the first two PCs of the morphogenetic dis-

tances matrix
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Tabauya 2 / Table 2

Koadduumentol koppensiumu [Mupcona (x1000) mexay npusHakamu mopdoTtunos m1 gecsiti BUIOB cepbIX MOJEBOK
Microtus s.l. v nepBbIMU AByMSl IIAaBHBIMM KOMIIOHEHTaMH MOP()OreHeTHYeCKON MaTpULbl PACCTOSIHUI

Pearson correlation coefficients (x1000) between morphotypes m1 traits of ten species of the gray voles Microtus
s.l. and two first PCs of the morphogenetic distances matrix

[Tpusnaku mgPCl mgPC2
CymMMapHast CJI0;KHOCTb MPaBoro MopgoTHra 971** —188
CymMMapHast CJI0KHOCTb 060UX MOP(OTHIIOB 970** —191
CymMapHast CJI0KHOCTb JIEBOTO MOP(OTHIA 969** —194
CJ10’)KHOCTb 3aMKHYTBIX OJIEl JIEBOTO MOPQOTHIIA 903%* 300
CJI0)KHOCTb 3aMKHYTBIX MOJIe TpaBoro Mopdotuna 903** 297
AGcoitoTHAsI aCUMMETPHSI CJIOXKHOCTH MOP(OTHUITOB —067 693*
MunumMasbHoe UMC/I0 3//eMeHTapHbIX TePeX0/IoB —060 691*
Sutponusi o lennony 251 682*
AGcosoTHasT aCUMMETPHs CJI0KHOCTH JIMHTBAJILHON CTOPOHBI 019 637*
Jonst cuMMeTpHUHbIX 0co0eil 143 —632*

[Ipumenanue. *p < 0,05, **p < 0,001. Note: *p < 0.05, **p < 0.001.

IMHA ¢ MPU3HAKAMH, XapaKTEPH3YIOLIUMH CJIOXKHOCTb MOP-
¢dorunos ml (raba. 2).

Brosb BTopoii MopdoreHeTHueCcKoil raBHOH KOMITOHEH -
Tl (mgPC2) uccnenyemble BHbI MOJEBOK BbICTPOHJIHUCH
B TOpsiIKe BO3pacTaHusi acummeTpuu Mopdortunos ml
1 YMEHbIIEHHS JI0JH CUMMETPHUHBIX ocobelt (cMm. TabJ. 2).
[TockoJIbKy aCHMMETpPHUsT TPAMIIMOHHO CUMTAETCs MOKa3a-
TeJieM YCTOHUMBOCTH OHTOTeHe3a [67], To u3 puc. 2 caenyer,
UTO CaMbIM YCTOHYHBBIM MOP(OreHEe30M XapaKTepH3YIOTCS
M. paradoxus, M. rossiaemeridionalis w N. juldaschi,
a caMbIM HeycroiunuBbiM — A. fortis u A. mongolicus.

MouieKyJIipHO-reHeTHUYeCKHe MOIYJH U3MEHUYUBOCTH.
B nporiecce ncenenoBannst BhISICHHIOCH, YTO U3 Tpex pac-
CMaTpUBAaEMbIX MaTpHll (CyMMapHbIX, HECHHOHMMHUHBIX
U CUHOHUMUYHOLX MEKBHJIOBBIX PACCTOSIHUI) HanOOJb-
IIYIO COMPSKEHHOCTb C OJHUM W3 MOP(OreHeTHUECKHX
MOJly/lell U3MEHUHBOCTH M C TEOKJIUMATHUECKUM TpaHeH-
TOM JIEMOHCTPUPYIOT TJIaBHble KOMIOHEHTbI MATPHIIbl CH-
HOHUMMUHBIX PACCTOSHUH, TIO3TOMY HHXKE Mbl 00CYXKI1aeM
TOMIBKO MX. B3aumMHoe pacroJsioykenne BUIOB Ha MJIOCKOCTH,
00pa3oBaHHON STHMH TJIABHBIMH KOMIOHEHTaMH (puc. 3),
corjiacyercsi C peayJbTaTaMu, TMOJyYeHHbIMH METOaMH

Puc. 3. Koudurypauus BHJIOB
cepbix noneBok Microtus s.l. na

JIECSITH

MJIOCKOCTH MePBbIX JIBYX NMIABHBIX
KOMITOHCHT MaTpPHIbl CHHOHHMHY -
HBIX PACCTOAHUH

Fig. 3. The conliguration of ten species of

the gray voles Microtus s.l. on the
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synonymous distances matrix
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MOJIEKYJIIPHOH (hHJIOreHeTHKH [68], HecMOTpst Ha TO, UTO
Halll pe3yJsLTaT MoJydeH MO MOAEH CHHOHMMHUHBIX 3aMeH
KOJIOHOB, a He €/IMHHUHBIX HYKJIEOTHIHBIX 3aMeH.

[Ipu pacuere KoppesisiLMi 4acTOT KOJLOHOB C MepBOH
TJIABHOH KOMITOHEHTOH MaTpHllbl CHHOHHMHUYHBIX PACCTOSi-
nuii (genPCl) HanGosbline Koppesasiuui oGHAPYKEHbI /151
nByx kogonoB: GCA (r=—0,911, n = 10, p = 0,00025)
u ACC (r=10,902, n = 10, p = 0,00036). Takum oGpa-
30M, BJIOJIb MIEPBOM TVIABHOH KOMITOHEHTBLI Yy MOJIEBOK Poja
Alexandromys no cpaBHeHuto ¢ popom Microtus npouc-
XOUT JIOCTOBEpHOE yBesanueHune dvacToThl KogoHa ACC
¥ yMeHblieHHe yacToThl KojoHa GCA.

®akropbl cpeapl. [lepBbie ryiaBHbIE KOMIIOHEHTHI MaT-
pui reorpaduueckux (62,2 % oOlei MCIePCHn) U KU~
MaTHYeCcKuX npusHakoB (53,4 % oOllel aucrepcuu) mMect

OTJI0Ba HauboJiee pPernpe3eHTATHBHBIX BBIOOPOK KaXKIOTO
BUJIa BbICOKO KoppesupytoT (r= 0,872, n = 10, p = 0,001)
(Tabs. 3). B coBoKynmHOCTH OHM 00pa3yloT TeoKJuMaTHue-
CKHIT IpajIMenT I0ro-3anajp—ceBepo-BocTok. Baose rpaaueH-
Ta MPOUCXOJUT MOHIKEHHE CPeHEll TeMIepaTyphl BCeX Me-
CSALIEB M 3UMHE-BECEHHHUX 0CaKkoB (¢ (eBpass 1o anpesb)
1 yBeJMUeHHe JIETHHX OCAJIKOB (C MIOHSI TI0 CEHTSIOPD ).
ConpsKeHHOCTb MOJyJiell MOp(OTreHeTHIECKOH, MoJle-
KYJIIPHO-T€HETHUECKOH H CPELOBOK M3MEHUMBOCTH HMCCJIe-
JIOBAJIH C TOMOLIBIO KOPPENSIHHA MeXKIy MepBbIMU ABYMSI
KOMIOHEHTAMH COOTBETCTBYIOLIMX MATPHUIL (cM. TadJ. 3).
Kax BuiHo 13 taba. 3, ofHa U3 HanboJiee CHIIbHBIX KOp-
pensuuit (r= 0,847, n =10, p = 0,002) nosyueHa mexxuy
NepBOH KOMIOHEHTOH MOJIEKYJ/IIPHO-TeHETHUECKOH U BTOPOH
KOMIMOHEHTOH MOpP(OreHeTHIeCKOH U3MEHYHBOCTH (pHC. 4).

Tabauya 3 / Table 3

Koadduuuentsl koppeasiuuu [Mupcona (x1000) mexny nepBbiMu AByMSl [M1aBHBIMU KOMIIOHEHTaMU MopdoreHeTuye-
ckoit (mgPC), mosekyasipuo-renernueckoii (genPC), reorpaduueckoii (geoPC) u kaumaruueckoi (climPC) usmen-

YUBOCTH

Pearson correlation coefficients (x1000) between first two PCs of the morphogenetic (mgPC), molecular-genetic
(genPC), geographic (geoPC), and climatic (¢/imPC) variability

PCs mgPCl mgPC2 genPCl genPC2 climPCl1 climPC2 geoPCl geoPC2
mgPCl - 0 —058 —229 338 049 343 —242
mgPC2 0 - 847%* —260 695* 325 598 536
genPCl1 —058 847%* - 0 788%* 148 759% 472
genPC2 —229 —260 0 — —047 —003 133 014
climPC1 338 695* 788%* —047 — 0 872%* 368
climPC2 049 325 148 —003 0 - —159 690*
geoPCl 343 598 759* 133 872%* —159 - 0
geoPC2 —242 536 472 014 368 690* 0 —
IIpumeuwanue. *p < 0.05, **p < 0.001. Note: *p < 0.05, **p < 0.001.
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Puc. 5. Koppensiuus (r = 0,788, n = 10, p = 0,0068) mesk1y nepBbIMU TJIABHBIMM KOMIIOHEHTAMH KJIHMAaTHY€CKOH H3MEHUHBOCTH

A MaTpUlbl CHHOHUMHWYHDBIX paCCTOﬂHI/lﬁ

Fig. 5.
matrix

[TepBasi KOMMOHEHTA MOJIEKYJSIPHO-T€HEeTHUeCKOH H3-
MEHYMBOCTH TaKXKe KOpPPEJNUpyeT € TeOKJUMATHUECKUM
rpajieHTOM, B OOJIbLIEH CTENEeHH ¢ NePBOH KJAMMaTHYeCKON
komroneHTo# (r= 0,788, n =10, p = 0,0068) (puc. 5).
Boaiee cnabasi koppeasiuus (r = 0,695, n = 10, p = 0,026)
HabJTIo/IaeTCs MeXKIy BTOPOH KOMMOHEHTOH MopdoreHeTH-
4eCKOW MATpPHULbl U NMEPBOH KIUMATHYECKOH KOMITOHEHTOH.

[lepBasi ryiaBHast KOMIOHEHTa MOP(OreHETHUECKOH U3~
MEHYMBOCTH HE KOPPEJNUPYET HU C YeM.

OBCYXXEHWE

Jlannoe nccseoBanye sIBJsieTCs POAOIKEHHEM CepPUH
paboT, NMPOBOAUMBIX HAMH MO TOMCKY CONPSKEHHOW H3-
MEHYUBOCTH MPHU3HAKOB M3 PA3HbIX MPHU3HAKOBbLIX CHCTEM,
a TakxkKe pa3paboTKe afeKBATHHIX aJrOPUTMOB TAaKOTO MO-
ucka [23, 24, 69]. Panee Ha 3Tom ke Marepuasie Oblia
NpearnpuHsaTa TOMNbITKA TMOUCKa COMNPS2KEHHOCTH MEXKILy
MOP(OTHITHUECKOH U MOJIEKY/SPHO-TeHEeTHIECKOH H3MeH-
UMBOCTBIO BHJIOB cepbiX nosieBok Microtus s.l. myrem ana-
JIN3a COOTBETCTBYIOHIUX MATPHLL PACCTOSHHI C TMOMOIIBIO
tecra Manresia [69]. Tect MaHTesis nokasaJj HeJIOCTOBEp-
HyI0 KoppeJsiuio Mexy matputiamu (r= 0,23, p = 0,13,
Np = 106), u3 uero Obl clieJiaH BbIBOJ O CYILIECTBEHHOM
HE3aBUCHUMOCTHU 3THUX MPU3HAKOBLIX CUCTEM Yy UCCJ/IEN0BaH-
HbIX BHUJIOB. Tem He MeHee OKOHUYATEJIbHAS SICHOCTH B 3TOM
BOTIpoce JOCTHrHyTa He Oblia, mockosbky 2B-PLS-ana-
JIU3 TIPOJAEMOHCTPHPOBAJ HaJHUME COMPSKEHHOH HM3MeH-
HYUBOCTH MEXKIy TOKadaTeJsiMHU aCUMMETPUU W IHTPOINHU
MOP(OTHTIOB M YaCTOTAMM HYKJEOTHJIOB H JIHHYKJIEOTHIIOB

Correlation (r = 0,788, n = 10, p = 0,0068) between PC1 of the climatic variability and PC1 of the synonymous distances

reva Cytb mo reokanMaTuueckomy rpajveHty. Ilis yrou-
HEHHSI Pe3YJILTATOB MCC/EIOBAHUS PELIEHO HCIMOJb30BaThH
HECKOJIbKO HHOH TMOJXOJ, @ WMEHHO: Pa3bUTh BCIO HMe-
IOUIYIOCS  COBOKYIHYIO HM3MEHUMBOCTL TIPU3HAKOB pas-
HbIX MPHU3HAKOBBLIX CUCTEM Ha OTHOCHUTEJIbHO aBTOHOMHbLIE
€JIMHULBI — MOJIyJIH, YTO MOXKET CrnocoOCTBOBAThH OoJiee
yCHeuHoMY BbIsIBJICHHUIO T€X M3 HUX, KOTOPbIE H3MEHSIOT-
csl COBMECTHO. BJI0UHO-MOJY/IbHBIHA MOJIXO/ K aHAlU3y M3-
MEHYUBOCTH B HACTOsIIEEe BpeMs HIMPOKO TPAKTHUKYETCH
B Mupe. 15t BbliesIeH|sT MOJLyJ1eil TIPUMEHSIIOT Pa3Hble KpH-
TEpHUH ((byHKHHOHaHbeIE, OHTOI€HEeTHYEeCKHEe, CTaTHCTHYE -
CKHe, 3BOJIOUMOHHbBIE U T. /I.). B HacTosileM nccenoBaHum
Mbl HCMOJb30BaJH CTATHCTHUYECKHUH MoJAXo4 K BbIJIECJICHUIO
mojyseit uamenunBoct [10, 11, 18], B kKauecTBe KOTOPBIX
BBICTYTAIOT TJIaBHbIE KOMITOHEHTbI JIByX MEXKBHWJIOBBLIX Ma-
TPHUL, €BKJIHI0BBLIX PACCTOSAHHUH.

[lepBasg wmarpuua, MopdoreHeTHueckasi, MOCTpoOe-
Ha Ha OCHOBE€ pa3J/iu4dusl y AECATH BUIOB CEPbIX IMMOJEBOK
Microtus s.l. wacTor BcTpeuaeMocTH o6IIMX Nap MOPHOTH-
noB ml, BTOpasi, MOJIEKY/IAPHO-TEeHeTHUECKas, — Ha Oc-
HOBE€ CHUHOHUMHWYHBIX p-ﬂl/lCTaHLll/lﬁ MeXKJy TocJ/enoBa-
TeNLHOCTAMU KoJoHOB Cyth 3THX e BUIOB. B cTathe Mbl
paccMaTpuBaeM JiBa NMepPBbIX MOAYJIS JUIA KaXK/I0H CHCTEMBbI
MPU3HAKOB, MOCKOJbKY 3a WX TNpEAeJaMH CONPSKEHHOH
M3MEHUYHBOCTH He oOHapy:keHo. OHU MPeaCTaBasoT coOok
HanpaBJ€HUsT B COOTBETCTBYIOUINX 3BKJ/AUAOBLIX MPOCTPAH-
CTBax. OHblT [TOKA3bIBAET, YTO B MOJAABJIAIOLIEM OOJIbILINH-
CTBE CJiydaeB JIaTCHTHBIC TepeMeHHbIe MOTYT ObITb conep-
’KatesbHO MHTepripeTHpoBansl [70—72].
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C nosuuuit  6JI0YHO-MOJYJIBHOTO  TOJX0[d OHTOTeHe3
npeacTaBasieT co6oil COBOKYMHOCTb MOP(OTeHe30B, KOTO-
pble MOYKHO MPEJICTaBHTh B BHJE AUCKPETHBIX OJIOKOB HJIH
MOJIyJieH, CroCOOHBIX H3MEHSITbCSI OTHOCHTEJNbHO He3aBH-
CUMO, He 3aTparuBasi MpH 3TOM JApyrue COObITHSI OHTOTe-
He3a [73, 74]. Tak kak B HallleM MCCJIEIOBAHUH MaTpulia
MOp(OreHeTHIECKUX PACCTOSTHUI MeXKIy BHIAMH T0JIydeHa
Ha OCHOBAHWM PA3JIMuMsl y PasHbIX BHJIOB YaCTOT BCTpeya-
eMOCTH 00IIMX nap MOPGOTUMOB M1, KaK CHMMETPHUHBIX,
TaK ¥ aCUMMETPHUHBIX, OHA OTPaKaeT U3MEHYHBOCTb BH-
JIOBBbIX MOpgoreHe3oB. Bblunc/ieHUe TJIaBHBIX KOMIOHEHT
9TOH MaTPHILbl MO3BOJSIET PA3JIOKHUTh €€ Ha He3aBHCHMbIe
COCTABJISIIOLIHE — MOMYJH, SIBJSIOLIHECS Pe3yJsbTaToM
pasHbIX MOP(OreHeTHYEeCKUX COOBITHIH. DTH MOTYJH MPO-
MHTEPNPETUPOBAHbI HAMH B JIAHHOM CJIyuyae Kak CpeHsis
MOP(OTHIHYECKAS] CJIOKHOCTb, OTPAXKAIOMIAs CJI0KHOCTD
NPU3MATHYECKON KOHCTPYKLHH 3y0a, U aCHMMETPHUS MOp-
(hOTUTHUECKOH CJIO?KHOCTH, OTparkaiolliasi HeyCTOHIHBOCTh
MopdoreHesa TOro opraa.

Bsaumnoe pacriosiokenre BHAOB Ha pHC. 2 orpejesi-
eTcsd pasjiMuMsAMU MX BHIOBBIX MopcoreHe3oB. JlBa Buja
N. juldaschi w A. oeconomus xapakTepuaylTcs HU3KOH
Cpe/iHel CIOXKHOCTBbIO MOP(OTHIIOB (OTAENAOTCS MO Tep-
BOH TIJIaBHOH KOMIIOHEHTE), 4TO OTJM4YaeT HX OT BCeX
OCTaJIbHBbIX BHJOB, KOTOpPbl€ PacCTSTHBAIOTCS BJOJb BTO-
poll KOMIMOHEeHTHl, 0oOpadys napbl. Haubosee ycroium-
BbIM MopdoreHe3oM, TakuM o6pa3oM, o6JafaeT mapa
M. paradoxus, M. rossiaemeridionalis, HaumeHee —
A. fortis, A. mongolicus, NOCKOJNbKY MOCJAEHUE HMEIOT
HaubGoJiee BbBICOKHE T10KA3aTeIH aCHMMETPHUH MOPHOTH-
MUYECKOH CJIOXKHOCTH M JIOJIH ACUMMETPHYHBIX 0COOeH.
MurepecHo, uTo st NepBOf IVIABHOI KOMIIOHEHTbI, $B-
JISTIOILIEHCST OCHOBHBIM HampaBJjieHHeM MOp(OreHeTHUECKOH
MU3MEHYMBOCTH M OTPaxKaloullell HM3MEHYHBOCTL CPEIHEH
MOP(OTHITHUECKOH CIOXKHOCTH M1 y HCC/IEIOBAHHBIX BH-
JIOB, He 0OHAPYKEHO JOCTOBEPHBIX KOPPEJSIIHA C KAKHM-
JIMO0 HanpaB/eHUEM MOJIEKYJISIPHO-TeHeTHYECKON HJIH reo-
KJAUMAaTHUECKOH H3MEHYHBOCTH.

Jlanee Mbl MOJYUHIIH KOPPEJISILIMIO BTOPOH KOMMOHEHThI
MOp(OreHeTHUECKOH MaTPULbl ¢ T€OKIMMATHIECKUM Tpa-
JIMEHTOM 10T0-3aMajl—CeBePO-BOCTOK (0COOEHHO C MepBOi
KJIMMATHUECKOU TJIABHOH KOMITOHEHTOH) (cM. TabJ1. 3), uTo
MOATBEPXKIAET YBEJMUEHHE aCHMMETPUH MOP(OTHIIOB MpPH
MOBBILIEHUH HAMpPS?>KEHHOCTH BO B3aWMOJEHCTBMH oOpra-
HU3M—cpena (cm. Tada. 2). [TockosbKy nepBasi KAUMaTH-
yeckasi IJlaBHasi KOMIIOHEHTa 00pa3oBaHa HCKJIIOUMTEJ/IBHO
BKJIAIAMU TeMmrepaTyp, CUMTaeM, YTo TemrepaTypa rnpes-
cTaBJsieT co60i OCHOBHOH (PaKTOP MEXKBHAOBOH H3MEHUH-
BOCTH MopdoreHes3oB [75—77].

Opnnako elite 60JbILIYI0 KOppensiuo BTopas Mopdore-
HeTHYecKasi KOMIOHEHTa TPOJIeMOHCTPUPOBaia ¢ TepBOi
KOMMOHEHTOH MaTpHlbl MOJEKYJsPHO-TeHeTHYECKHX pac-
CTOSIHUE MeXJy BHIAMM, PACCYMTAHHOH MO MOJEJIH CHHO-
HUMHUHBIX 3aMeH KonoHoB Cytb (cM. Tabi. 3). OcHoBanueM
JUIS pacyeta Mo 3TOH MOJIENH CJY:KHT YCTaHOBJIEHHBIH /151

6OJILIIOTO YHCIa BHAOB JKUBBIX oprann3mon akt CHCK.
CoOTHOILIEHHE CMHOHUMHYHBIX KojloHOB B MPHK siBsisiercs
BaXKHBIM (PAKTOPOM, BJIMSIOIIMM Ha CKOPOCTb TPAHCJSALMH
1 KHHETHKY cHHTe3a Gesika [78—81]. Kpome Toro, pasnu-
UMl CUHOHHMHYHBIX KOJIOHOB (PAKTHUECKH CJIy»KAT JOMOJI-
HUTEJbHBIM KOJIOM yrpasseHus c6opkor (folding) Geska
in vivo W, CJeI0BaTeNbHO, elle OAHUM HCTOUYHHKOM KOH-
(hopMallMOHHOH H3MeHUHBOCTH GesKoB [82].

[Tpuunner CHCK ocratorest Temoit Jyisi JAMCKyCCHH.
B uacrHocTH, chopMyHPOBaHBI THIOTE3bI CJAYYAHHBIX MY-
Taluil U HanpasJeHHoro or6opa [83]. [TosydeHHbIl B pam-
KaX Halllero UCCJIeIOBAHUs Pe3yJIbTaT, a HMEHHO COOTBET-
CTBHE MEPBOH IVIABHOW KOMITOHEHTBI MEXKBU0BOH MaTPHLLbI
CUMHOHUMHYHBIX PACCTOSHHUH IeOKJIUMATHUECKOMY I'paJiieH-
Ty I0T0-3aMnaj—CceBepo-BOCTOK (cM. TabJs1. 3), CBHAETEIb-
CTBYET B MO0JIb3y CEJEKTHBHOIO MeXaHH3Ma (pOpMHUPOBAHHS
Habsonaemon kaptuabl CHCK. Byosib reoksmimatiueckoro
rpajreHTa y nosneBok poja Alexandromys no cpaBHEHHIO
¢ ponom Microtus TpouCXOMUT JIOCTOBEPHOE YBeJHUeHHE
yactotbl KojoHa ACC W yMeHblleHHe YacTOThl KOJOHA
GCA. I'Tonyuennoe CHCK moxeT ObITb COTMPSIZKEHO ¢ Obl-
CTPbIMM AANITHBHBIMH H3MEHEHHUSIMH BTOPUYHOH CTPYKTYPbI
6esKa, 00yCJOBJAEHHBIMH BO3AEHCTBHEM (haKTOPOB CpPeJpl,
UTO B paMKaX HACTOSIILETO HUCC/ENI0BAHUS SIBJSETCA BCETO
JIMUIb TIPENOJIOKEHHEM.

BaaronapHoctu

WcenenoBanne nopep:kaHo [Iporpammoit dyHniameH-
Ta/lbHbIX HayuHbIX HceaenoBanuil (OHM) rocynaperBeHHbIX
akanemuit Hayk Ha 2013—2020 rr., npoekr Ne VI.51.1.9.
(AAAA-A16-116121410119-4), wu rpantom POOU
Ne 17-04-00269-a. Mcnosb3oBaH MaTtepuan W3 TOIEP-
JKaHHOH MPOrpaMMON pa3BUTHS OMOPECYPCHBIX KOJIJIEKIIUH
Munnaykun Poccun  kosunekiun  « CHOUPCKUE  300J10TH-
yeckuit myseil, Hoocubupck» HucTutyra cucremMatHku
1 skoJiorun KuBoTHBIX CO PAH (roczamanne Ne AAAA-
Al7-117101070002-6).

NMPUNOXEHUE

Howmepa nocaenosarenbHocreit B GenBank

M. agrestis: AF119271, AF159402, AY167149—
AY167213, FJ619746—FJ619786, GU563195—GU5H63299,
JX284248—-JX284283, KF218851—KF218952.

A. fortis: AF163894, EU126809, EU870632,
HQ123607, HQ123608, JF906125, KJO81871—
KJ081954.

L. gregalis: AF163895, AY513803, KF839591,
KF839592.

N. juldaschi: AY513808, EF599112, EF599113.

A. maximowiczii: FJ986303, FJ986311, FJ986312,
FJ986319, KJ857275—KJ857280, KI857287—KJ857291.

A. middendorffii: AF163898, FJ986314, FJ986315,
HM119493.

A. mongolicus: FJ986304, FJ986305, FJ986309,
FJ986310.
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A. oeconomus: AB372193—AB372207, AF163902,

AY219981—AY220045, DQ452134—DQ452142.

M. paradoxus: KC953622, KC953624.
M. rossiaemeridionalis: AY513819—AY513823,

Ub4472—-U5b4478, Ub4493, Ub4495.
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