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ression hybridisation area

S.S. KRAMARENKO

Mykolayiv state agrarian university, Parizhskoy kommuny
str., 9, Mykolayiv 54010, UKRAINE; e-mail: KSSNA-
IL@rambler.ru

ABSTRACT. Population genetic structure of the land
snails of the genus Brephulopsis (B. cylindrica and B.
bidens) and their hybrids has been studied using of
three polymorphic loci of esterases of foot tissues.
Genetic patterns of allozyme variability of hybrid
forms were similar to those for B. bidens. A similar
result is obtained when using multilocus genotypes
allozymes. On the other hand, the hybrid forms are
characterized by an intermediate (“chimerical”) shell
morphology between the two parental species. The
values of effective population size were estimated by
the Slatkin method of “private” alleles and the Kohn’s
rarefaction curve method. These values were in the
range from 20 to 60 individuals.

B konme 80-X TT. mMpommioro CTOJETHs HaMU
ObLIa 0OHApYKEeHa 001aCTh MEXBHUIOBOM THOPUIH-
3allMd Ha3eMHBIX MOJUIIOCKOB pona Brephulopsis
Lindholm, 1925, pacionoxkenHas B r. Cumdeporo-
Jie Ha Ta30HE CTaJArOHa TaBpUYECKOro HallMOHab-
Horo yauBepcuteta uM. B.W. Bepnaackoro. Xapak-
TEpHOI 0COOEHHOCTBIO TAHHOHM 007acTH THOPHUIU-
3allUU SIBUWIOCH TO, YTO OHA BO3HUKIIA B PE3YJIbTaTe
HenpeaHaMePEeHHOro (I0-BUAMMOMY, Pa30BOro) 3a-
Hoca ocobelt B. cylindrica (Menke, 1828) nHa Tep-
PpHUTOpPHIO, 3aHITYI0 HATUBHOH momyJsiiuei B. bi-
dens (Krynicki, 1833) B 1974-1975 rr., korna npu
cTpoutenbeTBe craguoHa THY mpomsBomgminck
Oonbie 3emisiHbie padothl. [locne 3aBepiieHUs
pabot Moutrocku B. cylindrica paccensumics 1o 1e-
pudepun cTaTuoHa A0 TeX IMOp, MOKa He BCTPETHIH
a0OpUTEHHBIN I 9TOH MecTHOCTH B. bidens. Pe-
3yJIbTaTOM BCTPEYH [IBYX POJICTBEHHBIX BHJIOB

crano QGopMupoBaHHe 00JACTH MHTPOTPECCUBHOM
THOPUIU3AIHH.

Oco0eHHOCTH BapbUPOBAHUSI KOHXOJIOTHYECKUX
MIPU3HAKOB HA3eMHBIX MOJUTIOCKOB pona Brephulop-
Sis B 9TOW 00J1aCTH THOPUAM3ALIMHU paHee ObLTH OITH-
canbl B pabore Kpamapenko u Ilomora [1994]. B
YaCTHOCTH, OBUTIO OTMEUEHO, YTO B 00IaCTH THOPH-
JIM3AIIUH TIPOSIBIISTFOTCS. Y€TKO BBIPAXKCHHBIE KIIMHBI
B OTHOIICHHH MOP()OMETPUUECKHX MPH3HAKOB pa-
KOBHHBI (II0 pa3MepaM pakoBUHBI B. cylindrica npe-
BhIaeT B. bidens Kak B mpenenax apeaya, Tak U B
30HE Mpenropuid, rae pacroioxer r. Cumdepo-
moJis). bosee Toro, B 06mactu rubpuamu3anuu chop-
MUPOBAIACh YETKasl KIIMHA B OTHOLICHUHM YaCTOTHI
BCTPEUAEMOCTH BHUIOCHCHUBHIECKOTO aIst B. bi-
dens mpu3HaKa (HAJIMYKE MAJATATFHOW CKIIAJIKU B
rIryOuHE YCThsI).

B Hacrosieit paboTe MBI IPHBOIUM PE3YITbTATHI
UCCIICIOBAHMS aJUTO3MMHON M3MEHYMBOCTH HA3EM-
HBIX MOJUTFOCKOB JIBYX BUJIOB pojia Brephulopsis u
WX THOPUJIOB U3 JTAHHOM 00JIACTH THOPUAN3AITUH.

Marepuan 1 METOABI

B kauecTBe MaTepuana st HCCIICAOBAHUS ObLIH
WCTIOJIb30BaHbl JKUBBIE TIOJOBO3PEIbIE MOJUTIOCKH
pona Brephulopsis, coopannbie B urore 1990 r. u3
TpeX pa3InIHbIX MecT ooutanus. B. bidens (n = 50)
OBUTH 0TOOPAHBI U3 IIOMYJISIIIAN, OOUTAFOIIEH Ha Tep-
puropru napka «Canrupkay (OmKaias momyJis-
nus K obsactu rubpunusanum). B. cylindrica (n =
50) ObLTH cOOpaHbl U3 MOMYJISIIIAK, OOUTAOIIEH Ha
ckione p. Canrup B ropojckoit gepte . Cumpepo-
nmons. Hakonen, rubpumable ocodu Brephulopsis
spp. (n = 80) ObLTH cOOpaHbI B 00TACTH THOPHTH-
3arun. 13 Hux 40 MOJUTIOCKOB XapaKTepHU30BAIHCh
HaJTMYUEM NaJaTATFHON CKIIAIKU B TITyOHHE YCThS,
a apyrue 40 — Takod CKIIaJKU HE UMEJH.

Bce ocobu ObIM JJOCTaBIICHBI B Ta00paTOPHIO U
MIPOHYMEpOBaHEL. [ Kakaoi ocodu ObLIH HU3Me-
PEHBI BRICOTa 1 MAKCHMAJIbHASI TUPHHA PAKOBHHBI
¢ TouHOCThIO 0 0,05 MM 1O cTaHAAPTHON METO/IUKE
[[uneiiko, 1984]. IlomydyeHHble AaHHbBIE B AaJb-
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HEHIeM aHaIM3UPOBAIMCH OOLICTIPHHATHIMUA OHO-
MeTpuueckuMu meroaamu [Jlakun, 1980].

[TpoObI MBIIIIEYHOW TKaHU HOTH (11ehaonomy-
Ma) KaKI0H 0coOu OBLTH MCITOJBL30BAHbI JIJIsl aHA-
J¥3a aJUIO3MMHOU M3MEHYHUBOCTH METOJOM IIHCK-
anektpodopesa B kpaxmaiabHOM Tene [["aans u np.,
1982]. Haunyuiee pasaeneHue pa3inyHbIX ajljio-
3UMHBIX BapPHAHTOB MMEJIO MECTO JUIsl Hecrenupu-
yeckux dcrepas (Est) MpIieyHON TKaHM HOTH MOJI-
mockoB. [y naHHOTO (pepMeHTa OBUTO BBISBICHO
YeThIpe 30HBI aKTHBHOCTH, M3 KOTOPBIX OTHA OBbLITa
MOHOMOP(HOH 715 BCeX UccaenyeMbix ocobeit. 13
TPEX OCTABIIMXCS 30Ha aKTUBHOCTU A ObUIA MpE-
cTaBlieHa 4eThIpbMs (heHOTUIaMu. 30Ha B cooTBeT-
CTBOBajJla MOJENU KO-JIOMHMHAHTHOTO JIOKyca C
TpeMsl aJUIeISIMU M, COOTBETCTBEHHO, IIECTHIO Pa3-
JTWYHBIMA TeHoThnaMu. Hakonen, mst 3085 C 0T-
MeYaJloch HAMYHE IBYX (PEHOTHIIOB — OIUH Xa-
paKTepU30BajCs HAIHMYHEM aKTUBHOCTH (pepMeHTa
(1), a BTOpoit — ee orcyrcrBueM (0). Takum obpa-
30M, JIAaHHBIHI JIOKYC paccMaTpuBajcs HAMH Kak JId-
QJUIETBHBIN C TIOJHBIM JOMHHHUPOBAHHEM.

Or1leHKa YacTOT Pa3IHYHBIX ()CHOTUIIOB U ajlie-
JIei TPOU3BOIMIIACK T10 OOIEPHUHATHIM METOTUKAM
[JIm, 1978].

Kpome anamn3a rmo oTAenbHBIM 30HAM aKTHBHOC-
TH (JIOKycaMm), HAMHU TaK>Ke TIPOBEJICH aHAITU3 BCETO
MYJIBTHJIOKYCHOTO T'eHOTHNa ocobeil Brephulopsis
spp. B aToM crydae B kauecTBe OIIEHKH TeHETHIEC-
KOTO pa3zHOOOpasus I KaKIOH BBIOOPKH OBLIH
OILICHEHBI YaCTOTHl BCTPEUACMOCTH MYJBTHIIOKYC-
HBIX TeHOTUNOB. Cpeay HUX OBUTM OTMEYCHBI T.H.
«TIpPUBATHBIE» (p;), COTJIACHO TEPMUHOIOTHH M.
Cnarkuna [Slatkin, 1985], T.e. Takue, KOTOpbIE
BCTPEYAIIMCH TOJIBKO Y 0COOCH M3 KaKOW-TO OJHOU
BBIOOPKH. OTH [JaHHBIC IO3BOJIMIIM PACCUUTATH
OLICHKY ITOTOKA TeHOB (gene flow — Ne * m) mexmy
0COOsIMH pPa3HBIX BUJIOB M MX THOPUIaMHU Ha OCHO-
BaHHWHU JUIO3MMHBIX IAHHBIX, UCIOIB3Ys (hopMyy
Cnatkuna [Slatkin, 1985]:

lg(Ne -m)y=a+b-lg(p,). (1)

3HavyeHUsT KOADDUITMESHTOB «a» U «by IS 3TOTO
ypaBHenus paBHbl, —0,612 n—1,21, cooTBETCTBEHHO
[Barton, Slatkin, 1986].

C apyroii CTOpPOHBI, OIICHKA IOTOKA TeHOB ObLa
MOJTydYeHa IIPU IPOBEACHUN aHAIN3a MOJIEKYISIPHON
n3MeHuInBocTH (AMOVA) 1o anroputMmy DKCKod-
¢uepa u coaBTopoB [Excoffier et al., 1992] ¢ uc-
nonb3oBanueM nporpamMmel GenAlEx v. 6.0 [Pea-
kall, Smouse, 2006]:

1 1
Ne~m—4~[®st—l], 2)
rae @st — Mmepa reHeTudeckol nuddepenima-
IIUM MEXTy BhIOOpKamHu. J1Jisl Ka)I0ro U3 Tpex Jo-
KyCOB 9Ta BeJIMYMHA OblJIa pacCCUUTaHA OTJIENIBHO.
Taroke pacculTaHbl OLICHKH pa3Mepa JOKaIbHOM
nomynsauu (Nn) Ha OCHOBE aHalM3a pacipenesne-

HUSI 9aCTOT MYJIBTHJIOKYCHBIX TCHOTHIIOB TIO METO-
nukam, npeanoxxeHHbiM Kon [Kohn et al., 1999] n
Yao [Chao, Shen, 2006] ¢ ucmoan30BaHUEM IPO-
rpamm PAST v. 1.82b u SPADE v. 3.1, cooTBeTtcT-
BEHHO. AHAJIOTHYHBIA MOJX0]] OBLT YKE UCIIONIB30-
BaH paHee HaMH ISl aHAJIN3a TeHETHYECKOI CTPYK-
Typsl Mommiocka Cepaea vindobonensis (C. Pfeiffer,
1828) no RAPD-mapkepy [Kpamapenko, 2009].

Ha ocHOBE HOJTyYeHHBIX pe3yabTaTOB ObLIA pac-
cuMTaHa OleHKA 3P (HEKTHBHON YHCICHHOCTH MOITY-
ysinuu 1o popmyne [Cowie, 1984]:

4-Nn
T 241 3)

Ne
rne Vf— BapuaHca pa3mMepa CeMbH:

2+4-p%+(M—2y U-1)
M-1-0)+2-0) °

rae M u V — cpeaHee U BapHaHca 4Hcia Mpo-
JyLIMPOBAaHHBIX OTOMKOB (SIM1l), COOTBETCTBEHHO;
U — cMepTHOCTh FOBEHUJIBHBIX 0COOEH.

Vf= 4)

PesynbraTel

B tabmuie 1 mpuBeneHbI MOKa3aTenyd KOHXHO-
METPUYECKON M3MEHUYHMBOCTH MOJUTIOCKOB Brephu-
lopsis spp. pasnuuHbIX Tpym. Kak n oxunmanocs,
ocobu m3 00JacTH THOPUAN3AINN 3aHUMAIOT TPO-
MEKYTOYHOE TIOJIOKEHHE B OTHOIICHHU OCHOBHBIX
KOHXHOMETPUYECKHUX MPHU3HAKOB MeXAy B. cylind-
rica u B. bidens. Ilpu 3TOM ypoBEeHb H3MEHUYMBOCTH
JUISL BBICOTHI M INUPUHBI PAaKOBHHBI OKa3bIBACTCS
MOYTH B JIBa pa3a BhIIE Y THOPUIHBIX 0COOCH, KaK
O0buto otMeueHo u panee [Kpamapenko, Ilomos,
1994].

[MpuHnMnWanEHO WHAS KapTHHA OTMEYAeTCs B
OTHOIICHUH AJUTO3UMHOW U3MCHUYHMBOCTH aHAIH3H-
PYEMBIX TPYIII MOJLTFOCKOB. B Tabmuiie 2 npusese-
HBI 9aCTOTHI Pa3IHYHBIX ()EHOTUIIOB U aJlIeeH Tpex
JIOKYCOB 3CTepasbl ISl MOJIIOCKOB Brephulopsis
Spp. U3 Pa3NUYHBIX TPYIIL

Moiuttocku 13 001acTH THOPUAM3AIUN He3aBH-
CHMO OT MX Pa3MEpOB U HAINYMS/OTCYTCTBHS Hajia-
TaIFHON CKJIQJKU B yCThE PAKOBUHEI OBUIH OYCHB
Onmu3ku K BUIy B. bidens. B kauecTBeHHOM OTHO-
IICHUH JUTI THOPHUIOB M MOJUTIOCKOB B. bidens ot1-
MEUaeTcsl MPAKTUUECKH MONHOE OTCYTCTBHE (EHO-
tuna «4» s nokyca Est-A, ¢ omHO# CTOPOHEL, H,
HA000pOT, IPUCYTCTBHUE TOJBKO Y HUX aJIesst «1»
st tokyca Est-B, ¢ npyroii, mpudeM ¢ JIOBOJIBHO
BBICOKOM 4acTOTOH.

B xonmuecTBEHHOM OTHOIICHWH YacTOTHI pas-
JIUYHBIX (PCHOTHITOB WM aJuleieid ObLIM OJIM3KH K
TaKOBBIM Uil B. bidens (HampuMmep, O JIOKycaMm
Est-A4 u Est-C), 3aHnManu npoMexyTOYHOE MOJI0Ke-
HUE MEeXAy YacTotaMu A8 B. cylindrica v B. bidens
(aHammpumep, 1o Jokycy Est-B).
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Tabmumna 1. Onenku cpenrero apudmerndeckoro (X + SE %) u kosdduuuenta papuaruu (CV) BHICOTH U MIMPUHBI PAKOBHHEI

MOJUTIOCKOB Brephulopsis spp., MM

Table 1. Mean (X+SE¥x) and CV estimates for shell height and shell width of the land snail Brephulopsis spp., mm

Bug n BeicoTa pakoBUHBL [upuHa pakOBUHBI
X+SEx CV, % X+SEx CV, %
B. cylindrica 50 19,4610,12 4,21 6,961+0,04 3,87
I'nGpunsl (6e3 mamaTaabHOM CKIIAIKN) 40 16,26+0,21 8,25 5,65+0,07 7,49
I'nbpunsl (Cc manmaTaJbHOM CKIIAQAKOIN) 40 15,69+0,15 6,23 5,42+0,05 5,82
B. bidens 50 13,7740,13 4,83 4,66+0,03 4,11

T36J'II/ILI3. 2. YacToThl (beHOTI/IHOB U ajuienei JUI pas3jiMiYHbIX JIOKYCOB 3CTEpa3 MBIIICYHON TKaHM HOTH MOJUIFOCKOB

Brephulopsis spp.

Table 2. Phenotype and allele frequencies of the foot tissue esterase loci for land snail Brephulopsis spp.

Bun Est-4 Est-B Est-C

1 2 3 4 1 2 3 0 1
B. cylindrica 0,080 0,280 0,340 0,300 - 0,490 0,510 0,566 0,434
I'nbpunsr (6e3 mana- 0,325 0,550 0,125 - 0,138 0,525 0,338 0,975 0,025
TaJIbHOU CKJIAJIKH)
T'ubpunsl (¢ manmatans- 0,500 0,412 0,088 - 0,150 0,550 0,300 0,987 0,013
HOM CKJIaJIKOM)
B. bidens 0,380 0,400 0,140 0,080 0,130 0,620 0,250 0,959 0,041

B 1enom, B OTHONICHUH YacTOT Pa3IHYHBIX JIO-
KyCOB 3CTepa3bl OTMEYAIOTCS JOCTOBEPHBIC OTIIH-
yns Mexny B. cylindrica, ¢ ogHOM cTOpPOHBL, U B.
bidens u Tubpunamu, ¢ APyroi; Mexxay ABYMs IOC-
JICTHUMH TPYIIIaMH JOCTOBEPHOTO OTJIMYHS HE BBI-
SIBJICHO (WCIIOJTB30BAH aJTOPUTM aHAIN3a MOJIEKY-
nsipHOr m3MeHunBocTH — AMOVA).

Bcero mamm Oblio oOHapyxkeHo Hammuue 31
MYJIBTHJIOKYCHBIX TEHOTHIIOB CPEIU HCCIICIOBaH-
HBIX MOJUTIOCKOB pojia Brephulopsis u X rTHOpHIOB.
B tabnuie 3 mpuBeneHBl MOKA3aTEH, XapaKTepH-
3yIOlINe TeHeTHYEeCKOe pasHoo0pas3ye HCCIea0BaH-
HBIX 0c00€H ¢ MCIONB30BAHUEM MYJIbTHIOKYCHBIX
TeHOTHIIOB.

Kak BuiHO, B 11€710M THOPHIHBIC OCOOH TPUHIIH-
MHAJTBHO HE OTIMYAIIHNCH OT POJUTEIILCKIXY BUIOB
B OTHOIICHWW YPOBHS TCHETHUYECKOTO Pa3HOOOpa-
3ust. IMENHCh TOBKO Ka4eCTBEHHBIC OTIIMYHS, KO-
TOpBIC 3aKITIOYAIOTCSA B TOM, YTO CPEIH THOPHITHBIX
oco0Oell HH3Ka JIONA C PEIKHMH TEHOTHIIAMH, T.C.
BapHaHTaMH, OTMEUYCHHBIMU TOJBKO OJMH pa3. Y B.
cylindrica n3 15 OTMEUYEHHBIX BapHAHTOB MYJIBTH-
JIOKYCHBIX T€HOTHIIOB IOYTH TIoJ0BUHA (7) BCTpe-
YaJach JIHMIIb [0 OJHOMY pasy, y B. bidens anano-
THYHAs CUTyalus — u3 18 OTMEYCHHBIX BAPHAHTOB
JIeCSITh OBLTM OTMEYEHBI JIMIIB 10 OJHOMY pa3sy,
TOTJIa KaK y 0cO0€e# 13 001acT THOPUAM3AIINH JTOJIS
TaKuX peakux (OpM MOYTH BIBOE HIKE — U3 18
OTMCUYCHHBIX BAPHAHTOB 0 OJHOMY pa3y BCTpeda-
JIUCh JTUIIb MATh U3 HUX.

Yrto kacaercs (IIPUBATHBIX» MYJBbTHUJIOKYCHBIX
TCHOTHIIOB, TO 3€Ch TAK K€, KaK U C HEKOTOPbIMU

JIOKyCaMH, THOPUIBI UMETH IIPOMEKYTOTHOE TI0JI0-
KEHUE MEXIy [BYMs POIUTEIbCKUMH BHIAMH
(Tabm. 3).

[TomobOue MexIy TeHETHUCCKOW CTPYKTYpOi B.
bidens 1 TMOPUIHBIMU OCOOSAMHU TPOSBIACTCS HE
TOJIFKO B OTHOIIICHHUH YacTOT VIS OTJCIBHBIX JIOKY-
COB, HO TaK)Xe M IIPHU PACCMOTPEHHUH MYJbTHIOKYC-
HBIX T€HOTHIIOB B IieJIoM. Taxk, B. bidens o0namamu
CEMbI0 OJIMHAKOBHIMH BapHAHTAMH MYJBTHIIOKYC-
HBIX TEHOTHIIOB, KOTOPHIX HE OBIJIO Y MHOTO BHIA,
¢ rubpuaamMu, Toraa Kak ans B. cylindrica nono6Has
CUTYyalllsl UIMeJla MECTO JIMIIb OAMH pas.

He mMeHee HHTEpECHBIM OKa3bIBAECTCS MEXaHU3M
(hopMUPOBAaHUS MyJTBTUIOKYCHBIX TEHOTHIIOB B pa3-
JIUYHBIX BBIOOPKAX Brephulopsis spp., TOCKOIBKY a
priori TPEANoNarajoch, YTO Pa3jIMYHbIE JIOKYCHI
MPOSIBIISIFOTCS.  HE3aBHCHUMO. JTa HYJb-THIIOTE3a
OBLIa IMOJTHOCTHIO MOATBEPIKACHA JUTst 0cobeit B. cy-
lindrica (xputepuii Xu-KBapaT, pacCUMTAHHBIN Ha
OCHOBE MaKCHMAJbHOTO MPaBIONONO0HS: Y2\ =
19,46; df = 14; p < 0,20). AHanornyHasi CUTyaIus
oTMeUaNach M JJIsl 0coOel M3 00JacTH THOPHII3a-
wan (% = 22,99; df = 17; p=0,15). A BoOT 1151
MOJUTIOCKOB B. bidens ObIII OTMEUEH JTOCTOBEPHBII
U30BITOK WM, HA00OPOT, ACPHUIUT OTIACIHHBIX
MyJIBTHIIOKYCHBIX TeHOTHIIOB ( X%\ = 50,31; df =
17; p <0,0001).

Hcnonb3ysa MeToauky «paspexenus» (rarefacti-
on), Ha OCHOBE MOJYYEHHOT'O pacrhpeesicHUs Yac-
TOT MYJBTIJIOKYCHBIX T€HOTHIIOB U OTHENBHBIX
BBIOOPOK ¥ TIOIYJISIIIAN B IIEIOM, MOKHO OIICHHTH
pa3Mep JAaHHOU TPYIIBI 0COOCH ¢ UCTIOIB30BAHUEM
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Tabmuma 3. [lokazaTenn, XapakTepU3yOLIHe TeHETHIECKOE PasHo0Opa3ne MOJLTIOCKOB Brephulopsis spp. Ha OCHOBE MYIIb-

TWIOKYCHBIX TE€HOTHUIIOB 3CTE€pA3 HOTHU

Table 3. Genetic diversity indices of the land snail genus Brephulopsis spp. based on foot tissue esterase’s multilocus

genotypes
Bug Konuuectso HacroTa Hons OueHkH pa3Mepa JIOKaJbHOU nomynsiuuu (Nn)
pean30BaHHBIX | «IPHUBATHBIX» TEHOTHIIOB, Merox Kon u Merox Yao
FCHOTUIIOB TeHOTHIIOB (p1) OTMEUCHHBIX CoaBTOpaMHU
TOJBKO OAWH pa3
B. cylindrica 15 0,340 0,467 21,6 22,047,1
T'ubpunpt 18 0,108 0,278 24,2 20,0+2,6
B. bidens 18 0,060 0,555 30,8 33,0£12,9
B nenom 31 0,169 0,355 38,1 49,3+15,1

Tabmuma 4. OueHKM NHOTOKAa T'€HOB MEXIYy BBHIOOpKAMM MOJUIIOCKOB Brephulopsis spp. Ha OCHOBE MYJbTHIJIOKYCHBIX

TE€HOTUIIOB 3CTEpaA3 HOTU

Table 4. Gene flow estimates of the land snail genus Brephulopsis spp. samples based on foot tissue esterase’s multilocus

genotypes
Jlokyc Meton Dxckodduepa u COaBT. Meton CnarkuHa
(MyJIBTHIIOKYCHBIN )
Dst Neem Neem
Est-4 0,097 4,66
Est-B 0,066 3,54 4,67
Est-C 0,549 041

METOJNKH, TIpeIokeHHol B padore Kona u coas-
topoB [Kohn et al., 1999]. IlonydenHast 1j1st SMITU-
puueckoro Habopa 4acTOT KpHUBasi pa3pekeHus (ra-
refaction curve) onMceIBaeT 3aBUCUMOCTh KyMYJIsi-
TBI BBISBJICHHBIX T€HOTHIMYCCKUX BapUAHTOB (Ba-
PHAHTOB MYJBTWIOKYCHBIX T€HOTHUIIOB) B 3aBHCH-
MOCTH OT 4YMCJa HCCIIENOBAHHBIX 0coOei. Takum
00pa3oM, aCHMIITOTa 3TOW KPUBOM MOKET OBITh OII-
peneneHa aHATUTHIECKUMH METOAaMH U 00eCIeun-
BaE€T OLICHKY JIOKAJbHOW YHCIECHHOCTH TOIYJISIINN
[Kohn et al., 1999].

OrneHKH pa3MepoB JIOKATBHBIX MOMYJISIUN s
Pa3IUYHBIX IPYIIT MOJLUTFOCKOB, TOJIYYCHHBIC TBYMS
Pa3IUUHBIMU crioco0aMu (TTapaMeTpudecKuil moa-
xon1 KoHa 1 coaBTOpOB 1 HEMapamMeTpUIecKHil cIio-
c00 Yao), maroT IpUMEPHO CXO/IHBIC BEIUIHHEI. Be-
JMYMHA JIOKATbHON MOMYJISIUM AJII MOJUTIOCKOB
pona Brephulopsis BapbupyeT HE3HAUYUTEIHHO: Nn
=20-33 ocobu. Takum 00pa3om, JIMIIb OKOJIO TOJIO-
BUHBI 0CO0CH B HOMYIALUSIX 3THX MOJUTIOCKOB OKa-
3BIBAIOTCS] YHUKATGHBIMHI B OTHOIICHUH MYJIBTHIIO-
KYCHBIX TCHOTHIIOB U, CIICIOBATEIIHLHO, MOYKHO OXKH-
JaTh, 4yTo 3(h(}HEeKTUBHAS YUCICHHOCTh MOIYJISAIUHA
OyleT 3HAYUTENHFHO HIDKE (DAKTHUECKOH UYMCIICH-
HOCTH.

B tabnuie 4 npuBeACHBI OLCHKH MOTOKA TCHOB
MEXIy TpeMsI BRIOOpPKaMH MOJIIIOCKOB poja Brep-
hulopsis, ToTy4YeHHbIC HA OCHOBE aHAaJIM3a TPEX pas-
JIMYHBIX JOKYCOB.

B nenmoM, OIieHKH MTOTOKA TEHOB, TOTYYCHHBIC C
UCIIOJIb30BAaHUEM PA3IMYHBIX JIOKYCOB, a TAKKe Ha

OCHOBE MYJITHIIOKYCHOTO ITOIXO/1a, OKa3bIBAIOTCS
JOCTaTOYHO ONIM3KMM. VIcKiodeHne cocTaBiseT
Toibko JOoKyc Est-C, uii KOTOporo ormedaercs
OYeHb BBICOKHIT YPOBEHb MEXKIOMYJISIIMOHHON Te-
HeTn4ecKoi audepeHIaliuy U, COOTBETCTBEHHO,
O4YeHb HU3KUH YPOBEHBb IOTOKA I'EHOB.

OnHako, Takas CHTyalust BO3HHKaeT Oarogapst
TOMY, YTO B OTHOLIEHHH 4acTOT aJuIeNeil 110 JaHHO-
My JIOKycy ocodu B. bidens m TuOpumpl, ¢ 0xHOMI
CTOpPOHBL, U ocobu B. cylindrica, ¢ npyroii, o4eHb
CWJIBHO OTJIMYAIOTCS MEXIy co00¥ (Tadi. 2).

Ecnmu xoMOMHHMpOBaTH OLIGHKH MOTOKAa TI'€HOB,
MOJTy4EHHbIE PA3IMYHBIMU crocobamu (Nesm =
3,54-4,67), ¢ BeMWYMHON WHTCHCHBHOCTH ITOTOKA
reHoB, MojyuyeHHOW Hamu panee [Kpamapenxo,
2002] mnst BUmIOCIEU(PHIECKOTO MPU3HAKA «HAIU-
yye nanataibHoi ckimanku» (m = 0,085), To MbI
MOJIyYUM CIIEAYIOIINe OLEHKU 3(PPEKTUBHON YnC-
JIEHHOCTHU TOMYJISIIIAK JUTSE MOJUTIOCKOB pojia Brep-
hulopsis: Ne = 41,6-54,9 ocobeii.

C npyroii cTOpoHBI, IPUHSAB, YTO CPEAHUN pas-
Mep KJIaJIK1 U MOJUTIOCKOB poja Brephulopsis co-
craBisier M = 18,2 ¢ Bapuancoui V' = 70,47 [Buuan-
KoBcbka, Kpamapenko, 2006], a cpemHsisi BeTUInHA
CMEPTHOCTH FOBEHIILHBIX 0cobelt pona Brephulop-
sis— U= 0,6 [Kpamapenko, 1993; 1997], To otieHka
3¢ PEKTUBHON YHUCIEHHOCTH MOIMYJISIIUU MOJIIFOC-
KOB pona Brephulopsis coctaBisetr: Ne = 24,0 (c
pasmaxom: 17,3-51,8 ocobeii).

TaxuM 00pa3oM, OITyIEHHbIC ABYMSI PA3IHIHbI-
MH crioco0aMu oLeHKH 3(h(hEeKTUBHON YUCIEHHOCTH
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MOITYJISAUK  (TEHETHYSCKHA M JIeMOTpa@uueCKUi
METOJIbI) OKa3bIBAIOTCS JIOCTATOYHO OJIM3KHMH.

OO6cyxeHue

OBOJIOIMOHHBIN MOTEHIINAJ BUa 3aBUCHUT, TIpe-
JKJIe BCETO, OT YPOBHS W IMATTEPHOB T€HETHIECKON
M3MEHYMBOCTH B €0 IMOMyJNUAX. | eHeTHdeckas
U3MCHYHMBOCTH ONPECIIICTCS XapaKTepOM THHAMHU-
KU MOMYJISINH, 3()(EKTUBHON YHCIEHHOCTBIO I0-
IyJISIUH, CUCTEMON CKpELUBaHUA U UCTOPUEH €€
B3aMMOJICHCTBYSI C IPYTUMH MOMyIsIuusMu. Bian-
MOJEHCTBHE MEKTY TEHETHIECKH OTIIMIAIOIIIMHICS
MIOITYJLIIUSIME UMEET BaKHOE 3Ha4YeHUe B (opmu-
POBaHMUU TEHETUYECKON U3MEHYMBOCTH B TOMYJIS-
IUSIX OPTaHU3MOB C OTPAHHMYCHHBIM BCIICICTBHE T'e-
orpaduyeckux MpUYMH MOTOKOM r'eHOB. HenaBHue
MCCIIEZIOBAHMS MTOKA3aJH, YTO OCIAabJICHUE PErpo-
OYKTUBHOM H3OJISIIIMM WIJIM HETIONMHAS W3O0JLIHUS
MEKITy CHMITATPHYCCKIMH BAIAMH KHUBOTHBIX OKa-
3BIBAIOTCS OOJIee OOBITHBIM SIBJICHHEM, YeM CUUTa-
nock eme 20-30 yiet Ha3am, U Takas THOpPUAU3AINS
uMeeT OOJIbIIOe BIUSHHIE HA TCHETHUECKYH0 U3MEH-
yuBocTh [Chiba, 1993, 1998; Falniowski et al.,
1993].

Bnaromapst orpanmdeHHOH MOOWJIBHOCTH, Ha-
3eMHBIC MOJUTIOCKH 9acTO CYIICCTBYIOT B BHIE Te-
HETUYECKH (TI0JTy )U30JIMPOBAHHBIX MOMYJISIIUH, KO-
TOpBIE HACEISIOT HEOObIINE YYaCTKH 1 4acTo (hop-
MUPYIOT 30HBI THOPHIU3AIMHA B MECTaX KOHTAaKTa.
[ToaTOMY OHI MOTYT PacCMaTPUBATHCS KaK Healb-
HBIC MOZIETBHBIC CHCTEMBI TIPH CCIIECA0BAHUH TeHE-
THYECKOH cTpykTypsl nomyisiuidi [Gould, Wood-
fuff, 1986, 1990; Woodruff, 1989]. B nacrosiei
paboTe HaMU MPUBEJCHBI PE3yJbTaThl UCCIIEAOBA-
HUS QJJTIO3UMHOM U3MEHUYUBOCTH B 00JIACTH MEKBH-
JIOBOM MHTPOTPECCUBHON THOPHIM3ALIUHI MEX Ty Ha-
3eMHBIMU MOJUTFOCKaMHu B. cylindrica u B. bidens.

Kak n oxxnmanoch, B OTHOIICHUHN Pa3MepoOB pa-
KOBUHBI THOPHIHBIE OCOOHM 3aHMMAIOT MPOMEXKY-
TOYHOE ITOJIOKEHIE MEXKIY «POAUTEITBCKAMIDY (POp-
Mamu (Tabm. 1).

[Ipu >TOM B OTHOIICHWU NIMPHUHBI PAKOBUHEI
pa3Mepsl THOPHIOB C TOYHOCTBIO J0 CTATHCTHYEC-
KO OIIMOKU UMEIOT pa3mep, OIM3KUIi K HOIycyMMe
CpEeTHUX pa3MepOB «POANTEIHCKUX» BHIOB. UTo0 Ka-
CaeTcsl BBICOTHI PAKOBHHEI, TO THOPHIHBIE OCOOH
AMCIOT MEHBIIHNE Pa3Mephl, YeM MOXKHO OXHIATh
TOJIKO Ha OCHOBaHMU CPEIHUX Pa3MEPOB «pPOJIH-
TENbCKUX» BUJOB, T.. OKa3bIBAIOTCS B CpEIHEM
omwke k Buny B. bidens.

Kak yxaszaHo BbIIIe, BEIOOpPKa THOPHIHBIX OCO-
Oeii cocTosIa HAMOJIOBHHY U3 0c0o0el, MMEIOIUX
MaJIATATFHYIO CKJIAZKY B yCThe (BUAOCTICU(pUYIEC-
KUl ipusHaK B. bidens), Toraa Kak BTopas MOJOBH-
Ha Oputa numieHa ee. Ha pucynke 1 mpuBemeHo pac-
npeaeneHre ocodeit n3 00eux rpymi B OTHOIECHHH
BBICOTHI W HIMPHHBI PaKOBUHBI. OXHIAIOCh, YTO

THCTOTPAMMBI PACHpENENICHNSI B OTHOIICHUH STHX
MIPU3HAKOB Y THOPUIIOB M3 JIBYX IpyHi OyayT cMe-
[IEHBI OTHOCUTEIBHO PYT IpyTa, OAHAKO, HUKAKOH
CYIIECTBEHHOH TUCKPHUMHUHAIIIH MEKITy 0COOSMH C
ManaTaibHON CKJIAQJAKOH W OCOOSMH, JIUIICHHBIMU
ee, He 0TMEYaeTcsl.

Taxum 006pa3zoM, cpemu THOPHUAOB BCTPEUAIOTCS
0co0u, UMEIOIINE TUITHIHBIC (PEHOTHUITBI — C KPYII-
HOI PaKOBHUHOM, HO 0€3 ManaTalbHON CKIaIKH (TH-
nuuHele B. cylindrica), a Taxke ¢ HeOOIBIION pa-
KOBHHOM W C TTaJlaTaIbHOM CKJIAAKON (TUITHYHEIE B.
bidens).

OpHako KpoMe HUX, BCTPEYAIOTCS TAKKe 0co0H,
HUMEIOIIHE KPYIHBIE pa3Mephl PaKOBUHEI, HO C Ta-
JAaTaIPHON CKIAIKOW W MMEIOIIHe Oojiee MEJKHe
pa3Mepbl paKOBUHEI, HO O€3 ManaTalbHON CKITAIKH,
T.€. 0cO0H, KOMOMHUPYIOIIHE IPU3HAKH 000UX «PO-
JUTEIbCKUX» BUAOB. DOpPMHUPOBAHUE TPAH3UTUB-
HBIX («XHMEPHBIX») MOP(OTUIIOB, 00JIaTarOIINX
KaK CBOHCTBAMH «POANUTEIHCKHAX)» BUAOB, TaK U HO-
BBIMH TPU3HAKAMH, paHee yKe OTMEJaIoch B 00-
JACTH THOPUAM3AIMN Ha3eMHBIX MOJUTFOCKOB pOfa
Mandarina [Chiba, 2005].

B oTHOlIEHMU NPU3HAKOB, XapaKTEPU3YIOLIUX
HEUTPaITBbHYIO TeHETUYECKYIO N3MEHYUBOCTH (B TOM
YyCIie U AJJIO3UMOB), 0cO0M 13 00sacTelt THOpUIH-
3aI[IH MOTYT XapaKTePU30BAThCS IBYMSI PA3THIHBI-
MU TeHETHUCCKUMH TaTTePHAMH.

[lepBBIit U3 HUX WMEET MECTO B TEX CITydasx,
KOTJIa YaCTOThI HEUTPATbHBIX MapKepOB (aJIenei,
(heHOTHUIIOB, TaIJIOTUIIOB) Y THUOPUAHBIX OcCO0ei
UMEIOT MPOMEKYTOUYHBIE BETUYMHBI B OTHOIICHUH
COOTBETCTBYIOIIMX YacTOT Y «POAUTEIBCKHAX)»
¢dbopm. Harmpumep, oo0Hast CHTyaIusl OTMeJaach
10 HEKOTOPHIM aJUTO3MMHBIM JIOKYCaM Y THOPHIHBIX
oco0eif TBYCTBOPYATHIX MOJUTIOCKOB pona Mercena-
ria [Dillon, Manzi, 1989] 1 HUITBCKUX THIIATIUHA poJa
Oreochromis [Bakhoum et al., 2009]. Ananornasas
CHUTYaIHsl OTMEYAETCs U 11 THOpUIHBIX 0cobeii Brep-
hulopsis spp. B oTHolIeHuH Jokyca Est-B (Tad. 2).

C npyroit CTOpOHBI, OTMEYAIOTCSI CIIY9Ial acuM-
METPUYHOM HWHTPOTPECCHH, KOTJAa THOPUIHBIC
0c0o0U OKa3BIBAIOTCS OJIM3KU K OJHOU M3 POAUTEIb-
ckux (GopM, Kak, HarpuMmep, HaOII0AaI0Ch y MOJ-
mockoB poga Mandarina [Chiba, 1998] unu xab
pona Bufo [Green, Parent, 2003]. [Tpuuem rubpuabt
OKAa3BIBAIOTCS] TCHETHYECKAMH «XUMEpaMI», T.C. B
OTHOIICHUH OJHUX T€HETHIECKUX MapKEpOB II0JI0-
OHBI OTHOMY «POJUTEIBCKOMY» BHUIY, @ B OTHOIIIC-
HUH JpyTux — napyromy. Hampumep, rubpuaHbie
(hopMBI IBYX BUIOB rONBIOB (pof Salvelinus) B 0T-
HOIICHHH AJUIO3UMOB XapaKTePH30BAIUCH (hUKCa-
[MeH TeX Ke aljieNied, 9TO ¥ aMEepUKAHCKUHN TOJIetl,
a B otHomeHnuu QparmentoB MTAHK, Hamportus,
HMEJIH T€ 5K (PParMeHTHI, 9TO M APKTUICCKUH TOIel]
[Bernatchez et al.,1995]. AHanoruynas KapTuHa
ACHMMETPHYHON HHTPOTrpeccHu Obljia OTMEUYeHa
Take JUIsi MOJLTIOCKOB pona Mandarina [Chiba,
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PUC. 1. I'mcrorpammsl pacnpeneneHust ocodeit Brephulopsis spp. UMelOmUX (YepHBI CEKTOp) M He MUMerommx (Oelslit
CEKTOp) MNajJaTaJIbHYI0 CKIAaJKy B yCTbEe B OTHOIICHUH BBICOTHI PakoOBHHBI (A) M HIMpUHBI pakoBHHHI (B).

FIG. 1. Shell height (A) and shell width (B) histograms distribution of the land snail Brephulopsis spp. with plica
palatalis in aperture (open bar) and without plica palatalis in aperture (black bar)

1998]. IIpakTHueckyn OIM3Kast CUTyaIHs | IS MOJI-
TOCKOB Brephulopsis spp.: THOPUIBI XapaKTepU3y-
IOTCS ITOJHBIM OTCYTCTBHEM Y HHX (peHOTHIA «4»
1t gokyca Est-4 u npucytctBuem amnenst «1» mis
nokyca Est-B.

Ocoboe MecTo 3aHIMAET BOIIPOC O BO3MOKHBIX
MexXaHu3Max (popMHPOBaHHS MOMOOHBIX OOIacTeit
MEXBHJIOBOM HMHTPOTPECCUBHON THOPUIM3AIINH.
OaHUM U3 BO3MOXKHBIX OOBSICHEHHH MOXET CIIy-
*uTh runote3a Yuba [Chiba, 1998] o «uacToTHO-
3aBUCHMOM) XapakTepe (POPMHUPOBAHHUS TaKUX 00-
nmacte. Ecnu onvH U3 BUIOB BCTpeyaeTcsl AOCTa-
TOYHO pPeAKo (C HU3KOW IUIOTHOCTHIO) B TAHHOM
MecTe OOMTaHUS U HE MOXKET BCTPETUTh KOHCIICIIH-

(GUIHBIX 0c00CH, TO €My BBITOJTHO KOITYJIHPOBATH C
0CO0SIMU JPYroro CUMIMATPUYECKOro BUIa. AHaO-
THYHAS! CUTyalllsl MOTJIa UIMETh MECTO IPH 3aHOCE
HeOoubIIoro yncia ocodeit B. cylindrica B onuchl-
BaeMyI0 00JIaCTh THOPUIW3AIUK TIPH MPOBEICHUH
CTPOUTENBHBIX PadoT.

C nmpyroii croponsl, @akoH u coaBTopsl [Facon
etal.,2005] ormeuanu, 9To OOJIBINAS YACTh IPEUMY-
IecTB THOpUIN3AIMH I IPECHOBOJHOTO OPIOXO-
HOTOTr0 MOJUTIOCKA pojia Melanoides Bo3HMKaeT OJia-
rojapsi SBICHUIO TeTepo3rca. XapakTepHO, YTO B
otHoueHnn Tokyca Est-By B. cylindrica ormedancs
n30bITOK rerepo3urot (Fis =—0,481), ay B. bidens,
HamnpoTuB, AehUIUT rereposurot (Fis = 0,441).
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Torma kak ocoOu U3 00JaCTH THOPUAN3AIUHN B OT-
HOIIICHWW JTAHHOTO JIOKYCa HaXOJWIHCh B COCTOS-
HUM TEHETHYECKOTO PABHOBECHS.

Kak n3BecTHO U3 TEOPETHYECKUX PACUETOB H Ol1e-
HOK, BETMYMHA 3(P(HEKTUBHON YHCICHHOCTH MOMYJIs-
mn B 50-200 ocobeit, B 11eIOM CBUIICTEIILCTBYET 00
YrpoJKaroIieM CTaTyce oMWY (BUIa), a IPY CHHU-
JKEHHM STOM Benuumubl Hibke 50 ocobeii — o ee
CKOpOM HcCuUe3HOBeHMU. bonee Toro, @paHKINH U
Opankxam [Franklin, Frankham, 1998] cunraror, 4ro
3¢ PeKTUBHAS YUCIICHHOCT ITOITYJISIIUY JOJKHA ObITh
He Mmenble, ueM 500 ocobeii s TOro, 9YTo0bI reHo-
TUIHYECKas N3MEHYMBOCTH (OCOOCHHO, €€ aJUTUB-
Hasl KOMITOHEHTA) HE CHIKAJIACh JIOJITOE BpeMsl.

Takum 00pa3oM, MONYYEHHBIMH HaMHU OICHKH
3¢ GEKTUBHON YUCICHHOCTH TOMYJISIIMA MOJLUTIOC-
KOB pona Brephulopsis (mopsaka 20-60 ocobeit)
CBHUJICTEIICTBYET O TOM, YTO MOIMYJISIIHH ATUX MOJI-
JIIOCKOB OOWMTAIOT B BUJIE HEOOJBIIHNX, TPOCTPAHCT-
BEHHO Y TEHETUYECKH (TI0JTY )U30JIMPOBAHHBIX KOJIO-
HUH ¢ BBICOKAM PHUCKOM JIOKaJIbHOTO BBIMUPAHUS U
HU3KAM TIOTOKOM MHIPAaHTOB, YTO COOTBETCTBYET
METaIomyJIAIHOHHOW Moaenu [Levins, 1969]. Me-
TaNOMyJISAIKs — 3TO HaOOp JAUCKPETHBIX TOITYJIs-
UM OJTHOTO BUJA, PACTIONIOKEHHBIX B OJTHOM U TOU

ke o0mIel reorpaduveckoi 30He, CIIOCOOHBIX 00-
MEHHMBATHCS CBOMMHU OCOOSIMH O1aroiapst akKTHBHOM
MUTpAaIy WIH ITACCHBHOMY paclpOCTPaHCHUIO, B
TOM YHCIIEe U OIiaromapsi JeaTebHOCTH YelloBeka. B
Haubosee KpaliHel CTeneH! STH 0COOEHHOCTH IIPO-
SABJISICTCS TIPU O6I/ITaHI/II/I OpraHu3sMoOB C OT'paHUYCH-
HBIMH MHTPAIIMOHHBIMH CIOCOOHOCTSIMU (HampH-
Mep, Ha3€MHBIX MOJUTFOCKOB) B YpOaHU3UPOBAHHOM
cpene oOUTaHUA (B YCIOBUAX TOPOJA).

Kak u crenoBano 0xuaaTh, UCXOS U3 METAIo-
HyﬂﬂHHOHHOﬁ MoOJeCiikn, CyMMapHas 4YHUCJICHHOCTb
TEHETUYECKH YHUKAJIBHBIX 0CO0CH M3 Tpex rpymmn
MOJUTIOCKOB poJia Brephulopsis, iCTIONb30BaHHBIX B
aHaNM3e, OKa3bIBaeTCsl MPAaKTHYSCKH B T[BA pasza
BBIIIE, YeM IS BCEU BEIOOPKH B IICTIOM.
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PE3IOME. [lonynsmuoHHO-TeHETHYeCKast CTPYKTYpa
HAa3eMHBIX MOJUTFOCKOB pona Brephulopsis (B. cylind-
rica m B. bidens) m ux ruOpunoB ObUIa HM3ydYeHa C
UCIIOJIb30BAaHUEM TPEX MOJMMOP(HBIX JIOKYCOB 3CTe-
pa3bl TKaHel Horu. ['eHeTuecKue naTTepHbI alNI03UM-
HOW M3MEHYMBOCTH THOPUIHBIX (POPM OBIIM CXOJHEI
C TAKOBBIMH JUISI MOJUTFOCKOB B. bidens. Ananorndnas
KapTHHA TIOJTy4eHa U PH HCIIOIB30BAHUU MYJIBTHIIO-
KYCHBIX TE€HOTHIIOB ayu103uMOB. C Ipyroil CTOpOHEI,
ruOpuaable (GOPMBI XapaKTEPH30BAINCH IPOMEXKY-
TOYHOH («XMMEpHOI») Mop(oJorueil paKOBUHEI
MEXIY JBYMsI POAUTCILCKUMH BUIaMU. BelnduHBI
3¢ GEKTUBHOI YHCICHHOCTH MOITYJISIHH OBLUTH OIICHE-
HBI METOJIOM IIPUBATHBIX» ajuieneii CraTkuHa U Me-
TOAOM KpWBOH paspexkeHuss KoHa. DTH BeTUIHHBI
BapbpHPYIOT B mpeaenax ot 20 mo 60 ocoOeid.

This paper is published on a CD-ROM to comply with the Article 8.6 of the International Code of
Zoological Nomenclature. The copies of the CD-ROM were mailed on the date mentioned on the front page
to: Department of biological literature of the Library on Natural Sciences of Russian Ac. Sci., Library of
Zoological Institution of Russian Ac. Sci., Malacology library of Muséum National d’Histoire Naturelle
(Paris, France), Malacology library of the Natural History Museum (London, UK), Library of the National
Museum of Natural History, Smithsonian Institution (Washington, DC, USA); Thomson Reuters (publishers
of Zoological Record).

Ora craths omyonukoBaHa Ha CD-ROM, 9To cOOTBETCTBYET TpeOOBAHUAM CTAThH 8.6 MeKIyHApOIHOTO
Konekca 3oonoruueckoit Homenkmnarypel. Komun CD-ROM pasocnanpl B J€Hb, YKa3aHHBINH Ha TEPBOU
CTpaHule B cleaytomue oubnuorexu: bubanorexy ouonoruueckoit nureparypsl PAH (Mocksa), koTopas
SIBJIIETCSL OTAe)ioM bubnnoTeku 1o ecTecTBeHHBIM HaykaMm Poccuiickoit akanemun Hayk (BEH PAH); 6u6-
muoTeKy 3oosormdeckoro nHcTutyTa PAH; Mamakonormueckyro 6ubnmorexky Muséum National d’Histoire
Naturelle (ITapwx, @panius); Manakonoruueckyr oudmmoreky Natural History Museum (London, UK),
oubmmoteky National Museum of Natural History, Smithsonian Institution (Washington, DC, USA); Thomson
Reuters (u3matenu Zoological Record).
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