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[NoHnmaHue 3aKOHOMEPHOCTEW MUKPOIBOJIOIMOHHBIX IPOIIECCOB MPEoiaraeT MpoBeieHre M1po-
KOTO CIIEKTpa TMOIMYJISIIMOHHO-TEeHETUIECKUX HMCCIeJOBAaHUI Ha pa3HbIX BUAaX. OIHAKO KOJIMYECTBO
BUJIOB, U3YYCHHBIX B T€HETUYECKOM OTHOIIEHUM, OTPAHUYEHO BCJICACTBUE 3HAYUTEIBHBIX METOU-
YEeCKUX TPYAHOCTEN MpHU NMPOBEpPKe TeHeTUUECKON 00YCIOBIEHHOCTH Pa3IMUHbIX MPU3HAKOB. Bbixos
13 STOTO TIOJIOKEHH 3aKJTI0YAETCS B pa3BUTHH (PEHETUKH TOMYJIAIMI, KOTOpast TIO3BOJISIET BKIIIOYUTH
B PacCMOTpeHHE OOJIBIIOE KOJMUYECTBO HOBBIX BHIOB MPH YCIOBHH Pa3padOTKH OOOCHOBAHHBIX CH-
CTeM ONMCAHUS U3MEHYMBOCTH M KJIACCU(PHKAITNK (DeHOTUMNIECKUX MpU3HaKoB. Kiaccnueckum o0b-
€KTOM JUJIsl IPOBE/ICHHU S TIOMYJIAIIUOHHO-TEHETUIeCKUX UCCIIEI0BAHMUI, CBA3aHHBIX C TOJIMMOP(U3MOM
IO OKpacKe PaKOBUHBI, CITyKaT OPIOXOHOTME MOJUTIOCKU. B KauecTBe OCHOBBI 1151 pa3pabOTKH yHUBEP-
CaJIbHOM JJIs1 STOU TPYIIITBI CUCTEMBI OMUCAHUS U KJIACCU(DUKAIIUM TIPU3HAKOB OKPACKU MOXET ObITh
HCIIOJIb30BaHa MapaMeTpuyeckas cucteMa kiaccudpukanuu, npenioxernas C. O. CeprueBcKuM ¢ co-
aBTOpaMM JIJIs1 MOJLTIOCKOB poja Liftorina. B ¢BsA3u C NOsIBJIEHUEM B MOCJICAHUE TOJIBI OOJIBIIIOTO KOJIU-
YecTBa HOBBIX JaHHBIX, 9Ta CUCTEMa HYKJIaeTCs B KOppeKuuH 1 nepecMotpe. Llenbio Hatero rccneno-
BaHMs1 OBLJIO IIPOBECTU PEBU3HUIO STOUM CUCTEMBI C YIETOM HOBBIX JIAHHBIX O COCTaBe MUTMEHTOB, OCOOEH-
HOCTSIX (DOPMHUPOBAHUS M HACJIEIOBAHKSI IPU3HAKOB OKPACKH, X COBMECTHOW BCTPEUAEMOCTH U T. JI.
B Hacrosimieit pabote Ha ipuMepe OeJIOMOPCKUX MOJUTIOCKOB L. obtusata nipeficTaBlieHa repepadoTaH-
Has CUCTeMa KJIacCU(PUKAIIK MPU3HAKOB OKPACKH PAKOBUHBI, B OCHOBY KOTOPOU MOJIOKEHO MPEICTaB-
nenre o hopMupoBaHuY (heHOTUIIA KaK COBOKYITHOCTH Psijia SIEMEHTAPHBIX MpU3HaKoB. K ux umncmy
OTHECEHbI NMPU3HAKY, CBsI3aHHbIe ¢ (hopMupoBaHueM: 1) (OHOBOW OKpPACKU PAKOBUHBI (CIOCOOHOCTD
K BKJTIOYEHHIO B OCTPAKyM Pa3HBIX IUTMEHTOB M OKPACKa TUTIIOCTPaKyMa); 2) pACYHKA U3 MsITeH (Hau-
yye BKJIIOUEHUH OeJToro W/WIIM KOPUYHEBOTO IMUTMEHTA); 3) MIMPOKUX MPOAOJIBHBIX IOJIOC (KOpUIHE-
BBIX, O€JIbIX U OPAHXKEBbIX ). DIeMEHTapHbIC PU3HAKY BBIJICJICHBI C YYETOM 331eiCTBOBAHHBIX TUTMEH-
TOB, MEXaHMU3MOB UX (POPMHUPOBAHUS U HaclienoBaHusl. [Ipu orrMcaHnu OKpacKu paKOBUHBI SJIeMEHTap-
Hble MPU3HAKYA CHAYAJIA UCTIONB3YIOTCS ISl OMUCAHUS OTHOCUTEHHO MPOCTHIX MPU3HAKOB (TPYIIIHI
(peroB «PoHOBasI OKpacKka pakOBHHBI», «OKpacka rrnocTpakyMa», «PUCyHOK u3 nsTeH», «Ilnpokne
MPOJIOJIbHBIE MTOJIOCKI» ), KOTOPbIE B IOCIEAYIONeM KOMOUHUPYIOTCS JIsl OMMCaHKsl (PeHOTHIIA B LIEJIOM.
B pa6ote npuBeséH 0630p TaHHBIX M0 KAYECTBEHHOMY COCTaBY TUTMEHTOB PAKOBHHBI Y JINTTOPHH U 3a-
KOHOMEPHOCTsIM (pOpMUPOBaHUSI U HACTIEJOBAHUSI PU3HAKOB OKPACKU, OIMCAHBI MX BO3MOXXHbIE Ba-
pyaHTHl U KoMOWHanuK. [IpuBe/ieHbl ONUcaHNs BhIIEJIeHHBIX (DeHOB C YKa3aHUEM UX BCTPEUaeMOCTH,
KOJIMYEeCTBEHHOW xapakTepucTuky 1Beta B cucteMe MKO RGB, ocobenHocteit nx (opMupoBaHus
C y4ETOM pacripe/ie/IeH!sI IUTMEHTOB B TOJIIIIE PAaKOBMHBL. YKa3aHbl BUIUMBIE TIPU3HAKH, KOTOPBIE MO-
T'yT OBITh UCTIOJIL30BAHBI IPH OIIEHKE PACTIPE/ICIICHUsI IMTMEHTOB B PAKOBHHE; ONMCAHBI 0COOEHHOCTH
VM3MEHEeHHs IPU3HAKOB B OHTOreHe3e. HecMoTpsi Ha To, UTO MpesioxkeHHast CHCTeMa KJIacCU(UKAIN
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oIMcaHa Ha npuMepe L. obtusata, oHa MOXeT ObITh TaKXe MCIOJIb30BaHA NPU OMUCAHUM M3MEHYH-
BOCTU Y JIPYruX BHUJIOB JIUTTOPHH, a C HEKOTOPHIMU JOPAOOTKAMH — Y CAMOTO IIMPOKOTO CIIEKTpa
OPIOXOHOTUX MOJLTIOCKOB.

KuroueBbie cioBa: nonmmmopdusM, OKpacka pakOBWHBI, CHCTeMa Kjaccuukaiuu, OpoXoHOrue
MOJUTIOCKH, Littorina

[NoHumaHue 3aKOHOMEPHOCTEN MUK POIBOIIOIIMOHHBIX MPOLECCOB MpeArnoaraeT npoBeAeHre -
POKOTO CIIEKTpa MOIYJISIIIMOHHO-TEHETUYEeCKHX UCCIIEJOBAaHMI Ha pa3HbIX BUIaX. B TO ke BpeMsi 4ncio
BUJIOB, W3YYEHHBIX B TE€HETMYECKOM OTHOIIEHWM, OTPAaHUYEHO W3-3a 3HAUMTENIbHBIX TPYIHOCTEN
IIpU MPOBEPKE T€HETUYECKON OOYCIOBJIEHHOCTH PA3JIMYHBIX MPU3HAKOB (MPOOJieM NpU COAEepKaHUU
U pa3BeleHUU KUBOTHBIX, AJUTEIbHOW CMEHbl TOKOJIEHWH U T. 1.). VIMEHHO MOSTOMY BBISIBJICH-
Hble 3aKOHOMEPHOCTH MOTYT OKa3aTbCsl HEJIOCTATOYHO XapaKTePHBIMU JUIsl BCEW KMBOW MPUPOJIBI.
Bbixoq U3 3TOro mosiokeHusi — pa3BUTHE (DEHETUKH TMOMYJISIIUN, YTO TMO3BOJISIET PACIPOCTPAHUTH
MO JISIITUOHHO-TeHETUIECKME METO/Ibl Ha BHIbI, HETIOCPECTBEHHOE TeHETUYECKOe N3YUEeHHE KOTOPHIX
3aTpyAHEHO UM HeBO3MOXHO (S16;10koB, 1987 ; AbnokoB u Jlapuna, 1985). B ocHoBe Takoro nogxo-
Ja NOJUKHA JiekaTh pa3padOTKa OOOCHOBAHHBIX CHCTEM OMMCAHMS W3MEHUMBOCTU M KJIacCH(UKAIUH
(peHOTUITMYECKMX NTPU3HAKOB.

BproxoHorre MOJUTIOCKM CJIyaT KJIACCMYECKHMM OOBEKTOM JIJII IIPOBEJCHWS TMOMYJISAIMOHHO-
TeHEeTUYECKUX MCCIIeJOBAHUI, CBSI3aHHBIX C MOIMMOPGU3MOM MO OKpacke pakoBuHbl (Ito & Konuma,
2020 ; Miura et al., 2007 ; Scheil et al., 2014). ITosBneHue 1ocTaTOYHO THOKOH 1 0OOCHOBAHHOM CUCTE-
MBI Kj1accudukaimu (popMUPOBAHUS U HACTIEJOBAHU S IPU3HAKOB OKPACKHM PAKOBUHBI MIO3BOJIUT BKJIIO-
YHUTh B PACCMOTPEHHE OOJIBITIIOE KOJIMYECTBO HOBBIX BUIOB. HecMOTps Ha JTydIIyio H3y4YeHHOCTh B TeHe-
TUYECKOM OTHOITIEHUH JIErouHbIX MOJUTIOCKOB (Ko3munckuit, 2014 ; Backeljau et al., 2001), moaebHbIE
OOBEKTHI 151 pa3padOTKU TAKOH CUCTEMBI KJIACCH(HUKALINY CIIeyeT UCKATh Cpeir O0Jiee MHOTOUYHCIICH-
HBIX ¥ 3HAYUTENILHO 0oJiee pa3HOOOPA3HBIX C TOUKHU 3PEHUsI OKPACKU TMepeaHeka0epHbIX MOJLUTIOCKOB.
[epcnieKTUBHBIM MOJEBHBIM OOBEKTOM, Ha OCHOBE KOTOPOTO MOXET OBITh MPEAIPUHSTA MOMbITKA CO-
3/1aHUsI YHUBEPCAJILHOM 17151 TACTPOIIO] CUCTeMBbI KJlacCu(UKalnu, SIBJISIIOTCS MOJUTIOCKH pojia Littorina,
IJ1sl KOTOPBIX XapakTepeH Bbicokuil nonmumopdusm (Reid, 1996) no okpacke pakOBHUHBI.

MOJUTIOCKH 3TOTO pojia — MOMYJISIPHBIA OOBEKT J1sI TPOBEAEHUSI MHOTOUUCIICHHBIX UCCIIeIOBAHMIA,
CBSI3aHHBIX C U3MEHUYMBOCTBIO OKpacku pakoBuHbI (Estévez et al., 2020 ; Roldn-Alvarez et al., 2015 ;
Sokolova & Berger, 2000). B pa3Hoe Bpemsi ObUIO MPeAIOREHO HECKOJIBKO CUCTEM JIJIsI €€ OIMUCAHUS.
[NepBoii n3 HUX, chopmynmupoBaHHOH emE B Hadaie XX B., ObUIa CUCTEMa OMHMCAHWS U3MEHUHUBOCTH
y Littorina obtusata, B KOTOPOU KakKJA0OMY yCTOWUYMBOMY COUYETAHHUIO MPU3HAKOB OKPACKU (BapbeTeTy)
COOTBETCTBOBAJIO cBOE Ha3BaHue (Dautzenberg & Fischer, 1915, nur. no: Reid, 1996). C HekoTopbiMU
MOAU(DUKALMSIMU ITOT MOAXO] IJTUTETIbHOE BPEMs UCHIOIb30BAJICS MPU MOIMYJISIIMOHHO-TEHETUUECKUX
ucciepgoBanusix aurtopud (Reimchen, 1979 ; Sacchi, 1974). CyiiecTBEHHBIM €ro HEIOCTATKOM SIBJISI-
I0TCSI TIPOOJIEMBI ¢ U3yUSHHEM M3MEHUMBOCTH JIEMEHTAPHBIX TPU3HAKOB, BXOAIIMX B COCTaB BapbeTe-
Ta. [TombITKa PEmUTh STH MPOOIEMBI ITYTEM BBIJICJICHHS JOMOJHUTEIBHBIX BAPhETETOB ITPUBOAUT K TO-
My, YTO CCTEMa OMMCaHWA U3MEHYMBOCTU CTAHOBUTCSA cMIIKOM rpomosakon (Reid, 1996). Io stoi
npuunne Ilerturom (Pettitt, 1973) Obina mpeanoxeHa cuctemMa KjiacCU(PUKAIIUN MPU3HAKOB OKPACKH
y JUTTOPHH, OCHOBaHHAsI HA BOOOpaXaeMOW CHCTeMe T€HETUYECKOTO KOHTPOJIS, C MIECThI0 «JIOKyCa-
MU» 711 OTIUCAHUS JIEMEHTAPHBIX IMPU3HAKOB OKPACKHW — (POHA, YMCIa U OKPACKH TOJIOC, PUCYHKA
U3 nATeH U T. A. CXOAHBIN MOAX0] MPUMEHEH MPU OMMCAHWU W3MEHUMBOCTH Y L. obtusata v moJjo-
KeH B OCHOBY MapaMeTpUUYECKON CHCTeMbl KJaccU(UKAIUM MPU3HAKOB OKpacku y L. saxatilis (Cep-
TUeBCKUM U 1p., 1995). U3-3a oTCyTCTBHS HA TOT MOMEHT KaKUX-JMOO JaHHBIX O MEXaHU3Max Hacje-
JOBaHUsI IPU3HAKOB OKPACKM PAKOBUHBI y TIepeJHekaOepHBIX MOJUTIOCKOB CeprueBcKuil ¢ CoaBTOpa-
Mu (1995) ucrosib30BaI MOHOTEHHYIO TIOJUAIIEBHYIO CXeMYy HacjleOBaHUs, XapaKTepHYIO IS Jié-
TOYHBIX MOJUTIOCKOB. K cosxasnenuio, mpoBei€HHbIe no3aHee uccienoBanus (Kosmuuckun, 2014) noka-
3aJiM, YTO 3TO MPEAINOJIOkKEeHNe He COOTBETCTBYET JIeHCTBUTEIbHOCTH. K uKciy nmperMyIecTs Takoro
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MO/IX0/1a, Oarogapsi KOTOPIM OH MOET OBITh MCIOJIb30BaH KaK OCHOBA JUISI pa3padOTKHN YHUBEPCAIIb-
HOW JJ1s1 OPIOXOHOTMX MOJUTIOCKOB CUCTEMBI KJIACCU(PUKALIMKU, OTHOCATCS OMUCAHUE BAPHAHTOB OKpac-
KM KaK KOMOMHAIIMM HE3aBUCHUMBIX JIEMEHTAPHBIX MPU3HAKOB U TOMBITKA yUETa MEXaHU3MOB UX Ha-
cienoBanusi. Kpome Toro, ObUIM OTYACTH YUTEHBI OCOOEHHOCTH (DOPMHUPOBAHUS MPU3HAKOB OKPACKU
(CeprueBckuii u 1ip., 1995).

C MoOMeHTa NOsIBJICHUsI IapaMETPUUECKO CUCTEMbl OITUCAHUSI U3MEHUMBOCTH Y JIUTTOPUH IPOLLIO
3HAYUTEIbHOE BPEMS U MOSIBUIIOCH OOJIBIIIOE KOJMYECTBO HOBBIX 1aHHbIX. Ha npumepe L. obtusata noka-
3aHO, YTO (POHOBAsI OKPACKA Y JIUTTOPUH BO3HUKAET KAK PE3YJIbTAT COBMECTHOM aKTUBHOCTU HECKOJIb-
KMX T€HETUYECKUX CUCTEM, KaKJash U3 KOTOPBIX OTBEYAET 3a BKJIIOUEHUE B PAKOBUHY OINpEAeSEHHO-
ro nurmenta (Kosmunckwii, 2014). 3yyeHo HacieoBaHMe MIMPOKUX MPOJOJIbHBIX MOJIOC M PUCYHKA
13 nsATeH Ha pakoBuHe uTTopuH (Ko3muuckuit, 2011, 2016 ; Kosmunckwii u ap., 2010). CyiecTtBeHHO
JOIOJIHEHBI ITPECTABIEHUS O PACIPEJEIEHUN IMTMEHTOB B PAKOBUHE U O (POPMUPOBAHUU JIEMEHTAP-
HBIX MPU3HAKOB OKPACKH Yy JIMTTOPUH, YTOUHEH COCTaB 3a/IEMCTBOBAHHBIX NUIMeHTOB (Ko3muHckui
u Jlesun, 2007). Hakonen, nposegeHa oueHKa 3(p(EeKTUBHOCTU UCIOJIb30BaHUS IIPU3HAKOB OKPACKU
PaKOBUHBI TPU UAEHTUDUKAIH (PEHOTUTIOB JIMTTOPUH, A TAKKE IMMOKA3aHO, YTO J1JIs1 TOYHOM UeHTU(U-
Kallii HEOOXOJMMO YUUTHIBATh OCOOEHHOCTH pacripejie/ieHUsI IMTMEHTOB B TOJIIE pakoBUHHI (JIe3uH
n Kosmuackuii, 2008).

Lenp HacTOsIIIEN PaOOTHl — MPOBECTH PEBU3UIO MIPEAJIOKEHHON paHee CUCTEMbI KilacCU(UKALIUU
IIPU3HAKOB OKPAcKu pakoBuHBI (CeprueBckuil u ap., 1995) nnsa mommockoB poaa Littorina ¢ y4€ToM
HOBBIX JIAHHBIX 10 COCTaBY TUTMEHTOB, OCOOCHHOCTSIM UX pacIipe/ie/ieH!s B pAKOBHHE U HACJIEIOBAHUIO
MPU3HAKOB OKPACKHU.

PE3VIJIbTATHBI 1 ObCYKJIEHNE

B ocHOBy paGoThl MOJIOKEHBI JaHHBIE, TIOJTyYEHHbIE MPU HU3YUYEHUM OEJIOMOPCKUX MOJUTIOCKOB
Littorina obtusata (Linnaeus, 1758) u B otnenbubix cinyvasix Littorina saxatilis (Olivi, 1792). Pa3sép-
HYTOE W3JIOXKEHHMEe MCIOIb30BaHHBIX METO/IOB U Pe3yJIbTaTOB UCCIIeJOBAHUN MPUBEIECHO B MyOIMKAIIH-
sx Kosmunckoro ¢ coapropamu (Kosmunckuin, 2011, 2014, 2016 ; Kosamunckuit u Jlesun, 2006, 2007 ;
Kosmuncknii u ap., 2008, 2010 ; Jleaun u Kozmunckwii, 2008).

IIurMeHTHI M OKpacKa y4acTKOB PakoBHHbI. OKpacka paKkOBHHBI OPIOXOHOTMIX MOJUTIOCKOB
CKJIaJpIBaeTCsl U3 (POHOBOM OKPACKU M PUCYHKA B Bujie nosoc wiu nsateH (Cepruesckuii u ap., 1995).

VYuacTku pakoBuHH L. obtusata MOTYT OBbITh OKpAILIEHbl B MYPITypPHBIN', OpaHKEBBIH, KENTHIN, Oe-
JIBIA 1IBET U OBITh JIEMMTMEHTUPOBAHHBIMU. 3 IyPITypHYI0, OPAHKEBYIO U KENTYI0 OKPACKY OTBEUYAOT
pa3nuyHble MTUrMeHThl. [lyprypHbIil MUTMEHT HepacTBOPUM B BOJE U OPraHUYECKUX PACTBOPUTENSIX.
[Tpu pacTBOpeHHH PAKOBUHBI C TIOMOIIBIO CIAOBIX KUCIOT OH OCTa€TCs B OCAJKe B BUJE KOPUYHEBA-
THIX XJIOMbEeB. XUMUYECKask CTAOMIBHOCTh U OKPACKa TOBOPSAT O TOM, YTO MyPITyPHBIM MUTMEHTOM $IB-
JIIeTCsl, BEPOSITHO, MEJIaHUH. DTOT NUITMEHT HIMPOKO PaclpocTpaHEH y *kUBOTHbIX (Bpurton, 1986)
1 oOHapyXeH B pakoBuHax MoJumockoB (Lucas, 1974 ; Williams, 2017 ; Williams et al., 2016). 2Kéxn-
TYIO U OPaHKEBYIO OKPACKy OOYCJIOBJIMBAIOT IMTMEHTHI, HEPACTBOPUMBIE B BOJIE, HO SKCTPATrUPYIOIIH-
€csl OpraHuYeCKUMHU PACTBOPUTEIISIMU: ITAHOJIOM, XJIOPO(POPMOM, TEKCAHOM, TOJYOJIOM, JUITHUIOBBIM
u nerposeiiHbM dpupamu (Kosmuuckuii u Jlesun, 2007 ; Cepruesckuil u ap., 1995). I1pu npoene-
HUM OYMaKHOM X poMaTtorpauu 3T MUTMEHTHI BeAyT ceOsl aHAIOTMYHO KapoTuHouaaM (3abeneHCKui,
Ko3muHckmiA, HeonmyOJIMKOBaHHBIE JaHHBIe). [10 BUIUMON OKpacKe OHM MOTYT OTHOCHTBCS KaK K Kapo-
TUHOMJIAM, TaK U K TTOJIMeHaM, TaK)ke OOHapyKeHHbIM B pakoBHHAX MOJUTIOCKOB (Délé-Dubois & Merlin,
1981 ; Hedegaard et al., 2006 ; Williams, 2017). 3a Getylo OKpacKy OTBevaeT, 10-BUIMMOMY, I'YaHUH,

'"Bosiee npaBuiIbHO GbLIO ObI TOBOPUTH O KOPMYHEBOM IiBeTe. TlocieqHMil PK BHICOKOH MHTEHCUBHOCTH MTMEHTALIMU BbI-
IJISAAT KPACHO-KOPUYHEBBIM U 1aKe MOUTH YEPHBIM 1 ObLT 0003HaueH CeprrieBckuM ¢ coaBropami (1995) kak mypIrypHBIi.
B Hacrosimei paboTe UCIIOJb3yeTcsl HCXOAHOE 0003HAYEHHE.
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KOTOPBIH, CTPOTO roBOPsl, He sBNsieTcs murMeHToM. OOyClIOBIeHHas! ero Hain4reM Oenasi OKpacKa siB-
JIIeTCA CTPYKTYPHOM M CBSA3aHA C OTPaXCHUEM CBETA YNOPSJOYEHHBIMU MUKPOKPHUCTAUIAMM T'yaHH-
Ha (Bputrton, 1986). U3BecTHO, 4TO ryaHUH OTBeYaeT 3a (hopMHUpOBaHHE OEJI0il OKPACKU Yy MHOTUX
KUBOTHBIX, B TOM 4Hciie Y MOJUTIOCKOB (BputTon, 1986 ; Lucas, 1974). BkinoueHuem ryaHrHa B pako-
BUHY JINTTOPUH MOKHO TaK:Ke OOBSICHUTh 00pa3oBaHue OoJiee IJIOTHOM, YeM OOBIYHO, MUKPOCTPYKTYPBI
Oenbix yuactkoB (Kosmuuckuii u Jlesun, 2007 ; CeprueBckuii u ap., 1995). O6eclBeYeHHbIE YIaCTKH
PaKOBUHBI C HOPMAJILHOM MUKPOCTPYKTYPOU SBJIAIOTCSA PE3YJIbTATOM UCTUHHOM JEMMIMEHTALINN.

PopMupoBaHHe OKPAacKH pakoBHHbI. OCHOBHOM BKJIaJ B (DOPMUPOBAHUE OKPACKH PAKOBHHBI
JIMTTOPUH BHOCHUT HENpaBWIbHO-IpU3MaThieckuil ciaoi (ocrpakym) (Kosmmuckuii u Jlesun, 2007).
doHoBasg okpacka MOXET (POPMUPOBATHCA 3a CUET BKJIIOUEHHMS B PAKOBUHY OJHOIO, ABYX M TPEX
MIUTMEHTOB. DJIEMEHTApPHBIMU MPU3HAKAMH, CBSI3aHHBIMU C (pOpMHpPOBaHUEM (DOHOBOHM OKPACKH, SIB-
JISTIOTCS CIIOCOOHOCTh K BKJIIOUEHWIO B PAKOBHHY Pa3HBIX MHUTMEHTOB (MEJaHWHA, IBYX KapOTHHOM-
JI0B) U CHOCOOHOCTb K BKJIIOYEHMIO B PAKOBMHY TyaHHHA. B 3aBHCHMMOCTH OT TOro, Kakue MUIMeH-
Thl BKJIIOYAIOTCSI B PAaKOBUHY, (POPMUPYIOTCSl pa3Hble BapuaHThl (POHOBOM OKpacku (puc. 1A-M):
MOHOXPOMATHUYECKUE (UUCTO JKENTasl, OpaHXkeBas, IMypIypHas), AUXPOMATUYECKUE (JIByXCJONHbIE
KENTO-TTypITy pHAs], KENTO-OpaHKEBasi, OPAHKEBO-ITyPITypHAasi, OeJo-IypIypHas) U TPUX POMATHUECKIE
(TpEXCIIONHBIE KENTO-OpaHKEBO-TyPITypHAs, KEITO-OeJo-TypIypHasi, OpaHKeBO-OeJo-IypITypHas).
VY KENTO-IypITypHBIX MOJUIIOCKOB OKPAcKa (POHA PAKOBUHBI 3aBUCUT OT COOTHOLIEHUS KEITOIO U ITyp-
IIypHOTO NMUIMEHTOB BO BHEIIHEN YacTu ocTpakyma (puc. 1H-J). Ilpu BeICOKOM KOHLIEHTpAaUUK KEN-
TOrO MMIMEHTa BUAMMAasl OKpacka PaKOBMHBI IPAKTUUYECKU KENTas; IPU €r0 HU3KOW KOHIIEHTPALUU
paKkoBUHA BBIVISIAUT KOpUYHEBOW. [Ipu mpoMekyTOUHON KOHLIEHTPALMM NMUIMEHTa PAaKOBHHA WMEET
OJIUBKOBYIO (3€JIeHOBAaTyI0) OKpacKy. ClielyeT OTMETUTh, YTO NpPaBUIbHOE (IIOCJIOWHOE) pachpesese-
HME NUTMEHTOB, XapakTepHoe 11 L. obtusata, He siBisieTcst 00s13aTeNbHbIM. Y L. saxatilis Tpy HaTIUK
TEX € JIEMEHTaPHBIX IIPU3HAKOB PaCIIpeIe/IEHME IMTMEHTOB B PAKOBUHE HEPEZIKO SABJIAETCA XaOTUYe-
ckuM. PucyHOK U3 nsTeH popMupyeTcst Ha OCHOBE Oe10ro Wi MmypiypHoro nurMeHToB (puc. 10-R).
OtnenbHbIC 9IEMEHTH PUCYHKA MPEICTABIAIOT COOOH BKJIIOUSHHUS] ITUTMEHTA SJUTUTICOMTIATbHON (POPMBI,
pacIoyioxkeHHbIe B BEpXHEH YacTy ocTpakyma. B3aumHoe pacnosioxeHue 3JIEMEHTOB PUCYHKa U CTe-
IIEHb UX CJIUSAHUA BapbUPYIOT. DJI€MEHTAPHBIMUA NTPU3HAKAMM, BBIICJICHHBIMU Ha JAHHOM 3Tarie, sBJid-
I0TCSl HAJIMUME PUCYHKA U3 OeJIbIX WM IyPIyPHbIX MATEH UM UX OTCyTCTBUE. [IprHMMas BO BHUMaHKe
BBICOKYIO U3MEHUMBOCTh PUCYHKA U3 MATEH, HEOOXOAMMBI JajibHeIee n3ydeHue (popMupoBaHus 3TO-
ro NMpU3HAaKa OKPACKHU U BblIEIEHUE JOMOJIHUTENBHBIX JIEMEHTAPHBIX MPU3HAKOB, HAIIPUMED CIIOCO0-
HOCTHU K (pOPMHUPOBaHUIO 3Ur3aroo0pazHoro pucyHka. [llupokue npogoabHble TOIOCH (POPMUPYIOTCS
KaK TPOCIIOWKH KOPUIHEBOTO, 6eioro u opanxkeBoro nurMeHToB (puc. 1S-U). Kak u B npeapiayiem
Cllydae, 3JIEMEHTAPHBIM IIPU3HAKOM SBJISAETCSA HAIMYKE T0JIOC PA3HOIo LBETa WK UX oTcyTcTBre. [1na-
CTMHYATHIN CJIOM PAaKOBUHBI IUTTOPUH MOXET OBbITh IyPITYPHBIM WM JETTUTMEHTUPOBaHHBIM (pHc. 1N);
3JIEMEHTapHbIE IPU3HAKY — OKPALIEHHBIN UM JENUTMEHTUPOBAHHBIN TMIIOCTPAKYM.

dopmupoBaHe OKPacKH PAaKOBUHBI MOJUTIOCKOB Ha TMCTOJIOTMYECKOM M OMOXMMUYECKOM YPOBHSIX
HUKEM He ObUTO n3y4yeHo. MI3BecTHO, 4To B (hOPMUPOBAHIH PAKOBHHBI IMTTOPUH YYaCTBYIOT IOPCaIbHAS
Y BEHTpaJIbHAas KeJe3bl, a TAKKE KJIETKU JOopcalibHOro snureus Kpas MaHTuu (Bevelander & Nakahara,
1970). BenTpasibHas M JOpcalibHas KeJe3bl OTBEYaIOT 32 (POPMUPOBaHUE NEpUOCTpakyma. B ¢popmupo-
BAaHMM OCTPAaKyMa U I'MIIOCTPaKyMa Y4acTBYIOT KJIETKH JIOPCAJIbHOIO SMUTENHSI, KOTOPble 00pa3yloTcs
B 30HE MpoJsmdepalyy, pacloJokKEeHHON Ha Kpalo MaHTUU, U MOCTENIEHHO CMEIIAIOTCA B JOPCATbHOM
Harpas/ieHUU. JIOTMYHO NPEANONIOKUTh, YTO B IIPOLECCE ITOIO CMEIEHUS KJIETKU JTOPCAIbHOTO SMH-
TeJHs B OIpe/ie/IEHHbIe MOMEHTHI BpEMEHH 00eCIeUMBAIOT CUHTE3 Pa3HBIX MMTMEHTOB U WX BKJIIOYE-
HME B pakoBUHY. MOMEHTHI NepEeKJII0UYEHNsT PEKUMOB (DYHKIIMOHATBHOM aKTUBHOCTY TMTMEHTOOPAa3yIo-
IIMX KJIETOK, 04EBUIHO, TEHETMUECKH IETEpPMUHAPOBaHbI. Kak ciieicTBre, MpOUCXOIAT yIOPsI0UEHHOE
BKJIIOUYEHHE TUTMEHTOB B PAaKOBUHY Y (DOPMUPOBAHUE PA3JINYHBIX JIEMEHTOB OKPACKH.
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ITpu hopMupoBaHUM MOHOX POMATHUECKOI (POHOBOI OKPACKU KJIETKH JOPCAILHOTO SMUTEHA Kpast
MaHTUM CHHTE3UPYIOT OJMH U TOT ke nUrMeHT. Ilo Mepe cmeleHus oT 30HbI nposudepanuu (yHK-
LMOHAJIbHASL AKTMBHOCTb THX KJIETOK MOXET CHUXaThcsA. B Takom ciydae (popmupyercs: rpagueHt
MUTMEHTAlMK C MaJeHreM MHTEHCUBHOCTH OT BHEIIHEW K BHYTPEHHeW JacTu ocTpakyma. Eciu 3TO-
ro He MPOUCXOJUT, MPU3MATUUECKUIl CJIOW OKpalleH paBHOMepHO. Ilpu ¢opmupoBanuu ou- u Tpu-
XPOMaTUYECKUX BapUAHTOB (DOHOBOM OKPACKU KJIETKU JOPCAJIBHOIO SMMTENUS CUHTE3UPYIOT OJVH
KaKOW-TO MUIMEHT. 3aTeM MPOUCXOAUT CUHXPOHHOE INEepeKIouYeHre UX (PyHKIMOHAJIbHOW aKTHMBHO-
CTU ¢ (POPMHUPOBAHUS OAHOIO MUIMEHTa Ha (popmupoBaHue Apyroro. ITOCKOJbKY I'paHULbl MEXILY
30HAMM pa3IMYHOM MUIMEHTALMU Pa3MbIThl, MOXKHO CAEJaTh BBIBOJ, YTO (DYHKLMOHAJIbHASI AKTHUB-
HOCTb MUTMEHTOOPA3YIOIINX KJIETOK M3MEeHseTcs TuaBHO. [1o-BUIMMOMY, MOXHO TOBOPUTH 00 OIpe-
IeNEHHON 3aKOHOMEPHOCTH B CMEHE PEeKMMOB (DYHKIIMOHAJIBHOW aKTHBHOCTH MUTMEHTOOPA3YIOIINX
KJIETOK: CHayaja CUHTE3UPYIOTCA KEATHIA U OPAHXKEBbIA MUIMEHTbl M T'yaHUH, U TOJIBKO IOTOM —
My pITypPHBIA TUTMEHT.

[Tpu hopMHUpPOBaHUH IIMPOKUX MPOAOJIBHBIX MOJIOC KOPUUHEBOTO (= IMypIypHOro), OEJIOro U OpaH-
’KEBOTO 1IBETa KJIETKHU JIOPCAJIbHOTO SMUTEINNS, PACIIOIOKEHHBIE HA ONPEAEIEHHBIX YYaCTKaxX Kpas MaH-
THH, B COOTBETCTBYIOIIIMI MOMEHT BPEMEHH TMEPEKI0UaloTcsl Ha (popMuUpoOBaHUe MUrMeHTa rnosioc. VH-
TEPECHO OTMETHTb, YTO MHOT/A cucTeMa Aa€T cOoii: hopMupoBaHue (POHOBOIM OKPACKM MpeKpalaeTcs,
HO CHHTE3a IMUIMEHTa M0JI0C He MPOUCXOAUT. B Takom ciyyae (popMupyroTCcsi JeNUrMeHTUPOBAaHHbIE
M0JIOCHl, OTMEUYEHHbIE HAaMU Y KENTBIX L. obtusata v roMosiornyHble (peHOTUIly hyalozonata apyrux
mosumiockoB (Cook, 1967 ; Cook & King, 1966). IIpu ¢popMrpoBaHuM pUCYHKA U3 MATEH U3MEHEHUE
(pyHKIIMOHATLHON AKTUBHOCTY IIUTMEHTOOPA3YIONINX KJIETOK Ha ONPE/IEIEHHBIX yYacTKaxX Kpasi MaHTHA
IPOUCXOJUT NepUoAnYecK. JInHelHble pa3Mephbl TAKUX YYACTKOB CYILECTBEHHO MEHbIIE, a UX KOJIM-
YeCTBO 3HAUUTENBbHO OOJIblIE, YeM B ciiydae noiioc. B pesdynbrate popmMupyercs puCyHOK U3 IATEH
NUIMEHTa, (hopMa U B3aMMHOE PACIOJIOKEHUE KOTOPBIX BapbUpyloT (puc. 1O-R).

[NepexmoueHre KJIETOK Kpas MaHTUU ¢ (POPMHUPOBAHUS HENPABUIbHO-IIPU3MATUYECKOro Ha (op-
MHUPOBaHME IJIACTUHYATOIO CJIOSI CONPSIKEHO, NO-BUIMMOMY, C CYKEHUEM CIIEKTpa BO3MOXKHbIX BapH-
aHTOB (DYHKIIMOHAIBHOW aKTMBHOCTH MUTMEHTOOpa3ylolMX KJIeToK. B 30He (popmupoBanus octpa-
KyMa KJIETKA MOTYT CUHTE3UpPOBATh IypIypPHbIA, OPAHXKEBbIHA, KENTHI MUTMEHTHl U I'YaHUH, a 30HE
(popMHpOBaHMS TMIIOCTPAKYMa — TOJIBKO MypHypHbIA UrMeHT (puc. 1N).

Bo3moxxHbIe BApHAHTHI H KOMOMHAIIMHE NPU3HAKOB OKPAacKH. B nporecce Hammmx uccienoBa-
HUIA BBISIBJICHO OOJIBITMHCTBO TEOPETUYECKH BO3MOXKHBIX BApPUAHTOB (POHOBOW OKPACKU, KOTOPbIE MO-
ryT (pOpMUPOBATHCS HA OCHOBE TPEX MUTMEHTOB U ryaHnHa. OcoOu ¢ IeNUrMEeHTUPOBAHHOW PAKOBUHOM
MIOJTyYeHBI B YCIIOBUSIX KCIIEPUMEHTA. B eCTECTBEHHBIX yCIOBHUSIX OOHAPYKEHBI TPU M3 YETBIPEX BO3-
MO’HBIX MOHOXPOMAaTH4YECKUX BAPMAHTOB OKPACKH (ITypITY PHBIH, KEITBII U OpPaHKEBBII), BCE BO3MOXK-
HbIE TUXPOMATHUECKHIE BAPUAHThI OKPACKHU C yYaCTHEM ITypITypHOTO, KEITOro, OPAaHKEBOrO MUTMEHTOB
Y T'yaHUHA, a TAKKE TP U3 YETBIPEX BOZMOKHBIX TPMXPOMATHUECKUX BAPUAHTOB OKpacKu. B To e Bpe-
MsI He BBISIBJICHbI MOJUTIOCKM C MOHOXPOMATUYIECKOU OeJIoi, INXPOMATHIECKON KEITO- MM OPaHKEBO-
0eJIof ¥ TPUXPOMATUIECKOU KENTO-0esI0-OpaHKeBOl (DOHOBOUM OKPACKOW; OYEBUIHO, OBl TUTMEHT
BCTPEYaeTCs TOJbKO COBMECTHO C ITypITy PHBIM.

Besple ipoaosbHBIE TOJIOCH OOHAPYKEHBI y JIMTTOPUH C CaMOW pa3sHOOOpa3HOW (POHOBOW OKpac-
koil. KopruHeBble MOJIOCHl XapaKTEPHBI A1 MOJUIIOCKOB, MMEIOIIMX (POHOBYIO OKPACKy C y4yacTH-
€M OpaHXeBOro MUrMeHTa. Pexe MX MOXHO BCTPETUTH Y JIMTTOPUH C (DOHOBOW OKPACKOW, 00pazy-
IOLLEHCS C yYacTUEeM KEJITOro MUIrMeHTa (KENTBIX M KENTO-IYPIypPHBIX), WIM — TOJIBKO B YCJIOBH-
SIX 9KCIEpUMEHTa — Yy JeMUTMEeHTHPOBAaHHBIX 0co0eil. ¥V L. saxatilis KOpHUHEBbIE TIOJIOCH BCTpeYa-
I0TCSL JIMIIb y OeJo-IypIypHBIX ocoOeil. OpaHKeBble MOJIOCH BCTPEYAIOTCS B OCHOBHOM y MOJUTIOC-
KOB C JKEJITO-IypITypHOMH, MU3peaKa C YUCTO MyprypHOil (hoHOBOM okpackoil. [losockl pa3zHoro tumna
MOT'YT BCTPEYaThCsl OJHOBPEMEHHO. JJOBOJILHO OOBIYHBI OCOOM C KOPUYHEBBIMU U OEJIBIMU MOJIOCAMU
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Ha pakoBrHe. OOHAPYKEHbBI TAKKe JIUTTOPHHBI, HECYIIHE OTHOBPEMEHHO OEJTyI0 i OPAHXKEBYIO ITOJIOCHI.
Takoii BApHaHT OKPACcKH, OIHAKO, OYeHb Pe/IOK. BeposiTHO, 3TO CBA3aHO € TeM, UTO Oesiasi U OpaHKeBast
10J10Chl (POPMUPYIOTCS] HA OIHOM M TOM K€ Y4aCTKe PAaKOBUHBI U «MEIAIOT» IPYT JPYTY.

PucyHOK 13 OeJTbIX MATeH CBOOOIHO COUeTaeTCs CO BCeMH BapuaHTaMu (D)OHOBOM OKPACKHU U TIOJIOC.
B TO e BpeMsl pUCYHOK W3 ITyPIyPHBIX IATEH aCCOIMUPOBAH ¢ HAIMYKMEM B (DOHOBOM OKpAcKe OpaH-
’KEBOTO MIMITMEHTa M YacTO — C HAJIMYMEM POJOJIbHBIX KOPUYHEBHIX Nosioc. O0a BapuaHTa PUCYHKA
MOTYT BCTPEUYaThCsl OJIHOBPEMEHHO.

Puc. 1. BapuanTsl (hoHOBOI OKpacKH paKOBHHBI M PUCYHKA W3 TIATEH U moJioc y Litforina obtusata. ®oHO-
Basl OKpacKa PakOBUHBI: A — JenurMeHTupoBaHHasi; B — mypnypnas; C — xéntas; D — opanxkeBas;
E — xénro-opanxeBas; F — opamxeBo-nypnypHast; G — Oeno-nyprnypHast; H-J — BapuanThl ®€nto-
MmypIypHO# okpacku; K — xénto-6eno-mypnypHasi; L — x€nro-opanxeBo-nypnypHasi; M — opaHkeBo-
Geno-nypnypHas (Ha npumepe L. saxatilis). ['unocrpakym: N — nypriypHbiii 1 6eciiBeTHbIl. PucyHok: u3 Oe-
abix (O—Q) u myprypabIx (R) nsren. [upokue npoposbHbie nonock: S — Genble; T — opanskesbie; U —
KopuuHeBble (MmyprypHbie). [TokazaHbl 0O BU PAKOBUH (BBEPXY) M paclipeeieHue MUIMEHTOB B TOJI-
111e pakoBUHBI (BHU3Y). [IpeacTaBiIeHHbIN MILTIOCTPaTUBHBIN MaTeprall pa3MeIIEH Ha caiite 300JI0rMYecKOro
nHctutyTa PAH, 1. Cankr-IlerepOypr: http://www.zin.ru/projects/litphen/index.html

Fig. 1. Variants of the shell background color and the pattern of spots and bands in Litforina obtusata. Shell
background color: A — depigmented; B — purple; C — yellow; D — orange; E — yellow-orange; F — orange-
purple; G — white-purple; H-J — variants of yellow-purple shell background color; K — yellow-white-purple;
L - yellow-orange-purple; M — orange-white-purple (by the example of L. saxatilis). Hypostracum: N — pur-
ple and depigmented. Pattern: of white (O—Q) and purple (R) spots. Wide longitudinal bands: S — white;
T — orange; U — brown. The general view of the shells (top panel) and the distribution of pigments in the shell
(bottom panel) are presented. This illustrative material is freely available on the website of the Zoological
Institute RAS, Saint Petersburg: http://www.zin.ru/projects/litphen/index.html
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HacJienoBanne NpuU3HAKOB OKPacKH pPakoBHHbI. CBelleHUs 1O HACJIEJOBaHUIO MPU3HAKOB
OKPACKHU PaKOBUHBI y JIUTTOPUH OrpaHrueHsl. O HaclleICTBEHHOU 00YCJIOBJIEHHOCTH HEKOTOPbIX BapH-
AQHTOB OKPAaCKU CBUJIETEJILCTBYIOT AaHHble PaiiMxena (Reimchen, 1974, uut. no: Reid, 1996). B pa-
6ote (KosmuHckuil u ap., 1995) npennpunsTra nomsiTka 0ObSCHUTh HacjaeJoBaHue (POHOBOM OKpac-
KM PAaKOBHMHBI Y JIUTTOPUH Ha OCHOBE OJHOJIOKYCHOHM NOJIMAJUIENIbHOM CXEMBbl HacJeJOBaHUsl, Xapak-
TepHOW JIJIS1 JIETOUYHBIX MOJUTIOCKOB (Murray, 1975). K coxayieHnio, B ykazaHHON paboTe He ObLIO
MPUAAHO JOJKHOTO 3HaYeHUs ToMY (PakTy, 4To B (POPMUPOBAHUM OKPACKU PAKOBUHBI IMTTOPUH Y4acT-
BYIOT HECKOJIKO PA3JIMYHbIX IUTMEHTOB, U HE YUUTHIBAIACh BO3MOXKHOCTh MHOKECTBEHHOTO OTLIOBCTBA,
YTO CTaBUT IO/l COMHEHHUE CIeJIaHHble B Hel BBIBOJBI. B Oosee mozguux myonukammsx (KosMuHckui,
2011, 2014, 2016 ; Kosmunckuii u ap., 2010) 3T HEAOCTATKU yCTPAaHEHbI; MOJyYEHHBIE B HUX Pe3YJib-
TaThl TOJIOKEHbl B OCHOBY NIPUBEAEHHOW HMKE CXEMbl HACJIeIOBaHUsI TPU3HAKOB OKPACKU PAKOBUHBI
y autTOpuH (Tadm. 1).

I[Tpu (popmupoBanuu (pOHOBOM OKpacku y L. obtusata 3a BKIIOUEHUE B PAKOBUHY Iy PITypPHOTO, KE-
TOT'0 ¥ OPaHKEBOT0 MMIMEHTOB OTBEYAIOT TPU pa3Hble rpymnisl reHoB (Kosmunckuii, 2014). Bkinoyenue
IIUTMEHTOB B PAKOBUHY JIOMUHAHTHO. B cilyyae mypriypHOro U ;kE€1Toro MUrMeHTOB B KaK/1y10 U3 TPyl
BXOJUT HE MeHee JBYX KOMIUIEMEHTApHO B3aMMOJIEHCTBYIOIIMX reHoB. HacnenoBanue Oesoil okpac-
KU y L. obtusata, BBULy PeIKOCTH COOTBETCTBYIOIIMX (DEHOTHUIIOB B OEJIOMOPCKUX TOIMYJISIIUAX, HAMH
He u3yyvasock’. [IpoBe/s aHAJIOTMIO ¢ MUrMEHTaMU, JIOTMYHO MPEATOI0KUTh, YTO 32 BKJIIOYEHHE B PAKO-
BUHY I'yaHMHA TaK)ke OTBeYaeT OTAe/IbHAs FeHeTHUecKas cucteMa (IoKazaHa B TaOJIuIIe Kak OTAeIbHbIN
AByXaJlJIeJIbHbIM TeH). B 1enom ¢goHoBasi OKpacka pakOBUHBI JUTTOPUH (POPMUPYETCS KaK pe3yJibTaT
B3aMMO/IEMICTBUSI HECKOJIbKUX TPYII FEHOB, KaAasi U3 KOTOPBIX OTBEYAET 32 ONpE/IEIEHHbI MUTMEHT
(CHHTE3, TPAHCIIOPT, BKJIIOYEHNE B PAKOBUHY).

3a (hopMUpOBaHIE KOPUYHEBBIX MPOJOJIBHBIX MOJIOC Y IUTTOPUH OTBEYAET OJUH I'eH C AByMs aJljie-
nsavu (Kosmunckwid, 2011). Hacnenosanue 6enbix (Kosmunckuid, 2016) u opankeBbix (Ko3MUHCKMIA,
HEeomyOJIMKOBaHHbIE JaHHBIE) MOJIOC TAKXKE COINIACYETCs C THIMOTE30i O MOHOTEHHOM CXeMe Hacles10-
BaHMs. B TO BpeMs Kak HaJIMUMe KOPUYHEBBIX M OEJBIX MPOJIOJIBbHBIX MOJIOC JOMHHAHTHO, HAJIMUKe
OpaHkKeBBIX M10JIOC, CKOPEE BCET0, PELIECCUBHBIN ITPU3HAK.

3a HaJIMuue Ha paKOBUHE PUCYHKA U3 MATEH OeJIOro MMrMeHTa OTBEYaloT He MEHee JBYX KOMILIEMEH-
TapHbIX reHoB (Ko3muHckuii u 1p., 2010). Beicokas n3MeHuMBOCTb (DOPMBI, B3aMMHOIO PACIIOJIOKEHUS
Y CTEIIEHU CIIMSIHUS JIEMEHTOB pucyHKa (puc. 10-Q) no3BoJseT NpearoaoknuTh, YTO KOJINIECTBO Ie-
HOB, CBSA3AaHHBIX C €ro (POPMUPOBAHUEM, MOKET ObITh 3HAUMTEILHO OOJbIIMM. He UCKITIOUEHO Takke,
YTO MPOSIBJIIEHHUE STOTO NIPU3HAKA 3aBUCUT OT (paKTOPOB BHEILIHEW Cpe/Ibl.

AHaM3 MMEIIKXCs JAHHBIX CBUAETEbCTBYET O CLEIUIEHUHM JIOKYCOB, OTBEYAIOIIMX 3a BKJIOYE-
HUE B PAaKOBUHY OpaHxeBoro nurMeHTa (O) u (opMUpOBaHME KOPUYHEBBIX MPOJOJBHBIX I0J0C (BP).
B paMkax cOOTBETCTBYIOIIIEH TUIOTE3bI BO3MOKHO 00pa3oBaHUe YeThIpéX TUIOB ramer (OBP*, OBP~,
oBP*, 0BP7), Ha OCHOBE KOTOpbIX MoOXkeT popmupoBarbcst 10 yHUKaIbHBIX TeHOTUIOB. COOTBETCTBY-
ore UM (peHOTUTIBI 0cO0er MOTYT ObITh OOBEAWHEHBI B YETHIPE I'PYIIIH («OpPaHKEBbIE IOJIOCATHIE,
«HE OpaHKeBbIE TOJIOCAThIe», «OPAHKEBbIe OECIIONOCHe» U «HE OpaHKEeBbIe OECIOJIOCHE»), TS Kax-
J0i U3 KOTOPBIX JIOJUKHBI OBITh XapaKTepHbl COOCTBEHHbIE OCOOEHHOCTH COBMECTHOIO HACJIe0BaHUS
(poHOBOM OKpacky 1 nosoc. B skcneprMeHTe B IOTOMCTBE OPaHKEBBIX I10JIOCATBIX CAMOK BBIIIEIUISIINCH
ToJI0CaThie 0COOU TOJIBKO C OpaHkeBOW (DOHOBOW OKPACKOW. B MOTOMCTBE KENTHIX MOJIOCATHIX CAMOK
M0JIOCaThie 0COOU TaKKe MMEH KENTYI0 (POHOBYIO OKPAcKy. B moToMcTBE OpaHkKeBBIX OECIIONIOCHIX Ca-
MOK OTMEUEHBI TOJIbKO OpaHKeBble Oecroyiochle 0coou. B TOTOMCTBE caMOK, OTHOCSIIIMXCS K YeTBEPTOM
rpymre, 1noJjiocarsie 0coou (ec/M OHU MPHUCYTCTBOBAIN) BCEI/la UMEM OPaHKEBYIO (POHOBYIO OKPACKY;
COOTBETCTBYIOILME AJUIENH MOJTYYEHbI, OUEBUHO, OT OTLIOB.

2COOTBETCTBYIOIIEE MCCIIEJOBAHUE IPOBENEHO Ha npumepe L. saxatilis.
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Crenyer OTMETUTB, YTO B U3YYEHHBIX HAMHU CJIy4asiX B MOTOMCTBE XKEJTBIX MOJIOCATBIX CAMOK I10-
Jlocatble 0cOOM MMeENU TOJIBKO KENTYI0 (DOHOBYIO OKpacKy. Ha mepBblil B3I/, 3TO CBU/IETENBCTBYET
O MOSIBJIEHUU B PE3yJIbTaTe KPOCCUHIOBEpa HOBOM MApbl CLEIJIEHUS M YKa3blBAaeT Ha TO, 4TO 3a (op-
MHUPOBaHME KEITOW U OPAHKEBOM OKPACKU OTBEYAIOT aJUIEJIM OHOTO I'€Ha, YTO IMPOTUBOPEUYUT JaH-
HBIM IO HacyieoBaHMIO (poHOBOM Okpacku. Tem He mMeHee 3T0 He Tak. IlycTh reHel, oTBevamoLIMe
3a HacJeJOBaHWE OPAaHKEBOTO MUIMEHTA U MOJIOC, M TeHBI, OTBEYAIOIME 32 (POPMUPOBAHUE KEITOU
U IypIypHOU (POHOBOM OKPACKH, HAXOIATCSA B Pa3HBIX XpoMocomax. Torma KpocCOBEPHBIE IaMETHI
oBP* MOryT CBOOOJHO COYETAaThCs CO BCEBO3MOKHBIMU BapHaHTAMU TaMeT, JAIOIIMMU pa3Hble Ba-
pyaHTbl (POHOBOW OKPACKM C YYaCTHEM XEITOrO M IMypPHYpPHOTO MUTMEHTOB (KENTYIO, MypPIYpPHYIO,
KENTO-TyPIyPHYIO U JEMTUIMEHTUPOBAHHYIO; TaMETaMH, JAIOIIMMK OeJ0-IypIypHYI0 (JOHOBYIO OKpac-
Ky, MOXXHO IIpeHeOpeub, Tak Kak y L. obtusata oHa peaka). Y MypITypHBIX MOJUTIOCKOB TTOJIOCH OyIyT
He3aMeTHbl. JlenMrMeHTUPOBaHHbIE 0COOM C KOPUYHEBBIMU 10JIOCAMU OOHAPYKEHbl HAMH B SKCIEPH-
MeHTe (B €CTECTBEHHBIX YCJIOBUSX JIEMMIMEHTHPOBAHHBIE OCOOU, CKOpee BCEero, He BBUKHMBAIOT). Pe-
IbHO OyIyT HaOMOIAThCS TOJIBKO COYETaHHs ramer oBP* ¢ BapuaHTamu KENToW (POHOBOW OKpPACKH
(KENTO-IypPIyPHOU U KENTOM), TaK KAK OHU SIBJISIOTCS CAaMbIMU PACIIPOCTPAHEHHBIMU B IIOIYJISLINY,
Omaromapst YeMy M BO3HMKAET OIIyIIeHHe KaXYIIEerocsl CHETICHHS KENTON OKPACKU ¢ KOPUYHEBBIMU
MOJIOCAMH.

JlaHHbBIE 110 HACJIEJOBAHUIO PUCYHKA W3 MATEH IypIIypPHOIO NMUIMEHTAa U OKPACKM TMIIOCTpaKyMa
OTCYTCTBYIOT. PUCYHOK W3 MATEH MypIypHOrO NMWIMEHTa BCTpPEYaeTcs TOJBKO Yy 0CcOoOei, NMEKIIUX
(hboHOBYI0O OKpacKy ¢ y4acTHEM OpaH)KEBOI'O NMUTMEHTA, KaK IT0JIOCcaThIX, Tak M Oecronochix. OH Mo-
KeT ObITh KaK pe3yJbTaTOM JEWCTBHS OTIAEIBHOIO I'eHa, TECHO CIEIUIEHHOTO C T'€HOM KOPUYHEBBIX
TI0JIOC, TaK ¥ OOOYHBIM PE3yJIbTaTOM aKTMBHOCTH I'€Ha «I10JI0cCaTOCTH». POpMHUpOBaHIE TUIIOCTPAKY-
Ma CBA3aHO CO CMEHOW peXuMa (PYHKLIMOHAIBHOW aKTUBHOCTH KJIETOK Kpasi MAaHTHUH; OJHOBPEMEHHO
MOXKET ITPOUCXOUTh CMEHA MPOrPaMM CUHTE3a U BKJIIOUEHUS IUIMEHTOB B pakoBuHY (puc. 1N). Io-
3TOMY JIOTUYHO MPENOI0KUTh, YTO 32 OKPACKY IMIIOCTPAKyMa OTBEYaeT OTAEIbHBIN I'eH (WU TpyIll-
a reHOB). 3aMeTHM, 4TO 32 SMOPHOHAIBHYIO OKPACKY PAKOBHHBI TAKXKe, BEPOSITHO, OTBEYAET OTAEIIb-
Hasl TeHeTUYecKasl CHCTeMa, MOCKOJIbKY SMOpHOHAJIbHAS PAaKOBUMHA Y JIMTTOPUH BCErAa ITypITypHas,
Aaxe y JeMUrMeHTUPOBAaHHBIX 0COOEH.

Cucrema onncanusi ”3MEHYNBOCTH IPU3HAKOB
OKpacKH pakoBuHbl y Littorina obtusata

I'pynna cperos «Pornosas oxkpacka paxosurvt» — C.

CP — «JlenurmenTupoBanHbie» (puc. 1A). Pekuil BApUaHT OKPACKU: Ba N3YYEHHBIX SK3EMILIS-
pa MoJry4eHsl B JaAOOPATOPHBIX YCJIOBUAX MPU aHAIM3€ HACJIeJOBAaHUS MPU3HAKOB OKPACKH PAKOBUHBI.
PakoBrHa JeNMUrMeHTUPOBaHHAs!, YACTUYHO MPOCBEYMBAIOIIAs], UIMEET TYCKJI0-0eIylo, pOrOBYI0 OKpac-
Ky (RGB’: 197,,5: 180,,,: 146,,,). Kaiima u ucnon He BblpaxeHbl; MUKPOCTPYKTYpa PaKOBUHBI OObIY-
Has. [unocTpakym nenurMeHTupoBaH. IMOPHOHATbHAS PAKOBUHA COJAEPKUT HEOOJBIIOE KOJTMUYECTBO
MYPIYyPHOTO MUIMEHTA. DTOT (PEHOTUIT MOXKHO CIYTaTh C OYEHb CTAPBIMHU KEITBIMU JUTTOPHUHAMH,
y KOTOPBIX, BO3MOKHO, IIPEKPAILAETCS BKJIIOYEHUE TUTMEHTA B PAKOBHHY.

CP — «Ilypnypuble» (puc. 1B). Oaun u3 Haubolee YacTo BCTPEYAIOIIUXCS B EJIOMOPCKHX IIOITY-
aauusax penotunos (nopsaka 40 %). Bunumas okpacka pakOBUHbI TEMHO-KOPUYHEBAsl, [IOUYTH YEPHAs
(77419t 62415: 56,,3), KaiiMa 1 UCTIOJ HE BbIpakeHbl. VIHTEHCHBHOCTh OKpacKy BapbupyeT c1ado. [1pus-
MaTHYECKUI CJION OKpAIleH IypITypHBIM ITUTMEHTOM. Y O/THOH 4acTu 0co0el OKpacKa OCTpaKyMa paB-
HOMEpHas, y Jpyroil HadoAaeTcs rpaJreHT ¢ MaJeHueM MHTEHCUBHOCTU MUTMEHTALMU OT BHEIIHEW

1IBeTOBbIE KOOPAMHATHI, XaPAKTEPU3YIOILME LIBET 3JIEMEHTOB OKPACKM PAKOBUHBI, B MEXIYHAPOJHOI KOJOPUMETPHIECKOIM
cucreme MKO RGB (Ko3munckuii u Jlesun, 2006).

Mopckoii 6uosnornueckuii kypHan Marine Biological Journal 2021 Tom 6 Ne 3



Onucanve nomumMopdu3Ma 1 KiaccupuKanys IpU3HAKOB OKPACKU PAKOBHHHBI. . . 69

K BHYTPEHHEH! YaCTH PAKOBHHBI (B HEKOTOPBIX CIydasX BHYTPEHHsS 4YaCTb OCTPAaKyMa IMPaKTUYECKH
JeNUrMEHTHPOBaHa). MUKPOCTPYKTypa PakOBUHBI OObIYHAsA. [ MIIOCTpakyM MOXKET OBIThH ITypITypPHBIM
WIN JeNUTMEHTHPOBAaHHBIM.

CY — «Keénmpie» (puc. 1C). JloonsHo penxkuii denorun (0,3 %). Bumumas okpacka kénras
(195,3,: 155,3,: 22,,3), MIHTEHCUBHOCTb BapbUPYET OTHOCUTENIBHO c1a00. KaiiMa 1 ucrop He BbIpaxe-
Hbl. OCTpaKyM OKpallleH KEITHIM MUIMEHTOM U UMeeT OOBIYHYI0 MUKPOCTPYKTYpY. OKpacka mpusma-
TUYECKOTO CJIOSI MOXET ObITh PABHOMEPHOW, WJIM K€ MOXET UMETh MECTO IPaJUEHT C MaJeHUEM WH-
TEHCUBHOCTH IIMTMEHTALMK OT BHEINHEN K BHYTPEHHEN YacTH PakOBUHBL. ['UmocTpakyM, Kak IpaBuiIo,
JeNUTrMEHTHPOBAH; U3peJKa ObIBAeT ITypITyPHbIM.

CY% — «Opanxesble» (puc. 1D). OO6wunbii erotun (2 %). Bumumass okpacka opaHkeBas
Pa3IMYHOM MHTEHCUBHOCTH (179,57t 96.,: 21.,3); KalMa M uCrol He BblpaxkeHbl. HenpaBuibHO-
NPU3MATUYECKUI CJION OKpallleH OPaHKEBBIM IUI'MEHTOM, UMEET OObIYHYI0 MUKPOCTPYKTYpY. Bo3mo-
’K€H IPAUEHT C MaJIEHUEM NHTEHCUBHOCTHY MIUTMEHTALIMU OT BHEIIIHEN K BHYTPEHHEW 4aCTH PAKOBUHBI.
['umoctpakyM MOKeT ObITh JEMMTMEHTUPOBAH WM OKpAIlIeH MypPITypPHBIM MUTMEHTOM (TIOCIIEHUI Ba-
puaHT oObueH y L. saxatilis). Ha pakoBHHE MOXeT MPUCYTCTBOBATh PUCYHOK M3 MyPITYpHBIX TSTEH,
YTO JieJIaeT BUAMMYIO OKpacKy Oosiee TéMHOM. HampoTuB, Hammure prcyHKa u3 OeJbIX MATEH JesiaeT
OKpacKy cBeTJIee.

CY0 — «Kénro-opanxensie» (puc. 1E). JoonsHo peaxuii denotun (0,3 %). Bugumas okpac-
Ka pakOBUHBI KENTO-opaHkeBasa (176,5,: 119,541 9,7). BrlpakeHHasa kaiiMa OTCYTCTBYET, UCIIOJ UMeE-
€T Ty e OKPACKy, YTO M JIpyrve YacTH PaKOBHHBI. MUKPOCTPYKTYpa pakOBUHbBI OObIYHAsL. Y HEKOTO-
PbIX 0coOel BHEIIHsISI YaCTh MPU3MATHYECKOTO CJIOsI OKpAIleHa MPEUMYIIECTBEHHO KENTHIM IMUTMEH-
TOM, BHYTPEHHSISI — TPEVMYIIECTBEHHO OPAaHXEeBbIM, HO y OOJIBIIMHCTBA OCOOEH MUTMEHTHI CMEIIH-
BatoTcs. OKpacka KeEJNTO-OpaHKEBBIX MOJUTIOCKOB BapbUPYET OT MOYTH OPAaHKEBOM JI0 MOUYTH KEJTOH,
YTO MOXET MPUBOJUTH K Mpodiiemam B onpenenenun denoruna (Jlesun u Kozmunckwuit, 2008). Hamm-
yre 0eJIol HIAIIKK OCBET/ISIET OKPACKY M TAKKE MOXKET ObITh IPUUMHON 3aTPyJHEHUS UACHTU(DUKALIUH.
['mnoctpakyM OOBIYHO OECIIBETHBIM.

COP — «OpanxeBo-nyprypHbie» (puc. 1F). loposbHo peaxuit penorun (0,5 %). Bumumas okpac-
Ka pakoBUHHI opaHxkeBas (176, 4: 93.4: 38.,5); OHA KaxeTcs Oojiee TEMHOMN 13-3a Iy PIypPHOM OKPACKH
BHYTPEHHEH 4acTy OCTpaKyMa M Hepe/IKO BKJIIOUEHMI IypIlypHOro MUrMeHTa B Buje nsateH. [lo kpaio
YCTbs1 OpaHkeBas Kaiima. Mcron pakoBHHBI Oosiee TEMHBIN, MOXKET MMETh OTYETJIMBBIH Ty PITYPHBIN OT-
TEHOK. BHelHsAs yacTh MpU3MaTHUUYECKOrO CJIOSI OKpallleHa OPaHKEeBbIM MUIMEHTOM, BHYTPEHHSS —
nyprypHeiM. Kak mpaBuiio, myprypHblii OACION 04eHb TOHKUMI. neHnTudukaims gpeHotumna 3aTpya-
HEHa, TaK KaK BKJIIOYEHHE B PAKOBUHY OPAaHXEBOIO MUIMEHTA, MO-BUAMMOMY, MOJABISET BKJIOYE-
HUE IypIypHOTO, U COXPAHSETCS TOJBbKO TOHKUN Maj03aMEeTHbI MypITypHbIN MOJCION HAa TPaHULE
¢ runoctpakymoM. Ilocieianii GeciBETHBIIN MIIM OKPAILIEH ITyPITypPHBIM ITUTMEHTOM.

CWYP — «Beno-nypnypusie» (puc. 1G). OTHOCUTENBHO pekuil y Genomopckux L. obtusata Ba-
puant okpacku (0,5 %). B ormmmume oT IBeTa JeNWUTMEHTUPOBAHHBIX OCOOEH, Oesblii IBET HAChI-
IeHHBIH, Onectamuil (206, 7: 181, ,4: 111,,,). PakoBuna niotHas, Henpo3payHas. KaiiMa no kpato
yCTbsl Oenasi, UCTIOJ] PAKOBUHBI Iy PITypHBIN. BHEIIHAS 4acTh MPU3MATHUECKOIO CJI0s1 OKpalleHa B Oe-
JIbIA 1IBET, BHYTPEHHsS 4yacTh MyprypHas. TommuHa 6e0ro mojciosi BapbupyeT; COOTBETCTBEHHO,
MOHO BBIJEJUTh HECKOJIBKO PA3IMUAIONINXCS MHTEHCUBHOCTBIO BAPUAHTOB OEJIO-ITypITypHOI (hOHO-
BOW Okpacku. Ha mumdax m ckojax pakoBuHa B 30HE O€JOro IMOACIOS MMeeT Oosee IUIOTHYIO,
YeM O0OBIYHO, MHUKPOCTPYKTYPY C rojiyboBaThiM OTJIMBOM. [ MITOCTpakyM Bcerza OKparieH Iy pIrypHBIM
MUTMEHTOM.

CYP — «Kénro-nypnypusie» (puc. 1H-J). CaMblii pacnipocTpaHEHHbI B GEJJOMOPCKHMX MOITYJIALM-
AX BApUaHT (POHOBOM OKPACKU (55 %). Bunumas okpacka Bapbupyer oT KopudHeBou (116,4: 88.4: 60.5)
10 HACBIILEHHO-KENTOH (219,55 181, 7: 614,,), HO 11 GOJIBIIMHCTBA OCOOEN XapaKTepHa OJIMBKOBAsI
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OKpacka pakoBUHBI (123,,5: 101,55: 51,,3) € KENTON KAaMMOM IO KPAIO YCThS U C Iy PILyPHBIM UCTIOAOM.
BHemHsAs yacTh ocTpakyMa OKpalleHa KEITbIM [IUTMEHTOM, BHYTPEHH 151 — Iy pITy pHbIM. MUKPOCTpPYK-
Typa pakoBHUHBI 00bIYHAsl. OKpacKa 3aBUCUT OT TOJIIMHBI TOJCII0S KENTOrO MUIMEHTA U MHTEHCUBHOCTH
€ro MUrMeHTalKH. ¥ KOPUYHEBBIX 0COOEH KENTHIN MUTMEHT BKJIIOYAETCSI B PAKOBUHY B CJIEOBBIX KOJIH-
YeCTBAaX, BHEIHSS YacTh OCTPAKyMa COAEPKUT CJIE/Ibl MyPITypPHOTO IIMTMEHTA U KaXeTCsl 00eCIBeUeH-
HOI'. Y OJIMBKOBBIX 0COOEH KEITOr0 MUrMEeHTa OTHOCUTENIBHO MHOTO, ¥ IIPY €r0 HAJIOKEHUH Ha CIIe/Ibl
MypITypHOrO NMUTMEHTa BO BHELIHEN YacTU OCTpakyma (popMHUpyeTcsl BUIMMasl 3e1eHOBaTas OKpacKa.
VY ocobeii ¢ HaChIIIEHHO-XKENTON OKPACKOM MHTEHCUBHOCTb MUTMEHTALUMH U TOJIILMHA KEITOTO MOJCI0s
OY€Hb BEJIMKH, ITypILyPHBIM IUTMEHT 3aMETEH TOJBbKO B HUKHEW 4aCTH ITPU3MATUYECKOIO CJIOSI U TUIIO-
crpakyme. KopruHeBble MOJLTIOCKM MUMEIOT OECIBETHYIO, & OJIMBKOBBIE U KENThIE — KENTYI0 KaiMy
10 Kpaio ycTbs. [ MnocTpakyMm, Kak MpaBuio, My pItypHbIM.

CYWP __ «Kénro-6eno-mypnypubie» (puc. 1K). Ouenb penkuii BapuaHT (POHOBOW OKDPAcKH
(0,01 %). Bunumasi okpacka BapbupyeT OT OeJIo-IypIypHOM CO c1a00i MPUMECHIO KENTOrO0 MUTMEHTa
10 TUMOHHOM (209,34 179,55: 33,4). Kaiima 1o kpato ycTbs 6enas WK KeJToBaTast, UCHO/ Ty pITy PHBIIA.
Pacnipenenenue 6e10ro ¥ MypIrypHOTO TIUTMEHTOB COOTBETCTBYET TAKOBOMY y O€JIO-ITyPITypHBIX OCO-
Oeil. Bembiit mozicioi MMeeT OoJtee TIIOTHYI0 MUKPOCTPYKTYpY. Bo BHeIIHel 4acTi ocTpakyma 3aMeTHa
OTYETIMBAS IPUMECH KEATOrO MUrMeHTa. [ unocTpakyMm mypIypHbIil.

CYOP _ «Kénto-opanxkeBo-nypnypHbie» (puc. 1L). TTo-BuauMomy, IOBONLHO PeaKUil (PeHOTHII
(0,5 %), Ho ero uneHTU(UKAIMS 3aTPYAHEHA, TAK KaK ITyPITy PHBIN MOACION OOBIYHO OYEHb IJIOXO BhIpa-
*KeH. Bunumas okpacka pakoBuHbI (173,301 116,59: 16,,,) COOTBETCTBYET TAKOBOH Y KEJITO-OPAHKEBBIX
MOJITIOCKOB (€CJI Iy pITY pHBI TTOJCIION c1ab0 BBIPaKeH) MM HECKOJIBKO OoJiee TEMHas (€ciu MmypIryp-
HbII [TOZICIION JOCTATOYHO MOIIHBIN). B ocieaHem ciiyuae cTaHOBSATCS 3aMETHBI JKEITO-OpaHKeBast Kaii-
Ma 0 Kpalo YCThsl ¥ TEMHBIN UCTIOJ PaKOBUHBL. MHUKPOCTPYKTYpa paKOBUHBI OOBIYHAS. DTOT BapUaHT
(poHOBOI OKpacKM XapaKTepeH [Jisl JIMTTOPUH C KOPUYHEBBIMU MPOIOJIbHBIMU TTOsIocaMu. MHTepecHo,
YTO B JAHHOM CJIy4ae Takke HaOII0JaeTcsl AOCTATOUYHO YETKOE pasiesieHHe JKEITOro M OpPaHKEBOTO
MUTMEHTOB: BHELIHSA YacTh MPU3MATUYECKOIO CJI0sl HA yYacTKaX BHE KOPUYHEBBIX MOJIOC OTUYETIIMBO
KENTast, CPEAHSAS YACTh IPU3MATUYECKOTI'0 CJI051 OpaHXKeBasi M Ha T'PAHULIE C TUIIOCTPAKYMOM Iy pITy pHAs.
['mnocTpakyM MoxeT ObITh OECLIBETHBIM HJTH OKPAIIEHHBIM ITyPITy PHBIM ITUTMEHTOM.

COWP _ «OpanxeBo-6eno-myprypHbie» (puc. 1M). DToT BapuaHT (POHOBOI OKPACKH BHISBJIEH
Tosbko y L. saxatilis (0,01 %). OOHapy:keHue nogoOHbIX L. obtusata Takke BO3MOXHO, HO X BCTpe-
YaeMOCTb JJOJIKHA ObITh OYE€Hb HU3KOH, TaK Kak Oeso-MyprypHble 00Ty3aThl KpailHe peaku. Buaumas
okpacka (2204,,: 148,,5: 40,5¢) Bapbupyer oT Oeo-IypIypHOil ¢ pa3BOJaMHU OPaHkKEBOIO MUIMEH-
Ta 10 KpacHOBaTo-KpeMoBol. Kaiima Oenasi, ucrnon pakoBUHBI IypIypHbIi. Pacnipenenenue ryanuHa
¥ TyPIypHOTO MUTMEHTa COOTBETCTBYET TAKOBOMY y O€JIO-IyPITypHBIX OCOOe; BO BHEIIHEH 4acTu
OCTpaKyMa IpUCYTCTBYET ITPUMECh OpaHKeBOro NUrMeHTa. IlpusmaTudeckuii cjioil B MecTe pacriosioxe-
HUs OeJsIoro nojcios umeeT 0oJjiee MIOTHYIO, YeM OOBIYHO, MUKPOCTPYKTYPY € TOJyOOBAaTBIM OTJIMBOM.
['unoctpakyM mypIty pHBIiL.

I'pynna cperos «Oxpacka eunocmpaxkyma» — H.

TT1acTMHYATHIA CIIOM PAKOBUHBI TUTTOPUH (puc. 1N) MozkeT ObiTh yprrypHbM (HF ; 66 %) nu 6ec-
usetHsM (HP; 34 %). OGecuBeunBaHMe THIOCTPaKyMa HE CBA3aHO ¢ (JOPMUPOBAHUEM OoJee ILIOT-
HOW MHUKPOCTPYKTYPBI, KOTOpasi XapakTepHa [UIsl YYaCTKOB PaKOBHHBI, OKPAIIEHHBIX B OEJbIA IIBET.
Ha BuguMyio okpacky runoctpakymMa BJIMsIET OKpacka HENPaBUJIbHO-NPU3MATUYECKOTO CJIOS: HaIlpH-
Mep, Y MOJITIOCKOB C KEJITON M OPaHKeBOW OKPACKOM OCTpaKyMa OeCIIBETHBIH IJIACTUHYATHINA CJIOW Ka-
XKETCS XKEeJITOBATBIM M OpaHKeBAaThIM. BiIMsiHME OKpacky rMITOCTpakyma Ha (POHOBYIO OKPacKy paKOBUHBI
HEBEJIMKO: Y XKEJNThIX M OPAHKEBbIX JIMTTOPUH OH JeJIaeT BUIUMYIO OKPACKY PAKOBHMHBI 00Jiee TEMHOM.

4l_IO-BI/I,HI/IMOMy, 9TO CBA3aHO C TEM, YTO aKTUBHOCTb I'CHA (I/IJ'II/I FCHOB), 06ecr[eq1/13a10mero BKJIIOYCHUE B PAKOBHUHY JKEITOro
NMUIrMEHTa, OAHOBPEMEHHO I/IHFI/I6I/IpyeT BKJIIOYCHUE B PAKOBUHY ITYPITyPHOI'O ITUTMEHTA.
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OnHO3HAYHOW CBSA3M OKPACKU IJIACTMHYATOIO CJIOS C OKPACKOW OCTpakyma He oOHapyxeHo. Eciu
OKpacka MPU3MAaTUYECKOTO CJIOS JKETash WIM OpaHXKeBasi, TUIIOCTPAKyM, KaK MPaBUIIO, OECLIBETHBII;
€CJI OHA MypIypHasi, MIACTUHYATHIN CJI0i OKpaIlleH B MyPITypPHBIN LIBET.

I'pynna gperos «Pucyrok uz nsmemn» — S.

S¥ — «PucyHok u3 Genbix naren» (puc. 10-Q). Jlna 6onbimuacTa muttopud (55 %) xapakrep-
HO HaJMYMe HA PAKOBUHE PUCYHKa U3 OeibIx msATeH (198,51 15843, 90,5;). OTOebHbIE 3JIEMEHTHI
MATHUCTOTO PUCYHKA MPEACTABIAIOT COO0M BKIIIOYEHHS OEJI0ro MUrMeHTa JUTUICOUIAIBHON (POpMBI,
COeIMHEHHbBIE MEXIy COO0 TOHKMMH MPOCTIONKAMU-aHACTOMO3aMHU. DJIEMEHThI PUCYHKA PaCIIONIOKe-
Hbl B BEPXHEW 4YacTH MPU3MATUUYECKOIO CJIOsl paKOBUHBI. B MecTe pacrioyioxkeHHsi JIEMEHTOB PUCYH-
Ka PaKOBMHA MMeeT OoJjiee IUIOTHYIO, YeM Ha MHBIX y4acTKax, MUKPOCTPYKTypy. Popma, B3anMHOe
PacoyiokeHNe U CTENEHb CIUSHUS 3JIEMEHTOB IMATHUCTOTO PUCYHKAa OYeHb M3MeHuuBbl. [Ipu3Haku
BCTPEYalOTCs Y MOJUTIOCKOB, UMEIOIIHMX CaMble pa3Ho0Opa3Hble (peHoTHUrbl. CBS31 MeX 1y HAJTMUYUEM pH-
CYHKa 13 OeJIbIX MSTeH, M0JIOC U (POHOBOM OKPACKOHN PAKOBHHBI HE OOHAPYKEHO. Y JIMTTOPHH C KEITOU
¥ OpaHkeBoi (POHOBOH OKPACKOM PAKOBHHBI IISITHA IPUOOPETAIOT JKEJITOBATYIO OKpAcKy. PrcyHok u3 Ge-
JIBIX MATEH He (JOPMUPYETCS B MECTE PACIIOJIOKEHUS] KOPMUHEBBIX 110JIOC, HO MOXET (hOPMHUPOBATHCS
B MECTE PACMOJIOKEHUS OPAHKEBOU MOJIOCHI.

SP — «Pucynok u3 nypnypHbIx naren» (puc. 1R). Kak 1 B ciryyae pucyHka n3 GeJibIX NATEH, OT/IEb-
HbIE 9JIEMEHTHI MIPEJICTABIISIOT COOOH BKIIIOUEHHU S Iy PITyPHOTO MUTMEHTA SJUTUICOUAATBHOM (DOPMBI, CO-
€IMHEHHBIE ME:K 1y COOOI TOHKUMHU ITPOCTIONKAMU-aHACTOMO3aMU (125,431 66,571 22,5¢). DIIEMEHTHI pU-
CYHKa pacIoJIOKEHbl B BEPXHEW YacTH OocTpakyMa. MUKpPOCTpYKTypa HEllpaBUIbHO-IIPU3MATUYECKOTO
CJIOSI B MECTE PACIIOJIOKEHHUS SIEMEHTOB pUCYHKa 0ObIyHas1. [Ipr3HaK XxapakTepeH AJs IMTTOPUH, UMe-
I0LIUX (POHOBYIO OKPACKY € y4acTHEM OPaHKEBOTO IMTMEHTa M KOPUYHEBBIE POIOJIbHBIE TIOJIOCH! HA pa-
KOBUHe. BeTpeuaercst Takke y OpaHKeBBIX M OpPaHKEBO-ITyPITypHBIX Oecriosockix MOLTIOcKoB (0,4 %).
[TposiBsieTcsl 3HAYUTEIBHO MO3XKE KOPUYHEBBIX IMOJOC M 3aMETEH TOJBKO Ha MOCIEJHHUX 000poTax
PaKOBHHBI.

S, — «PuCyHOK U3 NITEH OTCYTCTBYET>.

I'pynna cpenos «lllupoxue npodonvhvle nonocvl» — B.

BY — «Benbie nonockl» (puc. 1S). O6buHbIi BapuaHT okpackh (2 %). Ha pakoBrHe IPUCYTCTBYET
OJlHA WJIM B€ LIMPOKUE MOJIOCk Oesoro useta (232,,,: 203,,,: 110,4,). OcHOBHas nosoca pacnoJo-
*keHa 1o nepudeprn odopota, 6osee y3Kas — B MPHUIIOBHON 4acTy pakoBHHBL. [loockl npeacTaBs-
10T COOOM MPOCJIONKH JOTIOJIHUTEILHOTO ITUTMEHTA, PACHIOIOKEHHbIE BO BHEITHEH YaCTH HEMPaBIJIbHO-
NPU3MaTHYECKOro ClIosl. B MecTe pacriosioskeHnst oJIoC pakoBHHA UMeeT OoJiee TUIOTHYIO, YeM Ha JIpY-
I'MX y4acTKax, MUKPOCTPYKTYpy. [Ipu3Hak BcTpeyaeTcs y JUTTOPHH C JKEITON, OpaHKeBOM, Iy pITy pHOU
U KENTO-TypIypHOI (POHOBOM OKpacKkoi. biarogaps Tomy, 4To MOJIOCH TOTPYKEHbI B OCTPAKyM, UX BH-
AUMasi OKpPacKa MOXKET OTJIMYATHCS OT YUCTO-0€JI0M: Y JIMTTOPHH C KENTO-ITyPITyPHBIM U KEITHIM OCTpa-
KyMOM OHA JKEJITOBATAs, a Y OPAHKEBBIX ¥ OPAHKEBO-ITy PITy PHBIX MOJUTIOCKOB OHa OpaH:keBaTasi. Viamen-
YUBOCTb [TPU3HAKA POSIBIAETCS B U3MEHEHUN MHTEHCUBHOCTH MMTMEHTALIMU M0JIOC (BIUIOTH A0 TOJTHOM
JENUTMEeHTALMN) U B CY’KEHUH WM TTOJTHOM MCUYE3HOBEHUHM JI00aBOYHOM MOJIOCH. B ciryuyae monHoi fie-
NUTMEHTALUHU Y MOJUTIOCKOB C KENTON (POHOBOW OKPAcKOil PaKOBHMHBI HA MPOCBET 3aMETHBI CHITYIThI
T0JI0C B MECTaX UX OOBIYHOTO PACTIOJIOKEHHUS.

BY — «Opanxesble nonock» (puc. 17T). OtHOCUTENbHO penkuil BapuanT okpacku (0,8 %). Ha pa-
KOBHMHE IIPUCYTCTBYET OJIHA IIMpPOKas opaHxkeBasd nojoca (155,441 95.5): 29,,4), pacnoyoxeHHas
Ha mepudeprn 060opoTa. [1oJI0CH MpeACTaBIAI0T cOOOW MPOCIOWKN OPAHKEBOTO MUTMEHTA C YET-
KO OuYepueHHbIMU KpasiMu. PacrioyioikeHue mosioc B TOMIIE PAaKOBUHBI XapaKTEpU3YeTCsl BbIPakeH-
HO OHTOI€HETUYECKON M3MEHUMBOCTBIO. B MOMEHT nosiBieHus (Ha MepBOM Irofly KM3HU MOJLTIOCKA)
OHHU pacHoJIOKEHbl BO BHYTPEHHEW YacTH OCTpakyMa, B MOCJEIYIOLUIEM paclpOCTPaHAIOTCS MpPaKTH-
YECKM Ha BECh OCTPAaKyM M MCUE3al0T Ha YETBEPTOM-IIATOM TO/y KM3HH, CMEIIAsCh B IMIIOCTPAKYM.
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B MecTe pacronioxkeHust moJIoc pakKOBHHA UMEET OOBIYHYI0 MUKPOCTPYKTYpY. OpaHKeBble MOJIOCH Xa-
PaKTepHbI 1JIsI MOJLTIOCKOB C KENTO-IyPIYPHON PaKOBUHOM, MHOI/IA NIPU3HAK HaO0alICcs Y ocoleit
C MypIypHO# (D)OHOBOM OKPACKOM.

B — «Kopuunessie (myprypHsie) nosockl» (puc. 1U). Peakuii Bapuant okpacku (0,2 %). Ha pako-
BUHE MTPUCYTCTBYIOT [IB€ IIMPOKHUE MOJIOCHI Pa3IMYHbIX OTTEHKOB KOPUYHEBOTO, MHOTJa IOYTU YEPHOTO
nBeTa (81,45: 504,31 23,50), pacronokeHHbIe B BEpXHEH 1 HYKHEH yacTi o6opoTa. [Tosockl MoryT mmbo
OBbITh OPraHU30BaHHBI KaK MTPOCJIOWKH My PITyPHOTO MUTMEHTA B BEPXHEH 4aCcTH OCTpaKyma, HUKe KOTO-
PBIX TSIHETCS B TOM WJIM MHOU CTEeTIeHH BbIPAKEeHHBIA MUTMEHTHBIN «IILIe]», TMOO0 3aHUMATh BCIO TOJIIILY
PaKoBHHBI. B MecTe pacrosyioxkeHus Mojoc paKOBUHA UMEET OOBIYHYI0 MUKPOCTPYKTYpy. KopuuHesbie
T0JIOCHI 3a4acTyl0 BCTpevaTcesl y L. obtusata, umeiomyx (pOHOBYIO OKPACKY C yYacTHEM OpaHKEeBOTO
NUrMeHTa. Peke 3TOT Nmpu3HaK HaOMOAaeTCs y KENTHIX U KENTO-ITyPITYPHBIX MOJUTIOCKOB, B PEIKUX
cllyyasix — Yy JIMTTOPUH C AEMUTMEHTUPOBAHHOW PAKOBUHON’. MI3MEHUMBOCTh NMPU3HAKA MPOSBISAET-
Cs1 B UI3MEHEHUM MHTEHCUBHOCTU OKPACKHU TOJIOC (BIUIOTH JO MOJHOM ACMTUTMEHTAIUN) U UX IIUPUHBI,
B PEAYKLMH OTAEJbHBIX MOJIOC, CJAMSHUUA U PACIPOCTPAHEHUM T0JIOC Ha BCIO WM YaCTh NOBEPXHOCTU
PAaKOBUHBI. Y JKENTO-OPaHKEBBIX MOJLUTIOCKOB JEMUIMEHTALMS 110JIOC IPUBOAUT K MOSIBJICHUIO BapuaH-
Ta OKPACKH, IPU KOTOPOM OCOOM BHEITHE BBHINJISAAT KaK KENThIE MOJUTIOCKHU C JIByMsI TIPOJOJIbHBIMU
OpaHKEBBIMH ITOJIOCAMU. PUCYHOK U3 MATEH OEJIOro WK ITypITypPHOTO IIUTMEHTA, €CJTA OH IMPHUCYTCTBYET,
Bceraa (pOpMUPYETCs BHE 30HBI PACTIOJIOKEHH S TTOJIOC.

B, — «IIIupokue mpoaoJibHbIE MOJOCHl OTCYTCTBYIOT».

OTinuns AByX cucreM Kjaaccudukanuu. OCHOBHBIM OTJIMUMEM OT IIPEAbIIYIIEN BEPCUU CUCTE-
MbI KJ1accupukamu npu3HakoB okpacku (CeprueBckuid u ap., 1995) saBisieTcss COOTBETCTBUE MEXKITY
BbIIEJICHHBIMU (DEHOTUIAaMHU U PeaibHO CYLIECTBYIOIIMMHU IPYNIIaMU T€HOB, OTBEYAIOIIUX 32 (hopMu-
pOBaHMe pa3HBIX JIEMEHTAPHBIX MPU3HAKOB. PaHee cyiecTBoBaBIIMe Tpynibl (hbeHOB «Oenasi oKpac-
Ka» U «IIUTMEHTHAs1 OKpacKa OCTpaKyMa» 0ObeIMHEHBI B OJJHY TPyMITy «(OHOBasI OKpacka paKOBUHbI»,
TaK Kak (pOHOBasi OKpacKa BO3HUKAET KaK pe3yJIbTaT B3aUMOJAEHCTBUS psiJia BEIIECTB, YaCTh U3 KOTOPBIX
(MeJTaHMH ¥ KapOTHUHOM/IBI) SIBJISIETCSI IUTMEHTaMM, a 4yacTh (TyaHUH) CIIy>KUT OCHOBOM J1s1 (hopMHpOBa-
HUS CTPYKTYypHOU OKpacku. KonnyecTBeHHbIE Ipaaliuyl MPU3HAKOB — aHAJIOTUYHbIE paHee BblJEJIeH-
HbIM BapuaHtaM W ;—W; — B IIpe/II0KEeHHON HAaMU CUCTEME KJIACCU(PUKALIUY CIIELIMAIBHO HE BbIIES-
1otcsi. Tem He MeHee OHM MOTYT ObITh MOJIE3HBI, ¥ P HEOOXOIUMOCTH COOTBETCTBYIOIIME YMCIIOBbIC
WHJIEKCHI MOTYT OBITh 03 Tpy/1a BBECHBI B MOJICITb.

B rpynne (eHOB «IIMpOKHE MOIOChI» BBIIENEH Psill HOBBIX (PEHOB, TaK Kak pe3yJibTaThl MOpQo-
JIOTUYECKUX M TeHETHUECKUX UCCIICIOBAHUI MOKA3aJi, YTO KOPUYHEBBIE, Oejibie U OpaHkKeBbIe TOJIO-
CBl — CaMOCTOSITeJIbHbIE CTPYKTYPBbI, Pa3JIMYAIOIINecs C TOUKU 3PEHUs] OpraHU3allK, OHTOTeHe3a U Ha-
cnepoBanusi. PeHOTHIT «OECTONOCkle 0COOM» Tereph SIBJISIeTCss OOIIMM /il BCEX BapHaHTOB MOJIOCa-
TOCTU U O3HAYAET, YTO T€HETUYECKUE CUCTEMBI, OTBETCTBEHHBIE 32 (POPMUPOBAHUE TPEX TUIIOB I10JIOC,
HE AKTHBHBI.

OTHOCHUTEILHO HEOOITbINEe M3MEHEHHUSI TIpeTepIiesa rpymma (hbeHOB, CBA3aHHBIX ¢ (POPMHUPOBAHUEM
MATHUACTOTO pucyHKa. OnHako gaHHble o reHeTuke (Ko3muHckuid u ap., 2010) nokasbiBaioT, YTO MeXa-
HU3M HacJIeIOBaHMs [TPU3HAKA CJIOKHEE, YEM ITPEIIIOIIATraloch paHee: 3a HAINIME/OTCYTCTBUE PUCYHKA
u3 OeJIbIX MSITEH OTBEYAIOT 0 KpaiiHel Mepe JBa reHa. Ype3BbluaiiHO BHICOKA s HI3MEHYMBOCTh MPH3HAKA
MO3BOJISIET MPEIMOIOKUTD, YTO €ro (POPMUPOBAHUE MTOJBEPKEHO BIMSHUIO CO CTOPOHBI 3HAYUTEIBHO
Ooutbiliero uucia reHoB. [losiBieHre HOBBIX TeHETHMUYECKHMX NaHHBIX MOTpeOyeT YTOUHEHHS WJIM Jake
CYIIECTBEHHOTO MEPEeCcMOTpa STOM Ipynrbl (beHOB C MPUBJIEUYEHUEM HOBbBIX JIEMEHTAPHBIX MPU3HAKOB.
Kpowme Toro, B JaHHyIo Ipyrmiy BBEAEH paHee He OMUCAHHBIN (PEHOTUIT «PUCYHOK M3 MyPIYPHBIX Tis-
TeH». CrielyeT NOAYEPKHYTh CIEAyIoIIee: XOTs MeXaHU3Mbl (POPMHUPOBAHUS JBYX BApMAHTOB PUCYHKA
AQHAJIOTMYHBI, 32 UX HACJIeIOBAHUE OTBEYAIOT, CKOpPEe BCETO, pa3HbIE TeHBbI.

3V L. saxatilis Nnpu3HAK BCETa ACCOIMUPOBAH C GENO-ITypITypHOI (POHOBON OKPACKOIA.
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3akimouenne. HecMoTpsi Ha IIMPOKOE pacipoCTpaHEeHHe MOJIEKYISIPHO-OMOJIOTMYECKIX METOJIOB,
MOMYJISIUOHHO-(DeHETUUECKUE UCCIIeJOBAHUSI COXPAHSIIOT CBOI0 aKTYyaJIbHOCTh, B YACTHOCTH B CTyYa-
X, Korga peub UAET 00 M3YYeHWU MUKPOIBOJIOIMOHHBIX MPOIECCOB, HETIOCPEICTBEHHO CBA3AHHBIX
C OKpacKoil (HampuMmep, Koraa MocyeIHsisl BHIIOIHSET 3allUTHYIO WM TEPMOPETYJISTOPHYIO (PYHKIIHIO).
HeoOxoqumbIM ycIoBUEeM Il TTPOBe/IeHUsT TIOAOOHBIX UCCIIeJOBAHUN SIBJISIETCSI 3HAHUE MEXaHW3MOB
(popmupoBaHUs 1 HACIEAOBAHUS PU3HAKOB OKpPAcKU. BKilloueHne B aHaIu3 HOBBIX BUOB, U3yUYeHUE
KOTOPBIX B T€HETUYECKOM OTHOIIEHUH MO TeM WM UHBIM IMPUYMHAM 3aTPyJHEHO, BO3MOXKHO TOJIb-
KO Ha OCHOBe 0000IIeHus uMeloleicss nHHOpMalMU M0 BUAaM, UCCIEIOBAHHBIM B Mopdosoruye-
CKOM M T€HETUYECKOM OTHOILIEHUH, TO €CTh C UCHOJIb30BAHMEM METOJIOB MOMYJISIIUOHHON (PEHETUKHU.
MoJekyisipHO-OMOJIOTHUECKUe MapKephl IPU MPOBEACHUU TAKOTO POjia aHAJIM3a BHIMOJHSIOT, CKOpee,
BCIIOMOTaTeIbHYI0 (DYHKITHIO, TAK KaK HAIIW MPEACTABICHUs O MOJIEKYJISIPHO-TEHETUIECKUX MEXaHM3-
Max, JiealluxX B OCHOBE (hOPMHUPOBAHMS U HACIEAOBAHMS CJIOKHBIX MPU3HAKOB, TAKMX KaK OKpAacCKa,
MOKa HEJOCTATOYHBI ISl TIOJIHOIIEHHOW 3aMeHbl MOMYJISIIIMOHHO-TeHETUUECKUX U (PeHeTUYECKUX Me-
TOAOB MOJIEKYJISIpHO-OMoIornueckumMu. Kpome Toro, mpuHrMasi BO BHUMaHUE BHICOKOE pazHooOpas3ue
IIUTMEHTOB, Y4YacTBYIOIIMX B (popmupoBaHuu okpacku pakoBuHbl (Comfort, 1950, 1951 ; Hedegaard
etal., 2006 ; Lucas, 1974 ; Williams, 2017), ensa ji1 MOKHO TOBOPUTH O CYIIIECTBOBAHUU KAKOW-TO €TUH-
CTBEHHOU «Mojie/n» €€ (popMUpOBaHUS U HaclieoBaHus. [jis BeIsIBIeHUs] OOIIMX 3aKOHOMEPHOCTEM
TaK’ke HeoOXOAMMBbl HCMOJIb30BaHKE METOAOB MOMYJISIMOHHON (DEHETUKN U UX COBMECTHBIM aHAIW3
C MOJIEKYJIIPHO-OUOJIOTMYECKUMHU JAHHBIMHU.

BaxxHbIM yci0BUEM U151 pa3BUTHS IOMYJISIIIMOHHO-(DEHETUYECKOTO HATPaBJICHU S UCCIIEJOBAHUN SIB-
asieTcsl pa3padoTKa 0OOCHOBAHHBIX CUCTEM OIMMCAHMS U KiaccuUKaly MPU3HAKOB OKpacku. [Ipen-
JIO)KEHHAsi HAMU CUCTeMa KJacCU(UKAIMKU MPU3HAKOB OKPACKU y MOJUTIOCKOB poja Liftorina MOXeT
CIIy’KUTb XOPOILIEN OCHOBOM /1JIs1 pPa3paOO0TKU TAKUX CUCTEM.

Kak oTmeueHO Bhillle, pa3HOOOpa3ue MUTMEHTOB, 3a/IeICTBOBAHHBIX MPH (DOPMUPOBAHUM OKpAC-
KM pakOBUHBI Y MOJUTIOCKOB, Besuko (Comfort, 1950, 1951 ; Hedegaard et al., 2006 ; Lucas, 1974 ;
Williams, 2017). Kak v y JUTTOpPHH, Y MHOTHX Tlepe/iHeKaO0epHbIX MOJUTIOCKOB (hOHOBAsI OKpacKa pa-
KOBHUHBI (POPMHUPYETCS C yUACTUEM HECKOJIbKUX MUTMEHTOB. COMHUTENbHO, YTOOBI BKIIIOUEHHE B pa-
KOBHHY Pa3HBIX MUTMEHTOB KOHTPOJIUPOBAIOCH €AWHCTBEHHBIM T€HOM. 3HAUYHMTENHLHO OoJiee BeposiT-
HOW MpeACTaBiIseTCs] peajin3aliysi NoJUreHHou cxembl HacnenoBanus (Kosmunckuii, 2014), npu koTo-
PO¥i 32 BKJIIOUEHHE B PAKOBUHY KaXJIOTO MUTMEHTa OTBEYAET OTAEJbHBIN (M, BOZMOXKHO, MOJIMAJIC]Ib-
HBII) reH. XapakTepHas 1jsl JETOYHbIX MOJUIIOCKOB MOHOTEHHAas MOJMasUlesibHasl CXeMa HaclieloBa-
Hus (Backeljau et al., 2001) siBnsieTcsi, OUeBUIHO, YACTHBIM CIIyYaeM 3TOi OoJiee 0OIIer U yHUBEpCallb-
HOW cXeMbl HaclieoBaHusA. VIMEHHO TOSTOMY B OCHOBE JTI0OOH CHCTeMbI KJIacCU(PUKAIIUU MPU3HAKOB
OKpacCKH, MpeTeHAYIOIEeN Ha YHUBEPCAIbHOCTb, JOJIKHA JIeKaTh IMOJIMIeHHAs] cxeMa (popMUpOBaHUS
Y HacsieaoBaHus (POHOBOU OKPACKH.

OKpacKy pakOBHHBI OPIOXOHOTMX MOJUTIOCKOB MOXHO TIPE/ICTAaBUTh KaK COBOKYITHOCTh psifia 3Jie-
MEHTAPHBIX MPU3HAKOB. DJIeMEHTApHbIE NMPU3HAKY, BbIIEIEHHbIC Y JTUTTOPUH, OOBIYHBI JJIS MOJUTIOC-
KoB. KaxJ1IoMy npu3HaKy OKpPacKu COOTBETCTBYET OINpPENEeIEHHOE pacrpeseieHre MMIMEHTOB B PaKo-
BUHE, SIBJISIIOIIEECS CJIEJICTBUEM 3aKOHOMEPHOTO U3MeHEeHUs (PYHKIIMOHATbHON aKTUBHOCTH MUTMEH-
TOOpa3yoIIMX KJIeTOK Kpast MaHTHH (CeprueBckuii u ap., 1995). O6HapyXeHHbIE Y JIUTTOPUH OCOOCH-
HOCTH pacIipeJieJIeH!s IMTMEHTOB 1pu (opMUpPOBaHUU (DOHOBOI OKPACKH, TIOJIOC U PUCYHKA U3 MSATEH
JAOCTATOYHO OOBIYHBI JJIsI MOJLTIOCKOB.

C yuétoM pa3HOOOpa3vsi OKPACKU PaKOBHHBI FACTPOTIO/ OYEBUIHO, YTO BbIICJICHHBIC Y JTUTTOPUH
3JIeMEeHTapHbIe TPU3HAKK OKPACKH U COOTBETCTBYIOIIME UM BapUAHTHl (DYHKIIMOHAILHOU aKTUBHOCTH
XpoMaToOpOB He UCUEPIBIBAIOT BCETO BO3MOXKHOTO Pa3HO00pa3usi. B yacTHOCTH, 17151 OITMCaHUSI BHICO-
KOTO pa3HOOOpa3usi BADUAHTOB PUCYHKA U3 MATEH Ha pAKOBUHE HEOOXOMMBI BbIJIEIEHHE JOTIOJTHUTEITh-
HBIX 9JIEMEHTAPHBIX TPU3HAKOB U COOTBETCTBYIOIIMX UM PEKUMOB (DYHKIIMOHAILHON aKTUBHOCTH ITUT-
MEHTOOPA3YIOIINX KJIETOK, a TAKKe M3yYeHHEe MeXaHU3MOB UX HacjeqoBaHus. [IpyruMu BOZMOKHBIMU
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HaIpaBJICHUSIMU UCCIIEIOBAHUN SBJISIOTCS N3YyYEHUE OHTOT€HETUUECKMX M3MEHEHUH MPU3HAKOB OKpac-
KU ¥ aHAJTN3 CBSI3M MKy BO3MOKHBIMH PeKMMaMH (PYHKIIOHATIbHON aKTUBHOCTU IMUTMEHTOOPA3yI0-
IIUX KJIETOK U (POPMHUPOBAHUEM PA3HBIX KAJIBIIUEBBIX CJIOEB PAaKOBUHBI. BBOI B pacCMOTpEHME HOBBIX
3JIEMEHTAPHBIX PU3HAKOB OKPACKHU MTO3BOJIUT B IEPCIEKTUBE CYLIECTBEHHO PACLIMPUTH BO3MOXHOCTU
MPeIJIOKEHHON HAMHU CUCTEMBI KJIacCU(PUKAITUY.

OnvicaHHas BHIIIEe CHCTeMa KJIacCU(UKAIMN MTPU3HAKOB OKPACKH YCIIEITHO OMPOOOBaHA MPH H3Y-
YEHWM HACJIE[JOBAHUs MPU3HAKOB OKPACKM pakoBUHBI y JUTTOpUH (Ko3muHckui, 2011, 2014, 2016 ;
Kosmunckuii u 1p., 2010) n pacnipenesieHnss TMrMEHTOB B pakoBUHE MOJUTIIOCKOB (Ko3muHckuii u Jle-
3uH, 2007 ; Jlesun u Kozmunckwii, 2008), a Takke MpH MPOBEJCHUN TOMYISIMOHHO-OMOJIOTMYECKOTO
MOHUTOpHHIa B KaHianakiickoM rocyaapcTBeHHOM npupoaHoM 3anoseanuke B 2005-2019 rr. (Kos-
MuHCcKkuM, 2006, 2020). brarogaps cnoyib30BaHUI0 YHUBEPCAIBHBIX TPUHIIUIIOB KJIACCU(PUKALIAY 3J1e-
MEHTOB OKPacKM (aHaJIM3 pa3HOOOpa3ysi MUTMEHTOB, BbIjIeJIEHUE JIEMEHTAPHBIX ITPU3HAKOB, U3yYeHHUE
MeXaHU3MOB MX (DOPMUPOBAHUS U HACTIEIOBAHU), pa3paboTaHHAs CUCTEMa MOKET ObITh UCTIOJIb30BaHA
MIPU ONMCAHUM OKPACKU PAKOBUHBI HE TOJIBKO Y JIUTTOPUH, HO U Y CAMOTO IIUPOKOTO Kpyra OPIOXOHOTUX
MOJUTIOCKOB.

Paboma evinonnena npu uacmuunoi purarcosoti noddepicke PODU (npoexm Ne 05-04-48056), Tpozpamm
Ppynoamenmanvhvix uccredosanuti PAH «/lunamuxa 2eHopon0oé pacmenuil, HCUBOMHuIX U uenoseka» u «buo-
N02UMecKoe pasHooopasue: UHBEHMAapU3auusi, GYHKUUL, CoXpanerue» u zocyoapcmeernnozo 3adanus 3HH PAH
Ne AAAA-A19-119022690122-5.

BaarogaprocTu. { Beipakaio rimy6okyio npusHateabHOCTH 1. A. Jlesuny u M. B. ®okuny 3a nomorp, oka-
3aHHYIO MPU U3yYEHUN HACJIEIOBAaHUsI IPU3HAKOB OKPACKU pakoBHHBI, U [1. A. Jle3nuHy — 3a OMOIIb MU U3Y-
yeHUN (POPMHUPOBAHUS TPU3HAKOB OKPACKW W TMPOBENEHUHU IBETOBHIX M3MepeHUi. S MCKpeHHe Mpu3HaTeleH
C. A. 3abeneHcKOMY 3a MOMOIIb B HAEHTUDUKALUYN [MUTMEHTOB PAKOBHHBI JIUTTOPUH. S TiyOoKo OJaroja-
peH agmuHuCcTparmy benomopckoit Groornueckoi crannmy 3ooormdeckoro nHeTuTyTa PAH, 11 B yactHOCTH
B. 4. Beprepy u A. A. CyxoTuHy, 3a HOIEPKKY MpU MpoBeJieHnn ucciepopanuii. 1 6naronapio 0. H. Kypsu-
KOBa 32 OECIIEHHYI0 TEXHMYECKYI0 TOMOIIIb, 4 TAKXE JPYTUX JIUI, OKA3aBIIHMX Ty WM UHYIO TIOMOIIb U MOAIEPKKY
MpY TPOBEJCHUH UCCIIEIOBAHUIA.
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SPECIFICATION OF POLYMORPHISM
AND CLASSIFICATION OF SHELL COLORATION IN GASTROPODS
BY THE EXAMPLE OF LITTORINA OBTUSATA (GASTROPODA: LITTORINIDAE)

E. V. Kozminsky

Zoological Institute RAS, Saint Petersburg, Russian Federation
E-mail: ekozminsky@gmail.com

Understanding the patterns of microevolutionary processes involves a wide range of population ge-
netic studies on different species. However, the number of genetically studied species is limited due
to significant methodological difficulties in testing the genetic conditionality of various traits. Develop-
ing population phenetics may become an alternative, which allows considering a large number of new
species subject to development of morphologically and genetically-based system to describe the vari-
ability and classification of phenotypic traits. Gastropods are a classic object for carrying out population
genetic studies based on the analysis of polymorphism of shell coloration. The parametric classifica-
tion system proposed by S. Sergievsky et al. (1995) for periwinkles of the genus Litforina may serve
as a basis for the developing of a universal system for classifying color traits for that taxonomic group.
Since a large amount of new data has been published in recent years, this system requires correction
and revision. The study aims to revise the system, taking into account new material on the pigment
composition, as well as on the peculiarities of the formation and inheritance of color traits, their joint
occurrence, efc. A revised and modified classification system for shell coloration traits is presented
by the example of the White Sea gastropods L. obtusata; this system considers the idea of the for-
mation of a phenotype as a combination of several elementary traits. These are traits associated with
the formation of: 1) a shell background color (the ability to include different pigments in the ostracum
and the hypostracum color); 2) a pattern of spots (the presence of inclusions of white and/or brown
pigment); and 3) wide longitudinal bands (brown, white, and orange). Elementary traits are highlighted
taking into account the pigments involved, as well as the mechanisms of their formation and inheritance.
When describing the shell coloration, elementary traits are first used to describe relatively simple traits
(groups of phenes “Shell background color”, “Hypostracum color”, “Pattern of spots”, and “Wide lon-
gitudinal bands”), which are subsequently combined to describe the phenotype as a whole. Our study
provides an overview of the available data on the qualitative composition of shell pigments in peri-
winkles and patterns of formation and inheritance of color traits; their possible combinations are de-
scribed. The phenes isolated by us are described together with their occurrence, color specification
in the RGB system, and the peculiarities of the formation, taking into account the distribution of pig-
ments in the shell. Visible traits, that may be used to assess the distribution of pigments in the shell,
are indicated. The ontogenetic changes in traits are described. Despite the fact that the proposed classi-
fication system is developed by the example of L. obtusata, it can be used for same purposes for other
periwinkle species and, with some modifications, for a wide range of gastropod species.

Keywords: polymorphism, shell coloration, classification system, gastropods, Littorina
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