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BriepBbie IPUBOISTCS pe3yJbTaThl U3MEPEHUS TPeX MH(GOPMALIMOHHBIX MTapaMeTPOB MOPdOIOTUUYECKOTO
pa3HooOpa3us (IHTPOTUSI, MEpa OPraHM30BaHHOCTU U pacxoxiaeHue KynbOaka—Jleiibiepa) B mocTHa-
TaJIbHOM OHTOTEHe3¢e Yeperna B MOMY/ISILUSX IBYX BUIOB I'PbI3yHOB (OOBIKHOBEHHBIN ClIeNbIll, Spalax mi-
crophthalmus Guld., eBpa3uiickuii 600p, Castor fiber (L.)). BBeneHbl moHsITUS “MOpdocucTeMbl”, “mMopdo-
JIOTMYECKOTO MPOCTPAHCTBA” U €r0 CTPYKTYphl. B paMKax pazBrMBaeMoro roaxonaa “mMop¢oa0ruiecKoe pas-
HooOpa3ue” paccMaTpUBaeTCsl KaK TepeMeHHasl BeJIMYMHA, CBSI3aHHAasi CO CTPYKTYPOi MOP(POJOTMYeCKOTo
npocrpaHcTBa. [IpoBepKa runoTe3sl 0 AOMUHUPOBAHUU ITPOLIECCOB CAMOOPTraHM3alllu, pOCTa OPraHU30BaH-
HOCTH MOPGOJIOTUUECKOTO pa3HOOOpa3usi Yyeperna B OHTOreHe3e BhISIBUIIA €€ HECOCTOSITEIbHOCTh. Mopdocu-
cTeMa yeperna UCCIIeJOBAHHBIX BUIOB IIPEeTepricBaeT MepexXoabl MeX Iy 60jiee OpraHM30BaHHBIMU U MEHEE Op-
TraHW30BaHHBIMU COCTOSTHUSIMU, TIEPUOINYECKHU ITPUOIIIKASICh U YIAISSICH OT “CTallMOHAPHOTO COCTOSTHUS .
ITono6Hast IMHAMKKA XapaKTepru3yeT MOpGhOCUCTEMY Uepera KaK IMHAMUYECKYIO M HEJIMHEMHYIO.
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BBEAEHUE

Bo MHorux wuccienoBaHUsIX OHTOreHE3 ueperna
MJIEKOITUTAIOLIMX paccMaTpUBaeTcsl Kak mpumep Te-
JIeoHOMHUYecKoro, kKaHajiu3oBaHHoro (Waddington,
1942) npouecca, “Lieabio” KOTOPOTO SIBJISIETCS TO-
CTUXXEHUE Ppa3MepoB, XapaKTEpHBIX IJIsI B3POCIOro
KUBOTHOTO (“meneHamnpaBieHHBI” (Tanner, 1963),
“sKkBU(UHATIBHBINA”, “KOMIICHCUPYIOLINiII®  POCT
(Riska et al., 1984)). ITpu aToM “kaHanu3aius’” pac-
cMaTpHUBaeTcs Kak clIieACcTBUE 3a0ydepeHHOCTH TTPO-
1Iecca OHTOreHe3a B 1IeJI0M, B pe3yJibTaTe 4ero OIuH
U TOT Xe (DEHOTUN BOCHPOU3BOAUTCS, HECMOTPS Ha
CyLIECTBEHHbIE TeHETUYECKUE Bapuallui U BApbUPO-
BaHME sKojiorndeckux ¢pakropon (Waddington, 1942;
Clarke, 1998; Willmore et al., 2007). YcToitdauBOCTh
OHTOreHe3a MPOSIBJISIETCS B OTPAHUYECHUSIX BIAUSHUS
Ha (EHOTUIT MUKpOBapUallMii BHYTPEHHEH Cpembl
opraHusMma, IMposIBJISIIOIIUXCS B popMe “TepMoarHa-
MUUYECKOTO IiIyMa” U, B pe3yJibTaTe B3auMOAeHCTBUI
MEXIY pasHbIMU HepapXUYeCKMMU YPOBHSIMU pa3-
BUBAIOLIEHCS CUCTEMBbl — MOJIEKYJISIPHO-TEHETHYEe-
CKUM, KJIETOUHBIM, OPTaHU3MEHHBIM, MOIMYJISIIMOH-
HBIM U TIepeMEHHBIMU OKpYyxKaroiieil cpenbl (Atchley,
Newman, 1989; Debat et al., 2000; Zaharov, 1992; Za-

harov et al., 1997; Young, Badaev, 2006; Willmore et al.,
2007; Zelditch, Wood, 2008). M.JI. 3enony ¢ KoJjjie-
ramu (Zelditch et al., 2004; 2006) v apyrve aBTOPHI
roJjiaralot, 4YTo IMpolecchl MOJA0OHbIEC “lesieHanpaB-
JICHHOMY POCTY” B pe3yJibTaTe pabOoThl PEryasITOPHBIX
MEXaHM3MOB JIOJIKHBI IIPUBOIUTH K CHYXKEHUIO TUC-
Hepcuy 3HAYEHWI TIPU3HAKOB B OHTOIeHE3e, a Ha
YPOBHE MOIYJISIHUM K KOHBEPreHIUMU MapaMeTpOB
VHIWBUAYATLHBIX OHTOTEHETUYECKUX TPACKTOPUIA.

CorytacHO COBpPEMEHHBIM “XOJIMCTUYECKUM ™ TIpe-
CTaBJICHUSIM WHAMBUIYyaIbHOE Pa3BUTUE IIPEACTABIISI-
€TCsI KaK KOMILJIEKC TPOLIECCOB BHYTPHU OpraHu3Ma,
HaXOJSIIErocsl B HeTpepPbIBHBIX MHMOPMALIMOHHBIX
W BEIIECTBEHHO-IHEPIeTUUECKUX OTHOIIECHUSIX C
oKpyXalomeit cpemoii. B wacTHoOM ciydae, ecnm
pedb uaeT o6 OTHeNbHOM MOACHUCTEME OpraHu3Ma,
TaKoOM Kak 4eper, MOHsATUE “OKpyxXKalollei cpelbl”
BKJIIOUAET TAaKXKE MBIIILbI, KPOBEHOCHbIE COCYIbI U
T.1. (Zelditch, Wood, 2008). LleHTpaJlbHBIM MOMEH-
TOM 3TOM KOHIIEIIIIUM BBICTYITAIOT “B3aMOIEi-
crBusa” pasHoit nipuponbl (Willmore et al., 2007), B
pe3yabTaTe KOTOPBIX (DOpMUpYeTCs TOT WA WHOM
(enorun. I[1pyu 3TOM NpUHUMAETCSl CYIIECTBEHHAsI
pOJIb BIUTEHETUUYECKUX B3aUMOICUCTBUIA, obecre-
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YUBAIOIIMX “TIOACTPONKY” (PeHOTHUIIAa K MEHSIOIIIM -
Csl YCJIOBUSIM XXKM3HW OpraHu3Ma MyTeM U3MEHEHUs
TPAHCKPUMNIIUM T€HETUYECKOU WHGOpMalLlMM, Heu-
POSHIOKPUHHON peryasiiuu, MNpsSIMOM WHIYKUMWU
9KCIIPECCUU TeHa XO3sIMHa CUMOUOTUYECKUM Opra-
Hu3MoM u T.11. (Gilbert, 2005). MccnenoBanus heHO-
MEHa BHYTPEHHEe nHTerpaiuu yepemna (MuxaneBud,
1990; Klingenberg, 2013; Zeiditch, Carmichael, 1989
U JIp.) TTIOKa3bIBaIOT, UTO CTENEHb CBI3HOCTH 3JIEMEH-
TOB Uepera He OCTaeTCsl IOCTOSTHHOM MO Mepe €ro po-
CTa, a pa3HbIe OTAEJbI Yepera B OHTOTEHE3€ U3MEHSI -
I0TCSl B ompeAesieHHON Mepe He3aBUCUMO APYTr OT
Jipyra U IeMOHCTPUPYIOT pa3HYyIO CTeleHb MHTerpa-
LIMU CBOUX DJIEMEHTOB.

IIpoGieMy yCTOMUYMBOCTH Pa3BUTUSI MOXKHO pac-
CMOTPETH U C TO3ULIMK OOIIMX TEOPETUUECKUX MpPe/I-
CTaBJICHUIA O JUHAMUKE CJIOKHBIX CUCTeM. B maHHOI
paboTe MBI OCTAHOBUMCS TOJIBKO HA OTHOM M3 acIieK-
TOB 3TOM JMHAMMKU, & UMEHHO IIpOLIecce CAaMOOPTraHU-
3allMK, KOTOPBIM COIIPOBOXKIAETCSI POCTOM ITOPSIIKA B
cucreme. X. ®épcrep (von Foerster, 1960) BriepBbie
MPEIJIOXKWI UCIIOJIb30BaTh Mepy WH(MOPMALIMOHHOM
n36bITouHOCTH (Shanon, 1948), Kak OLIEHKY yHOpsIIO-
YEHHOCTM WJIM OPraHM30BaHHOCTU cucteMbl. Cren-
CTBHEM TIPEAITONOKEHMS O POCTE OPraHM30BAHHOCTH B
Mpoliecce OHTOreHe3a JOJKHO ObITh CHVMXKEHUE SH-
Tporuu (pa3HoOOOpasusi) U POCT HHGOpPMALIUU.
YMeHblLIEHNE OQHTPOIINMN MOXKET HpOM30ﬁTM 3a CUET
W3MEHEHUSI B paclpeneieHUU 3JIEMEHTOB CUCTEMBI,
obJagalIIuX pa3HbIMUA CBocTBaMu (HM3MEHEHUeE
CBOWICTB 3JIEMEHTOB), W/WIN N3MEHEHMSI YMCIIa dJIe-
MEHTOB C pa3HBIMU 3HAYEHUSIMHM OTHOTO U TOTO XK€
cBoiicTBa (nmpusHaka) (Hukomnuc, 1989). B Habmone-
HUSIX, B YaCTHOCTH, JIJISI OHTOTeHe3a yeperna, UCCIeay-
€MOr'0 Ha YpPOBHE TIONYJSIUU, POCT OPraHU30BaAHHO-
CTU JOJKEH OTpaXkaThCsl B CHYDKEHUU TUCTICPCUU WU
SHTPOMNUM UCCIIeTyeMbIX MMPU3HAKOB. BTOpoii BapuaHT
YBEJIMYEHUST YIIOPSIIOYESHHOCTH TIPEAIoNaraeT BO3-
HUKHOBEHHE HOBBIX OTHOCUTEIBHO HE3aBUCUMBIX
HepapXUvecKUX YPOBHEN OpraHu3alvui, KaXKOblil U3
KOTOPBIX “COIEpKUT” OOJbIIe TTOpPSIKa, TI0 CpaBHE-
HUIO C UCXOAHBIM COCTOSIHMEM cucTeMbl (von Foer-
ster, 1960; Ily3auenko 1O., 1992). IIpu 3TOM B Ha-
OIIOIEHUSIX CYMMAapHasl SHTPOIUSI CUCTEMBI MOXKET
BO3PACTH, KaK 3a CYET MPOCTOr0 POCTa YMCJIa ee DJIie-
MEHTOB, TaK W 3a CYET YBEJIWUECHMS YUCIIa OTHOCH-
TeJIbHO HE3aBUCUMbBIX MepapXUUeCKUX YPOBHEM C ca-
MOCTOSITEJIbHBIM yITpaBJeHUEM (TTIOJCHUCTEM).

Takum o6pa3zoM, MpaBoMepHa ciieayolas padoyas
TUITOTEe3a: OPraHNU30BaHHOCTH MOP(MOJIOTITIECKOT0 pa3-
HOOOpa3us yeperia MporpecCUBHO M TTOCIIEIOBATETHFHO
HapacTaeT B IIPOIECCEe ITOCTHATAJILHOIO OHTOTeHE3a.
DTa ruroTe3a SKBUBAJICHTHA TT0 CONEPXKaHUIO TIPEATIo-
JIOXKEHUIO O JTOMUHUPYIOIIIEH POJIM TIpoliecca caMoop-
raHu3alu B OHTOTEHETUUECKO JUHAMUKE Yeperna.
PaGouast rumoTesa TpoBepsiiiach HaMU Ha TIpUMepe
MIPUPOTHBIX MOMYJISIIINI IBYX CTIEIINATN3UPOBAHHBIX
BUJIOB I'PBI3YHOB — OOBIKHOBEHHOM CJIeTTbiiie (Spal-
ax microphthalmus Guldenstadt, 1770) u eBpa3uii-
ckoM 600pe (Castor fiber Linnaeus, 1758).

Pemienne 3agaun JaHHOTO UCCIIEI0BAHUS OCHOBAHO
Ha CIEAYIOIINX TEOPETUUECKUX IIPSACTABICHUSX O
Mopdonornyeckom pazHooopaszuu (Ilyzauenko, 2013).
Yepel MJICKOMUTAIOIIMX paCCMaTPUBAETCST KaK CIOXK-
Hasi BBICOKOCIICLIMAJIM3UPOBAHHASL  TTOIMGYHKIIO-
HajmbHast koctHast cuctema (Pomep, Ilapcon, 1992;
Trainor et al., 2003) ¢ orpaHMYEeHHBIMUA BO3MOXKHOCTSI-
MU M3MEHEHHWId B OTHOIICHUSX MEXIY €ro 4acTsIMu
(moncucremamu yepera). “Mopdonornyeckast cucTe-
Ma” (MopdocucTeMa) yepera omnpeessieTcsi Kak MHO-
JKECTBO 4epernoB (2JEMEHTOB CUCTEMBI), 3alaHHOe Ha
MHOXECTBE BCEBO3MOXKHBIX IMEPEMEHHBIX — H3Mepe-
HUIi (mpoMepoB) yeperna. DopMabHas 1ieb BhIIeIe-
HUSI MOP(OCUCTEMBI — MTOJTyYeHUE EPBUYHBIX JAHHBIX
0 MOp(dOJIOTMYECKOM pa3HOOOpa3MM Ha YPOBHE BBI-
0opKu ocobeit. OTHOIICHUS MEXITY JIeMEHTaMU MOpP-
(hocrcTeMbl 321a10TCSI METPUKOIN — KOHKPETHBIM CIIO-
co0OM u3MepeHUsT MOP(OJOTUYECKUX AUCTAHLIUIA
MexXay ocoossMu. “Mopdonorniyeckoe IMpoCcTPaHCTBO”
(MopdompoCTPaHCTBO) — 3TO MOJIEJIb MHOTOMEPHOTO,
O0OBIYHO, €BKJIMAOBA TPOCTPAHCTBA, KOHCTpYUpyeMast
C LIEJIBIO KOMITAaKTHOTO MPeACTaBIeHUs MOpdoJIornie-
CKUX AUCTAHIMNA MEXOAYy OCOOSIMU — 3JIeMEHTaMHU
Mopdocuctembl. Kaxnass koopauHata Mop@doIpo-
CTPAHCTBA COAEPXUT HE3aBUCUMYIO MHOOPMALINIO
O TIOJIOXKEHWU B HEM 3JIEMEHTOB MOP(OCUCTEMBI
(“mukpococTosiHuL”). MHUKpPOCOCTOSTHUSI MOP(do-
CUCTEMBI C YHUKAILHBIM HaOOpOM 3HAUEHU I KOOP-
JUHAT, OJHO3HAYHO OMNPEACISIOIINX TOJOXEHHUE
JaHHOTO MUKPOCOCTOSIHUSI OTHOCHUTEJIbHO BCEX
JPYTUX MUKPOCOCTOSIHUi, 00pa3yloT MHOXECTBO
39JIEMEHTOB MOP(OIPOCTpaHCTBA. MexXIy MHMKPO-
COCTOSTHUEM B MOP(OJIOTMUECKOM ITPOCTPAHCTBE U
BIIEMEHTOM MOP(OCUCTEMBI COXPaHSIETCS B3aUMO-
OIHO3HAYHOE COOTBETCTBUE TAaKUM 00pa3oM, UTO €B-
KJIUJIOBBl JAUCTAaHIUU MEXIY MUKPOCOCTOSTHUSIMU
MIPONOPLIMOHAIBHBI UCXOAHBIM MOP(OIOrHYeCKUM
JUCTAHLIMSIM MEXIY 3JeMEHTaMU MOP(POCUCTEMBI.
COBOKYIHOCTh BCEX ITOMAPHBIX TUCTAHLIMIA MEXIY
MUKPOCOCTOSIHUSIMUA 3adaeT “CTPYKTypy Mopdo-
npoctpaHcTBa”. IloHsaTme “mMopdoI0THIECKOTO
pa3zHoO0Opa3us” B MpeaIOKEeHHON MOJEIN BKIIOYa-
€T BCIO COBOKYITHOCTb CBOIMCTB CTPYKTYPBI MOpP(}O-
JIOTMYECKOT0 MPOCTPAHCTBA U OIMCHIBAETCSI HAbO-
pOM MepeMeHHBIX — MaKpoIlapaMeTpoOB pa3Hoobpa-
3US1, SIBJISIOIINXCS (PYHKUIUSIMU 3TON CTPYKTYpPhI U
xapakTepusylomux ee B 1ejaom (Ilysauenko, 2013).
Mopdoaornaeckoe pazHoOOOpa3mue, ornpeaeaIcHHOe
TaKM 00pa3oM, IpeACcTaBIsIeT YaCTHBIN cirydait 60-
Jiee ob1iero peHoMeHa — OUOJIOTMUYECKOIro pa3Ho-
o6pasusg (Ilyzauenko O., [1yzauenko A., 1996; Jle-
o6eneBa, Kpusomyukwii, 2002; Pavlinov, 2011).

MATEPHAJIbI 1 METOZbI

Yeperma 0OBIKHOBEHHOIO CJEMbIIIA IIPEACTABIISI-
IOT BBIOOPKY U3 MOITYJISINUM, OOUTAOIIEll B paiioHe
“Crpenenxoii crenm” — ydJactka LleHTpanmbHO-9ep-
Ho3eMHOro OuocdepHoro 3amoBenHuka (Kypckas
0071.) (TaGa. 1). Bo3pacT XMBOTHBIX ONpPEASISIIN T10
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Taoauma 1. O6beMbl BLIOGOPOK YepernoB OOLIKHOBEHHOTO CJIEIbIIIA U €Bpa3uiicKoro 60opa

Bribopka MecTo c6opa Bcero CaMiibr Camku
OOBIKHOBEHHBI CJICTIBILII
Kypckast o61actb, okpectHocTH “CTpenenkoi ctenu” 261 130 131
EBpasuiickuii 606p
1 Boponexckas obiacts, paitfoH BopoHexckoro 3anoBefHuKa, OacceitH 84 47 37
pexu Boponex
2 Psa3anckast obacTth, parioH OKCKOro 3almoBeqHUKa, pexa [1pa 255 118 137
Tsepckast obnactsb, pailoH LleHTpanbHo-JlecHOTO 3ammoBenHUKA, Gacceii- 153 97 56
HBI peK Bonira u 3anmagHas IBuHa

CTEIIeHU CTepTOCTU (PUCYHKY) KeBaTeJIbHOU ITOBEepX-
HOCTH MOJISIPOB TI0 METOIUKE, OIMMCAHHOI B paboTe
(ITyzauenko, 1991). Mcnons3oBaHo 83 mpoMepa depe-
Ma, CHSATBIX INTAHTEHUUPKYJIEM C TOYHOCTBIO O
0.01 mm. Cpenu caMmliOB U CaMOK ITOKa3aHO ITPUCYT-
CTBME >KMBOTHBIX [JIBYX CTaTUCTUYECKHW 3HAYMMO
000CO0IEHHBIX pa3MEPHBIX KJIACCOB, YCJIOBHO Ha3BaH-
HBIX “KpyrmHbIMU” (popMma 1) 1 “Menkumvm” (popma 2).
KomyuecTBeHHas1 XapaKTepUCTUKa dYepera y II0JI0-
BO3PEJIBIX XKMBOTHBIX U3 3TOM TTOITYJISILIAN TIpUBEICHA B
pa6otax (ITyzauenko 2001a; 20010).

Bri6opku yepernoB 6006poB IMIPOUCXOANIN U3 TPEX
reorpauuecky U30JUPOBAHHBIX TToMyJsiuii Bopo-
Hexckoi, Teepckoit u Pa3aHckoii obnacTeit 1 nmpu-
Hammexanu K noasuny C. f. orientoeuropaeus Lavrov,
1981 (Tabm. 1). Bo3pact 600poB omnpenensuii o cre-
MEeHU 3aKpbITUSI 0a3aJIbHOTO OTBEPCTUST ITOJIOCTU
ITyJIbITbI KOPEHHBIX 3y0OB, a Y XXUBOTHBIX B BO3pacTe
crapie 3 JieT — IO CJIOUCTOM CTPYKType LieMeHTa B
anukajabHOM yactu 3yba (Cadonos, 1966; Kiuese-
3ajb, 1988). Bcero ncnosnb3oBaHo 14 nmpomepoB ue-
peria, Ipom3BeIeHHBIX ¢ TOUYHOCTHIO 70 0.1 MmM. Pe-
3yJIbTaThl MCCJIENOBAaHUSI BapbUPOBAaHUS KOJIWUYE-
CTBEHHBIX M KauyeCTBEHHBIX MPU3HAKOB 4Yeperna M3
3TUX NOMYISLUN TpeacTaBieHbl B padote (Kopad-
nés, Kopabiés, 2012).

Y 0OBIKHOBEHHOTO CJIeTblIia BbIAEIEHO 8 BO3pacT-
HBIX KJ1accoB: IepBbIii Kiace (JV0) BKIOYal cambIx
MOJIOABIX 0COOEl ¢ HE MOJTHOCTbIO MPOPE3aBIINUMUCS
TPpeTbUMU MOJIsIpaMu, Bropoit (JV1) — ocobeit, numeB-
X BO3PpacT OT (MPpUOJM3UTEIBHO) OTHOTO-IBYX M€~
caieB 10 9 mecsues, Tpetuii (SAD0) — ¢ Bo3pacToM OT
1 no 1.5 net, yetBepThiii (SAD1) — ot 1.5 o 2 e, 1isi-
ThIil (SAD2) — ot 2 1o 3 ner, mectoit (AD1) — noo-
BO3PEJIbIX XXKUBOTHHIX OT 3 110 4 JieT, cenbMoit (AD2) —
ot 5 no 7 net u BocbMoii (AD3) — >KMBOTHBIX CTapliie
7 net. Y 600pa B mepBblii Bo3pacTHOl kiacc (JV1)
BKJIIOUEHBI OCOOM ¢ BO3PacTOM OT IOJIYyroja /o roaa,
BO BTOpoii (JV2) — ot 1 no 2 net, B Tpetuii (SAD) — ot
2 no 3 net, B yeTBepThiii (AD1) — ot 3 1o 4 rona, B -
TeIit (AD2) — 0T 4 1o 5 nert, B mecroit (AD3) — ot 5 no
7 net u B cenpmoii (AD4) — ocobu crapiiie 7 J1eT.

“HyneBas” rurioresa, Jiexkaniasi B OCHOBE BCEX Ba-
PUAHTOB CTATUCTUYECKOM 00pabOTKM TaHHBIX, COCTO-
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WUT B TIPEATIONOXEHUN 00 OIHOPOIHOCTH BBIOOPOK.
1 MpOBEPKX CTAaTUCTUYECKUX TUIOTE3 TMTPUMEHSLIIU
CTaHIAPTHBIE TPEUMYIIECTBEHHO HemnapaMeTpuye-
ckue tecTol 1 Kputepuu (Sokal, Rohlf, 1981) Takue,
Kak kputepuit BuikokcoHa (MaHHa—YWTHU) WU
Kpackena—Yonnuca. CxemMa aHaiu3a TepBUYHBIX
MOP(MOMETPUYECKUX MaHHBIX COCTOUT M3 YeThbIpex
610k0B (puc. 1): (I) moaroroBka MCXOOHBIX JAaHHBIX,
(II) pacuer Matpuil MOP(MOJIOTMYECKMX TUCTAHIIMIA
Mexmy aneMmeHTamu mopdocucremsl, (111) mocrtpoeHue
MoJIeJI MopoIornyecKoro npocrpaHctsa, (IV) Beioe-
JIeHUe U3 JUCTIepPCUr KOOpAMHAT MOP(OIpOCTpaHCTBA
KOMIIOHEHT, CBSI3aHHBIX C OHTOT€HE30M ueperna, 0e3
OTHOCUTEJIBHO K MOJTy JKUBOTHOTO U MPUHAJIEXKHOCTH
K pasMepHOMY “Mopdortulty”’ (OOBIKHOBESHHBI CJie-
MBI WA — K TI0Jly M K TOW WJIM WHOW TOMYJISIIINNI
(600p).

JJ1s1 OLIeHKM TIPOMYIIEHHbBIX 3HAYEHUI TIPOMEPOB
(caencTBre TOBPEXICHUI UYeperioB) MCMHOJIb30BAIU
MeTOA MaKCUMM3alIM MaTeMaTUIeCKOTO OKUTAHMST
(expectation-maximization algorithm) (Dempster et al.,
1977). Bo Bcex chiydyasix TIpUHUMajlach TMMoTe3a O
CITyJaifHOM paclIpeie]IeHUU ITPOITYCKOB.

st pacuera MOPMOIOTMUESCKUX AUCTAHLIAN MC-
MOJIBL30BAIM JIB€ METPUKU: AUCTaHLMIO0 EBkiuna,
CTaHJIApTHM30BaHHYIO Ha 00beM BBIOOPKU U KO3 bU-
LIMeHT paHroBoi Koppessiuuu tb Kennamia (Kendall,
1975). Hucranumsa EBkimaa mpencraBiseT OLICHKY
“paccTosTHUSI” MEKIY OCOOSIMM B MHOTOMEPHOM IIPO-
CTPAHCTBE MCXOMHBIX MOPMOMETPUIECKMX TMpH3HA-
KOB, KOTOpasli OTpaxaeT, IpeXae BCEero, pasanyus
MeXIy HUMMU 110 pa3dmepam dyepena. KoahuimeHT tb
Kennanna siBisieTcsl OlleHKOM BEepOSITHOCTU TOTO, UTO
COOTBETCTBYIOIIINE PaHKMPOBAaHHBIC 3HAYCHUS IIPO-
MepOB Yepelia y IBYX 0Co0eit COBIAIAOT, IIPOTUB BEpO-
SITHOCTH TOTO, YTO OHUM HE COBMNANAOT. TAKMM 00pa3omMm,
aTa METPYKa OTpakaeT Moaodue MexXIy JKUBOTHBIMU B
nponopuusax yeperna (Ilyzauenko, 2006; IlysaueHko,
3arpeoenabHblit, 2008; Abramov et al., 2009).

Ji1st mocTpoeHrsT MOJEIBHBIX MOP(OIIPOCTPAHCTB
JIJIST KaXKIOTO BO3PACTHOIO Kjlacca UCIOJIb30BaIl Me-
TOA, HEMETPUIECKOTO MHOTOMEPHOTO IIKAJTMPOBAHNE
(MII) (HeitBucon, 1988; Ilyzauenko, 2000). B pe-
synwrate npumeHenust MII x marpuiie MmopdoJsioru-
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YECKUX AUCTAHLMUN TOJYYWIM HECKOJIBKO JUHEMHO
HE3aBUCUMBbIX, OPTOTOHAJBHBIX II€PEMEHHBIX (OCU
MHOTrOMepHOoro mKaaupoaHusi, OMIII). OMIII, B ot-
JIM4ue OT WMCXOOHBIX M3MEPEHMI 4yepera, comepsKar
MHMOPMAIIIIO O BapbMPpOBaHMHU (KaK IIPaBUIIO) Oosee
yeM OJHOTo ITpoMepa yepena. OnTumManbHasi pa3Mep-
HOCTb MOJE/IN OLIEHUBAJIM COTJIACHO METOMY, IIPEeIIo-
xeHHoMmy B Hameli cratbe 2003 roma (KympussHoBa
u ap., 2003). OMIII mMopdorpocTpaHCTB, MOCTPOECH-
HBIX Ha OCHOBE MATPUIIbl €BKJIWIOBBIX IMCTAHLIMI
obo3Haualorcs B pabore oyksoit E (E1, E2, ...), mio-
CTPOEHHBIX Ha 0a3e koadduieHta tb Kengamia —
K (K1, K2, ...).

Jns Beigenenus 13 OMII KOMIOHEHT AUCIEp-
CUM, HE3aBUCHUMBIX OT IIOJIa, pa3MEPHBIX KJIAaCCOB
(cITeTbIIIN ) ¥ HOIYJISILIMOHHBIX 0COOEHHOCTEH (600~
PBI) UCITOJIB30BaH AUCIEPCUOHHBIN aHAINU3 B (hopMe
o0o6mmeHHou nuHeitHas moxeau (LGM) (Nelder,
Wedderburn, 1972) u aHann3 KOMITOHEHT AWCHEPCU
(Searle et al., 1992).

J11s1 u3MepeHus pa3IMYHbBIX aCIIEKTOB MOP(MOI0-
TMUYECKOTo pa3HooOpa3uss B pabOTe MCMOJIb30BaHbI
cliefylole MaKpoliepeMeHHbIe CTPYKTYpbl MoOpdo-
npoctpaHcTB (ITy3zauenko, 2011; 2013): (1) uHdopma-
oHHas SHTpors (H) — cymMa SHTpOIMM BCeX KOOp-
JIHAT MOP(QOIIPOCTPaHCTBA, (2) Mepa OpraHM30BaHHO-
ctu (MO) u 3) pacxoxneHue Kynnoaka—Jleitonepa (J).

Jtst xaxknoit Moaen MopdonpocTpaHcTBa H pac-
OpenejaeHusI MUKPOCOCTOSIHMI OILIEHMBAjlach II0

dopmyne: H = —ijl Zik:] p;log, p;; k=1+1og, N,
rae N — o0beM BbIOOPKH, p; — BBIOOPOYHAast OLIEHKA BE-
POSITHOCTH HAOJIIOAEHUSI MUKPOCOCTOSIHII B i-OM MH-
TepBasie 3HaueHuit OMII (i =1, 2, ...k), d — pa3mep-
HOCTb Mozenn MopdomnpocTpancTBa, ancio OMIII.
Tak Kak sHTpOMNUS BBIYMCIISIETCSI HA OCHOBE CIIyYaii-
HBIX BEIOOPOK, TO OHA UMEET CTAaTUCTUYECKYIO OIINO-
Ky (my ), 3aBUCSILLYIO, TIPEXIE BCErO, OT 00beMa BbI-

oopku  (N)  (KpamapeHko, 2005): my =
k
2. [ptoga p)* |- H”
2N
Mepa opraHM30BaHHOCTH BBIMUCISIIACH TTO (pOpMY-
d
_ H,
ne: MO = Hypw = H _ 1- zi:l . MO n3meHsieTcst oT
H max d 1g2 k

0 (MmHMMYM “TIOpsigKa” — CTOXacTUYECKas CUCTeEMa)
no 1 (MakcuMyM “mopsinka”, abCOJIFOTHO IeTepMUHU-
pOBaHHasI CUCTEMA).

Pacxoxnenue Kynnbaka—Jleitbiaepa paccuuThbi-

panoch no popmyne: J(1,2) = > (o} — p)les(p)) —

ko1 2 2 1

— E _ l(p, — p;)]g,(p;), roe p; — BLIOOPOYHBIE OTHO-
i=

CHUTEJIbBHBIE YaCTOTbl HaOJIOJAEMOro pacmpenese-

HUS, pf — COOTBETCTBYIOIIINE YAaCTOTHI MOAEIHHOTO
pacopenenenus (Kullback, Leibler, 1951). Makpomna-
pameTp J MCITOIb30BaH B KaUeCTBE OIEHKW BEJTMUM-
HBbl OTKJIIOHEHMsI HaOJI0IaeMOro pacmupenesieHus
MUKPOCOCTOSTHUI B MOP(MOIIPOCTPAHCTBE OT TMIIOTE-
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TUYECKOTO HOPMAJILHOTO pacIIpeleeHUsI C BBIOO-
pouHbIMU ITapameTpamu. HopmanbHOe pacnpenesie-
HUE MUKPOCOCTOSIHUI WHTEPIIPETUPOBATIN KaK MO-
JIeJb, COOTBETCTBYIOIIYIO TUIIOTE3€ “CTAllMOHAPHOTO
COCTOSIHUSI” MOP(MOCUCTEMBI.

O0beM Manbix BEIOOPOK (20—40 3K3.) CyIecTBEHHO
BIMSIET Ha BeJIMYMHY MH(MOPMAILIMOHHBIX IEPEMEHHBIX.
B norapugmmdeckoii mkaje 3aBUCMMOCTb OT /N 3aru-
ChIBaeTcsl B BMe JUHelHONW ¢yHKunu. KammbpoBka
MaKpoIiapaMeTpOB COCTOUT B BBIUMTAHUM U3 UX 3HAUE-
HUI JIMHEWHOTO TpeH/Aa, B COOTBETCTBUU CO CJIEAylO-

mMM npeoGpasoaHmem: xi* =[x, —(a+blgN,)] +

+(a+blgN). 3mech 4acTb CyMMBI (B KBaApaTHBIX
CKOOKax) COOTBETCTBYET OITepalli BEIYMUTAHMS JIMHE A -
HOoro TpeHma. Bropoit 4jieH cyMMBI — MaciuTaOHast
KOHCTaHTa, BO3Bpalllarolasi UICXOAHBINM MacIiuTad gaH-

HBIM TIOCJIE BBIYMTAHUS TpeH#a. N — cpenHee 3Haue-
HHUe oO0beMa BBIOOPKU, WM MeauaHHa. IlociegHioo
BEJIMYMHY MOKHO peKOMEHI0BAaTh K UCITOIb30BaHUIO
BO BCEX CJIyJasix.

PE3VIIBTATHI

MunuBuayanpHble MOAEIU MOP(OMPOCTPAHCTB
CYIIECTBEHHO Pa3IMyaroTCs MO BEJIMUYUHE pa3MepHO-
CTM U, COOTBETCTBEHHO, IO BEJIMWYMHE DHTPOMUU
(tabn. 2 u 3). bonbmmas 9acTb IIPOMEPOB Uepemna y
obounx BUIOB KoppenaupyeT ¢ mepBoii OMIIL. Pas-
MEPHOCTh MOP(OIIPOCTPAHCTBA CBSI3aHA C YUCIOM
MPOMEPOB Yepena, M3MEHSIIOIUXCS HE3aBUCUMO
JIpyT OT Apyra, B YaCTHOCTU, OT “OOIIMX” pa3MepoB
gyepena, BocrpousBoauMbix OMII El. Hickuwit
YPOBEHb KauecTBa BOCIIPOU3BEICHUS AUCTIEPCUU UC-
XOIHBIX TIPOMEPOB JIMHEITHOW KoMmomHaimeir OMIII
(ko3 uUMeHT neTepMrUHaLIMK B Tab1. 2 1 3) omnpe-
JIeJIsIeTCSl IEpeYHeM MTPOMEPOB C MaKCUMaJIbHOM 10~
JIElA CTOXaCTMYECKOTO BapbUPOBAHUS U HE OCTaeTCs
MOCTOSIHHBIM B Pa3HbIX BO3PACTHBIX KJlaccax.

PesynbraTtel JUCIIEPCUOHHOIO aHaINW3a, B KOTO-
pPOM B KauyecTBe (PAKTOPOB BBHICTYNAJIM MOJ KUBOT-
HBIX, IPUHAIJIEKHOCTD K OIpeIeICHHOMY MOP(OTH-
My (0OOBIKHOBEHHBIH CJICNBIII) U monyasuun (600p)
npeAcTaBjieHbl B Ta0J. 2 1 3.

IMonoBoit fuMopdU3M y CIIETBIIIEI IBISIETCS Be-
OyIIUM (aKTOPOM, OMNpPEAC/ISIONIMM OrpaHUYCHUS
nucniepcud OMIII Elu K1, HaunHas ¢ BO3pacTHOIO
ki1acca SAD2. Poap mojsoBoro auMopdusMma, Kak
(hakTopa ymnopsimouMBaoiiero MopdoJioruueckoe
pa3zHooOpasue, yBeJInunBaeTcs ¢ Bo3pacToM. Bkiaa B
nucnepcrio OMII ¢pakTopa NpUHAIIEKHOCTH K O -
HOMY U3 IBYX MopdoTurioB He mpeBbimaetr 30% u
BBISIBJISIETCS TOJILKO Y XKUBOTHBIX CTapllle TPEX JIET.

Y 600pa nosaoBoil TMMOP(HU3M OTMEUYEH TOJIBKO Y
HEIOJIOBO3PEbIX 0CO0El, MPEMMYILIECTBEHHO B IpyTI-
e TIOJIyTOOOBa/IbIX XMBOTHEIX. Ero MakcuManbHBIN
BKJIaz cocTaBmI 0Kojio 30%. BiustHue Ha qucTiepcuio
OMIII mpuHamiexXHOCTH 0co0eit K pa3HBIM reorpa-
dpuYecKNM MOIMYJISIASIM HaO0gaeTcsI B pa3HoOM cTe-
MEHU BO BCEX BO3PACTHBIX KJIaccax.
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Taomuma 4. XapakTepuCcTHKA ITapaMeTpoB MOPMOJIOrMIeCKOTo pa3HOOOpa3rsi pa3MepoB M MPOMOPIINA YepeTia OObIKHO-

BEHHOTIO CJIEIbIIIA U €Bpa3uiickoro 6oopa

pagljg gg;;fnﬂ CpenHee Menuana MuHumym Makcumym lig;ﬁ;b}fﬂnyﬁe;f
OOBIKHOBEHHBII CJIETIBIL
PazHoobpa3ue pazMepoB ueperna
H 9.64 £ 1.1 9.64 5.82 15.2 32.3
MO 0.17 £ 0.011 0.17 0.12 0.20 17.9
J 0.16 = 0.04 0.12 0.05 0.40 70.1
Paznoo0Opa3sue nponopuuii yepera
H 7.00 + 1.38 6.53 4.17 16.2 55.8
MO 0.13 +0.004 0.13 0.12 0.20 7.8
J 0.17 £ 0.021 0.15 0.07 0.30 35.6
EBpasuiickuii 600p
Pa3zHoo0Opa3ue pa3mepoB ueperna
H 9.35+1.45 8.54 6.49 17.5 41.0
MO 0.21 £ 0.009 0.21 0.17 0.24 11.0
J 0.074 = 0.009 0.073 0.051 0.12 30.3
PazHooOpa3ue nponoplivii yepemna
H 8.95+1.24 9.12 4.55 13.9 36.7
MO 0.17 £ 0.011 0.17 0.13 0.20 16.9
J 0.10 £ 0.015 0.09 0.054 0.16 39.2

CpenHuve 3HauyeHUs1 H KOJIUYECTBEHHO OJIM3KU Y
IByX BUIOB (Ta6i. 4). Ha poHe OTHOCUTEIBHO TJ1a/I-
KOT0 U3MEHEHUSI pa3MePOB Uepera MeXy Mociaeao-
BaTeJbHBIMU BO BPEMEHU BO3PACTHBIMM KjlacCaMM,
H, MO n J B 1ipoliecce OHTOTeHEe3a M3MEHSUIMCH B
IIUPOKUX TIpeaesiax. DTo ONpeaeIcHHO yKa3bIBaeT Ha
U3MEHEHUE CBONCTB MOP(MOCHUCTEMbI U BO3PACTHYIO
MEePECTPOKY OTHOLLICHUI (CTPYKTYPhI KOPPETSIIUii)
MEXIy UICXOIHBIMU IIpoMepaMu uepera (puc. 2, 3, 4).

B Bo3pactHoit nuHamuke H, MO u J nposBIIsTIOTCS
crieuduyecKrie OCOOEHHOCTH BHIOB. Y OOBIKHO-
BEHHOTIO CJIeTIbIIlIa OOHApyXKeHa JOCTOBEpHAasi OTPU-
natenbHas Koppensiiusi (r (Cnupmena) = —0.81)
mexay aHTponueit OMII mopdonpocTpaHcTBa pa3-
HOOOpa3usl pa3MepoB ueperia U COOTBETCTBYIOIIEH
MEpOi OPraHU30BaHHOCTU: B CJyyae BBICOKOM pa3-
MEPHOCTH MOPGHONPOCTPAHCTBA U BBICOKOW 3HTPO-
nuu MopdocrucTemMa XapakTepru3yeTcsi HU3KOU opra-
Hu3auueilr u HaobopoT. st mopdomnpocTpaHCcTBa
MpOIOpILMI Yepera 3Ta Xe 3aBUCUMOCTh BbIpaxkeHa
TOJIbKO Ha ypoBHe TeHaeHuu. PacxoxneHue Kynb-
baka—Jleitbnmepa mmg OMIIl mopdorpocTpaHCTB
pa3HoOOpa3us pa3MepoB HAa YPOBHE TEHAEHIIMU IMO-
JIOXKUTEJIbHO KOPPEIUPYET C MEPOI OPraHU30BaHHO-
ctu (r (Criupmena) = 0.71). DTo o3HayaeT, 4TO Ha
MaKCUMyMe OpTaHM30BaHHOCTU pa3zHOOOpa3usl pas-
MepoB ueperia MopdocrcTeMa HaruboJiee yaajieHa oT
CBOEro IMOTEHIMAIbHOIO CTAallMOHAPHOTO COCTOSI-
Hus. OTMeuYeHa TeHIEeHIMS K MOJOXUTeJbHON Kop-
peasiumu (r (Crimpmena) = 0.60) pacxoxmennii Kyib-
Oaka—Jleiibnepa s Moaeseil pa3HooOpa3rs pa3Me-

poOB U MOpOINOpLMIA yepera, 4YTO YyKa3blBaeT Ha
OMNpENEIEHHYI0O CUHXPOHM3ALMIO OTKJIOHEHUI OT
CTAallMOHAPHOTO COCTOSIHUS IO 00eM KOMIIOHEHTAM
MOpP@OIOTNYEeCKOro pa3Hooopasus (puc. 4).

Y 606pa mapaMmeTpbl MOPPOJTOTUYECKOTO Pa3HO-
o0pa3usi He JEMOHCTPUPYIOT 3HAUYMMBIX KOPPEsi-
uuii. Ha puc. 2—4 BUIHO, YTO Y B3POC/BIX JKUBOTHBIX
CUHXPOHHO WU3MEHSIETCSI SHTPOTUSI MoJieJielt pa3HO-
0o0pa3ust pa3MepoB U ITPOHOPLINIA Yeperna, Mepa opra-
HU30BAaHHOCTU, a Y HEMOJOBO3PEJIBIX — PaCXOXIIe-
Hue Kynrbaka—Jleiionepa.

J11s1 IipoBepKM paboydeii TUIIoTe3bl O POCTE OpraHu-
30BaHHOCTU B TIOCTHATAJbHOM OHTOTreHe3e ueperna u
JIOMWHMPOBAaHMU ITIpOlIecca CaMOOPraHM3aluy IIPpUH-
UMXAJIBHO, YTO Y 000MX BUIOB HU OVH 13 TPeX Iapa-
METPOB MOPGOIOTMIECKOro Pa3HOOOpa3Us He TEMOH-
CTpUpPYET YCTOMYMBOIO BPEMEHHOT0 TpeHaa (puc. 2—4).
CremoBarebHO, Pe3yJIbTaThl UCCIISIOBAHUST BO3PACT-
HOW JMHAMUKU MapamMeTpoB MOpGOJIOTrMYecKOro pas-
HooOpa3usl Jyepera He TIOATBEPKAAIOT pabouyo TUIIO-
Te3y O IOC/eNoBaTeJIbHOM POCTE OPraHM30BaAaHHOCTU
Mop¢OCHUCTEMBI Yepelia B TOCTHATAIbHOM OHTOTEHE3E.

OBCYXIEHUE

BriBon naHHOU pabOThl 00 OTCYTCTBUM YCTOWYM-
BOTO pOCTa OPraHU30BAaHHOCTU MOP(MOCUCTEMBI Ue-
peria B OHTOreHe3€e COOTBETCTBYET pe3yjibraTaM aHa-
JIOTMYHEBIX HCCIIeIOoBaHW 4yeperia 3yopa (Bison bo-
nasus (Linnaeus, 1758)) u necHoii kynunsl (Martes
martes (Linnaeus, 1758)) (Ilyzauenko, 2013). Bo Bcex
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Puc. 2. Bo3pactHast amHamMuKa SHTPOINUU MozeJieit MopGhoIpoCTpaHCTB pa3HOOOpa3Usi pa3MepOB U MPOIOPLMIL uepera OObIK-
HOBEHHOTO CJIeNblllla U eBpa3uiickoro 6oopa.
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S. microphthalmus
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Puc. 3. Bo3pacTHas nuHaMyKa Mepbl OPraHM30BaHHOCTH Mojesieii MOpdOIPOCTPaHCTB pa3HOOOPAa3usT pa3MEPOB U ITPOITOP-
LIMi1 Yeperia OOBIKHOBEHHOTO CJIETIBIIIA M €BPa3UiiCKOTo 600pa.
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Puc. 4. Bo3pactHasi amHamMuKa cpelHUX 3HaueHuit pacxoxaeHust Kynbbaka—Jleitonepa OML mozesneit MopgomnpocTpaHCTB
pa3Ho0Opa3us pa3MepPOB U MPOMOPLIMIA yeperia 0ObIKHOBEHHOTIO CJIETIbIIIA U eBpa3uiickoro 6oopa.
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CclIyJasx Bo3pacTHas JMHAMHWKa ITapaMeTpoB Mopdo-
JIOTUYECKOTO pa3HOOOpa3urs OTpaxkaeT CMEHY COCTO-
SIHAWA C pa3HOM BEJIMYMHOI 3HTPOINMWH, OPraHU30-
BaHHOCTH Pa3HOOOpa3usl U OTKJIOHEHUS OT “CTallO-
HapHOI Moaean”.

OtMeTHM, 9TO Ipo0JIeMa BBISIBJIEHUS Y OOBSICHEHUS
3aKOHOMEPHOCTE MOP(OJIOrMIEeCKOro pa3Hoo0pa3us,
KaK 00OOIIIEHHOIO pe3yJibrara CJIOXKHOIO KOMILIeKca
MPOLIECCOB B paMKaX MHANBUIYaIbHOTO PA3BUTHSI C UC-
MOJIb30BaHMEM Habopa MHMOPMALIMOHHBIX IEPEMEH-
HBIX, IPaKTUYECKN HE CTaBUJIACh IO CUX IOpP B paMKax
MopdoMeTprUIeCKNX KUccaenoBanuii. IloaTtoMy MBI He
pacnoaraéM MaTepuajaoM ISl OJIHOLIEHHOTO 00CYK-
JIEHUsI pe3yJIbTaTOB JaHHOM paboThl. B pamkax o0cyk-
JIeHUsI 1iejecoo0pa3Ho 0ojiee TTIOAPOOHO OCTAaHOBUTCS
Ha uccienoBanusix M.JI. 3enany c koyuteramu (Zelditch
et al., 2004; 2006), KoTOpbIe MO MOCTAHOBKE 3aJa4u
Haunboee OJIM3KY K HallleMy UCCIeOBAHNIO. ABTO-
PBI M3YYWIN AUHAMUKY OUCIIEPCUM M KOBapualliun
OTIEJIbHBIX MPU3HAKOB B IOCTHATAaJIbHOM OHTOTE-
He3e yeperna noMoBoit Mbluu (Mus musculus domes-
ticus L. 1758) n xyionkoBoit Kpwichkl (Sigmodon ful-
viventer J.A. Allen, 1889). IIpoBepsiiiach TUIIOTE3a O
OCIea0BaTeIbHOM CHIDKEHUU IUCIIEPCUM U YCUJIe-
HMM KOBapualliM IIPM3HAKOB Uepera B IIpPoliecce
“lIeneHanpaBlieHHOro” pocra. B orHoimeHuu dop-
MBI yepena (OlieHMBajach MEeTOOAaMMU IreoMeTpHuYe-
cKoil MopdomeTprun) ObLIO OOHAPYXKEHO, YTO JKC-
rnepcust pe3Ko CHUXXAETCSl B caMblil paHHUI MEepUo
MOCTHATaJIbHOTO OHTOTeHe3a, a B MOCIEAYIOIIEM /10
MOJIOBO3PEJIOT0 COCTOSIHUSI 3TOT ITOKa3aTelab (PIyK-
TYHPYET, HO U3MEHsIEeTCSI He3HAaUYnTeIbHO. JJuHaMuKa
JIUCIIEPCUU U3MEHYMBOCTH Pa3MepOB OKa3alach He-
3aBUCUMOIi OT COOTBETCTBYIOIIEH TMHAMUKU (DOPMBI
yeperna. OHa umesa 6osiee CJIOXHBIN BUJ KBa3ULIMK-
JIMYECKUX KOoJIeOaHU. ¥ XJIOMKOBOU KPBICHI CHUXKE-
HUE JUCIIEPCUM C BO3PACTOM OKa3aJoCh CTAaTUCTUYC-
CKM HEJIOCTOBEPHO. Y IOMAIITHUX MBIIIIEH TaKasl CBSI3b
ObLIa CTAaTUCTUYECKM 3HauMMa. BEIIBIIeHA CyIIle-
CTBEHHasl pa3HHMIla B BEJMYMHAX IUCIEPCUU MEXIY
JIByMsI BUIAMU TPBLI3YHOB. ABTOPbHI MOAYEPKUBAIOT,
YyTO “CHMKEHHE OUCIIEPCUM, Ka3aJloCh, HE SIBJISICTCS
pe3yJbTaTOM O0IIEro PeryJIMpoBaHUs pa3Mepa yepera
WIM 3Tara oHToreHesa...” (Zelditch et al., 2004).

HccnenoBanrie KOBapMAIMOHHBIX M KOPPEIISIIN-
OHHBIX MaTPUII TAKKe HE BBISIBUJIO JOKA3aTeJIbCTB T~
MOTE3bI, O TOM YTO “KaHaJu3als” Mocjea0BaTe/IbHO
YMEHbIIIaeT OTKJIOHEHUS, BOSHUKAIOIIIME Ha TIpedle-
CTBYIOLLMX cTaausix oHTtoreHesa (Zelditch et al., 2006).
HarmpoTtus, MexXay coceTHUMU BO3PACTHBIMM CTaIMsI-
MM HaOJTIodaIach CyIIieCTBEHHAS TTepeCcTpOiKa Koppe-
JISITMOHHBIX M KOBapUaIlMOHHBIX MaTpuil. B nmrepa-
Type MMEIOTCS JOCTaTOYHO TPOTUBOPEUYMBLIE CBEIE-
HUSI O HAJIWYMUU CIleUudUIecKux “Moayiein” wim
“0J10KOB” B Ueperie MO3BOHOUHBIX U B TOM YMCJIE MJTe-
KOITUTAFOIINX, KOCTHBIC 3JIEMEHTBI KOTOPBIX OOBEIN-
HEHBI 3BOJTIONMEN TTPOMCXOXKICHNS W/WIIA BBITTOTHS-
embiMu  (pyHKUMsIMU  (MuxaneBnd,1990; Zelditch,
Wood, 2008; Gol’din, 2007; Singh et al., 2012; Rose-
man et al., 2010; Marroig, Cheverud, 2001 u ap.). C

OIHOI CTOPOHBI, B psilie CydacB CTATUCTUYECKU TTOM-
TBEPXKIAETCS HaIMYUE OTHOCUTENBHO YCTOMYMBBIX
MOICHUCTEM, U JaXKe X TeHeTUIecKasl TIprupoa, ¢ Ipy-
Toil CTOPOHBI, TIOKA3aHa CUJIbHAS U3MEHYMBOCTh KOP-
PETISIIMOHHBIX M KOBapMALIMOHHBIX MATPUL] BHYTPU
BUJA WA BHYTPU TaKCOHaA OoJjiee BBICOKOTO paHTra
(pon, oaceMeiicTBo). B Halllem TiprMepe pa3Hasi pas-
MEPHOCTb MOP(QOIIPOCTPAHCTB BO3PACTHBIX TPYIII
YKa3bIBaeT Ha U3MEHEHUE KOPPEISLIMOHHOMN CTPYK-
TYpbl UCXOAHBIX ITpoMepoB. CHIKEHUE pa3MepHO-
CTU MOJEIU COOTBETCTBYET YCUJICHUIO, B CpEIHEM,
KOPPEJIALMU MEXKIAY U3MEPEHUSAMMU, a POCT pa3sMep-
HOCTHU — ocJjabieHno. Kpome 3Toro mpomcxomsT
KOJIMYECTBEHHbIE U3MEHEHUSI KOPPEISLIUU TIpoMe-
POB C OTHIENbHBIMU KOOpAMHATaMHU Mopdomnpo-
cTpaHcTBa. MccliefoBaHUIO CTPYKTYPHI OTHOLIIEHUIA
MeXIy IIpoMepaMHy ueperia cienblieil u 6o06pa 6y-
JIeT MOCBAIICHA OTAeIbHAsI paboTa.

ITocnenoBareIbHOCTb CMEH COCTOSIHUIT MOpdocH-
CTeM 4Yepelia B OHTOreHe3e HallOMMHAET KBa3UIIMKITH -
Jeckue KojiebaHus. Takoil XxapakTep TUHAMUKU KOC-
BCHHO yKa3bIBaeT Ha pe3y/IbTaT pabOThl aBTOKOIeOa-
TeJIbHBIX IPOLIECCOB B MopdocucTeMe yepena. B ceoro
odepelb 3TO TMpEArojaraeT HAIMYMe MeXaHU3Ma OT-
puLaTeIbHOU 00paTHOM CBsI3M. BO3MOXHBIMU UCTOY-
HUKaMHM BOZHUKHOBCHMHWSA OTPpULATC/IbHBIX CBsI3ell MO-
I'yT BBICTYNaTh: KOHKYPEHIIMS 3a METaOOJIUTHI MEXITY
pactymumu vyactsimu dyepena (Klingenberg, Nijhout,
1998) u BMsIHME HA POCT KOCTH >Ke€BaTEJIbHOM MYCKY-
JIaTypbl ¥ MBIIII] IIeitHoTO oTaena (Moore, 1967; Her-
ring, 2007 u ap.).

B 1esi0M, COBOKYMHOCTb MMEIOLIMXCS B HAIEM
pacropskKeHUM JTaHHBIX MO3BOJISIET YTBEPXKIATh, YTO
TUIIOTE3a O MPOrPECCUBHOM POCTE OPraHM30BaHHOCTU
yepera B Ipoliecce MHAWBUAYAIbHOTO Pa3BUTHUS B pe-
3yJIbTare SMUTeHEeTUYEeCKON KaHaIu3alluu He OoObsic-
HsIET ASMIMpPUYECKUE JaHHbIE 10 TMHAMUKE MapamMeT-
PoB MopdoJoTUYecKoro pasHooopasusi. TpedoBaHue
MOJIEJIN — TIOJIOXKUTEIbHBI POCT OPraHM30BaHHOCTHU
(cHUXXeHMe pa3HOOOpas3usi) cOoOIIONAaeTCsl TOJBKO Ha
JIOKaJIbHBIX BpEMEHHbBIX MHTepBaIaX U He pacpocTpa-
HSIETCSI Ha BECh TTPOLIECC MHANBUAYAIBHOTO PAa3BUTHSI.
TlepeonpeneneHHast padoyast TUIIOTe3a JJIsT Oy IyIInX
HWCCJICIOBAaHUI MOXET OBITh COPMYTMPOBAHA CJIC-
IYIOIIMM oOpa3oM: MopdocucTeMa deperna MIeKo-
MUTAOLIUX B MEPUOJ MOCTHATAIBHOTO OHTOr€HEe3a
npeTeprieBaeT 3aKOHOMEPHbIE MePeXo bl MexXay 60-
Jiee OpraHu30BaHHBIMY U MEHEE OpPTaHUM30BaHHbBIMU
COCTOSIHUSIMU, TMEPUOAUYECKU MNpUOIMKasICh/yaa-
JISISICh K/OT “cTallMoOHapHOMY cocTosiHUIo”. [Togo6-
Hasl AMHAMMKaA XapaKTepu3yeT “MoppocucreMy 4e-
perna” Kak AMHaAMUYECKYyl0 M HeluHelHyw. [Ipu
3TOM HabJoIaeMble CpeIHUE BEIMYUHBI MEPBI Op-
raHM30BaHHOCTU (Tabj. 4) JexaT B XapaKTepHOM
uHTepBaie 3HaueHuit (0.1—0.3), TUMUYHOM IS
“BepPOSITHOCTHO-/IETEPMUHUPOBAHHBIX”  CJIOXHBIX
cucteM (bup, 1963; Kpamapenko, 2005; ITy3adeH-
Ko, 2013).
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Abstract—This is the first study to describe the results of measurement of three information parameters of
morphological diversity (entropy, the measure of organization, and the Kullback—Leibler divergence) in the
course of postnatal development of the skull in the populations of two rodent species (greater mole rat (Spalax
microphthalmus Guld.) and Eurasian beaver (Castor fiber (L.)). The terms “morphosystem” and “morpho-
logical space” and its structure are introduced. Within the framework of the developed approach, “morpho-
logical diversity” is considered as a variable associated with the morphological space structure. Testing the hy-
pothesis of the dominance of self-organization processes and an increase in the organization of the morpho-
logical diversity of the skull in the course of ontogeny showed its inconsistency. The morphosystem of the skull
of the studied species undergoes transitions between more organized and less organized states, periodically
approaching and departing from the “steady state.” Such dynamics characterizes the morphosystem of the

skull as a dynamic and nonlinear system.

Keywords: morphosystem, morphological space, morphological diversity, mammalian skull, age dynamics,

Spalax microphthalmus, Castor fiber
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