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PaccmaTpuBaeTcst CTpyKTypa KOPPEISIIIMOHHBIX CUCTEM KPAaHNOJIOTMICCKNX IMPU3HAKOB IIPEICTaBU -
TeJiell reHepaJn30BaHHOM (popMbI KoMIIekca ycaueit Barbus (=Labeobarbus) intermedius n3 03. Tana
(BepxoBbst 'onyboro Huna, D¢duonus) npu pasHoii aauHe Tena (SL). Y Menkopa3zMepHbIX 0coOeit
(SL < 15 cM) HauboJiee TECHO KOPPEIUPYIOT MeXIy cO00i MPU3HAKU, OTHOCSIIIMECS K OTHOMY OTAETY
Yyeperia — oceBoMy Jin0o BUcliepaibHOMY. [Ipenronaraercst, YTo Ha 3TOM y4acTKe TPaeKTOPUU Pa3BUTHSI
KOPPEISIIINU OTPAKAIOT COTPSKEHHOCTh N3MEHEHUS pa3MepOB CTPYKTYP, CIATAIOIINX OOWH U TOT Ke
OTIEeJ Yepera, 1o Mepe YBeIUYeHUST OOIINX pa3MepoB 0co0eil B Impoliecce pocTa. Y 0oJiee KPYITHBIX
peI6 (SL > 15 cMm) BenmuurHA KOPPESIIUi MeXIy TTpU3HaAKaMU He BCErIa COOTBETCTBYET MX IPUHA/I -
JIEXXHOCTH K TOMY WIM MHOMY OTHeny yepena. [lepecTpoiika KOppelasilimOHHO CUCTEeMbI B OHTOT€He3¢e
HCCJIENOBaHHbBIX ycaueil CBS3bIBACTCS MPEUMYILIECTBEHHO ¢ HayajaoM TpodUYecKoi crieuaau3atumn
ycaueit 03. TaHa, nexaiieil B OCHOBE afanTUBHON paauaiuu 3Toil rpymmnbl. OG0CHOBBIBAETCS MPEIO-
JIOXXEHHE, YTO OHTOTECHE3 PEIICHTHBIX MPEICTaBUTENeH ycaueit 03. TaHa 1o M3BECTHO CTETIEHU TTOBTO-
psieT Ux (UIOTeHe3.

Knrouesbie crosa: oHToreHes, punoreHes, (GeHOTUMIMYECKHUE KOPPEJSILIMU, KPYITHbIEe aypUKaHCKHE yca-
yu, Mmopdotunsl, Dpuonus, o3. TaHa, cuMnaTpuueckoe popMoodpa3zoBaHue
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B uccrenoBanum pa3HooOpas3ust OpraHU3MOB U 3a-
KOHOMepHOCTe# (hopMo0oOpa30BaHUs BaXKHYIO POJIb
WTpaeT aHaJu3 MEXaHW3MOB, MOAAEPXUBAIOIINX
YCTOMYMBOCTh (peHoTuIia B oHTo- 1 punoreHese (Ce-
BepuoB, 1914; IlImaneraysen, 1938, 1982; Kamimmios,
1941; Waddington, 1957; IllumkuH, 1987; I1o3nHSIKOB,
2019). KimroueBoii BKi1ag B (popMUpPOBaHME MPEACTaB-
JICHUI 0 TaKMX MeXaHU3MaX, HECOMHEHHO, MPpUHAa/I-
nexut M. U. llImanbrayseHy, paspadboraBiieMy yJe-
HUE O LIEJIOCTHOM OPTaHU3Me KaK CUCTEME CTPYKTYp-
HO ¥ (PYHKILIMOHAILHO UHTETPUPOBAHHBIX DJIEMEHTOB
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B MHAMBUAYAJIbHOM U UMCTOPUYECKOM Pa3BUTHUMU.
B ocHOBe 3TOr0 yuyeHuUs! JIeXKUT KOHLELUs KOppeisi-
LUOHHOM CUCTEMBI, OTpakawlleil B3aUMOCBSI3U Ya-
cTell opraHu3ma U obdecrneyrBarolieil cTabuJIbHOCTh
¢EeHOTUNNYECKON pealii3alii BCero Ux aHcaMoOJs
(IImanbrayseH, 1938, 1982).

WNpen lImanbraysena 3HaYUTEIbHO OTEPEININ
CBOE BpeMsI U MOJIOXKUIM HAYaI0 HAIIPABIEHUIO 9BO-
JIIOLMOHHOM MOPGOJIOrMK, MHTEHCUBHO Pa3BUBAlO-
LIEMYCS B ITOCJIEIHUE IECATUIIETUSI, — UCCIIEIOBAHM -
aIM (PEeHOTUITMYECKON MHTErpann 1 MOLYJIbHOCTH
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opranusanuu. Ilon nHTerpanueil moHUMaeTCs ooIIast
CTPYKTypa CUCTEMbl BHYTPEHHUX KOPPEISILIMOHHBIX
CBsI3eif B OpraHM3Me, a IO MOTYIbHOCTBIO — €€ pa3-
JieJIeHVe Ha OTHOCUTEJIbHO He3aBHUCUMbIe OJI0KM OoJiee
TECHO B3aMMOCBsSI3aHHBIX ITpu3HakoB (Olson, Miller,
1958; Goswami, Polly, 2010). ITpeamnonaraercs, 4To
MopdoornyecKast HHTeTpalus SIBIISICTCS Pe3yTBTaTOM
TeHEeTUYECKUX, DBOJIOIMOHHBIX U (PYHKIITMOHATBLHBIX
OTHOLIeHUI Mexy npu3HakaMu (Murren et al., 2002).

ToBOpst 0 Koppensiuusx, cieayeT pa3andaTb KOp-
pensuun B monnManum IlImanbraysena (Miam Koop-
IUHauuy B ToHuMaHuu CeBeplioBa), TO €CTb OUEBUI-
Hble 0e3 KaKux-J1100 MaTeMaTUYeCKUX BbIYUCICHUI
U BIIOJIHE OTCJICXKMBaeMble BU3yaJIbHO B3aUMO3aBUCH -
MOCTU MEXIY CBOMCTBAMU, CUCTEeMaMU U MpU3HAKaMU
opraHusma B npolecce MopdoreHesa, 1 Koppesiiuun
Kak Iokasarejyu OMOCTaTUCTUKU, TTPUBBIYHBIE [IJIST CO-
BpeMEHHOTO uccienoBaTesiss. BecoMblii BKian B KO-
YECTBEHHYIO OLIEHKY M MHTEPIIpEeTallM0 B3aUMOCBSI -
3eil MexXIy OMOJIOTUUYECKUMU TIepEeMEHHBIMU BHECTH
TepeHTbeB, pazpabOTaBLINIT METOI KOPPEISILIMOHHBIX
wresn (1959, 1960), u ero mocaenosatenu (bepr, 1993;
Pocroga, 2002; Murren et al., 2002).

B cBoux tpynax IlIManbrayseH HeOQMHOKPATHO OT-
MeYaeT, UTO CUCTeMa KOpPEeasLuil OMHUX U TeX XKe
MPU3HAKOB B IIpoliecce Mop¢oreHe3a MOXeT MEHSTh-
¢ 1o Mepe pocra ocobeit (LLImanbrayszen, 1938, 1982).
B 3T0ii CBSI3U OYEBUAHBIN WHTEPEC MPENCTaBISCT
CpaBHEHHUE CTATUCTUYECKUX KOPPEISLIUIA MEXIY TTPU-
3HaKaM1 0CO0EM pa3HbIX pa3MEpHBIX TPy, 0COOCH-
HO TIPpU aHAJIU3€ CUTYaLMi B LIECHTPaX MHTEHCUBHOTO
¢dopmooOpa3oBaHusI.

OmHUM U3 TaKMX LIEHTPOB SIBJISICTCSI PACTIOJIOXKEH -
Hoe Ha ceBepe Dduonuu o3. TaHa, mpuBieKarolee
BHMMaHUe UccliefoBaTesieii BHICOKUM pa3Hoo0pa3u-
eM MOpP(}0-3KOJIOTHYeCKNX (POPM OOUTAIOIINX 31eCh
ycaueii Komruiekca Barbus intermedius sensu Banister,
1973 (puc. 1). Pa3Hble uccienoBaTeii HACUMTHIBAIOT
B o3epe oT 14 mo 17 B pa3Hoii cTerieHu 000CcO0IeH-
HBIX TPYIIITUPOBOK, KOTOPbIE OOMHU aBTOPHI CUMTAIOT
MopdoTunamu, 1pyrue — BUIaMU, TPETbU — MOPdo-
9KOJOTUYECKUMU (opMaMu OZHOIO uUpe3Bbluaii-
HO TosmMopdHOTo Buaa. EnnHoro MHeHUS O Tak-
COHOMHUYECKOM cTaTyce (hOpM TaHCKUX ycauell HeT,
HO, HACKOJIbKO MOXHO CYIWUTh, BCE MCCIIEIOBATEIN
eMMHOMYIITHBI B TOM, YTO Ha4YaJlo pa3HOOOpa3uio MOp-
¢otumnoB 03. TaHa majla B OCHOBHOM Tpoduyeckas
panuanus oco0eil reHepaan30BaHHON (OPMBI, B Ka-
YecTBEe KOTOPOil paccMaTpUBAIOT BCESIHBIX ycadeh
0e3 BHEIIHUX ITPU3HAKOB KaKOil Obl TO HU OBbLIO IH-
meBoii cienranu3auuu (Nagelkerke et al., 1994; Mina
et al., 1996; Jlesun, 2003; I'onmy6uoB, 2010; Bacunbes
u ap., 2018 u ap.). Ilpu a3TOM OTMeUaeTcsi, 4YTO yBe-
PEHHO OTIpeNeTUTh MIPUHAIIEKHOCTh 0COOM K OTHO-
MY U3 MOP(MOTUITOB MOXHO JIUIIb MO JOCTUXKEHUHU €10
cranmapTHoOi mauHEI (SL) 15 cMm (Mina et al., 1996,
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1996a; Nagelkerke, Sibbing, 2000; Muna u np., 2011;
u ap.). Ilpu MeHbIIel TJIMHE OAHO3HAYHO OMpele-
JISTIOTCSI TIpeACTaBUTEIN JUIIb MOP(MOTUIIOB acute
u bigmouth big eye, mpu3HaKM Xe TPOYUX 0co0eii Ipu
SL < 15 cM COOTBETCTBYIOT IMArHO3y reHepaM30BaH-
HOI (pOpMBI. DTO HaeT OYEeBUIHBIE OCHOBAHMS MOJa-
raTb, YTo MOpdoaorudeckasi IMBepreHINs, CBI3aHHas
¢ TpodurUuecKoit paguanueit, y 0oablnHCTBa MOpGO-
TUIIOB HAYMHAETCS MO JOCTUXKEHUM IJUHHBI 15 cM. Ta-
KuM oOpa3oM, SL = 15 cM MOXHO CUUTATh pyOeskoM,
Ha KOTOPOM CHUCTeMa KOppesldil MexXay Npu3HaKaMu
TaHCKUX ycaudeil Komiuiekca Barbus intermedius cyiie-
CTBEHHO U3MEHSIETCS.

CkazaHHOE OIPEeIeTUIO0 11eJb HACTOSIIIEeTO UCCe-
JOBaHUS: aHAJIU3 CTPYKTYPhl KOPpENsIInii B MOp(]o-
TeHe3e ycaueil reHepaln30BaHHOM (DOPMBI KOMILIEKCa
Barbus intermedius B o3epe TaHa 10 U TTocje JOCTIXKE-
HUS JUIMHBI 15 cM.

MATEPHWAJI U METObI

HccnenoBaHue 0CHOBaHO Ha MaTepualie 0CTeOJI0-
ruyeckoil Koyekiuu UI1HD PAH, cobpaHHOM B 03.
Tana B 1992—2010 romax. IlpuHamIeXXHOCTh UCCIIEIY-
EMBIX PhIO K TOMY WJIM MHOMY MOPGOTHUITY OMpPEeIIsi-
JIM 110 AMarHo3y B pabote Harenbkepke ¢ coaBTOpamu
(Nagelkerke et al., 1994). OTmMeTuUM, 4YTO T€HEPAITU30-
BaHHas popMa (GF — or Generalized Form) komMriek-
ca B. intermedius sensu Banister, 1973 B 03. TaHa ornuca-
Ha kKak mopdotur intermedius (Nagelkerke et al., 1994;
MuHa u ap., 2016). B uccnenopannu GF nipencrasie-
Ha 172 oco0siMu, KOTOPBIX pa3neii Ha pa3MepHbIe
rpynibl “menkux” (SL 10—15 cm, Bcero 30 ocobeit),
“cpennux” (SL 15—20 cm, 75 ocobeii) U “KpyrnHbIX”
(SL 20—35 cM, 67 ocobeit). 14 HanbosIee MHOTOUMCIIEH-
HBIX B 03epe MOpGhoTUnoB (puc. 1) mpeacTaBieHbl Kax-
JIbII TISITBIO YcauaMU, KOTOphIE BMECTE COCTaBUIIN cOOp-
Hy10 (“MoneabHy10”) BeIOOPKY 13 70 ocobeit. Kak ObL10
OTMEUEHO BBbIIIIE, COIIACHO OOIIETTPUHSITON TOUKE 3pe-
Hus1, MopdoJiornyeckoe pazHoobOpasue ycadeit o3. TaHa
€CTb pe3yJIbTaT, NIaBHBIM 00pa30M, aJalTUBHON paaya-
LM, HaMpaBJICHHOI Ha pa3ie/ieHNe TTUIIEBBIX PECYPCOB.
CrnenoBarteibHO, aHAMM3 (DEHETUUECKUX OTHOIIIEHWIA CO-
BpPEMEHHbBIX MOP(OTUIIOB MO3BOJISIET MOACIUPOBATh OC-
HOBHBIE HaMpaBJIeHUST TPO(PUUECKOI TUBepCU(DUKALIN
MPEIKOBOI TeHEPaTN30BaHHOMN (hOPMBI, KOTOPYIO MBI
cunTaeM BecbMa 01m3Koii K pereHTHoi GF. Takoii mmon-
XOII yKe TIPUMEHSUICS HAaMU paHee TS PelieHUsT aHAJIO-
IMYHbIX 3a1a4 (MupoHoBckuit, 2017, 2020).

Ha npenapupoBaHHBIX yepenax Kaxaoi uccieno-
BaHHOII 0cO0OM BBIIIOJHEHO 14 TTpoMepoB, xapakTe-
pu3yloNIuMXx mpornopuuu yeperna (puc. 2). Kak cienyer
M3 CXEMbl IPOMEPOB, HEUPOKPAHUYM, UJIU OCEBOM Ue-
pern, U3MepsLUIN Kak liejioe, 0e3 BblAeJeHUs] COCTaBIISI-
IOIIMX €r0 OTAEJIOB UM KOCTel, BXOASIIUX B COCTaB
TOTO WJIM MHOTO oTnena. B BucliepaibHOM ueperie, Win

2025
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Bigmouth mini eye

Bigmouth small eye

Puc. 1. Mopdotunsl ycaueit komriekca Barbus intermedius sensu Banister, 1973 B o3epe TaHna.

CTIJITaHXHOKpaHUYMe, pas3fie/ieHUe Ha OTIebl YYUThI-
BaJIid. 31eCh U3MEPSUIN TPU KOCTHU XKa0EPHOM KPHIIIKHI
(lop, Op n Pop), Tpy KOCTHU YeTtOCTHOI ayru (Pmx, Mx
u De) u ogHy 13 Kocteii rmounHoi myru (Hm). B pac-
YyeTax MCIOJIb30BaHbl KaK abCOIOTHBIE 3HAYEHUS MTPO-
MEpPOB, TaK U MHIAEKCHI, MPeaCcTaBstole codboit oT-
HoIIeHUs1 aOCOMIOTHBIX 3HAUEHUI K Oa3aJIbHOM JUTMHE
yepena (BL); 1ji1 HOpMaJIM3alMy paclpeneseHnii Kak
abCOJTIOTHBIC 3HAYCHUS IIPOMEPOB, TaK W MHIEKCHI JIO-
rapubMUpoBaad MO OCHOBAHUIO HATYypaJbHOTO JIO-
rapudpma (ZKuBorosckuii, 1991; Usantep, Kopocos,
2011). JanHbiii HaOOp MPU3HAKOB, KaK IOKa3ajl psif
UCCIIeAOBAHUI, OTVIMYAETCSl BLICOKOI paspeliaroieit
CITOCOOHOCTBIO 1 XOPOIIeit BOCIIPON3BOIUMOCTEIO pe-
3yJIBTATOB M3MEPEHUI KaK OMHUM, TaK U HECKOJIbKM-
MM OIlepaTopaMU U MOXET C YCIIEXOM MCITOJIb30BaThCs
1151 nuppepeHIIay U OLIeHK OTHOIIEHUIA CXOICTBA
pa3HbIX (GOpM ycadeit, paBHO KaK M IPYTUX TPYIIT Kap-
noBbix (Mina et al., 1996, 1996a; MupoHnosckuii, 2006;
Hredyanse u ap., 2020).

Pacuernl BBIMIOJTHEHBI B MPOrPAaMMHBIX TaKeTax
NTSYS2.02k u Statistica 6. Mexxay abCOTIOTHBIMU 3HaYe-
HUSIMU pa3HBIX [IPOMEPOB, a TAKXKE MEXIIY UX MHAEKCAMU
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BBIUMCIISTIUCH KO3hPuLMeHThl Koppensiiuu [Tupcona.
CTpyKTypy MOJYYeHHBIX TPEYTOJIbHBIX MaTPUIL KOppe-
JISIUMM (KKl MPU3HAK C KaXIbIM) aHAJIM3UPOBAJIH,
HCITONB3YS KJIACTEPHBII aHaI3 METOIOM “IIOJTHOM CBSI-
3u” (complete linkage). Beibop MeTona “nosHoii cBs3u™
OOYCIJIOBJIEH TeM, YTO B €TO aJITOPUTME HET OCPETHEHUS,
KOTOpOE TMPECTaBISIETCs] HE BITOJHE KOPPEKTHBIM JIaXe B
ciydae Mopdosiornyeckux auctanimit. [1pu ucnosns3o-
BaHUU ke KO3(PPUIIMEHTOB KOPPEISLIMU, KOTOPbIE MO-
I'YT UMETH Pa3sHbIe 3HAKU («+» WINA «—»), OCPENHEHMNE,
Ha Hall B3UIsII, HEMPUEMJIEMO COBEPILIEHHO. DTO NaeT
OCHOBaHMSI OTKA3aThCS OT TTAaPHO-TPYIIIIOBBIX METOMOB.
OIHOCBSI3HBIN K€ METOM, OOBEANHSS B KJIaCTePhI O/11-
KaWIMX coceneit, oTpuuaTebHble KOPPEIsIUUU U BO-
BCE€ UTHOPUPYET, YTO TOXKe HerpuemiaeMo. Ipadudecku
pe3y/bTaThl KJIACTEPHOTO aHaIM3a MpeICTaB/IeHbl B BUIE
JIEHIPOTrPaMM.

PE3VYJIBTATBI 1 ObCYXKAEHUE

Ha puc. 3 npuBeneHsl NeHApOrpaMMbl, OTpaxKaro-
e KOPPEISIIUN MEeXIy aOCOTOTHBIMU 3HAYEHUSI -
MU TIpOMEPOB KOcCTei ueperna. B rpynmne “menkux”

Ne3 2025
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Puc. 2. Cxema npomepos yepena. Heiipokpanuym: BL — 6a3zanbHas 1auHa yepena; B, B,, B; — pacctosiHue MexX1y BHELIHUMU
KpasiMi COOTBETCTBEHHO frontalia, pterotica u sphenotica; B, — mmpurHa yeperna Ha ypoBHe coeinHeHu frontale u pteroticum;
HS| n HS, — BbicOTa Yeperna Ha ypoBHE COOTBETCTBEHHO 13ruba parasphenoideum u 3agHero Kpast parasphenoideum. Crutan-
XHOKpaHuyM: Hm — Bbicota hyomandibulare; Pop — niauHa praeoperculum; Op — BbicoTa niepeaHeit yactu operculum; lop —
IMHa interoperculum; Pmx, Mx n De — nnuHa praemaxillare, maxillare n dentale cooTBeTCTBEHHO.

(SL 10—15 cm) ocobeii (puc. 3a) Ha IepBOM 111are BeT-
BJICHUS pa3lesisiioTcs 1IeCTh IIPU3HAKOB HellpoKpa-
Huyma (B;, B,, HS,, B,, HS|, B|) n ceMb IPU3HAKOB
crutanxHokpanuyma (Hm, Op, Pop, lop, De, Pmx, Mx),
o0Opa3syd nBa kjactepa. M3 aToro ciaemyer, 4To y TeHe-
pam3oBaHHBIX ocobeii SL < 15 cM pa3Mepnl CTPYKTYD,
cjaraloluX OAUH U TOT Ke OTAe] Yeperia, Koppeaupy-
10T 00Jiee TECHO, YeM pa3Mephl CTPYKTYpP OTIAEIOB ye-
peria, pa3HbIX IO CBOeMY ITpoucxoxaeHuto. Hanbomee
BEPOSITHBIM TIPEACTABJSETCS, UTO HA TAaHHOM 3Tarie
MopdoreHe3a Koppessiliuy oTpaxaroT Tornorpaduye-
CKYI0 OJIM3OCTh CTPYKTYpP B Mpenesax Kaxkaoro otae-
Jla yeperia 1 OTHOCUTENIbHYIO He3aBUCUMOCTb YBEJIU-
YyeHUsl aOCOJIIOTHBIX pa3MepPOB OCEBOTO U aOCOJIOT-
HBIX pa3MepOB BUCIIEPAJILHOTO OTACIOB B IIpoliecce
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yYBEJIMUECHUS OOIIMX pa3MepOoB ueperia o Mepe pocTa
ocobu. O6a ykazaHHBIX OTAeAa MOXHO pacCMaTpuBaTh
Kak He3aBucuMble Mmonyau pa3sutus (Goswami, Polly,
2010). B mpenenax aTUX MOAYJIEH, pa3BUBAIOLIUXCS
KaXIbIi KakK 1IeJIoe, COCTABJISIONINE UX CTPYKTYPhI
U3MEHSIIOTCST 00Jiee COTJIaCOBAaHHO, YeM CTPYKTYPhI
pa3HbIX Moayieit. Ha TecHyI0 CBSI3b aJlJIOMETPpUUECKO-
ro (B repmuHosiornu IlIMansray3eHa — reTepoHOM-
HOI'0) pocTa ¢ MOAYJbHOCTbIO OOpalliajja BHUMaHUe
P.JI. Bepr. I1o ee MeTKOMY BhIpaXkeHUIO, “TeTEPOHOM-
HBIN poCT ... onucaHHbIit Y. . IlImanbrayzeHom, —
OHTOreHeTUuYecKass MaHU(ecTalusl KOpPeasiMOHHbBIX
mnesn” (bepr, 1993, c. 4-5).

YMecTHO MoAYepPKHYTh, YTO YIOPSAOYEHHOCTD JIEH-
JIpoTpaMMbl Ha puUC. 3a CBUIETEILCTBYET O BHICOKO

2025
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Puc. 3. Ctpykrypa Koppeasiuuii (#) Mexny abCoJIOTHbIMU 3HAUEHUSIMU TTIPOMEPOB ueperna.
Koppenssuuu mexny mpusHakaMu ocobeit reHepaau3oBaHHOUM dopmbl: a — SL < 15 ecm, 6 — SL 15-20 cm, ¢ —
SL 20—35 cm. Koppensiiiuu Mexxay npu3HakaMu ycadeil COOpHOI BEIOOPKM TaHCKUX MOP(OTUIIOB, IIe KaXIblii MOpdho-

TUIT IPEACTABJICH IIATHIO OCO6HMI/I, —e.

JOCTOBEPHOCTHU OTpaXkaeMoro ero pesyibrara. lllecTsb
MNPU3HAKOB HEWPO- 1 CeMb MPU3HAKOB CIJIaHXHO-
KpaHuyMa, TO €CThb JIByX Pa3HbIX MO MPOMCXOXKIACHHIO
OTHEJIOB Yeperia, YeTKO pa3messiioTcs MO pa3HbIM
KJlactepaM. BeposTHOCTb ciiydyailHOro MosiBJAeHUS
TaKO KOMOWHALIMM paBHA OTHOILIECHUIO €IUHMUIIbI
K YHCJy coueTaHuil u3 13 anemeHTOB (IIPpU3HAKOB)
mo 7 2JeMeHTOB (MJIM 10 6, YTO MaTeMaTUIeCKHU

300JIOTUYECKUN )KYPHAJT  Towm 104

TOXIeCTBEHHO). McKomMoe 4uciIo coueTaHUid BbIUMC-
nserca no popmyne C* =n!/k!(n—k)! n paBno 1716.

COOTBETCTBEHHO, BEPOSITHOCTh CJIy4ailHOCTHU paB-
Ha 1: 1716 = 0.0006 1 MOXeT OlLIECHMBAThLCS KaK MpeHe-
OpeXMMO HU3Kas.

Ha npeBe koppensumiti ocobeit, “cpemHux”
no pasMepy (SL 15—20 cM), ynopsimo4yeHHOCTH,
CTPOTO COOTBETCTBYIOIIEW COCTAaBY IMPU3HAKOB
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Helpo- U cIlaHXHOKpaHuyMa, HeT (puc. 36). OnuH
U3 JABYX KJIACTEPOB MEPBOr0 BETBJICHUSI COACPKUT BCE
6 TTpM3HAKOB HeMpoKpaHWyMa U 3 TIpr3HaKa CIIaHX-
HOKpaHuyMa, 2 U3 KOTOPbIX — 3TO MPU3HAKU Kabep-
Hoit KpbIKu Pop 1 Op, a TpeTuii — MpU3HAK THOWI -
Hoit nyru Hm. BTopoii u3 m1aBHBIX KJIacTepOB IpeBa
COCTOUT TOJIbKO M3 IMMPU3HAKOB CIUIAHXHOKpaHUyMa,
TPU 13 KOTOPBIX — MPU3HAKU YeTtoCcTHOM ayru De, Pmx
U Mx, a yeTBepThIil — 3TO MPU3HAK XKaOEePHOI KPBILIKU
Iop. T1pu 3TOM cOCTaB ABYX IJIABHBIX KJIAaCTEPOB 3TOM
JeHIpOTpaMMbl MOJHOCTBIO COBMAAaeT C COCTABOM
KJIaCTepOB AEeHAPOrpaMMBbl Ha puUC. 36 — “KpymnHbie”
(SL 20—35 cM) ocobu reHepanm3oBaHHOM ¢opMbl. Be-
pPOSITHOCTH TAaKOTO COBITAICHUS B IBYX HeTlepeceKalo-
LLIUXCSI BHIOOPKAX, BHIYMCICHHAs 110 OMMMCAHHOMY BBIIIIE
anroputMy komomHaTopuku, MeHsIe 0.000002, To ecTh
ucyesaolie Maja. DTo MO3BOJISIET paccMaTpUBaTh pac-
MpenesieHre TPU3HAKOB IT0 KJIacTepaM IepBOTO YPOBHS
BeTBJIeHUsI y ocobeit SL 15—20 cm (puc. 36) u 'y ocobeit
SL 20—35 cMm (puc. 36) KaK 4eTKYI0 1 OOBEKTUBHYIO
TEHACHLINIO K CMEHE CTPYKTYPBI KOPPEISILUii TT0 10-
CTMXKEHUM ycauyamu pyoexa SL 15 cM, mocie yero Kop-
PENSIIUY OCTAIOTCSI HEU3MEHHBIMU.

Ecnu y oco6eii ¢ SL 10—15 cM cuctema Koppes-
LM onpenensieTcsl 00jiee TECHOM COTIPSIKEHHOCTHIO
W3MEHEHUS pa3MepOB CTPYKTYP, COCTABIISIONINX OTUH
M TOT e OTHEJ Yyeperna, TO YeM MOXKET OTPenessaThCs
cucTema Koppessuuit y ocobeii ¢ SL 15—35 cm?

YT10o0OBI OTBETUTH HA 3TOT BOMNPOC, OOpaTHUMCS
K puc. 3e, oTpaxatolleMy KoppeJsiiiuu MpU3HaKOB
cOopHOI1 BbIOOPKU, rAe 14 TaHCKUX MOP(OTUIIOB
MpeacTaBIeHbI TISIThI0 0COOSIMU Kaxblii. Kak BUauM,
y MOP(MOTHUIIOB COCTAB JIBYX KJIACTEPOB MEPBOTO YPOB-
Hsl BETBJIEHUSI MOJTHOCThIO COOTBETCTBYET TAKOBOMY
ocobeit GF ¢ SL > 15 cMm (puc. 36 u 36). OnuH u3 Kja-
CTEPOB COAEPXKUT IIECTh MPU3HAKOB HeifpOKpaHUyMa
U Te 3Xe TPU MpHU3HaKa crjlaHxHoKpaHuyMma Pop, Op
u Hm, yto Ha puc. 36 u 36, BTOPOIl COCTOUT TOJILKO
U3 MIPU3HAKOB CIUIAHXHOKPAHUYMa, TPU U3 KOTOPBIX —
5TO MPU3HAKU YeTtocTHOU nyru De, Pmx n Mx, a yet-
BEPTBI — MPU3HAK XaOepHOU KpbIlIKKU [op.

Kak oTMmeuasoch BbIlIe, MCCAeI0BATEN eIMHOMYIII-
HBI B TOM, 4TO MOP(OJIOTMYeCcKOe pa3HOOOpa3une ycadei
03. TaHa — 3T0 pe3yabraT, IJITaBHLIM 00pa3oM, Tpodu-
yeckoit pagnanun (Nagelkerke et al., 1994; Mina et al.,
1996, 1996a; JleBun, 2003; T'osy61os, 2010). Dto naet Be-
COMbI€ OCHOBaHMSI pacCMaTpyBaTh CUCTEMY KOPPEISILA
MEXIy IpU3HAKaMM CTPOEHUS Yeperia ycaueil COopHoit
BBIOOPKU CIeIMaTM3UPOBAaHHBIX MOPMOTUIOB 03. TaHa
KaK XapaKTepHYIO [JIsT Pa3IMuuii, BOSHUKAIOIIUX TIPU
pasneieHny MUIIEeBLIX pecypcoB (MupoHoBckuii, 2020).
BBICOKOE CXOICTBO CUCTEMBI KOPPEIISILIAI MEXKITY TIPU-
3HaKaMM 0co0eii reHepaJIM30BaHHOM (DOPMBI ycayeit 03.
Tana SL 15—35 cM 1 cuCTeMbl KOPPEISALMIA MEXITy IIpH-
3HaKaMM ycauyeil cOOpHOI BEIOOPKU TaHCKUX MOP(OTU -
OB MO3BOJIIET MPEAIIOJIOXNUTh, UTO U B MOpP(OreHese
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reHepaJIM30BaHHBIX 0cobeit SL > 15 cMm HabIonaeMblit
MaTTepH KOppesiyii 00yca0BIeH TPODUUECKON I1Bep-
cudukanumeii. BozBpaiiiasich K 11e711 MCCIETOBAHUS, MOX-
HO KOHCTAaTMpPOBaTh: CTaHAAPTHAas JUIMHA 15 cM IefCTBU-
TEJILHO SIBJISIETCSI PyOeXkoM, Ha KOTOPOM CHCTeMa Koppe-
JIIUMi Mexay rpusHakamu ocooeit GF Tanckux ycavei
Komriekca Barbus intermedius CylieCTBEHHO MEHSIETCS,
OoTpaxasl Hauaso AUBEPIreHIInN, CBI3aHHOM ¢ Tpoduue-
CKOW panuainueit.

HdeHnporpaMMbl, OTpaxaroline CTPYKTYpy Koppe-
JSIUI He o aOCONIIOTHBIM 3HAYEHUSIM IIPOMEpOB,
a 110 UX UHAeKcaM, IpuBeaeHsl Ha puc. 4. Kak BugHo
U3 puc. 4a, MJITIOCTPUPYIOLIETO KOPPEISILIUU MEXTY
MHIEeKCaMU MPOMEPOB 0cobOeil reHepann30oBaHHOM
¢dopMmbl ¢ SL mMeHee 15 cM, ¥ B 3TOM CJIydae Ha Iep-
BOM IIIare BETBJIECHUS Pa3AessIioTCs MPU3HAKU Hel-
pO- U CIJIaHXHOKpaHuyMma. Paznnuus kacaroTcs Julllb
OoJiee MeTKMX aeTtaneit. Tak, B OTAWYNE OT aOCOJIIOT-
HBIX 3HAYeHUI (puc. 3a), Ha BTOPOM IlIare B OTAC/Ib-
HBIE IIEJIOCTHBIE KJIaCTePhl BBIICIISIOTCS BCE TPU TIPH-
3HaKa oTaesa YearCTHOU nyru Pmx, Mx u De, a Tak-
2Ke TpM IIpu3HaKa OoTaelia XadepHoit Kpbeluku lop, Pop
u Op (puc. 4a). IlpusHak ruonaHoi nyru Hm npuco-
eNMHSAETCS K TIpM3HaKaM Xa0epHOM KPBIIIKHU TTOCIe
TOT0, KaK Te 00beNMHMWINCHh MexXay coboii. Kpome
TOTrO, €C/U B cy4yae abCOJIOTHBIX 3HAaYeHUI TTpoMe-
POB BCe KOPPENSILUU IpeBa ObUIN MTOJOXUTEIbHBIMU
(puc. 3a), B cillyyae MHAEKCOB KJIacTepbl TPU3HAKOB
0CEBOr0 U BUCLIEPAJIbHOTO Yeperna CBI3bIBAET MEXIY
coboii ciabast oTpuuaTenbHast koppenasiiusi. OTcyT-
CTBHME OTPUIIATEIIBHBIX KOPPETAIUNA MEXKITY abCOIIOT-
HBbIMU 3HAUYEHUSIMU MIPOMEPOB, OUEBUIHO, OOBSICHS-
€TCS TEM, YTO B TIPOIIECCE YBEIMICHUS OOIINX pa3Me-
pOB 0COOM aOCOJIIOTHBIEC 3HAYEHUS TTPU3HAKOB MOTYT
TOJIBKO YBEIWYNBATHCS, TOTIA KaK HOPMUPOBAHHbBIC
Ha BL UX OTHOCUTEIbHbIE 3HAUY€HMST (MHIEKChI) MOTYT
KaK YBeJIMUMBAThCS, TAK U YMEHBILIATbCS, YTO SIBJISIET-
Cs1 HAJISIIHBIM TIPUMEPOM aJIJIOMETPU .

CTpyKkTypa Koppesiuuii ocodeii ¢ SL 6osee 15 cm
(puc. 46 u 46), KaKk 1 IpU UCHOJIb30BAHUM aOCOTIOT-
HBIX 3HaYEeHWI MTPOMEPOB, IMOJTHOCTHIO COBITAZAET
CO CTPYKTYpPOI KOppessluii BBIOOPKU TaHCKUX MOP-
¢oturos (puc. 4¢). Bo Bcex Tpex npeBax oguH 13 Kjla-
CTEpOB IEPBOTO BETBJICHUS COCTOUT U3 IIECTU TIPU-
3HAKOB HEMPOKpaHUYyMa U TpeX MPU3HAKOB CIIaHX-
HokpaHuyma Pop, Op u Hm, BTOPOi1 COCTOUT TOJILKO
W3 MPU3HAKOB CIUIaHXHOKpaHuyMa De, Pmx, Mx v lop.
ITpu 5TOM TaHHBIE KJIACTEPHI CBSI3aHBI OTPUIIATEIEHOM
Koppensauueit. Kak 0buio oTME4eHO paHee, 3TO 03Ha-
JaeT: “4eM IJIMHHEee YeII0CTU (1 OOJIbIIEe POT), TEM
HIKe 1 yKe rojioBa” (MuponoBckuii, 2020, ctp. 287),
YTO COOTBETCTBYET pa3IUIUSIM raburyca MopdoTu-
MOB TAHCKMX ycayueil ¢ pa3HbIM CIIEKTPOM IMUTAHMUS
(Nagelkerke et al., 1994; Mina et al., 2001).

HpaKTI/I‘IGCKI/I IIoJIHadA BOCIIPOMU3BOAMMOCTD ITaT-
TEPHOB KJaCTepHu3allMM IIPU3HAKOB IIpMU 3aMCHEC
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Puc. 4. CtpykTypa Koppeasuuii (r) MexXny UHAeKCaMM IIPOMEPOB yeperna.
Koppensauuu mexay nmpusHakamMu ocoOeil reHepaiu3oBaHHOU dopmbl: a — SL < 15 ecm, 6 — SL 15-20 cm, ¢ —
SL 20—35 cM. Koppensaiumu Mexny nmpru3HakaMy ycadeil COOpHOI BEIOOPKU TAHCKUX MOP(OTHUIIOB, TAe KaXKIblit MOp(o-

TUM MPEICTaBICH MAThIO 0COOSIMU, — 2.

MepeMeHHBIX (a0COMIOTHBIX 3HAYEHU I MPOMEPOB Ha UX
WHJEKCHI) CBUAETENLCTBYET O PEAIbHOCTU U BBICOKOM
CTaTUCTUYECKON HANEXXHOCTU BBISIBICHHOI CTPYK-
TYpbl KOPpEJsILUM Ha KaXXI10M M3 UCCIEA0BaHHBIX
3TAIlOB OHTOTEHE3a ycaueil. OTo TeM HamIsAHEE, YTO
B cllyyae abCOJIOTHBIX 3HAYEHU I TPOMEPOB Mbl UMEEM
JIEJIO C BBICOKMMM MOJIOKUTETbHBIMU KOPPESIIIMSIMHA,
a B CJIyyae MHAEKCOB — U C TTOJIOXUTETbHBIMU, U C OT-
puuaTeIbHbIMU KOppesiiusMu. [I7s1 cpeaHe- U KpyIi-
Hopa3MepHbIX pbi0o (SL 15—20 cm u SL 20—35 cm)
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K O9TOMY 00aBIIsIETCS TIOJIHOE COBIAJEHUE COCTaBa
KJIaCTEpOB IIEPBOro YpoBHs BETBJICHUA, O KOTOPOM
TOBOPMJIOCDH BBIIIE.

SAKJIIOYEHUE

Takum oOpa3oM, ITOKAa3aHO, YTO B MO3AHEM OHTOTIe-
He3e ycaueil 03. TaHa, rpu riepexone oT 0codeil ITMHON
10—15 cM Kk Gosee KpYITHbIM IIPOUCXOIUT CYILIECTBEHHAsI
repecTpoiika CUCTEMbI KOPPEJISILUA KPaHUOJIOTMUECKIX

Ne3 2025



CTPYKTYPA KOPPEJIAUUN ®EHOTUITMYECKUX [TPU3HAKOB 17

MpU3HAKOB. BbhICOKOE CXOACTBO CHUCTEM KOPPEISLIUMA
MeXy TTpU3HaKaMu 0cobell TeHepa30BaHHON (OpMBbI
SL 15—35 cM 1 ocobeii cnenrann3npoBaHHBIX MOPgO-
TUMOB ycaueil 03. TaHa MO3BOJISIET TPEATIOIOXKHUTD, YTO
¥ B MOpdoreHe3e reHepaanM30BaHHbBIX ocobeit SL > 15 cm
naTTEepH KOppesIii 00yCIOBJIeH TPODUIECKON TUBep-
cudukalumeit, kotopass MOp(oJIOrMyecKu BbIpakaeTcst
B U3MEHEHMSIX TTPOTOPLIMI KPAaHUOJOTUYECKUX CTPYK-
TYp, B OCOOEHHOCTH YeIF0CTHOTO anmnapara. M3 nmonobus
KOPPEJSILIMOHHBIX CUCTEM COOPHOI BHIOOPKM TaHCKMX
MOpGOTUTIOB, 3aBEIOMO HEOTHOPOIHOI 110 CBOEMY Xa-
paxkTepy, U BbIOOpKM “KpymnHbIX” ocobeit GF ciemyer,
YTO U3MEHUYMBOCTD TOCICAHEN CTPYKTypUpOBaHa CXO/I-
HBIM 00pa30M: 3Ta BHIOOPKA TOXe HEOTHOPOIHA U B €€
COCTaBe eCTh 0COOU, YKIIOHSIIOIIUECS] B CTOPOHY TOTO WJIN
WHOTO MOpdoTUMA.

Muna ¢ coasropamu (Mina et al., 1996a), uccie-
JIys TIPOIOPLUM Yeperna TeHepaaTu30BaHHON (hOpMBbI
U CHIeMaI3MPOBaHHBIX MOP(OTUIIOB ycaueii 03. TaHa,
OIMCAIU UX TUBEPreHIINIO B TEPMHUHAX “OHTOTEHETHYE-
CKHMX KaHaJIOB”, KOTOpBIE 10 MEPE POCTa PhIO OTBETBIISI-
IOTCS OT “IaBHOrO” KaHaia, cootrBeTcTBytoiero GF. Oro
MO3BOJIUIIO B JAJIbHENIIIEM CPaBHUBATD U aHATM3UPOBATh
TUITOTE3BI O TTOPSAIKE 000COOIEHUST TEX VI MHBIX MOP-
otunos (Muna, MuponoBckuii, 2022). Cyns 1o Bcemy,
B sanmreHeTndeckoM JaHmmadre GF yxe nmeeTcs Heo0-
XOIMMBII HA00p OHTOTEHETUUECKUX KaHAJIOB, KOTOPhIE
CTAHOBSITCS JOCTYITHBI T10 JOCTVXKEHUM OCOOSIMU CTaH-
JApTHOU JUIMHBI 15+ cM 1 KOTOpPBIMU IpU OJIArOIpHUsIT-
HBIX YCJIOBUSIX CITOCOOHBI BOCITOJIb30BaThCST YKIIOHSIO-
muecs (DEHOTUIIBI, CJIEIYsI OMHOMY U3 BApUAHTOB JaJlb-
HEMIIeH crielani3aiu.

CucreMbl KOppeJIsILvi, BbISIBJIEHHbIE B IPYITAX 0CO-
oeit GF pa3HbIx pa3zMepoB, OTpakaroT CBS3U MEXKIY MpH-
3HaKaMU B TIPOIiecce MHANBUAYATLHOTO PA3BUTHS Op-
raHu3MoB. OTpaxkeHeM aHaJOTUYHbBIX CBSI3EH MEXIy
MPU3HAKAMU B UICTOPUIECKOM Pa3BUTHH (B HAIIIEM CITy-
yae — 3BOJIIOIM KOMILIeKca (hopM ycaudeil B 03. TaHa)
ObLIM Obl KOPPEJSILIUU MEXKITy TPpU3HAKaMU 0co0eii 00JTb-
IIIMX HECMEIIEHHBIX BBIOOPOK ycayeid, B3SITbIX B UCTOPH -
YECKM pasHble Mepruoabl PopMUPOBaHMSI KOMILIEKCA.

Taxkux BEIOOPOK y Hac HeT. Bce, 4yTo HaM JocTOBEp-
HO M3BECTHO Ha JaHHBIIA MOMEHT, — 3TO MOYTHU MOJIHOE
COBMAJIEHNE BBISIBJICHHOI B HACTOSIILIEM MCCJICIOBAaHUU
CTPYKTYPhI KOPPEJISAIINiA B ITIO3MHEM OHTOIeHe3€e 0coOeii
GF U cTpyKTYyphI KOppesiiuit B COOpHOIA BHIOOPKE, OT-
paxatollieit pe3yJbTaT paauauuu MOop(OTUIIOB ycauei
B 03. TaHa. MOXHO TIpeAIoa0XUTh, YTO B PETPOCIICK-
THBE 000MX MPOIIECCOB OIMMO3UIINK “HEHpOKpaHUyM—
CIUIAaHXHOKPaHUYM”, OTMEUEHHOM IS MaJlopa3MepHBIX
reHepai30BaHHbIX 0co0el, B (PUIOTeHEe3e HhIHEIIIHETO
KOMILIEKCa MOP(OTUIIOB COOTBETCTBYET MEPBOHAYAIIb-
HOE pa3ie/ieHUe Ha ITyYKW PhIOOSITHBIX U HEPBIOOSITHBIX
¢dopM ¢ manpHeIel crienmaai3anyeil Ha 6oee mo3I-
HUX TIepUOIaX UICTOPUIECKOTO Pa3BUTHSL. DTO MIPEIATIONO-
JKeHMe TpeOyeT JOIOJHUTEIbHBIX MCCIIeNOBaHII, OMHAKO
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OUYEBMIHO, YTO OHTOTEHE3 PELIEHTHBIX TTPEACTABUTENIEH
ycaueit 03. TaHa 10 U3BECTHOII CTENIEHU MTOBTOPSIET UX
duorenes.
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THE STRUCTURE OF CORRELATIONS OF PHENOTYPIC
CHARACTERS IN THE INDIVIDUAL AND HISTORICAL
DEVELOPMENT OF BARBS OF THE BARBUS (=LABEOBARBUS)
INTERMEDIUS COMPLEX IN LAKE TANA, ETHIOPIA
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The structure of correlation systems of craniological measurements in the generalized form of barbs of
the Barbus (=Labeobarbus) intermedius complex from Lake Tana (headwaters of the Blue Nile River)
at different body lengths (SL) is considered. In the group of small-sized individuals (SL < 15 cm), the
characters related to the same section of the skull (neurocranium or splanchnocranium) are most closely
correlated with each other. In large-sized fish (SL > 15 cm), the magnitude of correlations between the
characters does not correspond strictly to their attribution to one of the skull sections, and some of the
splanchnocranium characters are clustered together with those of the neurocranium. Restructuring
of the correlation system in the ontogeny of the fish investigated is mainly associated with the trophic
specialization of the Lake Tana barbs underlying the adaptive radiation of this group. The assumption
is substantiated that the ontogeny of recent representatives of the Lake Tana barbs to a certain extent
recapitulates their phylogeny.

Keywords: ontogeny, phylogeny, phenotypic correlations, large African barbs, morphotypes, sympatric
speciation
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