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Ha ocHoBaHUM aHaM3a TaHHBIX 110 CTPOSHUIO TBEPABIX TOKPOBOB Y Pa3TMUYHBIX TAKCOHOB KOCTHOTTAHIIUPHBIX
oecuemocTHbIX (Osteostraci, Agnatha) BbISIBJIEHBI TeOMETPUUYECKHE 3aKOHOMEPHOCTH (hOPMUPOBAHMS BO3ZMOXK-
HBIX BapMaHTOB peibeda maHuups Ipyu Mop¢oreHe3e Hapy>KHOTo cKejeTa Io3BoHOUHBIX (Vertebrata). [Ipen-
JIOXXKEeHa LIMPKYJISIpHAst MONIENIb TTOCTPOEHHUS pefibedha MOBEPXHOCTH 9K30cKeneTa. [TokazaHo, 4To yxKe Y paHHUX
TMO3BOHOYHBIX CYIIECTBOBAT MEXaHM3M, 00eCTIeUurBalOIINii peaTu3alivio MoJTHOTro Habopa BapuaHTOB (hopMu-

POBaHUs CKYJBITYPbl PA3TMUHbBIX TUIIOB.

Kniouesvie crosa: paHHue MO3BOHOYHBIE, OECUYETIOCTHDIE, MAIE030M, 9K30CKeEET, MOp(doreHes, reOMeTpust

penbeda.
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Cpenu Mpovurx Majieo30iCcKUX MO3BOHOYHBIX KOCT-
HoImaHUMpHbIe OecuentocTHBIe (Osteostraci, Agnatha)
SIBJISIIOTCSl TPYTINON, B 9K30CKeeTe KOTOPOii MpeacTaB-
JIEHO BCE pa3HOOOpa3ne 3JIeMEHTOB CTPOSHUST — OT MeJI-
KMX Yelllyi, TOKPbIBaBIIUX MOABUXKHYIO YacTh IJIaB-
HUKOB (MUKPOMEpPHEBIE 3JIEMEHTHI), 1 TUIACTUH POTO-
>KabepHoii 001acTH (ME30MEpPHbIE 3JIEMEHTHI) 0 CIUT-
HBIX TOJIOBOTYJIOBHUILHBIX IIUTOB (MAaKpOMEPHbIE 2J1e-
MeHTHI) (KJ1accuduKauus pa3MepHOCTH 3JIEMEHTOB
Hapy:XHOTO ckejera gaHa 1o [1]). [ucromoruueckoe
CTPOEHMUE U CKYJIbITYpa HApPYKHOTO CKeJIeTa OCTeoCTpa-
KOB OTJIMYAIOTCS OOIBIIMM pa3HooOpasueM [2—6]. Ux
BK30CKeJIET CJIOXKEH TpeMsl CJIOSIMU TKaHel, TUITUYHbBIX
JUUIS1 TIO3BOHOYHBIX: TOBEPXHOCTHBIM CJI0EM (ME30IeH -
TUH), cCpeAHUM (Iy0uaThiii KOCTHBIN) U 0a3aJbHbIM
(CIoUCTHIA KOCTHBIN) cinosimu. Pa3zHooOpasue
B CTPOCHUU DK30CKEJeTa TOCTUTAI0Ch 3a CUET pa3ainy-
HOW cTeneHu pa3BUTHS CIOEB, KOTOPbIE €ro CJaraor,
¥ KOMOMHAIIMY aJIbTePHATUBHBIX IPU3HAKOB, XapaKTe-
PU3YIOIIMX 9K30CKEJIET, a UMEHHO HaJTW4us WU OTCYT-
CTBUSI TIOPOBBIX M0, Mep(hOpUPOBAaHHBIX CEMT, pa-
JHaIbHBIX KAHAJIOB, COCYAUCTBIX OTBEPCTUH U T.I1. [7].
B ckynbnType Hapy>KHOTO CKejleTa OCTEOCTPAKOB, CJIO-
>KEHHOM MOBEPXHOCTHBIM IEHTUHOBBIM U/WJIK CPETHUM
KOCTHBIM CJIOSIMU, TIPECTABIEHbI pa3IuuHbIe MO (hopme
U pa3Mepy OYropkU 1 BaJIMKU, CETEBUIHbBIE U TTOPUCTHIE
CTPYKTYPHI, Y Psijia TAKCOHOB MOBEPXHOCTh MaHIIUPS
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m1aakas. DTo pazHooOpa3ue, C Halllei TOUKU 3peHUs,
MpeacTaBiIsIeT CO00I Upe3BhIYAiHO LIEHHbBII MaTepural
JUTSI BBISIBJIGHUST 3aKOHOMepHOCTel (hopMooOpa3oBaHUsI
TBEPAbIX TKAHEW UHTETYMEHTAa Y pAHHUX MTO3BOHOYHBIX.

Hacrosiee cooOlieHue SBisieTcst IIpoaoKeHIeM
OonucaHus mpolieccoB GopMOOOpa30BaHUS TTAHLIUPS
OCTEOCTPAKOB B TEPMUHAX U MOJIOXKEHMSIX, IIPEITIOXKEH-
HBIX B HAIlIUX Mpeablaymx padorax [§8, 9]. MbI cooT-
HEC/IU 3a4aTKU JEHTUHOBBIX CTPYKTYP 9K30CKeeTa,
3aKJIaIbIBAIOLIMECS] HA TPAHMIIE SMUAESPMUCA U IePMBbI
Y pa3BUBAIOIIMECs] LIEHTPOCTPEMUTEILHO I10 HAIlpaB-
JIEHUIO K (POPMUPYIOIIMMCSI KOCTHBIM TKAHSIM, C T€0-
METPUYECKUMU MOHSITUSIMM, a UMEHHO C TOYKOIi (0y-
JIyLIWi Oyropok), JUMHUER (COOTBETCTBEHHO BaJIMK)
M TJIOCKOCTBIO (TJIaKast IIOBEPXHOCTD ITAHITAPST).

7151 moHMMaHMS MpoliecCoB (POPMUPOBAHUS TBEP-
JIBIX CTPYKTYP Ha IJTOCKOCTU BOCIIO/Ib3YeMCSI IBYMEPHOI
KOOPAMHATHON CETKOM ¢ IJMHOM stueriku L. [1pu mpo-
eLIMPOBAaHUHU 3aYaTKOB pa3HOpa3MepPHEIX OYyTOPKOB
Ha IJIOCKOCTh UM OyIyT COOTBETCTBOBATh KPYIM pa3-
JIMYHBIX uaMeTpoB d. Yem OoJibllle IJI0IIANb JEHTH-
HOBOI MOBEPXHOCTU OyaylIero Oyropka, TeM OOJbIle
JHaMeTp COOTBETCTBYIOILIETO eMy Kpyra. Torma omHO-
BPEMEHHYIO 3aKJ1alKy PABHOYAAIEHHBIX APYT OT JApyTra
3a4aTKOB JEHTUHOBBIX CTPYKTYP OMHAKOBOM BEJTMUMHbI
MOXHO TIPEJACTaBUTD B BUJE CICAYIOIICH cXeMbl (puc. 1).
OTCyTCTBME 3a4aTKOB ACHTUHOBBIX CTPYKTYP Ha (hop-
MUPYIOIIIEMCS y4yacTKe MaHUMPs (pa3BUTHE UCKITIOUM-
TeJIbHO KOCTHOM TKaHM B JaHHOM (pparMeHTe 9K30CKe-
Jileta) 0003HAYMM Yepe3 OTCYTCTBUE 3aJTMBKU B MPSIMO-
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Puc. 1. Cxema noctpoeHusI peibeha TBEPABIX TOKPOBOB:
1 — OTCyTCTBUE IEHTUHOBBIX 3JIEMEHTOB; 2 — TOYKMA —
3a0CTpEHHBIE OYTOPKU; 3, 4 — KPyru pa3HOro AuaMeTpa —
OGYropKHM pa3HOTo pa3mepa; 5 — CONMPUKOCHOBEHUE KPY-
OB — PETUKYJSIDHBIE CTPYKTYPHI; 6 — IepecedyeHre
KPYIOB — IOPHUCTBIE IIOBEPXHOCTH; 7, § — HAIOXEHUE
KPYrOB — CIUIOLIHAS TOBEPXHOCTh 3K30CKeEJIeTa.

yroabHuke (puc. 1, 7). 3auaTku OYropKOB ¢ 3a0CTPEH-
HOI1 BeplLIMHOM MprMeM 3a TouKM (puc. 1, 2). 3auatkam
OYropkoB ¢ 0oJjiee UM MeHee IIUPOKON CIriIakeHHOM
MOBEPXHOCTBIO OYIYT COOTBETCTBOBATH KPYTHU OIpee-
JN€HHOro auameTpa (puc. 1, 3, 4). YBenuueHue nuaMeTpa
KPYTOB Ha cxeMe MPUBOAUT K UX COIMPUKOCHOBEHMIO
(B3aMMHOMY TOYEYHOMY MEPECeUeHUI0 KPYTroB), IIpU
3TOM KaXKIBIii KPYT UMEET YeThIpe TOUKU TepeCeUeHUS
¢ apyrumu kpyramu (puc. 1, 5). JIns octeocTpakoB

S5TOMY COCTOSTHUIO COOTBETCTBYET 3aKJIafKa PETUKYIISIP-
HOI CTPYKTYPBI B OHTOTEHE3€e U JaybHelIIee POopMU-
pOBaHME IEHTUHOBOM CETH C TTOPAMU OTHOCHUTEJBHO
00J1b1IOr0 AuaMeTpa. JanbHeiliee yBeIuyeHre aua-
METpPa KPyroB IIPUBOINT K MX HAJIOKEHHIO APYT Ha JApyra
(puc. 1, 6).

ITo Mepe yBenuMuyeHUsT nMaMeTpa MPoeupPyeMbIX
KPYroB MPOMCXOIUT MOCTENIEHHOE YMEHbIIIEHUE CBO-
0OMHOro MpoCcTpaHCTBa MexXay HUMU. B MmopdoreHese
9K30CKeJeTa 3TO COCTOSIHUE COOTBETCTBYET (DOPpMUPO-
BaHUIO TEHTUHOBBIX MMOBEPXHOCTEI, MPOHMU3aHHBIX
OTHOCUTEJIBLHO MeJKUMU TTopamu. [ToTHOMY nepekpbi-
BaHUIO KpyraMu cBOOOZHOTIO MPOCTPAHCTBA HA CXeMe
COOTBETCTBYET 3aKJIa[Ka CIUIOLIHOW IEHTUHOBOM IO-
BEPXHOCTU ¥ (HOPMUPOBAHNUE CIUTHOTO MAaHLIMPS Y OCTe-
ocrpakos (puc. 1, 7, §).

Takum 06pazoM, 3aKiiagKa 3a4aTKoOB TEHTUHOBBIX
CTPYKTYp TIPH pa3HOM ITHaMEeTPe COOTBETCTBYIOIINX UM
KPYIoB MPUBEAET K GOPMUPOBAHNIO MPUHIIMITHATIBHO
pa3anMuHbIX pesibedoB TBEPAbIX MOKpoBOB. Eciu nua-
METp KPYroB MeHbllle, YeM JUIMHA sueiiku (d < L, T.e.
nopu r < ! /»L, Tak Kax d = 2r, tae r — paguyc Kpyra),
OoyayT (popmupoBaThcst Oyropku (Saaremaaspis; Wita-
aspis; Dartmuthia, nopcajibHasi CTOpoHa 11uTa). Tax,
y cultypuiickoro octeoctpaka Thyestes verrucosus Eich-
wald, U13BECTHOTO 13 OTJI0XEHWI BEpXHEro BeHJI0Ka —
HKHero JyaioBa o. CaapeMaa (DCTOHUSI), IIUT MOKPBIT
3a0CTPEHHBIMU Oyropkamu (puc. 2, 1). ¥ BunoB poaa
Dartmuthia n3 nymiiosa o. Caapemaa Oyropku 0osee
KPYITHBIE, OBAJIBHOW WM YUIMHEHHOW (POpMBbI, pa3zme-
1IEHbI HA MOBEPXHOCTU JNOPCATIBLHON CTOPOHBI 1IIMTA
M TI0 ero KpasiM, 00pa3yioT IMPOIOJbHBIC PSILI BIOJb
NOpCabHOIO IPeOHST U PACIIOJOKEHHBIX IO OOKaM
OT HEro BTOPUYHBIX rpebHelt [3—6]. YV Saaremaaspis
mickwitzi (Rohon) U3 oTJ0XXeHUIi BEpXHEro BeHJI0Ka —
HIDKHETO JymioBa 0. CaapeMaa IMOBEpXHOCTH ITAHITNPST
MOKPbITa OTHOCUTEbHO PABHOMEPHO pacrpeneaéH-
HBIMU MEJIKUMU Oyropkamu (puc. 2, 2).

[Ipu nmameTpe KpyroB OOJIbIIE, YeM [UTMHA TICHKI
(d>L,te. ipur> ! /»L), 6ynyT bopMupoBaThCsl peTH-
KyJISIpHBIC WJIM MOPUCThIe MOBepxXHOCTU (Reticulaspis;
Dartmuthia, BeHTpaibHas1 cTopoHa 1uTa). Hanpumep,
HaMW ONHCaHBI OOBEMHBIC CeTYAThie CTPYKTYPHI
(puc. 2, 3) Ha TIOBEPXHOCTHU MAHLIMPS Y HIXKHEIEBOH-
cKoro ocreoctpaka Reticulaspis menneri Afanassieva et
Karatajute-Talimaa 13 OT/1I02KeHUI JJ0XKOBa apxuriesiara
Cesepnast 3emis, Poccust [10].

IIpu nuaMeTpe KpyroB, CTpeMsIIEMCs K IBYM JUTH-
HaM stueiiku (d — 2L, T.e. ipu r — L), pa3mepsbl Mop
MOCTEeNeHHO yMeHbInawTces (7Tremataspis) BILIOTH
110 (popMUpOBaHUS TJIAJAKOK MMOBEPXHOCTU MaHUIMUPS
(Timanaspis, BeHTpaJbHas1 CTOpOHA MaHIUps). Tak,

JOKIJIAOBI AKAJEMHWHN HAVK Ttom489 Nel 2019



BOK30CKEJIET [TO3BOHOYHbIX: TEOMETPUYECKMNE 3AKOHOMEPHOCTU ®OPMHMPOBAHUA... 101

4

Puc. 2. JIeHTUHOBBIE CTPYKTYPBHI B 9K30CKEJIETE OCTEOCTPAKOB: | — 3a0CTPEHHBIN OYTOPOK Ha TOPCATBHON CTOPOHE TOJIOBO-
TynoBuiHOTO 1uTa Thyestes verrucosus (ITAH 1628/9), maciutab 0,5 Mmm; 2 — GYyropku Ha BEHTPaJbHON CTOPOHE IIUTA
Saaremaaspis mickwitzi (ITNH 3257 /566), maciuTa6 0,1 MM; 3 — IeHTUHOBAs CETh Ha IIOBEPXHOCTH 9K30CKeeTa Reticulaspis
menneri (ronorun [TWH 4766/70), maciira6 0,5 MM; 4 — ITOBEpXHOCTD 1uuTa Tremataspis milleri, IpOHU3aHHAS TIOPAMU

(AMNH 20202), macmra6 0,1 MM, u3 [6] ¢ U3SMEHEHUSIMM.

MOBEPXHOCTb IK30CKeNeTa CUITYPUIACKUX OCTEOCTPAKOB
pona Tremataspis (0. Caapemaa, Dctonus; CpenHUiA
Vpan u apxunienar CeBepHast 3emis, Poccus; o. Tor-
nanp, IBenus) criaaxkeHa 1 poHU3aHa O00JIbIIMM KO-
JIMYECTBOM OTHOCHUTEIBHO Y3KUX TIOpP, KOTOPBIMU OT-
KphIBaeTCsl Ha MOBEPXHOCTh MOJUTOHAJIbHAS CUCTEMA
KaHaJIoB cpeaHero ciod (puc. 2, 4) [3—6, 11]. Y 6onb-
IIMHCTBA BUAOB 3TOr0 POJA JUAMETP TOP COCTaBIISIET
15—35 MxM, ogHako y T. perforata nuamMeTp TOP MOXET
nJocturath 100 MKM, Tak 4TO MPU OOJIHIIIOM KOJINUYECTBE
OJIN3KO PaCIONIOKEHHBIX OTBEPCTUIA TTOPUCTAs TOBEPX-
HOCTB ITpUoOpeTaeT BUI 00bEMHOM CETU WIIH TIPU Jajlb-
HEHIIeM YBeTMICHUH PACCTOSHUS MEXKITY CKYIIBITYP-
HBIMU 3JIEMEHTAMU Ha TTIOBEPXHOCTHU 3K30CKEIeTa Mo-
SABJISTIOTCS OTACAbHBIE OYropKuU [6]. Y cuilypuiickoro
Timanaspis kossovoii Obruchev in Kossovoi et Obruchev
[12, 13] u3 oTyioxkeHuli BepxHero npxunoius CeBep-
Horo Tumana Poccuu npopcanbHasi CTOpoOHa IIMTA TT0-
KpbITa OyroOpKaM W BaJTUKaMU, TOTAa KaK ero BeHT-
pajibHasl CTOPOHA MMEET CIJIaKEHHYIO TTOBEPXHOCTD.
C Haleil Touku 3peHus1, B GOpMUPOBAHUY TBEPIBIX
CTPYKTYpP Hapy>KHOTO CKeJieTa MTO3BOHOUYHBIX BasKHET -
LIYIO POJIb UTPAIOT CBOMCTBA MHTETYMEHTA, MPEACTAB-
JISIIOIIETO COO0OM CIOXKHBIN BI3KOYIPYTUI KOMITO3UT.
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[NostBieHM1O 110001 TBEPIOI CTPYKTYPHI ITAHLIMPS B OH-
TOreHe3e MpeAIIecTBYeT “Msirkas Matpuiia”. B rmpouecce
Cco3peBaHMsI U 00pa3oBaHUSI TKaHe Kaxkaasi KJieTKa
o0Opa3yeT opraHM30BaHHbIC aATe3UBHbIE KOHTAKThI
C IPYrUMU KJIETKaMM, YTO MPEACTABISIET COOOI OCHOB-
Ho¥ MexaHu3M MopdoreHesa [14]. Takum obpazoM,
aare3vst Mexay cJosIMU TKaHell (B JaHHOM ciydyae
MEXIy IUIEPMUCOM U IEpMOii) OyeT UMETh OIpese-
JIsTIolIee 3HaueHne B (popM0ooOpa30BaHMU TBEPIBIX IIPO-
CTPaHCTBEHHBIX CTPYKTYP 3K30cKeseTa. B mpemioxkeH-
HOI HaMU LMPKYJISIPHON MOJIEIN MOCTPOEHUsI peibeda
9K30CKeJieTa OTpakKeHbl M3MEHEHUST aare3uBHBIX
CBOWCTB 3a/1e/iCTBOBaHHBIX TKAHE, MTO3BOJISIIOLINE BbI-
CTpauBaTh KOHKPETHBIN THUI CKYJIBITYPhI IIOBEPXHOCTU
MaHIUPsI pAaHHUX TO3BOHOYHBIX.

baaromapHocTu. B paboTte npeacraBieHbl MCKOIae-
MbI€ MaTepHuajbl 1O MaJIe030MCKUM TMTaHLIMPHBIM MO0-
3BOHOYHBIM M3 KOJUIeKIUi [1aJeoHTOI0TNYeCcKOTO
uHcTUTyTa M. A.A. bopucsika Poccuiickoii AkanemMun
Hayk, Mocksa (ITMUH PAH), u AmepukaHckoro my3sest
ecTecTBeHHOI1 nctopun, Heto-Mopk (AMNH).

Nctounuk ¢punancupoBanusa. PaboTa BbioHeHa IIpU
yactuuHoit noanepxke PODU (rpant 14—04—-01507).
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THE EXOSKELETON OF VERTEBRATES:
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(AGNATHA, VERTEBRATA)

O. B. Afanassieva

Borissiak Paleontological Institute of the Russian Academy of Sciences, Moscow, Russian Federation
American Museum of Natural History, New York, USA

Presented by Academician of the RAS A.V. Lopatin June 26, 2019
Received July 18, 2019

Based on the analysis of information on the structure of the hard cover of different taxons of osteostracan jawless
vertebrates (Osteostraci, Agnatha), the geometric regularities of the formation of possible variants of armor relief
during the exoskeletal morphogenesis of vertebrates are revealed. A circular model of the construction of super-
ficial relief is proposed. It is shown that the early vertebrates have already possessed the mechanism providing
realization of complete set of variants of the formation of exoskeletal sculpture of different types.

Keywords: early vertebrates, agnathans, Paleozoic, exoskeleton, morphogenesis, geometry of relief.
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