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HccnenoBanue pazHOOOpas3ysl CKYJIBIITYPBI Y TUCTOJIOTUYECKOTO CTPOSHUS 3K30CKeIeTa y pa3IMUyHbIX TaK-
COHOB KOCTHOITAaHLIMPHBIX OecueocTHhIX (Osteostraci, Agnatha) BepBble MO3BOJIMJIO OXapaKTepHU30BaTh
OCHOBHBIE 3JIEMEHTHI (TeOMETpUUECKME MOIYJIN) TNIOCKOCTHOM OpraHu3alluy CJI0XHOTO pejibeda Ha IMo-
BEPXHOCTHU MaHIMPs 3TOM TPYIbl pAHHUX MO3BOHOYHBIX. AHAIU3 MIPOBEIEH C MCIOJIb30BAaHUEM LIMPKY-
JIIPHOI MOJIEI TMTOCTPOEHMSI peJibeda TBEPABbIX TOKPOBOB, €€ MPUMEHNMOCTD IT0Ka3aHa Ha MpuMepe YHU-
KaJIbHOTO MaTepuaia, viz., — parMeHToB naHuups ocreoctpaka Oeselaspis pustulata (Patten, 1931) u3 cu-
JIypuiickux otiioxkeHuit apxurieniara CesepHast 3emust (Poccust).
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peabeda
DOI: 10.31857/S2686738921010030

KoctHOnmanmupHble OecuenocTHBIE (OCTeOoCTpa-
KW) — OJHA W3 JAPEBHEMIIMX TPYIN MO3BOHOUHBIX,
CyLIEeCTBOBaBIllasi BO BpEMEHHOM WHTEpBajie ¢ paH-
HEro cujiypa 1o MO3HEro 1eBOHA 1 00JaJaBIasi Xo-
pOIIIO pa3BUTHIM MaHILMpeM (3K30ckeneToMm). TBep-
JIble TTOKPOBbI 3TOI TPYINbl PAaHHUX MO3BOHOUYHBIX
JIEMOHCTPUPYIOT Upe3BblUaiiHOe pa3HoobOpa3ue Mo-
BEPXHOCTHOTO peJibeda U TMCTOJIOTMYECKOTO CTpoe-
HUS [1—5] ¥ IBASIOTCS LIEHHBIM MaTepuajioM s
U3ydyeHusi 0a30BbIX 3aKOHOMEPHOCTEN MopdoreHesa
9K30CKeeTa MO3BOHOYHBIX.

YV nmo3BOHOYHBIX 00pa30BaHMEe NEHTUHA IIPUYPO-
YeHO K I'paHUlIe SIIUAepPMUca U IepMbl. JJeHTUHOBbIE
CTPYKTYPBI 00pa3yIoTCsl B BEpXHEM KOPUYME LIEHTPO-
CTPEMUTEILHO OT 3MUIECPMHUCA IT0 HAIIPaBJICHUIO K
dopMUpyIOIINMCS KOCTHBIM TKaHsIM. IlpencraBum
MPOEKIIMY 3a4aTKOB JEHTUHOBBIX CTPYKTYP Ha IJI0C-
KOCTh KaK TOYKM (3a0CTpeHHBIE OYropKu), Kpyru
pa3Horo auamMeTpa (Oyropku COOTBETCTBYIOIIUX pa3-
MEPOB), COMpHUKACAIOIINECS KPYru (peTUKYJISpPHBIE
CTPYKTYpPHI) U TIepeKphIBaloIIiecss Kpyru (IOpUCThIe
IOBEPXHOCTH), HaJIOXKEHUE KPYIrOB COOTBETCTBYET
GOpMUPOBAHUIO TTIAJKOM MOBEPXHOCTU 3K30CKEIETa
[6]. Ba3upysch Ha 3TUX YCIOBUIX, PACCMOTPUM CJIy-
yau (popMHUPOBaHUSI CIIOXKHOTO peJibeda, a UMEHHO,
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TBEPABIX CTPYKTYP KOHKPETHOTO THUIIA Y OCTEOCTpa-
KOB.

Jasg TmoHMMaHUS TpOlecCOB  (POpMUPOBAHUS
TBEPIBIX CTPYKTYP MaHLMPS Ha TUIOCKOCTU BOCTIOJIb-
3yeMCs IByMEPHOI KOOPAUHATHOM CETKOM C IJIMHOM
saeiikn L. BBemeM mapameTp BpeMEHM M PacCMOT-
PUM 00HO8peMeHHYI0 3aKIIaIKy TBEPAbIX CTPYKTYP.

CoBMeCTUM TIPOEKIIUIO 3ayaTkKa 3a0CTPEHHOTO
Oyropka, a UMEHHO, TOYKY C Y3JIOM KOOPIMHATHOM
cetku (puc. 1, A). CocenHue Oyropku (TOYKM) pa3-
MECTUM paBHOYAAJIEHHO OT LIEHTPAJILHOI'O OyTopKa 1
IIPYT OT Ipyra Ha paccTossHuU L. Yrciao Takux 6yrop-
KOB MOXET OBITh IPOMU3BOJIBHBIM, IJIs HATJISIAHOCTH
CXeMbI BO3bMEM MUHUMAaJIbHOE KOJIMYECTBO TIepude-
puYecKnx OYyropKoB, a UMEHHO, YeThIpe, pa3MECTUB
WX B y371ax KoopauHatHoii cetu (puc. 1, A7). Cornac-
HO LUPKYISIPHON MOIEIU, TIPU YBEINYESHUH TIOIIIA-
IV JTEeHTUHOBOM MOBEPXHOCTH 3aY4aTKOB OYrOpPKOB
OyIeT yBeIUIMBATLCSI AUAMETP d COOTBETCTBYIOIIMX
MM TIpOCHUPYEMBIX Ha TJIOCKOCTb KpyroB. Torma
IIpA paguyce LIEHTPaJbHOTO Kpyra MeEHbIIE, 4YeM
mmHa stueiiku (r < L, 1.e. ipu apmamerpe d < 2L, Tak
Kak d = 2r), Oyner (bopMUpOBaTHCSI LIEHTPaJbHbBIA
OyropoK, OKpPYXXEHHbI IepudepudyecKuMmu Oyrop-
kamu (puc. 1, AI—4). IIpu pagnyce LIeHTPaJIbHOTO
Kpyra, paBHOM IJIMHE sS4eiiku (r = L), 3a4aTKu Oy-
TOPKOB COJIBIOTCSI B €AUHYIO CTPYKTYpY (puc. 1, A5),
¢dhopMUpPysT KPYIJIBIN B CEYEHUM OYTOPOK.

Ecnu nuamMeTp KpyroBs, COOTBETCTBYIOIIMX IPOCK-
ousIM TiepudeprudecKux OyropkoB, OyIeT paBeH IO-
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Puc. 1. OcCHOBHBIE 2JIEMEHTBI (MOI[YJII/I) TIJIOCKOCTHOM opraHmsanuu penbed)a Pa3JIMYHOTO TUIIa HA ITIOBEPXHOCTU 3K30CKEJIETA,

nepudepuueckue o0yropku: (4) /—5 — 3aocrpeHnsie, (b) 1—5

— Mmenkue; (B) 1—5 — cpennue; (I) 1—5 — KpynHbIe; TOUKU —

3a0CTPEHHbIE OYTOPKHU, KPYTM — OYrOpKM pa3HOro I1MaMeTpa, CONMPUKOCHOBEHHUE KPYTOB — PETUKYJISIPHBIE CTPYKTYPBI, Mepe-
ceyeHHe KPYroB — IMOPbI Pa3HOTO AuMaMeTpa, HaJloXeHUe KPYroB — CIUIOIIHAsI MTOBEPXHOCTh 3K30cKejeTa (MOSICHeHUs B

TEKCTe).

JIOBUHEe IMHBI s9eviku (d = 1/2L), Moryr OBITh
copMuUpoBaHbl cienyiomue peibednl (puc. 1, b).
IIpu numameTpe LIEHTPAJILHOTO Kpyra MeHbIIe, YeM
rmosiTopel  auHbl stueitku (d < 1'/,L, T.e. tipu
r<3/4L), oyneT (popMUpPOBATHCS LIEHTPAJIbHBINA OYy-
TOPOK, OKPY>XKEeHHBI neprudeprniecKkumMu 0yropkamu
(puc. 1, 51—3). YBenuueHure nuaMeTpa HeHTPaTbHO-
ro Kpyra Ha cxeMme MPUBOJIUT K ero CONMPUKOCHOBE-
HUIO (B3aMMHOMY TOYEYHOMY TMePECEUCHUIO) C IEPU-
depuyeckumMu kpyramu. Torma mpu auaMeTpe LieH-
TPaJILHOTO Kpyra, paBHOM ITOJITOPbI JJIMHBI STYEHKU
(d=1'/,L, 1.e. ipu r = 3/4L), 6ynet chopMUpOBaH
OyTOpOK CJIOXKHOM (popMBI, ¢ 6ojlee KPYITHOM IIeH-
TPaJIbHOU YacThi0 U MEHBIIMMU TlepubepuIecKuMu
qactsamu (puc. 1, 54). Ilpu nmamerpe LIEeHTPaILHOTO
Kpyra, CTpeMsiemMcs K IByM C TOJJOBUHOM IJIMHAM
sueiiku (d — 2!/, L, 1.e. r— 1!/, L) 6ynet cpopmupo-
BaH OyTropok c Oojyiee MM MeHee 0003HAaueHHBIMU
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nepudepudeckumMu Beictynamu (puc. 1, b5). Ilpu
IraMeTpe IEHTPAJIbHOTO KPyra, paBHOM IBYM C TIO-
JOBUHOM mnuHam sueiiku (d = 2'/,L, 1e. r
= 1!/, L) 3a4aTKu CTPYKTYp COJILIOTCH, (POPMUPYS
KPYIJIBIit B CEYCHUT OYTOPOK.

Ecnu nnameTp KpyroB, COOTBETCTBYIOIIMX MEPU-
depuyeckuM Oyropkam, OyaeT paBeH IMHE STYEHKU
(d = L), B0O3MOXHO (popMUpPOBaHUE CIIEAYIOIINX pe-
needoB (puc. 1, B). [1pu nimameTpe LIeHTPaIbHOTO Kpy-
ra MeHbllIe JJINHBI stueiikul (d < L, T.e. ipu #< 1/2L) 06-
pa3yloTcsl pa3zHOpa3MEpHBIE OYTOpKU, OKPY:KEHHBIC
KOJIBLIOM OTHOCUTEJILHO KPYITHBIX epruGepruIeCcKux
oyropkos (puc. 1, BI—2). [Ipu nuameTpe LieHTpalb-
HOTO Kpyra, paBHOM [JIHE siueiiku (d = L, T.e. mpu
r = 1/2L), npou3oiiIeT COIPUKOCHOBEHUE KPYTOB
(TouyeyHoOe IepeceyeHue) TakK, YTo OyaeT oopa3zoBaHa
3aKj1agKa Oyropka Kpectooopa3Hoil (hOpMbI C paBHO-
BeJUKUMU YacTaMmu (puc. 1, B3). [Ipu nanbHeimem
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Puc. 2. Dk3ockenet Oeselaspis pustulata, HIXKHWUI CUTyp, BeHJIOK, 0-B [TnoHep apxurienara CesepHast 3emutst, Poccust: (/) 00-
LM BUI CKYJIBNTYpPHhI Ha hparmente maHuupst (ITMH 4765/65), macitab 0.5 MM; (2) KPYIHBII [IEHTPaIbHBIN OYrOpOK, TaM
XKe; (3) upperysipHbie 6yropku, okpyxatoiiue ueHrpaibHbiii (ITMH 4765/66), 2, 3 — maciutad 50 MKM.

YBEJIMYEHUM TIJIOLIAON LEHTPaJIbHOIO Kpyra ¢ ycio-
BUEM, UTO €r0 IUAMETP CTPEMUTCS K TpeM IJIUuHaAM
sueiiku (d — 3L, 1.e. r— 1'/,L), 06pasyrorcs 3aKiai-
K1 OYrOopKoOB C 0oJjiee Wi MeHee BbIpakeHHbIMU BbI-
crynamu (puc. 1, B4—5). Ilpu nnamerpe LeHTpaIb-
HOTO Kpyra, paBHOM TpeM JUIMHAM STYEeKM 3aKJIaaKu
OTAEIbHBIX OYTOPKOB, CIMBAIOTCS, 00pasysi KPYIJIbIit
B CEUYEHUU OYrOpoK.

Eciu nuameTp KpyroB, COOTBETCTBYIOLIMX TEePU-
depuyeckuM Oyropkam, OyaeT paBeH IMOJIyTopa I~
HaMm stueliku (d = 1!/,L), 6ynyT hopMUpOBaTLCA Cle-
nytomue penbednl (puc. 1, ). Ilpu nuameTrpe LeH-
TPaJIbHOTO KPpYra MeHbIIIe TTOJIOBUHBI IJIMHbBI STYEUKHU
(d<1/2L, 1.e. npu r < 1/4L) OyneT 3aKJIaabIBaThCS
MEJIKMI HeHTPaTbHbI OYTOPOK, OKPY>KEHHBII KOJIb-
1IOM, OOpa30BaHHBIM CIWUBIIUMUCS KPYIHbIMU Oy-
ropkamu (puc. 1, I'l). Ilpu nuamerpe 1IeHTPaJILHOIO
Kpyra, paBHOM IOJIOBUHE IJIMHBI siueiiku (d = 1/2L,
T.e. Iipu ¥ = 1/4L), Ipon30iimeT CONPUKOCHOBEHE
(ToueyHoOe nepeceueHre) KPYroB U CIMSIHUE BeeX Oy-
TOPKOB B €AWHYIO CTPYKTYpPY TaK, YTO MEXIy HUMU
OCTaHYTCSI OTHOCUTEJIBHO MeJIKre Nopkl (puc. 1, 12).
HanbHeiiliee yBeJIMYeHUE TUIOLIAAN LIEHTPAJIbHOIO
Kpyra npuBeAeT K HAJIOXKEHUIO KPYTOB JIPYT Ha IpyTa
¢ o0pa3oBaHMeM eIUHOM 3aKIaaKu Oyropka KpecTto-
00pa3Hoii ¢hopMbI (ITPU YCIOBUM CYILIECTBOBAHMS Ye-
ThIpeX TMepudepuyecKrx KpyroB) ¢ 0ojee UM MeHee
0003HaYeHHBbIMU BbICTYnamu (puc. 1, I3—5). Ilpu
YBEJIMYEHUU KOJIMYECTBA TepudepudYeckKux Kpyros
MPOUCXOAUT CTIaKMBaHUE BLICTYIIOB U (DOPMUPOBA-
HUE OKPYIJIOrO B CEYEHUU OTHOCHUTEJILHO KPYITHOTO
Ooyropka.

PaccMoTpuM KOHKpETHBI MpUMEp 3K30CKesaeTa
OCTeocTpaka, IJIsI KOTOPOTO XapaKTepeH ITOBEpX-
HOCTHBIN penbed CIIOXHOI opranmn3anuu. Tak, y cu-
Jiypuiickoro ocreoctpaka QOeselaspis pustulata (Pat-
ten, 1931), U3BECTHOTO U3 OTJIOXKEHUI BEPXHETO BEH-
JIOKa — HMKHeTo JiymioBa o. Caapemaa (DCTOHUS) U
0-B OKTs0pbcKoii PeBosmorniuu u IToHep apxumneina-
ra CesepHas 3emJis (Poccust) Ha TTOBEpXHOCTH TMaH-
LMps pa3MelleHbl OyTOPKM pa3HOro TUIIA: KaK Mpo-
CTOM OKPYTJION, TaK 1 CJIOKHOI UppeTyIsipHOii dhop-
Mbl. CKyJIBIITYpa U THUCTOJIOTUSI €T0 3K30CKeseTa
OIMCaHbl B IETAJISIX HA OCHOBAaHWUMW WM3y4YEeHUS 1UIU-
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¢oB, dparmeHToB maHuups B CHOM, a takke, 4a-
CTUYHO, C MOMOIIBIO KOMIBIOTEPHON ToMorpaduun
[2-5, 7-9].

OTHOCUTEJIBHO KpYyHHbIE (IMaMeTpoM 110 250 MKM)
OYyropku pacriojiokeHbl B LIEHTPE IMOJUTOHATLHBIX
MoJieil Ha BO3BHILIEHUSIX, UMEIOT ITOJIOTO 3aKPYIJICH-
Hyl0 OJyiecTsinyio BepuiuHy (puc. 2, /—2). MHoro-
qucieHHbIe Meakue (40—75 MKM) OyTropKu pacIiono-
KEHbl MEXOY LIEHTPAJTbHBIMU OYyropKamu, HUppery-
JISIpPHBIE WJIY 3B€31000pa3Hbie — B ceueHuH (puc. 2, 3).
BepxHsist yacTb KpYIHBIX OYTOPKOB CJIOXEHa OTHO-
CUTEIJILHO TOJICTBIM CJIOEM Me3oaeHTHHa sensu [10].

CorytacHO LUPKYJISIPHOM MOAEIN ITOCTPOESHUSI pe-
JIbeda, HeHTpaabHasI YaCcTh 3a4aTKa KPYITHOIO Oyrop-
Ka MOXET OBITh CIIpOeLMPOBaHa Ha IUIOCKOCTh KaK
KpYT, a €r0 BBICTYMbI, — KaK KPYI'M MEHbIIEro aua-
meTpa (puc. 3, I). DTo cocTtosiHue OyneT COOTBET-
CTBOBaTb OIMCAHHOMY BBIIIE BapUaHTy CXEMBI
(puc. 1, b4), onHAKO KOJIMYECTBO MepUdepuuecKux
OyTOpKOB B paCCMOTPEHHOM HaMU CJIy4dae yBEJIMYCHO
10 BocbMU. [1py mpoeliMpoBaHUM Ha TIOCKOCTh M-
peryJIsipHBIM OyropkKam, OKpYXaloIIUM LIeHTPalb-
HBIi1, OyIyT COOTBETCTBOBATh KPYTry MPUOIM3UTEIILHO
paBHoro muametrpa (puc. 3, 2—3). Torma, corjiacHo
LIMPKYJISIDHOM MOJENN, CONPUKOCHOBEHHE KPYrOB
(B3aMMHOE TOYEUHOE MepecedyeHne) NpuBeaeT K 3a-
KJIaJgKe PEeTUKYJISIPHO (CeTyaToii) CTPYKTYpHI, B
JIaHHOM cJlydae, 00pa30BaHUIO COeAUHEHUST (MOCTU -
Ka) MEXIy COCETHUMMU KPyraMu.

TakuMm oGpa3zoM, 3Be31000pa3HbBIii OYTOpOK MO-
KET paccMaTpuBaTbCsl KakK pasmeHm PeTyISIpHON
CTPYKTYPHL C Y3JIOBBIMM 3JIEMEHTAMU OJIMHAKOBOTO
pazmepa (puc. 1, B3, I'4) nunu pazmepa, 6JIM3KOTO K
oavHakoBomy (puc. 1, B4). Ilpu yBenuyeHUu pac-
CTOSTHUSI MEXIY OyropKaMy MOCTUKM IIPEPBIBAIOTCS,
dopMUpysT 60KOBEIE BEICTYITBI OYyTOpPKOB. I1pu nann-
HeHleM yBeJIMUCHUU PACCTOSIHUSI MEXIY Y3JI0BbIMU
BJIEMEHTAMU C COXpaHEHMEM MX auamMeTpa popma Oy-
TOPKOB OyIeT NpuoIMmKaThcs K okpyroi [5: fig. 25]],
YTO COOTBETCTBYET OMMCAHHOMY BBIIIE COCTOSTHUIO
OUPKYJIsIpHOI Moaenu (puc. 1, b2).

Takum obpazoM, MprUMeHeHUE LIUPKYISIPHON MO-
JIenu W pa3paboTaHHBIX Ha €€ OCHOBE 3JICMEHTOB
(Momyseit) TJIOCKOCTHOI OpraHu3aluy ITaHLUpPS
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Puc. 3. DiaeMeHTHI INIOCKOCTHOM OpraHu3aluu pejibeda sk3ockeneTa Oeselaspis pustulata, cootBeTcTByIOIIME: (/) KPYITHOMY
LEHTPAIBHOMY OyTOpPKY; (2—3) UpPEryIsIpHBIM OyropKaMm, OKpY>XalolIuM IIeHTPaTbHBIN.

TO3BOJISIET aHAJTM3MPOBATh W OMIMCHIBATh KOHKPETHBIC
THUIIBI CJIOXKHOTO TTOBEPXHOCTHOTO pelibea dK30CKee-
Ta MO3BOHOYHBIX Ha MIpHUMepe TBEPIBIX ITTOKPOBOB ITa-
JIEO30MCKNX KOCTHOMAHIIMPHBIX OECUETIOCTHBIX.
KoHctpynpoBaHue maHLpeii B 3BOJIOLIMUA OCTEOCT-
PAaKOB IPOUCXOIMIIO C COOMIOICHEM 6a30BBIX 3aKOHO-
MEpHOCTE# TTOCTPOEHMSI DK30CKeIeTa IMO3BOHOYHBIX,
TIPOSIBIISIIOIIUXCS B MOpGOTreHe3e UX Hapy>KHOTO CKe-
JIlera. AHaJIM3 MOMy4eHHOM MH(pOpPMAaUy HO3BOJISIET
TIPEATIONOXUTD, YTO CHMMETPHS MOMYJIC, a TAKKe pe-
TYJSIPHOCTh MX PACITOJIOXEHUSI, OTPaKaloT YIOpsiio-
YEHHOCTDb (DM3MOJIOTMYECKIX ITPOIIeCCOB OMOMIHEpa-
JI3aIIAA MHTETYMEHTA B Xo1e (hopMHpPOBaHMS TIOBEPX-
HOCTU peJibeda MaHIUpPsl Y TO3BOHOUHBIX.

CIIMCOK JIUTEPATYPBI

1. Stensio E. 1932. The cephalaspids of Great Britain.
British Museum (Natural History), London.

10.

Denison R.H. // Fieldiana: Geol. 1951. V. 11. P. 197—
218.

. Obpyues JI.B. // OcHoBbl naneoHTonoruu. T. becue-

JIIOCTHRIE, phIObL. M.: Hayka, 1964. C. 84—107.

. Janvier P. // Annales de Paléontologie. 1985. V. 71.

Ne 2. P. 83—147.

. Mdrss T., Afanassieva O., Blom H. // Earth and Envi-

ronmental Science Trans. Roy. Soc. Edinburgh. 2014.
V. 105. P. 73—148.

Apanacvesa O.F5. // JAH PAH. 2019. T. 489. Ne 1.
C. 99-102.

. Robertson G.M. // Amer. J. Sci. 1935. V. 5. Ne 29.

P. 453—461.

. Afanassieva O.B. // Paleont. J. 2000. V. 34. Suppl. 2.

P. S138—S146.

Qu Q., Blom H., Sanchez S., Alberg P. //J. Morph. 2015.
V. 276. Ne 8. P. 1-15.

Orvig T. // Ark. Zool. 1951. V. 2. P. 321—-454.

ON THE GEOMETRIC REGULARITIES OF THE FORMATION
OF THE EXOSKELETAL RELIEF OF EARLY VERTEBRATES
(OSTEOSTRACI, AGNATHA) ON A PLANE

O. B. Afanassieva®*
¢ Borissiak Paleontological Institute of the Russian Academy of Sciences, Moscow, Russian Federation
#e-mail: oafan@paleo.ru
Presented by Academician of the RAS A.V. Lopatin

The study of the diversity of sculpture and histological structure of the exoskeleton in various osteostracan
taxa (Osteostraci, Agnatha) made it possible for the first time to characterize the main elements (geometric
modules) of the planar organization of a complicated relief on the armor surface of this group of early verte-
brates. The analysis was carried out using a circular model for constructing the relief of hard cover, an applicability
of the model is shown on the example of a unique material, viz., — fragments of the shield of the osteostracan
Oeselaspis pustulata (Patten, 1931) from the Silurian deposits of the Severnaya Zemlya archipelago (Russia).

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