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Bpaxuononsl — rpyrmna XXMBOTHbBIX, U3BECTHASI C paHHEro0 KeMOpUs U JOCTUTIIIAS pacliBeTa B majeosoe. [1o-
cJle TIEPMCKO-TPHUACOBOTO BEIMUPAHKS MTPOM3O0IIIIO 3HAYMTEIBHOE COKpAIIEHE TAKCOHOMUYECKOTO pa3Ho-
obpasust 6paxuvonon. ITo ogHOM M3 TUIOTE3, B ME3030€ OPaXMOMOIbLI CO CJIENO 3aMKHYTBIM KHMIIEYHUKOM
HE CMOIIM BOCCTAHOBUTh CBOIO YMCJIEHHOCTh M3-3a MPeodIafaHus B IIJIAHKTOHE MaHLIUPHBIX OTHOKIETOY-
HBIX BOIOpocieil. MBI MpearnojaraeM, 4to TepeopaTyanabl, KOTOPhIE SIBISIOTCS CaMOil pacipoCTpaHEHHOM
TPYIIIOI Cpeay COBPEMEHHBIX OpPaXMOIo/, CMOIIM MPUCIIOCOOUTHCSI K UBMEHMBILIEMYCSI COCTABY MUTAaHUS
3a cueT 0ojiee 3(PHEeKTUBHOTO MexaHn3Ma (PUIbTPALU, XapaKTepHOTOo IS TekToodgHoro tododopa. Co-
BpEMEHHbIE PUHXOHEJJIUABI Ha KOHIE KUIIIEYHUKA UMEIOT CJIETNOoe paciiupeHre, KOTOpoe, MO-BUIUMOMY,
MCITOJIB3YETCS 11 U3MEJIbUCHUSI U MiepeBapyMBaHMsI TAHLIMPHOTO TJIaHKTOHA.
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BBEAEHUE

bpaxuononsl — TUn 6€CIO3BOHOYHBIX >XKMBOT-
HBIX, TEJIO KOTOPBIX 3aKJIIOYECHO B ABYCTBOPYATYIO
pakoBuHy. bpaxuomnoabl muTamTCs MyTeM (bUIb-
Tpallii B3BEUICHHBIX B BOIE YacCTWI] IIPU ITOMO-
IIM IIyIAajJbleBOro opraHa — jJododopa, KOTOPHIi
pacriojiokeH B MaHTUIHOM TojlocTU. BHyTpeHHUE
OpTaHbI 3aKJIIOYeHBI B TYJOBMIIIHbIN 1I€JIOM, KOTO-
PBIii 3aHUMAET 3aIHIOI0 YaCTh IIPOCTPAHCTBA MEXITY
CTBOpKaMu pakoBUHHBI (puc. 1). B HacTosIee Bpe-
MS B COCTaB OpaxyMoOmon BKJIIOYAIOT TPU IOATHUIIA:
Linguliformea, Craniiformea nu Rhynchonelliformea
(Williams et al., 1996). BaxHoii cuHaromMopdu-
el PUHXOHEIM(GOPMHBIX OpaxuoOmon SIBIISIETCS
HaJu4yye 3aMKa, CKpPEIUISIONIero CTBOPKU Kap-
OOHATHOII pPaKOBMHBI, a TaKXKe PEAYKLMS 3amgHe-
ro otaeja KUIIeYHWKAa M aHyca Y COBPEMEHHBIX
MpeICcTaBUTEIC 3TOTO IOATHIIA, B TO BpeMs Kak
y JIUHTYIUGOPMHBIX U KpaHUMMOPMHBIX Opaxmo-
MOJI 3aMOK OTCYTCTBYET, paKOBMHA XUTUHODOChaT-
Has, a KMIIEYHNK CKBO3HOI. Ha ocHoBe Hammuus
WIM OTCYTCTBMSI 3aMKa OpaXMOIIOAbI ITOApa3aesis-
I0TCSI ABE TPYIIbl: 3aMKoBbIe (Articulata), BKIIO-
qaromue B cebsg Rhynchonelliformea, n 6e33aM-

37

koBbie (Inarticulata), B cocTaB KOTOPBIX BXOIST
Linguliformea u Craniiformea.

Y Opaxuonon Ooratasi najJeoOHTOJOrMYecKasi
uctopus. IlocTrnaneo30ickKuii BpeMEHHO TMpo-
MexyTok (Carlson, 2016) HauGoabIIMM OOGpa3oM

Puc. 1. Cxema aHaTOMHMU OpaxuoIlON Ha MpUMeEpe IMpeacTa-
Buteneil orpsima Terebratulida, Bum cOOKy (TOHambl, MBIIII-
bl M1 MeTaHe(pUINU HEe OTOOpaxKeHbI; 1o: James et al., 1992,
¢ u3MeHeHusiMu). OGO3HAYEHMS: BC — BEHTpaJIbHAsl CTBOPKA,
JIC — JopcajibHasi cTBOpKa, J1 — jododop, MII — MaHTUIAHAs
MOJIOCTh, H — HOXKa, IC — MUIIeBapuTeJIbHas CUCTEMa, TI —
TYJIOBUILHBIIA LIEJIOM.
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noBinus1 Ha sBomonuio Rhynchonelliformea. On
HavaJICsI OCJIe TIEPMCKO-TPHUACOBOTO BEIMUPAHUS,
MpY KOTOPOM Hcue3sIo 0Kojo 94—96% Buaos Opa-
xuonon (Shi, Shen, 2000; Shu-Zhong, Shi, 2002),
W JJTATCS 10 HACTOSIIIIETO BPEMEHU. DTOT BpeMEH-
HOI MPOMEXYTOK XapaKTepU3yeTCs] OTHOCHUTENIb-
HBIM ITaJIeHUeM YUCJIEHHOCTU U U3MEHEHHEeM TaKCo-
HOMMYECKOTO cocTaBa Opaxuomnof (puc. 2). BaxkHo,
YTO B M€3030€ MMEHHO PUHXOHEJNTN(POpPMHEIE Opa-
XMOMNO/AbI MOCTpanaIn HauboJbUM 0bpa3zoM. Tax,
BO BpeMsI IEPMCKO-TPHUACOBOTO BBIMUPAHUSI II0JI-
HOCTBIO mcue3sio 4eThipe otpsima (Dictyonellida,
Orthotetida, Orthida, Spiriferida), a B mnepBoit
MOJIOBMHE Me303051 BBEIMEpJIO €Ille TpW OTpsiaa
(Productida, Spiriferidina, Athyridida) puHxoHes-
mudopMHubix Opaxuornion (Curry, Brunton, 2007).
B 1o xe Bpems cpenu Craniiformea u Linguliformea
He MPOM3OIIIO COKpAIEHUSI YMCICHHOCTH Ha CO-
MOCTaBUMOM C PUHXOHEIM(OPMHBIMHM OPaX1oImo-
IaMU YPOBHE: TIepe IIepMCKO-TPUACOBBIM BEIMUPA-
HUEeM OHM OBUTH TIpeACcTaBIeHbI oTpsimamMu Lingulida
u Craniida, KOTOpble COXpPaHUJIUCH OO0 HACTOSIIIETO
Bpemenu (Curry, Brunton, 2007).

BaxxHO OTMETUTH, YTO TMEPMCKO-TPUACOBOE BbI-
MUpaHUE SIBJISJIOCH CaMbIM 3HAUMTEIbHBIM IS ba-
Heposos. bbuto mpennojoxeHo, YyTO MpUYMHAMU
MO3IHENIEPMCKOIO BBIMUPAHUS TTOCIYXKWIM CYIIe-
CTBEHHBIE M3MEHEHUSI B SKOJIOTMYECKMX YCIOBUSIX
3eMJi, TaKre KakK OIPECHEHNE OKEeaHOB, COKpaIIle-
HUE IUIOIIANM SMMKOHTUHEHTAIBHBIX MOpPEH, Tpo-
(puueckast HecTabOUIBHOCTD U Apyrue (bosee moapoo-
Ho cM.: HeBecckast, 1998). CyiiecTByeT HECKOJIbKO
OCHOBHBIX THUMOTE3, OOBSICHSIONINUX TPUYMHBI TOTO,
MoYeMy B ME3030€ HE IPOM3OIILIO BOCCTaHOBJE-
HUsI YMCJIEHHOCTU OpaxuoIlof, IJIJaBHBIM 00pa3oM,
npencrasuteneii  nonrtumna  Rhynchonelliformea.
OnHa U3 caMbIX paHHUX TUIOTE3 MIPEANoJiaraer, 4To
COKpallleHe TaKCOHOMUYECKOTO pa3HOOOpa3us
Opaxuonon CBSI3aHO C UX MPSIMOM KOHKYpPEHLIMEH
C IIBYCTBOPYATHIMU MOJUIIOCKaMU, KOTOpBIE HMe-
mm OoJjiee MHTEHCUBHBI METAa0O0JM3M U BBICOKYIO
CKOPOCTh POCTa II0 CPaBHEHUIO C OpaxuornogaMu
(Hammen, 1977; Steele-Petrovic, 1979; Liow et al.,
2015). OnHako pocT pa3HOOOpa3usl IBYCTBOPYATHIX
MOJUTIOCKOB HE MMEEeT OJHO3HAYHOI TIPSIMOI Koppe-
JISILIMA CO CKOPOCTBIO BEIMUpaHUs opaxuonon (Ada-
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Puc. 2. PonoBoe pa3HooOpa3ue OpaxuoIiof B majeoHToorndeckoi ucropuu (mmo: Carlson, 2016, ¢ u3BMEHEHUSIMHI).

Carboniferous

Geological history of brachiopods

Cenozoic

Mesozoic

Permian Triassic  Jurassic Cretaceous  Paleogene| Neogene

Post-Paleozoic
time span -

I Rhynchonelliformea
[] Craniiformea

[ Linguliformea

299 251 200 145 65 23 1.8

MAJTEOHTOJIOTUYECKUM XKYPHAII  Ne 6 2024



BIIMAHUE PEAYKIWN 3AIHETIO OTAEJIA KUIHEYHUKA 39

HacbeBa, HeBecckas, 1994; Guo et al., 2023). He-
CMOTpSI Ha TO, YTO BO BpeMsI IEPMCKO-TPHACOBOTO
BbIMUPAHMSI TaKXKe B 3HAYUTEJIbHON CTENEHMU I10-
CTpagaav v IBYCTBOPYATHIE MOJUTIOCKY, OHU JOBOJIb-
HO OBICTPO BOCCTAHOBWJIM CBO€ TaKCOHOMMYECKOE
pa3HOO0Opa3ue, MOCKOIbKY SIBJISUIUCH 00Jiee 2BOIIIO-
LMOHHO 1 3KOJIOTMYECKHU IIJIACTUYHOM IPYNIION, YeM
opaxuononbl. IloaTomMy OMBaNBLBUM CMOIJIMA TIPHU-
CITOCOOMTHLCST K U3BMEHMBIIMCS YCJIOBUSIM B Hauaje
Me3030s1 (AdanachkeBa, HeBecckas, 1994) n 3aHgTh
0OJIBIIIOE YKCIIO SKOJIOIMIYECKMX HUIII, B T.4. M OCBO-
OOIMBIIIMXCS B pe3yJbTaTe MacCOBOIO BBHIMUpPAHUS
opaxuonon (Gould, Calloway, 1980). Takum ob6pa-
30M, paclBeT ABYCTBOPUYATHIX MOJIJTIOCKOB B M€3030¢
He SIBJISICTCST TIPSIMOM TIPUYMHON COKpallleHUsT pas-
HooOpa3us 1 unciaeHHoct Rhynchonelliformea.

Hpyrasi rumote3a IpeariojaraeT, 4To B Me30-
30€ yMEHbIIEHUE KOJIMYeCTBAa OPraHuKW B BOAAX
OKeaHa ITOCTYKMJIO MPUIMHON COKpallleHUs JuC-
JIECHHOCTU U pa3zHooOpa3ust opaxuonon. IIpu atom
HauOOJIbIINM 00pa30oM IOCTpagaid UMEHHO PUH-
XOHEJUIM(POPMHbBIE OpaxuOIIOAbl, KOTOPbIE IHUTa-
JIMCh TIPEUMYIIIECTBEHHO OPraHWYECKOM CyCTeH3 -
eit (Bramlette, 1965; McCammon, 1969).

O.H. 3e3una (Zezina, 2008) mipeamoaoxusia, 4To
IJITaBHOW TIPUYMHOM, MPENSITCTBYIONIECH BOCCTAHOB-
JIEHUIO pa3HOOOpa3usi pUHXOHETU(OPMHBIX Opaxu-
OITOI ITOCJIC TIAJIE03051, SIBJISIJICSI paclIBET ITAHLIPHOTO
(“shelly”) mnankToHa BO BpeMs T.H. “Me3030MCKOI
MOpPCKOi#t peBomon”. Ha rpanuiie maaeo3os 1 Me-
303051 B pe3yjabTare reorpadpuyeckux M3MEeHEHMH
MEHSUJIMCh TPaHULIbl SMUKOHTUHEHTAIbHBIX MOpPE,
Y MHOTHE OPTaHM3MBbI, B T.4. M OpaxMOMNOIbI, NCUe3-
JI1 BMeCTe cOo cBoMMM OmoTtonamu. OmTHOBPEeMEHHO
C 3TUM MOSIBWJIMCH HOBBIE 3KOJIOTMUECKME HUIIIU, UTO
MPOCTUMYJIMPOBAJIO PA3BUTHE HOBBIX MJIAHKTOHHBIX
opraHu3MoB. Tak, HOBbIMM KOMIIOHEHTaMU ME30-
30MCKO—KAHO30MCKOIr0 IJIAHKTOHA CTaJd TOJICTO-
CTEHHBIE BOIOPOCIM — AMATOMOBBIE M TUHO(MUTO-
Bble, KOKKOJUTOMOPUIbI, KOTOPbIE OTCYTCTBOBAIU
B najieo3oe. B 3Tu Xe nepuoasl Mpou30I1ILIIO YBEIU-
YyeHHe YMCIEHHOCTU TUIAaHKTOHHBIX (hopamuHubep
¥ TIOJUILIMCTUHOBBIX pamuojsapuii (puc. 3; Tappan,
1968, 1973; Raven et al., 2004). B naneo3oe puHX0-
HeUTM(POpPMHBIE OPaXMOIOABI CO CIEINO 3aMKHYTHIM
KMIIEYHUKOM MUTAIUCH JIETKOYCBaMBaeMOI CyCIIeH-
31eil U3 paCTBOPEHHOI OpraHUKU, MPOKAPUOT U TOH-
KOCTEHHBIX OMHOKJICTOUHBIX 3YKApHOT — OCHOBHBIX
MpencTaBUTeNIel  MaJe030MCKOTO  (PUTOIJIAHKTO-
Ha. B Me3030€ OHM CTOJKHYJIMCH C HOBBIM THUIIOM
IUIAHKTOHA — TJIaBHBIM 00pa3oM, AUATOMOBBIMU
U IMHO(PUTOBBLIMUA BONOPOCISIMU, YTO 3aTPyTHUIIO
BOCCTAHOBJICHUE TPYIII OO YPOBHSI, COIIOCTaBUMO-
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Puc. 3. CBg3b poIoBOro pazHooOpa3usi ABYCTBOPUYATHIX MOJI-
JIIOCKOB M OpaxMoIoNl ¢ KaYeCTBEHHBIM COCTaBOM (DUTOIUIAH-
KToHa B aHepos3oe (mo: Zezina, 2008, ¢ M3MEHEHUSIMU).
ITo BepTukanu mjs rpadpukoB 1, 2 ykazaHO KOJIMYECTBO POJIOB,
10 TOPWBOHTAIM IS 1—7 — MajJeOHTOJIOTUYeCKHEe TepUOIbI.
O6o3HaueHusT: 1 — ABYCTBOpYAThIE MOJUTIOCKM, 2 — Opaxmo-
MoJbl, 3 — IMATOMOBbBIE BOJOPOCIH, 4 — KOKKOJUTODOPHUIHI,
5 — nuHOMUTOBBIE BOIOPOCIHU, 6 — 3eJleHble BOTOPOCTH, 7 —
LIMaHOOAKTepUH; K — KeMOpPHii, 0 — OPIOBUK, C — CHIIYp, I —
NIEBOH, Ka — KapOoH, IT — MepMb, T — TpUac, 1o — opa, M — Mell,
Ta — TaJleoTeH, H — HeOTeH, TIT — TUICMCTOIICH.

ro maneo3olickomy (Zezina, 2008). ITostoMy 60b-
IIMHCTBO PUHXOHEUTM(POPMHBIX OpaxuoIlon CTalio
SKUTh B HYDKHUX TOPU30HTAaX (hOTUYECKOI 30HbBI MU
3a ee npenenamu (T.e. 3a MpeneaaMu 30HbI OKeaHa,
rae MPOMCXOAUT aKTUBHBIN Ipoliecc (hOTOCUHTE3a
U B U300WINM TpeacTaBieH (UToruiaHkToH). [Ipu
3TOM Hambosiee OoraTtasi ¢payHa Opaxuorno HabJio-
JaeTcsl Ha TpaHUILIe Kpas 1esib(a U KOHTUHEHTAJIb-
HOTO cKJIoHa (0KoJio 150 M mIyOMHBI), TaK KaK 3TOT
KOMITOHEHT peibeda XapaKTepU3yeTcsl aKTUBHBIM
CTOKOM IIPOIYKTOB Pa3JIOKEHMS IIJIaHKTOHA (DOTH-
yecKoii 30HbI (Zezina, 2008).

B Hacrostiieit pabote Mbl paccMaTpUBaeM TUIIO-
Te3y 3e3uHoi (Zezina, 2008) Hanboee BEpOSITHOM,
MOCKOJIbKY TIOSIBJICHUE U YBeJIUYeHUE OMOMACCHI
MaHIIUPHOTO (PUTOIJIAHKTOHA COOTBETCTBYET IIepH-
Olly COKpallleHUsI Pa3HOOOpa3usl PUHXOHEITUGHOP-
MHBbIX Opaxuonof (puc. 3). MoxXHO NpeamnoaoXuThb,
YTO UMEHHO U3MEHEHME COCTaBa MUTaHMS HAMOOJIb-
XM 00pa3oM IMOBJIUSIO Ha SBOIOLUIO 3TOM rpyI-
IIbI B TTOCTIIAJICO30MCKOM BPEMEHHOM ITPOMEXYTKE,
MOCKOJIbKY OOMJIMEe HerepeBapuBacMbIX KPYITHBIX
MaHIUpeil BOOOPOCIE B CJICMO 3aMKHYTOM KH-
meuyHuke Rhynchonelliformea moakHO TTpUBOIUTH
K HapylIeHMIO Mpoliecca MUIIeBapeHusT U3-3a U3-
OBITOYHOIO TMpoliecca OOpPaTHON IEPUCTATbTUKU
JUIST BBIIEICHUST HEHYKHBIX YaCTHII.

Takum o06pa3zoM, MOXHO TIPEAIOJOXUTb, UYTO
WUMEHHO peIyKUMs 3adHero oTaeaa KHUIIeYHU-
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Ka oKa3zajla HauOOJIblliee BJIMSIHUAE Ha 3BOJIOIINIO
Rhynchonelliformea. OpgHako B CcOBpeMEHHON
0MOTe TPUCYTCTBYIOT BHIBI PUHXOHELIU(GOPM-
HBIX Opaxuonoj, oduTarouux B GOTUUECKON 30HE.
OcraeTrcs HEesSICHBIM, KaKUM 00pa3oM OHU ITPUCIIO-
COOMIIUCH K OOJIBIION KOHICHTPALIUK ITaHIIMPHOTO
(puTOMIaHKTOHA.

B Hacrosieil paboTe npoaHaaIu3UpPOBaAHbI UME-
[oIIMeCs IUTepaTypHbIe JaHHBIE 110 3BOJIIOIINMN K1~
LIEYHOI TPYOKM, OCOOEHHOCTSIM COCTaBa ITUTaHUs,
opraHu3anuy (pUIBTPYIOIIETO allrapaTa, a TaKxkKe
10 CTPOSCHUIO M (PU3UOJOTMU MUILEeBAPUTEIbHON
CUCTEMBl PUHXOHEIM(GOPMHBIX OpaxXWoIIon st
OLICHKU BIIMSIHUSI PENyKIIUM 3adHETO OTIejia Ku-
IIEYHMKA Ha 3BOIIOLNIO JAHHOU T'PYIIITHL.

1. 5BOJIIOUUA IMTMITEBAPUTEJIIBHOI'O
TPAKTA BPAXHNOIIOJ

Mopdonorust KuiredyHol TPpyOKM MCKOITaeMBIX
OpaxuoIioa MOXET ObITh PEKOHCTPYMpPOBaHA I10 OT-
rmeyaTkaM MSITKUX TKaHEi, KOTOpPBIe COXPaHSIOTCS
B JlarepiuTeTTaX. bbl1o 0OHApYyKEeHO, YTO B paHHEM
KeMOpun JIUHTYIM(GOPMHBIE OpaxXMoOMonbl MMETN
U-00pa3Hblii KUIIEYHUK, KOTOPBIA OTKPBLIBAJICS
AHyCOM B MAHTUMHYIO IIOJIOCTh C MPAaBOIi CTOPOHBI
(Zhanget al., 2004, 2007a). Takyto MOp(OITOTHIO KM~
IIEYHOU TPYOKM COXpaHWIN U COBPEMEHHEBIE IMHTY-
i opMHBIe Opaxrononsl (cM. r1aBy 4). Takske nme-
IOTCSI OTIEYATKM MSTKMX TKaHEH IIpencTaBUTeIeH
IBYX pPaHHEKeMOPHMICKMX KJIACCOB PUHXOHEIUIN-
dopmubIx 6paxmorion — Chileata m Kutorginata. I1pn
3TOM y XWieaT KMIIeUHasi TpyOKa MMeEeT TaKylo 3Ke
MOP(DOJIOTHIO, KaK Y JTUHTYIU(MOPMHBIX Opaxuorios
(puc. 4; Zhanget al., 2007b), a y KyTopruHaT KUIIEY-
HUK IPSIMOI1 ¥ OTKPBIBACTCSI aHAJIBHBIM OTBEPCTHEM
c3aau MEXIy CTBOpKaMu pakoBUHBI (puc. 4; Rowell,
Caruso, 1985; Zhang et al., 2007¢). Takum obpazom,
MOXHO TIPEAIONOXKUThb, UTO CKBO3HON KUILEUYHUK,
BEPOSITHO, SIBJSIETCS TIE3MOMOPGHBIM MPU3HAKOM
nns Opaxuonon. Ilo-BumuMomy, 3aMblKaHUE KHU-
meuyHuka Rhynchonelliformea mpousoniio B KOHILIE
paHHETro Majeo30s1 WIN B CPeIHE—MO3HEM Majeo-
30MiCKOM BpeMEHHOM MpoMexKyTKe (puc. 2, 4).

bbilo  mpenanosiokeHo, YTO PEeAyKUMS 3al-
HEro oTaena MUIIEBAPUTETBHOTO TpakTa
Rhynchonelliformea gBnasiiace ciencTBUeM TOTO,
YTO B ITaJle030€ OCHOBHBIM HWCTOYHUKOM TIHTA-
TEeJAbHBIX BEIIECTB OpaxuoIlon ObUIM PaCTBOPEH-
Hble B MOPCKOW BOJ€ OpraHMYEeCKHEe BeIleCTBa
(McCammon, 1969). Takoe nipenronoxeHue ObLIO
BBICKa3aHO Ha OCHOBE JIabOpaTOpPHBIX HaOJIOMIe-
HUIA, B KOTOPBIX OBUIO MTOKA3aHO, YTO COBPEMEHHBIE

PUHXOHEUIM(POPMHbIE  OPaXUOIOAbl  CITOCOOHBI
KUTb B aKBapUYyMax C IOCTYIIJICHUEM TOJIBKO Opra-
HU4Yeckux BellecTB. Kpome Toro, ObLI0O MOKa3aHo,
YTO TIOCTOSTHHBIM (PaKTOpPOM, OrpaHUYUBAIOIINM
pacmnipoctpaHeHue Rhynchonelliformea B Mupo-
BOM OKeaHe, SIBJISIETCS COllep>KaH1e B BOIE OpraHU-
YECKMX BEIIECTB, HAIIPUMEP, a30TUCTBIX COEIUHE-
HUIi, TOrga KakK CBSI3b MEXIY pacIpoCTpaHeHUEM
PUHXOHEUIMMOPMHBIX OpaxroIon UM BBICOKUMU
nokKaszaTeJsIMU 0MoMaccChl TJTAaHKTOHA He ObLia 00-
HapyxeHa (McCammon, 1969). IIpu 3TOM B paH-
HEM Iajeo30e y OpaxuoIiof MOSBWIKCH CIIOXHO
opraHu3oBaHHbIe TUITHI JJopodopa (Carlson, 2016),
KOTOpbI€ CIOCOOHBI OT(UILTPOBBLIBATL KPYIHBIE
HechenoOHbIe YacTUIIbl. BbUTO MpeAnoaoXeHo, 4To
IIpY TAKOM THUIIE MUTaHUsI HE ITPOUCXOINIIO 00pas3o-
BaHME KPYIHBIX (heKaJIbHBIX MacC, KOTOphIE IIpen-
MYIIIECTBEHHO (POPMUPYIOTCS B 3aAHEM KUIIIEIHUKE
OOJIBIIMHCTBA OECITIO3BOHOYHBIX XKUBOTHBIX. TakKuMm
oOpa3zoMm, mnotrepsl (PYHKUMOHAJIBLHOIO 3HAYeHUS
3aJHEro OTAeja KUIIEYHUKA, BEPOsITHO, SBISIACH
OIHOI M3 IIPUYMH 3aMbIKaAHMST KUIIEYHNKA PUHXO-
HEeJUTMMOPMHBIX Opaxrono B Iajieo30e.

B nanHo#i pabore MbI mpeamnosaraeM, 4ro pas-
BUTHE 3aMKa, CKpPEIUISIONIeT0 CTBOPKMU, W POCT
nododopa B maneo3oe TakKe SBISJIUCH TIPU-
YUHAMM PEOyKIIMKU 3aIHEero oTIaeja KHUIeYHHKa
y Rhynchonelliformea. PannekeMOpuiickuit Kimacc
opaxuornion, Chileata, TUIIeH cieTMaIbHBIX 3aMKO-
BBIX CTPYKTYP: MECTO COWICHEHUSI CTBOPOK PaKOBU-
HBI TPEACTABICHO CTPO(PUUSCKUMH ITOBEPXHOCTSI-
mu (puc. 5, a; Williams, Carlson, 2007), npu aTom
oHn wumenu U-o0pa3Hbili CKBO3HON KMILEUHUK
(puc. 4). Kutorginata co CKBO3HBIM KHUILIEYHUKOM
UMEJIM PYAUMEHTAPHBIA 3aMOK, IIPEACTABICHHBINA
acTpo(pMUECKMMU ITIOBEPXHOCTSIMM, T.€. ITOJIOXKU-
TeJIbHBIM M OTPULATEJIbHBIM pelbeoM B BUIE
MPOIOJBHBIX O0po3n (puc. 5, ¢; Popov, Williams,
2000). B To ke BpemMd TIpeICTaBUTEIN KIIACCOB
Strophomenata u Rhynchonellata, kotopslie ObLIU
LLIMPOKO MpeACTaBIEHBI B aje030€, UMEU CIIOXKHO
YCTPOEGHHBIE TUIIBI 3aMKOB — IEJIbTUINOJOHTHBIN
U IUPTOMATOJOHTHBIN, COCTOSIIINE U3 3yOOB U 3y0-
HBIX IMOK (puc. 5, e, d; Rudwick, 1970). I1pu atom
UPTOMATOJOHTHBIN TUTT 3aMKa, XapaKTEPHBIN I
OOJIBIIIMHCTBA PUHXOHE/IaT, JaeT BO3MOXKHOCTh
Pa3BUTHUIO CITCLIMATU3UPOBAHHBIX OIIOPHBIX CTPYK-
Typ, opaepxuBaiomux tododop (Carlson, 2007).
W3BecTHO, YTO COBpeMEHHbBIE OPaxXMOIIOABI C IIUP-
TOMATOJOHTHBIM 3aMKOM MMEIOT CJICIIO 3aMKHYTHIN
KuieyHuk. Takum oOpa3oM, CylIecTBYeT B3au-
MOCBSI3b MEXKIY TUIIOM YCTPOMCTBA 3aMKa M CTPO-
€HUEM KHUIlleYHUKa. Pa3BUTHE 3aMOYHBIX CTPYKTYp
U cKeneTa joodopa, BEpOSITHO, TIPUBEJIO K YMEHb-
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PALEOZOIC MESOZOIC CENOZOIC
Camb Ord Sil Dev Carb Perm | Tr Jur Cret
B Obolellida Y
[ Naukatida
-

B Chileida

|

I - - - N Dictyonellida

I Kutorginida

Billingsellida

Orthotetida

IR Strophomenida

-~ | Productida

7 I o1

| 1)\ N\ )
V\

T —

Rﬁynchonellida

Atrypida
Terebratulida

R
e ]| Ahyiidida

Thecideida
|
EEaa| Spiiterida

I S crinida

Puc. 4. DBomonust puHxoHeMbOopMHBIX 6paxuorion (1ro: Carlson, 2016, ¢ UBMEHEHUSIMUA) M CXeMBI CTPOSHUST ITUIIIEBapUTETLHON
CHCTeMBI TIpeicTaBuTeNeii BeiMepiux oTpsinoB Chileida (Bua ¢ BeHTpaibHOI CTOpOHBI; T0: Zhang et al., 2007b, ¢ ”BMEHEHUSIMH),
Kutorginida (Bun ¢ BeHTpalbHOIM cTOpOHBI; Mo: Zhang et al., 2007¢, ¢ u3BMeHeHUsIMU) U cOBpeMeHHBIX oTpsinoB Rhynchonellida,
Terebratulida, Thecideida (Bun c6oky; nmo: Nielsen, 1991, ¢ usmenenusimu). KpacHoii Toukoii 0603Ha4eHO aHaJIbHOE OTBEPCTHUE,
KPeCToM — CJIerioe 3aMblkaHue Kumeunrka. Crucremaruka 6paxuornon mo: Carlson, 2016; Harper et al., 2017.
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Puc. 5. CxeMbl CTpOEHMSI 3aMKOBBIX CTPYKTYP PAaKOBUHBI PUH-
XOHEJTM(DOPMHBIX OpaxuoINoa Ha BEHTPaJIbHOI CTBOpKeE (J1e-
BBII CTOJIOEL]) U JOpCaIbHOM CTBOpPKE (TpaBbIil CTONOEL): a —
crpoduueckue moBepxHoctu Chile sp. (Chileata; mo: Popov,
Holmer, 2000a, ¢ usMeHeHUsIMU); 6 — MPUMMUTUBHBINA 3aMOK
Obolella sp. (Obolellata; ro: Popov, Holmer, 2000b, ¢ usme-
HEHUSIMU); 6 — acTpoduyeckue rmoBepxHoctn Kutorgina sp.
(Kutorginata; Popov, Williams, 2000, ¢ u3MeHEeHUAMU); & —
NenbTUIUOAOHTHBIN 3aMok Hesperorthis sp., Hebertella sp.
(Rhynchonellata; mo: Rudwick, 1970, ¢ usmeHeHusimu); 0 —
LIMPTOMATOAOHTHBIN 3amMok Magellania sp. (Rhynchonellata;
no: Clarkson, 1979, ¢ usmeHeHusIMn).

(o5

IIEHUI0 MPOCTPAHCTBA B 3allHEW 4YacTu MeX1y
CTBOPKAaMU PaKOBWHBI, TJE pacriojaraeTcsl TyJo-
BUIIHBII 1I€JIOM C OCHOBHBIMU OpraHaMM KUBOTHO-
ro (puc. 1). Takxe 3aMOK TIpU OTKPBIBAHUM PaKO-
BUHBI CWJIBHO OIPaHWYMBAET MTPOCTPAHCTBO MEXKIY
3aIHUMM KpasitMy CTBOPOK, OCTaBJISISI MECTO TOJBKO
JUTSl BBIXOAA HOXKM, HE TO3BOJISISI BBIXOOUTH (he-
KaJdbHbIM MaccaM. Kpome Toro, B maneo3oe y puH-
XOHeJTMGOPMHBIX Opaxuonon hopMUpyIOTCs pas3-
HOOOpa3Hbie TUITHI JToodopa, KOTOPBIH 3aHMMAET
OosbIIoN 00beM B MaHTUIHONM TosocTu (Carlson,
2016; Kuzmina et al., 2021). Mbl npenmnoJjiaraem,
YTO YCJIOKHEHUE OpraHU3aIuy 3aMKa BMECTE C O/~

HOBPEMEHHBIM YBeJIMYeHUEM Oo0beMa MaHTHIHON
MOJIOCTU 32 CUET YCIOXHEHUS] KOH(PUTYpALUU JIO-
(odopa mpuBenn K yMEHBIICHUIO OObeMa TYJIO-
BUIIHOTO Henoma (puc. 6). Ilpn Takux ycioBusIX
TYJOBMIITHBIN 11€JIOM HE MOT BMECTUTh BHYTpU CeOsI
IIMHHBIN KMIICYHHK.

Takum obpa3oM, B najieo3oe y Opaxuorno/ Ipo-
M30IIJI0 YMEHBIIEHNE 00beMa TYJOBUIIHOTO IIe-
JIOMa, a OCHOBHBIM WCTOYHUKOM ITMTaHUSI SIBJISI-
Jlach B3BeCh opraHmyeckux BemiectB (McCammon,
1969), nociie nepeBapuBaHus KOTOPHIX HE 00pa30-
BBIBAJIOCH OOJIBIIIOTO KOJMUECTBa (DeKaIbHBIX Macc.
CoueraHue 3THX IBYX (PaKTOPOB MOIJIO IIPUBECTH
K PeOyKIWM 3aIHEro oTmejla KUIIEYHMKA PUHXO-
HEJUTMMOPMHBIX OpaxUOMO/I.

B coBpeMeHHOII OMOTE PUHXOHEUIMMOPMHbIC
Opaxyuononbl IPeACTaBIeHbl TpeMsl OTpsIaMMU:
Rhynchonellida, Terebratulida u Thecideida. ITpn
3TOM HEKOTOPBI€ BUIBI PUHXOHEIIU 1 3HAYNUTEIIb-
Has 4yacTb TepeOparyaua oouTaroT B (HOTMUYECKON
30HE, Iie IMPOKO IPEACTaBIeH MaHUMPHBINA Gu-
TOIUIAaHKTOH, KaK MO pa3HoO0pa3uio, Tak U Mo O1o-
macce (Vargas et al., 2015). MbI npearmojiaraem, 4To
3TU BUAbI OpaXUOIOA UMEIOT PsiI IIPUCIIOCOOICHUIA,
KOTOPBIE ITO3BOJISTIOT UM ITUTAThCS TAHIUPHBIM (hH-
TOIUIAHKTOHOM WJIM M30eraThb ero. BepositTHO, 3Tu

Puc. 6. PacmionoxkeHre MaHTUITHOM TTOJIOCTH (BBIIEIEHA PO30-
BBIM 1LIBETOM) U TYJIOBHUIITHOTO 11eJIOMa (BbIIEICH TOJyObIM 1LIBE-
TOM) BHYTpU pakoBUHBI Opaxuomnof (rmo: Rowell, Caruso, 1985;
James et al., 1992; ¢ usmeHenusimun): a, 6 — Lingula anatina
(Linguliformea): @ — BUI cO CIIMHHOM CTOPOHBI, 6 — BUI COO-
Ky; 6 — Nisusia sulcata (Rhynchonelliformea: Kutorginata),
BUI cOOKy; e, 0 — Magellania sp. (Rhynchonelliformea:
Rhynchonellida): ¢ — BuI O CIMHHOI CTOPOHBI, 0 — BUI COOKY.
KpacHbIMU TOUKaMU 0603HAUEHO aHATBHOE OTBEPCTUE KUIIIEU -
HHKa, KPDECTOM — CJIEIIO€ 3aMbIKAHME KUIIIEYHUKA.
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MIPUCIIOCOOJICHUSI CBSA3aHbI C OpraHU3anueil (Guib-
TPYIOIIETO allrapaTa 1 IAIIeBapUTeIbHOIO TpaKTa.

HecMoTpsg Ha TO, YTO HEKOTOpHIE TCLMICHIBI
Takke oOMTAIOT B (POTUUYECKOI 30HEe, B IUTEpaType
HEIOCTaTOYHO JaHHBIX O MUKPOCKOITMYECKOI aHa-
TOMUM TIUIIEBAPUTENBLHON CUCTeMBI U JIododopa,
a TaKxKe 0 COCTaBe IMUTaHUS IIPeICcTaBUTe el TaHHO-
ro otpsiaa. Temuaenasl 001ama0T IPUKPETUICHHBIM
K MaHTUM MTUXOJO(MHBIM TUIOM Jlododopa, MOp-
(osorusi Koroporo, a Takxke pacnpeaeneHue BO-
JTHBIX TIOTOKOB B MAHTUIHOM ITOJIOCTU CYILIECTBEH-
HO OTJIMYAIOTCS OT OOJBIIMHCTBA PUHXOHEIINI
U Tepedparynun (cM. 6oJiee moapodHo B: Kuzmina,
Malakhov, 2007). DTa rpynmna He pacCMaTpUBaeTCs
B HacTosIIeit padore.

2. OCOBEHHOCTHU COCTABA ITUTAHWA
COBPEMEHHbBIX PUHXOHEJIJIM®OPMHbIX
BPAXMOITOA

Bpaxuononsl — GUALTPATOPbI, KOTOPHIE AJIST CO-
PTUPOBKU IUILEBBIX YACTULI UCIIOJB3YIOT IIYITaIb-
1eBbIi opraH — Tododop. CocraB MMTAHUS PUHXO-
HeJTU(POPMHBIX OpaxvoMoI, a TaKXkKe pa3MEpHBIN
IHAaTa30oH OT(GWILTPOBAHHBIX YaCTUI M3YICHBI IS
OrpaHWYEHHOIO YKClia BUIOB, oOUTAaIOmMUX B ¢do-
Thyeckoit 3oHe (puc. 7; McCammon, 1969, 1981;
Ky3bmuna, I'eoprues, 2023).

AHaJIN3 COAEPKMUMOTO MUIIEBaPUTEILHOIO TPaK-
ta punxoHeua Hemithiris psittacea (Gmelin, 1791)
MoKa3ajl, YTO OHM MUTAIOTCS OMHOKIICTOYHBIM TTaH-
LIMPHBIM (DUTOIJIAHKTOHOM AuaMeTpoM a0 200 MKM

%
100

0 [
<20 20—100 >100 MKM
[ T. septentrionalis

O H. psittacea

Puc. 7. Pa3zmepHblii 1uana3oH 4acTull, 0OHAPY>KEHHBIX B MU~
1EBAPUTEIBHOM TPAKTe PUHXOHEITU(DOPMHBIX OpPaxUOINOL
Hemithiris psittacea u Terebratalia septentrionalis, coOpaHHbIX
Ha mryouHe 1o 40 M B potnueckoii 3oHe (mo: McCammon,
1981). Ilo ocu y ykazaHa mojsi OOHAPYXKEHHBIX YaCTHII
OT OOIIEeT0 KOJUYEeCTBa OPTaHMYECKUX YACTUIl B IPOIIEHTAX,
110 OCH X — IMaMEeTP YACTHUIL B MKM.
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(Ky3pmuHa, I'eoprues, 2023) ¢ mpenMyI1eCTBEHHBIM
noTtpedyneHneM dactul, auamerpoM 20—100 Mxm
(McCammon, 1981). B To xxe BpeMs TepeOpaTyiu-
na Terebratulina septentrionalis (Couthouy, 1838)
MUTaeTcsl TIAaHKTOHOM auameTrpoM a0 100 MKm
C MPEUMYIIIECTBEHHBIM ITOTPeOJeHUEM YacTUll pa3-
mepoM 10—30 Mxm. 1o HaIIMM HEOMyOJIMKOBAHHBIM
JaHHBIM, MAKCUMAaJIbHBII pa3Mep IIAaHKTOHA, OOHA-
pyXeHHoro B Xelyake Tepedparyauabl Coptothyris
grayi (Davidson, 1852), coctaBui 24 mxM. Takum 00-
pa3oM, pUHXOHEJIJIMABI ITOTPEOJISTIOT YACTULIBI TIaH-
KTOHa OOJIbIIIero pa3mMepa, YeM TepeOpaTyIuIbI.

3. DUTBTPALIMOHHbIN ATIAPAT
COBPEMEHHbBIX PUHXOHEJIJIM®OPMHbIX
BPAXHNOITO

DuabTpallUOHHBINM amIapar OpaxuoIion IIpel-
cTaByieH Jo(podopoM, KOTOPHINi COCTOUT U3 Opaxu-
aJbHOM OCH, Hecyllel psin Inyraien. Bmoib psima
LIynajiel IIPOXOIUT OpaxuajbHas CKJIaaKa, MeXIy
LIynajJblaMyd U OpaxvajabHON CKJIAIKOM pacmoyo-
JKeH TUIIEeBOI XkeloboK (puc. 8, 6). Por pacmonara-
€TCSI B IIUILIEBOM XeJIOOKe ITocepeIrHe OpaxuaaIbHOM
ocu (bonee moapodbHo cM. B: Kuzmina et al., 2021).

VY B3pocibix Opaxyuonoa Ha OOJbIlIeM MPOTSIKE-
HUM OpaxuabHOI OCH PSI LyNajell ABOMHON U co-
CTOUT M3 YePeAYIOIINXCS BHYTPEHHUX U HAPYKHBIX
mynajel. BHyTpeHHUe Imymanblia HecyT (pOH-
TaJIbHBII TpeOeHb, a HapyXHbIC (POPMUPYIOT CJIab0
WJIM XOPOIIO BBIPAaXKEHHBIN (DPOHTAIBHBINA KEI0-
00K. Bmomb Kaxkmoro Irymajblia IIPOXOAST YeThIpe
pecHUYHBIE 30HBI: (DpOHTaNIbHAs (HaIlpaBJICHHAS
B CTOpPOHY OpaxWaibHOW CKJIagKH), ad0(MpOHTAIb-
Has (pacIiojioXeHa ¢ IMPOTUBOIMOJIOXKHOI CTOPOHBI
OT (OPOHTAIILHON PECHWYHOW 30HBLI) W IBE JaTe-
panbHBIEe (TTPOXOIAT IO OOKaM IIyMNajblia; puc. §).
PecHunuku naTepodpOHTaNbHBIX YYyBCTBUTEIBHBIX
KJIETOK PACIIOJIOXKEHBI Cpear KJIeTOK (ppOHTaIbHOM
pecumuHoii 30HbI (Gilmour, 1978, 1981; Kuzmina,
Temereva, 2024).

Mexanusm GUILTpaLIMU OPaxuoIion MoapoOHO
u3ydeH B psaae nyonmukanuii (Chuang, 1956; Atkins,
Rudwick, 1962; Rudwick, 1962; Strathmann, 1973;
Gilmour, 1978, 1981; Labarbera, 1981; Thayer,
1986; Dhar, 1997). Illynanbia nododopa pasie-
JISIIOT MAHTUIHYIO MOJIOCTh HAa BBOJHYIO U BBIBOJ-
Hy10 Kamephl (puc. 9). Tok Boabl co3maercs 3a CYET
OueHusl JaTepallbHbIX PECHUYEK, KOTOpbIE ObIOT
OT (bpOHTANIbLHOIT CTOPOHKI K abcpoHTaIbHOM. Boaa
MOCTyMaeT BO BBOAHYIO KaMepy, MPOXOAMT MeX-
Iy IIyIMajJbllaMy YW TIOMNAAacT B BBIBOIHYIO KaMe-
py (puc. 8, a). Ha rpanuiie BBOIHOI W BBIBOIHOM
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Puc. 8. Opranuzauus nododopa Gpaxvomnon: a — TMOIMEPeUHbIil cpe3 dyepe3 mynanbia Jododopa (mmo: Kuzmina, Malakhov,
2007); 6 — momepeyHbIii cpe3 Yepe3 OpaxuanabHyl oCh crimposodHoro Jododopa (rmo: Kuzmina et al., 2018, ¢ u3MeHeHUIMN);
6 — TIPEUMYILIECTBEHHAsI POJIb BHYTPEHHUX U HAPYXXHBIX LIYMaJELl B TPOLIECCe MPUHATUS U OTTOpKeHUM yacTull. O003HaYeHUST:
060 — GpaxuanbHas OCb, 6C — OpaxuanabHas CKJIaKa, Bl — BHYTPEHHUE IIyNablia, JIP — JIaTepalbHbIe PECHUYKM, HIIl — HApYXXHbIE
LIyTanblia, MK — MUIIEeBO Xel000K, Gp — dpoHTambHbIe pecHUKU. CTpeakaMu 0603HaYeHO HAMpaBIHUE TOKA BOMbL. ['0myObpiM
1IBETOM 0003HaueHa (PpOHTAIbHASI PECHUYHAS 30HA, 3eJICHbIM — JIaTepalibHasi, PO30BbIM — a0(hpPOHTAbHAS, KEJITHIM 0003HAYCHbBI

YYBCTBUTCJILHbLIC HaTepO—(prHTaJTI)H])IC PECHUYHLIC KJICTKHU.

KaMep IPOMCXOIUT 3axBaT MUIIEBbIX yacTull. [1oii-
MAaHHBIE YaCTUIIBI TIEPEHOCSITCS C TIOMOIIBIO (hPOH-
TaJbHBIX PEeCHUYEK, OBIOIIMX B CTOPOHY OCHOBa-
HUS IIynajel, W IToNanaloT B IHUIIEBOM KeI000K.
B npuHsgTHM YacTUIl, TITaBHBIM 00pa30M, Y4acCTBYIOT
HapykHbIe mynaibia (Gilmour, 1978, 1981; Dhar,
1997). B niuieBoM XKeJIo0Ke YaCcTUIIBI OKPYXKAIOTCS
CJIM3bI0 ¥ TPAHCIIOPTUPYIOTCS KO PTY.

N3BecTHO, 4TO Opaxuomoabl CIOCOOHBI COPTH-
poBaTh YacTUlIbI, Tonagatomue B Jogodop (James
et al., 1992). CyiiecTByeT psii TUIIOTE3 O TOM, Ka-
KUM 00pa3oM MPOUCXOAUT OTOOP MUILIEBBIX YACTULL
(cM. James et al., 1992), onHako HUA OfHA U3 HUX
He sBisgeTcs obuenpuHsaToil. B gaHHO# pabote
Mbl MMPUHUMAaeM, 4YTO UMEHHO pa3Mep YacTHUIl SIB-
JISIETCSI OIpeAesIoIIUM (haKTOPOM CEIeKTUBHOCTHU
npu puiabTpalry, Kak 3TO OTMEJaeTCsI B psiie pa-
00T (Atkins, 1958; Westbroek et al., 1980; Thayer,
1986; Kuzmina, Malakhov, 2007). Ognako y 6pa-
XMOITO[ OTCYTCTBYET CUTO M3 IKECTKUX JaTepo-
(bpoHTaJIbHBIX PECHUYEK, KOTOPhIE HE IIPOITyCcKa-
IOT B BBIXOISIIMI MOTOK YaCTHUIIBI OIPEACICHHOTO
pa3mepa, Kak 3TO OMucaHo y (OPOHUI 1 MILIAHOK
(Strathmann, 1973). BeposiTHo, y Opaxuonoa mexa-
HU3M 3axBaTa IMMUIIEBBIX YaCTHUI] CBSI3aH C JIOKaJlb-
HOW peBepcueil (M3MeHEHWS HarpaBIeHUs ONMeHUS
pecHMYEeK Ha IIPOTHUBOIIOJIOXHOE) JaTepalbHbIX
pecHUYeK Mo KpasiM (POHTATBHOTO XeJloOKa Ha-
PYXKHBIX IIyMajiell B OTBET Ha pa3IpakeHue pecHU-
YyeK J1aTepO(POHTAIBHBIX YYBCTBUTEJIBHBIX KJIETOK
(Strathmann, 1973). JlokanbHOe peBepCHUpOBaHUE

OueHUs JlaTepaJIbHbIX PECHUYEK TO3BOJISIET YacTH-
11e TIePEeMEeCTUThCS Ha (PPOHTAJIbHBIN XeT000K Ha-
PYXHBIX IIyIajien] ISl OaJIbHEMIIEero TpaHCIopTa
K MUILIEBOMY XeNo0Ky (puc. 8, 8).

M30BITOK KPYIHBIX YaCTUILl B MAHTUWHON T10-
JIOCTU CTUMYJIMPYET MEXaHU3Mbl OUUIICHUS JIO-
dodopa. KpynHble yacTULILI HE MPOXOISAT B BHI-
BOIHYIO KaMepy M OCTalOTCsI Ha (bpOHTAIbHON
ctopoHe mynajel. B mpouecce ounctku sododo-
pa MPOUCXOIUT peBepcust OMeHus: PpoOHTAIBHbBIX
pecHUYEK IIymajiell, KOTOpble TPAHCIIOPTUPYIOT
HEHYXHbIEe YaCTUIIBI K CBOMM KOHYMKaM U Mepe-
HOCSIT UX B BEIBOOHYIO KaMepy (puc. 8, 8). I1o He-
KOTOPBIM JaHHBIM, IIpY QUIIBTPALIUM IIPOUCXOIUT
pasgeneHne QyHKIUNA BHYTPEHHUX U HapPYKHBIX
LIyITajiell: HapyXHble y4acTBYIOT B 3axBaTe M-
IIEBBIX YaCTHUIl, a BHYTPEHHUE — B yJaJeHUU He-
HyxHbIX yactull (Gilmour, 1978; Dhar, 1997).
OngHako IpM BBICOKOM KOHIIGHTPALIUM KPYITHBIX
YacTUIl B MIPOLIECC OYMCTKUA BKIIIOYAIOTCS W Ha-
pYXHBbI€ IIynanblia, GpoHTaJbHbIE PECHUYKU KO-
TOPBIX TaKXe CIIOCOOHBI M3MEHSATh HallpaBIeHUS
OoueHUs Ha TpoTuBoIioioxHoe (Atkins, Rudwick,
1962; Rudwick, 1962; Kuzmina, Temereva, 2018).
OnucaHbl OOIOJHUTEIbHBIE MEXaHU3MBI yaaje-
HUS TTOTEHIIMAIbHO HECHheTOOHBIX YACTHUIL 32 CUET
crubanusg 1rymnanen (6ojiee TOAPOOHO CM. B:
Thayer, 1986). B pe3yiabTaTe HEHYXHbIC YaCTULIBI
BBIOPACHIBAIOTCS B BBIXOASIIIUI MOTOK. KpymHbIe
YacTUIBI MOTYT ITaJaTh Ha MaHTHUIO, ITOCJIE YEeTo
00BOJIAKMBAThCS CIAU3bI0 U (OPMUPOBATH TICEBIO-
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BC

LZ

Puc. 9. Opranuszanust cniposioHoro (a) u riekTojogHoro (6)
JloodopoB (TrorepeuHblil cpe3 yepe3 pakoBuHY; 1o: Rudwick,
1970, ¢ usmenenusimu). O60o3HaYeHUs1: 60 — OpaxuanabHasi OCh
nododopa, BIT — BEIXOISLIMI TOTOK, BC — BEHTPAJIbHAsI CTBOP-
Ka, BXIT — BXOJSIIIUI TTOTOK, JIC — MOPCaJIbHAsi CTBOPKA; CTPEJI-
KaMu 0003HaueHbI HAIPABJIEHMSI TOTOKOB BOJbI, BEIBOJHAS Ka-
Mepa 3aJIuTa CEPbIM LIBETOM, BBOJHAST — XKEJITHIM.

Ac

(bexanuu, KOTOpbIe BBHIXOIST BO BHEIIHIO Cpemy
3a CUET PE3KOI0 CXJIOMbIBAaHUS CTBOPOK WJIH C I10-
MOIIIbIO MAHTUIHBIX pecCHUYHBbIX TOKOB (Chuang,
1956; Atkins, Rudwick, 1962; Rudwick, 1962;
Thayer, 1986; Dhar, 1997). I1pu ouniueHuu 1odo-
¢dopa npouecc puabTpaldyd YaCTUYHO WU T10J-
HOCTbIO OCTaHaBIMBAETCS B 3aBUCUMOCTU OT CTE-
IIEHU 3aCOPEHUS LIyIaIbLIeBOrO aIlapara.

B maneosoe sBojonusg O6paxuoIion COIpPOBO-
KIajlach yIJIMHEHWEeM OpaXUalbHOM OCH, 3a CUeT
Yero MpOMCXOAMJIO yBEJMUYEHHUE IUIoIanu (huib-
Tpytoweit mosepxHoctu (Carlson, 2007). Pasme-
ImeHue OpaxmaibHOM OCYM B MAaHTHUMHOM TTOJIOCTH
OpaxuoInoa B pa3HBLIX IpymHIiax IPOMCXOIUIO IO
pazHOMYy, IMO3TOMY B Majie030¢ C(POPMUPOBAINCH
HecKoJbKo TunoB yododopa (Carlson, 2016;
Kuzmina et al., 2021). Cpenu coBpeMeHHbIX pUH-
XOHeNMMGOPMHBIX Opaxuorion Haubojee YacTo
BCTpeualTcs ABa Tuna Jogodopa — miaekToaod-
HbIli, XapaKTepHbIN Aj1s1 OOJBIIMHCTBA TepedpaTy-
JINA, U CIUPOJIOGHBIN, OMUCAHHBIA Y PUHXOHEII-
mua. O6a tuma jgododopa pasauIaloTCsS MeEXIY
co0oil Kak Mopdoorueit, Tak 1 0COOEHHOCTSIMU
npoiiecca GUIbTPALIUH.
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ITnekromodHBII 10(POGOP COCTONT M3 IBYX JIATE-
paJbHBIX U OOHOU MEAUATILHON PYKU, 3aKPYUYECHHOM
B ciupainb (puc. 10). BpaxuanbHas och (psif 1rymna-
JIeI) TIHETCS C IBYX CTOPOH OTO PTa, 3aXOIUT B JIe-
BYIO 1 TIPaBYIO JIaTepaJibHbIC pYKH, B KaXKIOM U3 KO-
TOPBIX OHA AejaeT METII0 U BO3BpalllaeTcs KO PTY.
B okxonopoToBoii obyiactTu Be OpaxuajbHble OCU
3aKpY4YMBAIOTCS B CIIMPaIb B CATUTTAJIBHOM TJIOCKO-
¢t U (GopMUPYIOT MenuaabHyio pyKy (Kuzmina,
Malakhov, 2007). TakuMm o0Opa3oM, Kaxmas pyKa
miaekTonodHoro Jododopa cOCTOUT U3 ABYX Opa-
XUaJIbHBIX oceit. Bo BpeMst (punbTpaumy miymnaiblia
JlaTepajbHBIX PYK KacaloTCs BEHTPaJIbHOW U IOOp-
CaJlbHOIl CTBOPOK pPaKOBUHBEI, a B MeIHMaJIbHOI
pyKe 1Iynanblia Kaxaoi OpaxuaqbHOM OCU MpUKa-
catotcst aApyr K npyry (puc. 10). Bxopsimumii moTok
BOJIBI TIOIAIAET B JIaTepaJIbHbIC PYKU: YacTh ITOTOKA
MPOXOAUT Yepe3 IIyIajblla U BbIBOAUTCS U3 MaH-
TUIHOM IIOJIOCTH, ApPyrasl 4acTh OrubaeT OCHOBa-
HUeE JaTepaJbHBIX PYK M TOIaJaeT B MeIUaIbHYIO.
Ha ocHoBe HabOmogeHUiT MexaHu3Ma (pUIbTpaLIuU
¢ ucnonb3oBanueM sHgockormna (Dhar, 1997) 6bl10
M0Ka3aHo, YTO JlaTepajbHble PYKU IJICKTOJIOGHOTO
Jnododopa UrparoT OCHOBHYIO POJib B COPTUPOBKE
¥ yoaJeHNU HEeHYXKHBIX KPYITHBIX YaCTHII, TOTAA KaK
MeIMajibHasl pyKa IPEeUMMYIISCTBEHHO YdJacTBYET
B INPUHSTUU IMIIEBBIX YaCTULl. AKTUBHOE yJacTUe
JIaTepajbHBIX PYK B OuMIleHUU Jododopa ObLIO
TakKe IT0Ka3aHO B BKCIIEPUMEHTAaX CO BCKPBITOM
MaHTUiTHO# TTosiocThio (Kuzmina, Temereva, 2018).
DTO CBSI3aHO C TeM, YTO KPYITHBIE YaCTHUIIbI, IOTIa-
Jawlliue B MIEKTOA0(], UMEIOT OOJbIIYIO BEpOsIT-
HOCTb CTOJIKHYTBCSI C ITOBEPXHOCTBIO JIaTepaJbHOM
PYKM ¥ OBITH yOAJIEHHBIMU B BBIXOISIIWI ITOTOK,
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Puc. 10. HampaBieHue MOTOKOB BOIbI BO BpeMs (UIIbTpa-
1 B 1iekTosioHoM Jododope (mo: Williams et al., 1997,
¢ uaMeHeHusIMK). O603HavYeHUs: 60 — OpaxualibHast OCh, JIp —
JlaTepajibHasl pyka, Mp — MeluajbHas pyKa, O — OCHOBaHME
nododopa, p — poT; BXOASIIMI TMOTOK IMOKa3aH KpaCHBIMU
CTpeJIKaMU, BBIXOSIIUIT — CUHUMMU.
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11. Cxema mpenmnojiaraeMoro MexaHuW3Ma COPTMPOBKM YacCTUII B CIUPOJOGHOM M ITUIeKTONO(PHOM Tumax Jododopa

(mo: Rudwick, 1970, ¢ u3BMeHEeHUSIMU): @ — MOCTYIJIEHUE CYCIIEH3UU YaCTHUIl Pa3HbIX Pa3MEpPOB B MAaHTUIHYIO MOJOCTh, 6 — CO-
pTupoBKa yacTull. KpymHble 1 MeJIKMe YaCTULIbI B CTTUPposIohHOM JIododope MoMmagaoT BO BHYTPEHHNE CITUPAIU PABHOBEPOSITHO.
B miekronodHoM 10 odope GOIbIIMHCTBO KPYITHBIX YaCTHUII 3aAePKMUBACTCS B JIaTepabHbIX pyKax. O003HAUYeHMsI: KU — KPYITHbIE

YaCcTUulbl, M4 — MEJIKME YaCTULIbI, I1B — ITOTOK BOJIbI.

YyeM MUHOBATh MX M IIOIMACTh B MEAUATbHYIO PYKY
(Gilmour, 1978). Kpome Toro, odoHapyxeHO, 4TO
o0koJj10 60% Bxopslell B MAHTUIHYIO TTOJIOCTb BOJIBI
MPOXOAUT 4Yepe3 MEeAUAJbHYIO CIIMPAJIbHYIO PYKY,
IIPY 3TOM CKOPOCTh BOJHOTO MOTOKA B MEIMATbHOM
pyKe HIKe, 4eM B JaTepalbHbIX pyKax (LaBarbera,
1981). CnenoBaTeabHO, B Heli oOpa3yroTcs 6Jiaro-

MIPUSATHBIE YCIOBUS IUISI IIPUHSATHS HEOOJIBIIINX Che-
Jo0HbIX yacTull (puc. 11). Takum o6pa3oM, B IIJIeK-
tosoHOM Jododope naTepaabHbIC PYKU YIATSIOT
13 BXOISIIIIMX ITOTOKOB BOMBI KPYITHBIC HEXKeTaTeIb-
HbIE YaCTULIBI, B TO BPeMSI KaK B MEIMAJIbHYIO PYKY
MOCTYITaeT OYMILIEHHAs OT KPYIHbIX YaCcTUI] BOJA,
IIe TPOMCXOOUT 3axBaT IMUIIEBBIX YacTUll. Takoe
[MAJTEOHTOJIOTMYECKUU KYPHAJ

Ne 6 2024
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pazneneHue (GyHKUMNA AelaeT MeXaHu3M (uiib-
Tpauu Oosiee 3(hGEKTUBHBIM, ITOCKOJBKY TIpU
TMOCTOSIHHOM TOCTYTUIEHWM BOJIbI C BHICOKOW KOH-
LIEHTpaIMei KPYIMHbIX YacTUI] OMHOBPEMEHHO MO-
KEeT MPOUCXOAUTh KaK ouMieHue Jododopa, Tak
U TIPUHSITAE TTUIIEBbIX YACTUII.

CrnuponodHslii Tohohop pUHXOHETUI COCTO-
WUT U3 ABYX 3aKPYUYCHHBIX B TOPCaJIbHOM HallpaBJe-
HUM COUPAJBHBIX PYK, KaXIast 13 KOTOPBIX COCTOUT
13 OgHOI OpaxmanbHOlN ocu. PasneneHue BBOgHOI
¥ BEIBOZHOM KamMep TOCTUTAeTCs 3a CUEeT IIPUMbIKA-
HUSI KOHYMKOB IIIyIajiel] OMHOTo 000poTa CIupaiu
K OCH Mpenplaylero obopora cnupanu. Ilpm atom
LIyTajablia IepBoro 000poTa BEIIPSIMIICHBI M Orpa-
HUYMBAIOT BBOIHYIO KaMepy 3a CUYET IIPUKOCHOBE-
HUSI KOHYMKOB IIyIajiell K Kpal CTBOPKU pPaKo-
BUHBI U K IIyIajbliaM IIe€pBOro 000poTa CIMpain
cocenHelt pyku agododopa (puc. 9, a).

Mpl nipeanoniaraeM, 4To CIUpOJOoGHBINA J10ho-
dop MeHee 3 GEeKTUBHO yIaisieT HeHYKHBIE KpyTI-
HbI€ YAaCTULIbI, YEM IIIEKTOJOMHBIN JTJopodop. DTo
CBSI3aHO C TeM, 4TO B crmuposiopHoM jododope
BO BpeMsT (pUJIBTpallMyd OOJIbIIAs YacTh IITyIIayell
JIOJDKHA HaXOAUThCSI B M30THYTOM COCTOSIHUM TSI
(DYHKIIMOHAIBHOTO pa3fe/eHus] MaHTUIHOW IIO-
JIOCTU Ha BBOJHYIO U BBIBOJHYIO KaMmephl (puc. 11).
st Toro, 4ToObl HEHYKHbIE YACTULILI ITOMagaiu
B BBIXOISIIIMI TTOTOK, PUHXOHEIUABI TOKHBI BBI-
NpsMuUTh ynajibia. [Ipu mocTosIHHOM ITOCTyILIe-
HUM BBICOKOI KOHIIEHTPAIIM KPYITHBIX YACTHIL 3TO
MpUBEIET K CMEIIMBAHUIO BXOISIIETO U BHIXOASILE-
ro moTokoB. [loaToMy, B oTiiMume OT TepeOpaTyIn
C MJIEKTOJ0(PHBIM J10HODOPOM, PUHXOHEIIUIBI A1
ounnieHus JTododopa BEIHYXKIEHBl YACTUIHO WJIN
MOJIHOCTBIO OCTaHABIIMBATh MpollecC (GUIbTPALIUN,
YTO SIBJISIETCSI HEBBITOJHBIM C TOYKU 3pEHUS MUTa-
Hus. J1J1s1 Toro, 4ToObl HE HApYLIATh Mpoliecc PUb-
TpalluM, BEpXHUI mpenes pazMepa MPpUHUMAEMbIX
cposioHBIM To0podpopoM UYaCTUIL BEIIIE, YeM
y maekTojogHoro Jogodopa, 4YTo NOATBEPKAACTCS
NaHHBIMU, TOJIYYeHHBIMU IIPU aHAIW3€ COMEPKU-
MOTO MUILEBAPUTEIbHOIO TpaKTa (CM. IJIaBy 2).

Kpome Ttoro, ocobeHHOCTH MOPMOJOTUN 1IIy-
najel jododopa TakKe UTPAIOT POIb B IIpoIecce
¢dunbTpauuu. Mcronb3ys ¢potorpacduu rMcToI0IMU-
YECKMX CPE30B U U300paxkeHusI, IOJyYeHHbIe ¢ M10-
MOIIIBIO CKAHUPYIOLIEH 3J€KTPOHHONW MMKPOCKO-
nuu 1rynaaen puHxoHeanuasl Hemithiris psittacea
(cM. Temereva, Kuzmina, 2017) u TepeOpaTyIuabl
Coptothyris grayi (cM. Kuzmina, Temereva, 2018),
aBTOPHl IIPOAHAIM3UPOBAIN IIMPUHY U TIyOu-
HY (PpPOHTAJIBHOTO KeJI00Ka HApyKHBIX IIyIaiell
(puc. 12). HapyxHbie Iiymamblia CIAPOJIOGHOrO
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dc

JIp

ac

Puc. 12. IMonepeuHslii cpe3 yepe3 OpaxvalbHYIO0 OCh CITUPO-
snodHoro (a) u mekrojogHoro (6) 1ododopos (ro: Temereva,
Kuzmina, 2017; Kuzmina, Temereva, 2018). BHyTpeHHee cTpo-
eHue 1ynauel He orpaxeHo. O0o3HaYeHMsT: ac — a0 pOHTAIb-
Hasi CTOpOHa, BIIl — BHYTPEHHUE NIyNaJIblIa, JIp — JlaTepabHbIe
PECHUYKM, HII — HapyXKHbIE IMymajibla, ¢c — (PppoHTaIbHAS
CTOpOHA.

nododopa pUHXOHEIJINI UMEIOT ¢J1ab0 BBIpaXKeH-
HBII (DpOHTAIBHBIN XeT000K, ToTAa Kak (h)pOHTATb-
HBIN KeJIOOOK IIyTTajiell TIeKToJIo(pHOro 1ododo-
pa TepeOpaTyIua YeTKO BhIpaKeH U UMEET LIMPUHY
n TyonHy okono 20—25 Mrm. 2KenoboK cXOTZHOTO
CTPOCHUS MMEIOT HapyXHbIe IIyrnajblia Tepebdpa-
tyimnnl Terebratalia sp. (cMm. Reed, Cloney, 1977).
MOXHO NpPeaIoaoXUTh, YTO HIYyIaIblia CIUPOIodh-
Horo J0o(dodopa ¢ IUI0X0 BEIPaXKeHHBIM (DPOHTAIb-
HBIM 3XKeJIOOKOM CIOCOOHBI MPUHUMATh YaCTHUIIHI,
COITOCTaBHUMBIEC C JUAMETPOM HAPYKHBIX IIYIIAJICII,
Torma Kak B IUieKToloHOM Jododope pasmep
MPUHATHIX YaCcTUIl OYIeT COOTBETCTBOBAaTh pa3Me-
Py XOPOIIIO BbIPaKEHHOTO (hPOHTAJIBHOIO XeJIo0Ka
HapyxXHbIX mrynajiel. [loixydeHHBIE TaHHBIE COOT-
HOCSITCSI C pa3MEPOM OpraHMYECKHUX YacTull, OOHa-
PYKEHHBIX B KeJIyoKe y Opaxuoron ¢ pa3HbIMHU TH-
namu tododopa (cM. raaBy 2).

BaxxHO OTMETHUTh, YTO HAYMHAas ¢ ME30301CKOI
3pbl UMEHHO TIpencTaBuTenn otpsina Terebratulida,
MHOTHE U3 KOTOPBIX OOUTAIOT B (POTUYECKON 30HE,
SIBJISTIOTCSI CAMOI TAKCOHOMMYECKH pa3HOOOpa3HO
M IIUPOKO paCIPOCTPAaHEHHOM TpymIoit COBpeMeH-
HBIX Opaxuorioji, YTO HEOMHOKPATHO CBSI3bIBAIU
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¢ mopdomnorueii ux nodpodopa (Rudwick, 1970; Lee,
2008). MBI mpeamonaracéM, 4TO SBOJIOLMOHHBIN
ycriex TepeOparyiauy ¢ MaeKTOJO(GHBIM TUIIOM JIO-
dodopa cBsI3aH ¢ ero BO3MOKHOCTBIO 2(P(HEKTUBHO
OTOUILTPOBEIBATh IOTCHIIMAJIBHO HEChEeIOOHBII
KPYIHBIN MaHLIMPHBIN IIaHKTOH. [TpuMedaresbHO,
YTO UMEHHO TUIEKTOIOMHBIN ToDodop cTan caMbIM
pacpocTpaHeHHBbIM THUIIOM Jododopa HauynHas
C Me303051 U 10 Hacrtogiiero BpemeHu (Rudwick,
1970; Carlson, 2016). OTHOBpEMEHHO C 3TUM IIPO-
HMCXOIUT COKpallleHNe YUCICHHOCTH M BEIMUpPaHUE
TaKCOHOB OPaXHOIOI CO CITMPOIOGHBIM TUIIOM JI0-
dodopa.

ITockonbKy crmpoaodHeiii 10dodop coBpe-
MEHHBIX PUHXOHEJIINI He CIIOCOOEH OTCOPTUPOBBI-
BaTb KPYITHBIN TUIAHKTOH, HEOOXOIUMBI JTOTIOJITHU-
TeJIbHbIE TTPUCTIOCOOIeHUS IJist ero 3¢ (HEeKTUBHOTO
nepeBapuBaHUs U TAJIbHEHUIIETO BHIBEACHUS IIyTeM
AHTUIIEPUCTATIBLTUKM (COKpAIIEHWSI CTEHOK ITUIIE-
BapUTEJIbLHOTO TpakKTa ISl MepeMeIleHUs] ero co-
JIEePKMMOTO B HAaIIPaBJICHUU KO PTY).

4. AHATOMUA U TUCTOJIOT'UA
MMUIIEBAPUTEJIbHOM CUCTEMbI
COBPEMEHHDbIX BPAX1OITO

YV Bcex coBpeMeHHBIX Opaxuono B COCTaB MUILIE-
BApUTEJILHOTO TPAKTa BXOMMIT CJEAYIOIINE OTIAEIbI:
KOPOTKA4 [JIOTKA, MUILEBOM, XEJNYI0K, Kya Baaa-
IOT IIPOTOKM ITULLEBAPUTELHOM XKeJIE3bl, U ITUJI0PU-
YEeCKUI OTHEJ, KOTOPBIN TaKXKE HA3BbIBAIOT CPEIHEN
kuikoit (puc. 13). ¥ Rhynchonelliformea nunopu-
YeCcKUI OTAeN cierno 3aMbIkaercs, a y Linguliformea
u Craniiformea 3a TUJIOPUYSCKUM OTAECIOM PacIo-
JIOKEH 3aJIHAI OTAeN KullleuHuKa. [TuieBapurenb-
Has XeJe3a MPEeACTaBIsIeT COO0W CUCTEMY BETBSI-
LIMXCS NUBEPTUKYJIOB, 3aMbIKAIOLIUXCS allTUHYCaMU
M CHOOCOOHBIX K IEePUOANYECKOMY COKpAIEHUIO
(Morton, 1960).

Cpeny coBpeMeHHbBIX OpaxMOIoa MOXKHO BBIIE-
JIUTh YETHIPE TUIIA CTPOCHUS IUILECBAPUTECIBHOTO
TpakTa.

1. U-o0pa3Hblil KUIIIEYHUK, KOTOPBIN pacIiofo-
XeH B (DPOHTATBHOI MJIOCKOCTU KUBOTHOTO U OT-
KPBIBAETCSl aHAJIbHBIM OTBEPCTMEM B MAHTUIHYIO
MOJIOCTh CIIpaBa; ONUCaH y JUHTYJIU(GOPMHBIX Opa-
xuonon (puc. 13, 2).

2. Tlpsgmasa xuineuyHass TpyOKa, B KOTOpPOM 3a-
OHUNM OTHOEN IejacT KOPOTKYIO ITeTII0 M OTKPHIBa-
eTCsl aHaJIbHbIM OTBEPCTHEM Ha 3aJHEl CTOpPOHE
Tejia; BCTpevyaeTcsl y KpaHMM(MOPMHBIX OpaXuoIo
(puc. 13, 6).

3. Crerno 3aMKHyTasl KUIIIedHasl TpyOKa, B KO-
TOPOI 3aIHUI OTHE] KMIICYHMKA ITOJTHOCTBIO pe-
IyLIMPOBaH; OMNUCAaH Yy IpeacTaBUTEIel OTPsSIIOB
Terebratulida u Thecideida (puc. 13, 6).

4. Cnemno 3aMKHYyTasl KuIlleyHasi Tpyoka co cie-
MBbIM pacUIMpPeHUEeM Ha KOHIIe M3BECTHA Y IpeacTa-
Butelieit orpsiaa Rhynchonellida, oburaroniux B ho-
TUYEeCKOM 30He, Takux Kak Hemithiris psittacea (cm.
Hancock, 1858) u Notosaria nigricans (Heory0uI.
JaHHble; puc. 13, a).

[NumeBapuTenbHas cucTeMa y MpeacTaBUTENICH
TpeX MTOATUIIOB OpaxuoIlon UMeeT CXOAHYIO THCTO-
Jornueckyto opranusanuio (Chuang, 1959, 1960;
[lynun, ®@unaros, 1980; Ilynun, 1981; d’Hondt,
1986). Bce otaenbl MUIeBapUTEIHLHOTO TPAKTA UME-
IOT MBIIIEYHYI0 OOKJIAOKy, KOTOPYIO (hOPMHMPYIOT
SIUTEIUABHO-MBIIIEYHbIE KJIETKU 1EIOMUYECKO-
ro snurtenus (Iynun, 1991). Dnurenuii mpocseTa
KHMIIEYHOM TpPYOKM IIPEICTaBIeH PECHUYHBIMU U
JKeJIe3UCThIMU KJIeTKaMU. PeCHUUHbIE KJIETKM CO-
CTaBIISIIOT OOJIBIIYIO YacTh SIUTENNSI MHUILEeBapU-
TEJBHOTO TpaKTa OpaxvoIoj, OCHOBHAS POJIb 3TUX
KJICTOK 3aKJII0YAeTCs B MEPEMEIIMBAHUN M TPaHC-
MOPTUPOBKE YaCTUIl MUIIKM. B snuTenum mmineBa-
PUTENIBHOI XeJIe3bl €CTh 0COObIe PECHUYHBIE KJIEeT-
KM, XapaKTepu3yeMble HAIMIMEM 30HBI ITy3bIPbKOB
M KaHaJIbLIEB, 3aTI0JJHEHHBIX BEIIIECTBOM pa3InuHON
5JICKTPOHHOI TUIOTHOCTH, BaKyoJIell U JIM30COM
(puc. 14, 6). DTu KIETKM Ha3bIBAIOTCS TUILEBAPU-
TeJIbHBIMU, TIOCKOJIbKY OHU YYaCTBYIOT BO BHYTpPH-
KJICTOYHOM TinieBapeHUH. 2Kene3ncThie KIeTKHU
BKJIIOYAIOT CEKPETOPHBIE KJIETKH, YIACTBYIOIINE BO
BHEKJIETOUHOM NulIeBapeHuu (puc. 14, ), u ciu-
3UCThIe KJIETKM, PAacCESIHHBIE 10 BCEMY SIUTEIUIO
MUILEeBAPUTEILHOTO TpaKTa M OTCYTCTBYIOIIHME B
SIUTEUN MTUILEBAPUTEIIBHOM XKeJIe3bl.

Oco0ObIli MHTEpEC TMpPEeACTaBIsieT CO0OW MU-
KPOCKOIUYECcKasi aHATOMUSI CJIETIOT0 OKOHYaHMUS
MUJIOPUYECKOIO OTIejJa PUHXOHE/UIUA, KOTopoe
nMeeT OOJIBIINI JUaMETpP 10 CPAaBHEHMIO C Hadallb-
HOW M CpeNHEW YacTIMU TUIOPUYECKOTrO OTaesa
(puc. 14; Hancock, 1858; I[lynun, 1991). Dnurennii
CJIETIOT0 paclIMpeHusi o0pa3yeT CKJIaakKh, B KO-
TOpBIEC 3aXOOUT Oa3ajbHass MeMOpaHa (puc. 14, 2).
YIbTpacTpyKTypa PECHUYHBIX KJIETOK 3TOr0 OT-
Jieja MUIleBapyuTebHOM CHUCTeMbI CXOJHA C TaKo-
BO1 (paroUTUPYIOIINX KJIETOK MUIIEeBAPUTEIbHON
Kese3bl: anmvKajibHas MeMOpaHa KJIeTOK oOpasyeT
BILSTYMBaHMNS, BhIpaKeHa allMKaIbHasl 30HA MYy3bIPh-
koB u KaHanbleB (ITynuH, 1991). B kieTkax Takxke
MMEIOTCSl BaKyoJu C COIAEPXKMMbBIM Pa3HOM dJIeK-
TPOHHOM TIOTHOCTU. CIIM3UCTHIE KIIETKM, TaK Ke
KakK U B allMHycax IMUIIEBapUTEIbHOM Kee3bl, OT-
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Puc. 13. Mopdosorus nuiieBapuTesibHOM crctembl 6paxuono (mo: Nielsen, 1991, ¢ usamenenusimu): @ — Hemithiris psittacea
(Rhynchonelliformea: Rhynchonellida), ciaeno 3aMKHYTBIIi KWIIEYHUK C pacIIMpeHWEeM Ha KOHIe (OpUTMHAIbHAs CXe-
ma); 6 — Rhynchonelliformea: Terebratulida, cierno 3aMKHYTbII KMIIIEUHUK Oe3 paciliMpeHus (OpurnHaibHas cxema); 6 — Novocrania
anomala (Craniiformea), KUIIEYHUK CKBO3HOI M OTKPbIBAETCSI aHAJIbHBIM OTBEpPCTMEM Ha 3aaHeil ctopoHe Tena (rmo: Chuang,
1960); e — Lingula anatina (Linguliformea), U — 06pa3Hblil CKBO3HOI1 KMIIIEUHUK OTKPBIBAETCS] aHAJILHBIM OTBEPCTHEM B MAHTU i~
HYIO TI0JIOCTh cripaBa oTo pTa (1mo: Chuang, 1959). OpaHkeBbIM 1IBETOM 0003HAYEHBI POT U IJIOTKA, KEITHIM 0003HAUYEH THUILEBOI,
3eJIEHBIM — XeJTyIOK, KpaCHbIM — TUIIeBapUTeIbHAs XKeJie3a, TOIyObIM — IMMJIOPUISCKUIA OTAE, (PUOJETOBBIM — 3aTHUI OTIEI
kueynrka. CTpeiKy yKa3bIBaloT Ha POTOBOE OTBEPCTHE, TOUKAMU 0003HAUEHO aHAJIbHOE OTBEPCTHE KUIIEYHUKA.
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Puc. 14. Oco6eHHOCTH MUKPOCKOTTMIECKOIT aHATOMUY KUTIIeYHO! TpyOoKM prHxoHe uTuabpl Hemithiris psittacea (o [Tynuny, 1981,
C U3MEHEHUSIMHU): @ — YJIBTPACTPYKTypa KJIETOK CJICIIOTO PACIIMPEHUST MUJIOPUYECKOTO OTIeNa, 6 — YIbTPACTPYKTypa MUIIeBapy-
TEJbHBIX KJIETOK MUIIEBAPUTENILHOI KeJIe3bl, 8 — YIbTPACTPYKTYPA CEKPETOPHBIX KJIETOK MUIIEBAPUTENILHOI KeJIe3bl, 2 — Mornepey-
HBI cpe3 Yepe3 CPEeTHIOI0 YacTh MUJIOPUIECKOTO OT/e)Ia KUIIeYHNKa, 0 — TIOTIePeYHbII Cpe3 CJETOTO pacCIIMpeHNs] TUII0PUIECKOTO
otaena. ['paHuilbl KJIETOK Ha GUT. ¢, d He 0603HaYeHbl. O603HaUeHUSI: ar — arrnapat ['0JIbIKH, a31K - alMKaJIbHasi 30Ha MY3bIPbKOB
M KaHaJlbleB, OM — 0a3ajbHasi MeMOpaHa, O — 0Ga3ajibHas IJIAaCTMHKA, BaK — BaKyoJlb, BallM — BIISTYMBAHUS alTMKaJAbHOM LIMTO-
IJIa3MaTUIeCKOl MeMOpaHbl, IJT — rpaHysIa JunodyclnHa, I — IeCMOCOMa, KH — KOPEITKOBast HUTh, J1 — JIUITUIHOE BKIIIOYEHUE,
MB — MUKPOBOPCHHKHU, MUT — MUTOXOHIPUSI, MO — MBbIllIeYHasi 0OKJIa/Ka, M — MUHOLMTO3HBIN My3bIpeK, MO — MPOCBET MH-
JIOPUYECKOTO OTIENa, TICP — MPOCBET CJCMOro pacliupeHusl MUIOPUIECKOTo OTIeNa, P — PECHUYKA, CT — CEKPETOpHast TpaHya,

29— 3HI/ITG]'[PII>T, A — A0po, A0 — AAPbIIIKO.

CYTCTBYIOT. BaxkHO OTMETUTB, YTO MUJIOPUYECCKUI
oTaesl TepeOpaTyaua He oOpa3yeT mogoOHOro pac-
IIMPEHNST, UCTOHYASICh AUCTaIbHO (puc. 13, 0).

5. OCOBEHHOCTHU ®U3NOJIOTUN
MUIIEBAPUTEJIbHON CUCTEMbI

JaHHbIE M0 MUKPOCKOIIMYECKOII aHATOMUU T10-
Ka3bIBalOT, UTO JIsI OpaxuoOIloN XapaKTepHO Kak
BHYTPUKJIETOYHOE IMUILIEBAPEHUE, KOTOPOE IIPEUMY-
IIECTBEHHO IIPOMCXOINT B KJIETKAaX ITUIIEBAPUTEIIb-
HOI1 KeJIe3bl, TaK ¥ BHEKJICTOYHOE (IT0JI0OCTHOE) TTH-
1eBapeHune, KOTopoe MMEET MECTO BO BCEX OTIEax
NUIIeBapuUTeIbHON cucTteMbl. IlojlocTHOE TIHIeBa-

peHUre MOATBEPKIAeTCS TaHHBIMUA OMOXMMUYICCKIX
HCCIIeOBAaHUI, KOTOpbIe ITOKa3ajlud ConepXKaHue
aMuIa3bl, paclIeIUISIoONnIeli KpaxMay, B ITOJIOCTSX
Bcex oTaesoB kuleuHuka Lingula anatina Lamarck,
1801 (cm. Chuang, 1959), a Takxe coaepkaHue IMpo-
Tea3bl, PaCIICTUISTIONICH OCIKI, B SIMTEINU KETYI -
Ka 1 nuiopudyeckoro otnena Terebratulina retusa
(L., 1758) (cm. d’Hondt, Boucaud-Camou, 1982).
B snurenu nuieBapyuTEIBHOTO TPaKTa TaKKe 00-
HapyxXuBaloTcs 1emona3a n xutnHasa (Elyakova,
1972), yTo BaxkKHO 115 TIepBbIX ITAINOB MepeBaprBa-
HUS TUILN.

B knerkax anurenust HI/ILL[GBapI/ITGHBHOﬁ XKEJIe-
3bl O6Hapy}KI/IBa}OTC9[ BC€ OCHOBHLIC TPYIIIbI IMHU-
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LIEBapUTEIbHBIX (DEPMEHTOB (JIMIA3bl, MPOTEa3bl,
YIJIeBOAOJUTUYECKHUE (hepMEHThI) U HaOI0NaI0TCs
(barounTO3HAS ¥ NMMHOLUTO3HAS AKTUBHOCTh PeC-
HUYHBIX KJIETOK, YTO TOBOPUT O BHYTPUKJIETOUHOM
MUIIEBAPEHU U, XapaKTEPHOM TOJIbLKO ISl 3TOTO OT-
nena (Storch, Welsch, 1975).

ITpouecc nmuieBapeHnsT OpaxUoNoI HAUMHAETCST
C TIOIAagaHMs MUIIEBhIX YaCTUL] B IUILEBOM XeJI0-
00K B 10podope, B KOTOPOM OHU 0OBOJIAKUBAIOTCS
CAU3bI0 U (HOPMUPYIOT THUILEBbIE KOMKM. YacTu-
LIbI, TIOIABIIME B IJIOTKY, OKPYXEHHBIC CIU3bIO,
TPAaHCTIOPTUPYIOTCS PECHUYHBIMU TOKAMU B TH-
LIEBO U XKEJIyIO0K, TIe IPOXOIAT HaYyaTbHbIC STAIlbI
MOJIOCTHOTO TiepeBapuBaHMsl. IlnimeBaputenbHast
Xese3a, TUBePTUKYJIbI KOTOPOU CIIOCOOHBI ITepro-
audyecku cokpaiarbes (Morton, 1960), 3atsaruBaeT
MUILY BHYTPb U1 JaJIbHEHMIIET0 BHYTPUKICTOYHO-
ro ImepeBapUBaHMSI. DTOT MPOLECC MOXET IIPOMC-
XOAUTb HEOTHOKPATHO. 3aHUIA OTIE/ KUIIEYHUKA
JIUHTYJIU(GOPMHBIX Y KpaHUUMOPMHBIX OpaxUOIoL
dopmupyer ¢ekaabHbIE MacChl, KOTOPHIE BEIBO-
IgTcd 4depe3 aHyc. Y pUHXOHeUTM(pOPMHBIX Opa-
XMOITOfl HerlepeBapeHHbIe OCTATKM ITepeMelaloTCs
PECHUYHBIMU TOKAMU K IepeaHEeN YacTu XeyaKa,
rae mpeBpalaloTcs B (peKalbHble TPaHYIbl U BbI-
BOISITCS 3a CYET AHTUIIEPUCTAIBTUYECKUX COKpa-
LIEHUI CTEHOK NuiieBoaa 1 rimoTku (Morton, 1960;
Storch, Welsch, 1975). CoaepxkaHue 00JbII0I KOH-
LIEHTPAMKA KPYIHBIX HEOPraHMYECKUX ITaHIUpen
B IMIIEBAPUTEIBLHON CHUCTEME MOXKET IMPUBECTHU
K 3aCOpEHMIO KUIIIEYHUKA 1 HapyLIEHUIO Ipoliecca
MMUIIEBAPEHMUSI.

Oco0eHHOCT TOHKOTO CTPOEHMS CJIENO 3aM-
KHYTOTO pacIIMpeHus IIMJIOPUYECKOro oOTmesa
H. psittacea roBopuT 0 €ro 10MOJHUTEIbHON (DYHK-
LIMOHAJILHOM Harpyske. YJbTpacTpyKTypa KJIETOK,
aHaAJIOTUYHAsI YJIbTPAaCTPYKType KIETOK IIHIIeBa-
pUTEJIbHOI KeJie3bl, HaJuyMe JIM30COM M BaKy-
oJIell C pa3IUYHBIM II0 IJIOTHOCTU COACPXKUMBIM
(puc. 14, a), a TakKe MHOXECTBEHHbIE KapTUHBI
MUHOIIUTO3a MTO3BOIMIN IIPEATIOI0XKUTh, YTO B ClIe-
IIOM pacUIMPEeHUM MIIOPUIECKOTO OTHesa, TaK Ke
KaKk ¥ B IHUIIEBapUTEILHON Kejle3e, MPOUCXOIUT
BHyTpUKJIeTOUHOe TmieBapeHue (ITynwn, 1991).
JaHHOe TIpeAIoI0XeHE ITOATBEPKIAeTCS HATUU K -
eM JUITOGYCIUHOBBIX TPaHYJ, KOTOPhIE SIBJISIOTCS
HEYTUJIN3MPOBAHHBIMU TIPOAYKTAMHU ITHUIIEBapEeHUS
u MetabonmsMa (puc. 14, a; Ilyaus, 1991).

Kpome Toro, 0GoJblIoe KOJWYESCTBO CKJIAHOK
SMUTENMSI, B KOTOPBIE 3aXOIUT Oa3ajibHasi MeMOpa-
Ha, a TaKKe ero MBIIIeuyHas oOkianka (puc. 14, e;
ITynus, 1991) roBOpsT O BEpOSITHOU CITIOCOOHOCTU
3TOTO OTAENAa K COKpallleHUI0. Mbl IIpearnoaraem,
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YTO COKpallleHNe CTEHOK CJIEIOro pacIiupeHus M-
JIOpPMYECKOro OTAeda COBPEMEHHbBIX PUHXOHEJLINI
MPUBOAUT K M3MEIbYEHMIO KPYITHBIX TaHUMpPEH.
DTO, B CBOIO OYepenb, OOJerdyaeT Mx Iepemele-
HUe B OOpaTHOM HarlpaBieHUU, (HOPMUPOBAHUE
dexanmuii n ganbHeiee BwlaeneHue. [Ipm 3ToM
MUTATEIbHOE COAEPXKUMOE Pa3JIOMaHHBIX KIIETOK
MOJBEPraeTCsl BHYTPUKIETOUYHOMY ITUIIEBAPEHMUIO.
Takum o06pa3oMm, pPUHXOHEJIUAbI, OOUTAIOLINE
B (OTHMYECKON 30HE, MO-BUAUMOMY, HUCIOIB3YIOT
CJICTIOC paCIIMpeHUe IS W3MEIbYCHMSI U IIepe-
BapuBaHMSI MAHUUPHOIO IJaHKTOHA. BaxHo oT-
METUTb, UTO B JIMTEpaType OTCYTCTBYIOT HaHHBIE
O HAJIMYUU WIU OTCYTCTBUMU CJEIOTO pacIilupeHUs
y IJIyOOKOBOIHBIX PUHXOHEJLIMI,

SAKJIIOYEHHUE

bpaxunonoabsl Me30301CKOI 3pbl, KOTOpasl Xapak-
TepU3yeTCs] M3MEHEHNEM 3KOJOTMYECKUX YCIOBUI
B OK€aHe, CTOJKHYJIMChH C paHee HEM3BECTHBIM TOJI-
CTOCTEHHBIM TNAHIMPHBIM (UTOIIAHKTOHOM. IDTO
U3MEHEHNEe He MOBJIMSIO Ha Opaxuorioa co CKBO3-
HBIM THUIIEeBAPUTEIbHBIM TPAaKTOM, T.K. M30BITOK
HellepeBapruBaeMbIX HAHIIUPEil CBOOOIHO BBIBOIMII-
csI yepe3 3aIHUM OTaes] KUIeUYHNKA. boablHCTBO
PUHXOHEJUIMPOPMHBIX Opaxuomnon, YyBCTBUTENIb-
HBIX K OOJIBIIIOMY KOJUYECTBY HellepeBapuBaeMbIX
OCTaTKOB M3-3a CJIETIO 3aMKHYTOTO KUIIIEYHUKA,
HE CMOIJIM MPUCIOCOOUTHCS K HOBOMY COCTaBY
MUIIK 1 He BOCCTAHOBUJIM CBOE pa3HOOOpa3ue B Io-
cTnajeo3oiickoe BpeMms (Zezina, 2008).

Mbl mpemiaraeM CAeAyIONIyIO TUIIOTE3Y 3BO-
JIIOLMK PUHXOHEITM(GOPMHEIX OpaXHUOIMoI II0CIIe
MepMo-TpUacoBoro BeiMupaHus (puc. 15). Yactb
OTPSIIOB PUHXOHENTM(OPMHBIX OPaXMOIIO CO Clie-
MO0 3aMKHYTBHIM KHWIIIEYHUKOM, CTOJIKHYBIIIMECS
C HOBBIM MAHIUPHBIM (PUTOIUIAHKTOHOM B ME30-
30€, BBIMEPJIM, HEKOTOpPBIE IIPEACTABUTEIN CTaIn
MO0 XUTh Ha TIyOMHE HUXe (POTUUYECKON 30HBI,
KaKk OOJIBIIMHCTBO COBPEMEHHBIX PUHXOHEJUIN,
MO0 TPUCIIOCOOMINCH K HOBOMY THUMY ITUILU.
Tak, HEKOTOpBIE BUABI PUHXOHEIUINI, TaKWe KakK
H. psittacea u N. nigricans, oduTtawoliiue B ¢GOTU-
YECKOM 30HE, BEPOSITHO, MCIIOIb3YIOT CJIEIOe pac-
HAPEeHNe MTUJIOPUIECKOrO OTAe/a KUIIeYHUKA JIJIst
YMEHbIIIEHUsI 00beMa HellepeBapeHHBIX OCTAaTKOB.
B 1o e BpeMs1 TepeOpaTyaubl ¢ MISKTOJIOMHBIM
Jo(boOpOM MOIYYMIN TTPEUMYIIECTBO Tepe, Ipy-
ruMu OpaxuornogaMy 3a CUeT BBICOKON 3ddek-
TUBHOCTU (PUJIBTPALIMOHHOIO arrapara, KOTOPBIi
CIOCOOEH OTCOPTUPOBLIBATH KPYIMHBIN MaHLUIUPHBII
TUTAHKTOH.
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Puc. 15. l'unote3a aBoouny puHXOHEIMGOPMHBIX OpaxvoTOoI.

B HacTosiiiee Bpemsi OOJILIIMHCTBO Opaxuo-
MoJ cO CUPOJOo(pHBIM JododopoM 0OUTAIOT TUOO
Ha HIDKHEU IpaHulle POTUIECKON 30HBI, TNOO BHE
ee, Torna Kak TepedpaTyIuabl IKPOKO IpeacTaBiie-
HBI Ha pa3JIMYHBIX TJIyOMHAX, SIBJISISICH CaMOIi MHO-
TOYKCJIEHHOM IpyMNou cpeay COBpEMEHHBIX Opaxu-
orox (Carlson, 2016).
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Effect of Posterior Gut Reduction on the Evolution of Rhynchonelliform Brachiopods
A. A. Selischeva', T. V. Kuzmina'

'Lomonosov Moscow State University, Moscow, 119991 Russia

Brachiopods are a group of animals known since the Early Cambrian and thrived in the Paleozoic. After the
Permian—Triassic extinction, there was a significant reduction in the taxonomic diversity of brachiopods.
According to one hypothesis, in the Mesozoic, brachiopods with blind gut could not reinstate their numbers
due to the predominance of shelly plankton. We assume that the terebratulids, the most widespread group of
modern brachiopods, were able to adapt to the changed composition of food due to a more efficient filtration
mechanism of the plectolophous lophophore. Extant rhynchonellids have a blind—closed bulbus end of digestive
tract, which is probably used for crushing and digesting shelly plankton.

Keywords: brachiopods, lophophore, digestive tract, evolution, phytoplankton, extinction
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