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1. BBEJEHUE
1.1. AKTyaJIbHOCTD M CTeNeHb Pa3padoTaAHHOCTH TeMbI UCCJIe0BAHUSA

bpaxuonoasr (Brachiopoda) — 310 oauH M3 HauMeHEe H3yYEHHBIX THIIOB
’KUBOTHBIX, MPEACTABISIONINN OOJBIION WHTEPEC C TOUYKH 3PEHUSI CPAaBHUTEIHHON
aHATOMHUH ¥ TCOPETHUSCKUX BOTPOCOB 3BOJIONUH U (YUIOTCHHUH )KHBOTHBIX. Beero
B UCTOpUHU 3eMJIM HACUUTHIBACTCS, MO pa3HbIM olieHkam, oT 12000 (Harper et al.,
2017; Carranza, Carlson, 2019) no 30000 BugoB 6paxmono (Hyman, 1959; Emig
et al., 2021), mpu 3TOM cOBpeMeHHYIO (hayHy COCTABIIIET TOJbKO 0K0JI0 400 BHIOB
(Emig et al., 2013, 2021). Takum 006pa3om, O0JIbIIAS YaCTh BHIOBOTO pa3HOOOpa3us
OpaxHonoJi CYUTACTCS K HACTOSIIEMY MOMEHTY BbIMEpIIcH. B cBs3u ¢ OobIIAM
BUJIOBBIM OOTAaTCTBOM B TPEIBIIYIIHAE TEOJOTHMYECKHE 3Phl U IOBCEMECTHON
IIPEICTABIICHHOCTBIO B PA3JIMYHBIX CHCTEMaX MOPOJI U PAa3IMIHBIX pErHOHAX 3eMIIH
(Curry, Brunton, 2007) 6paxuorio ikl H3y4eHbI JOCTATOYHO PABHOMEPHO U JICTAIHHO
KaK C TOYKU 3PEHUs TaKCOHOMHH, TaK ¥ MOP(OJIOTUN PaKkoBUHBI. BmecTe ¢ Tem,
MaJCOHTOJIOTHYCCKHE METOAbl B  OOJBIIMHCTBE CIy9aeB HE TIO3BOJISIIOT
BOCCTAaHOBUTH TOJIHYIO KAPTUHY CTPOCHUS JKUBOTHOTO B CBSI3H C HEIOCTATOYHOMN
dboccunmuzanueil MATKUX TKaHEW, ¥ MHOTHE acIeKThl CTPOCHUS, (U3NOJIOTUU H
9KOJIOTHH JIPEBHUX OpPaxHOIO]] OCTAIOTCS HEMOHSITHBIMH. PEKOHCTPYHpOBATh 3TH
aCTICKThI TPHUXOJUTCA MyTEM H3YYCHHUS COBPEMEHHBIX Opaxwomojl, KOTOpbIC,
HECMOTpS Ha CBOE HHU3KOE BHUAOBOE DPa3HOOOpasue, MEMOHCTPHUPYIOT OOJbIIOE
pa3HooOpa3me Kak CTPOCHHS, TaK U afanTaluid K pa3jIMdHbIM MECTOOOUTAHHSIM H
skosornueckuM Hutam (Rudwick, 1965; Emig, 1997). BaxxHo Tak:ke OTMETHTb, YTO
pazHooOpa3ue Opaxuono]i B MOJHON MEpe COXPAaHUIIOCh HA YPOBHE MOJTUIIOB — B
COBpEMEHHOM (hayHe MPEJACTABICHBI BCE TPH MOATHITA OPaXHUOTIO, BEIYIUX CBOIO
ucroputo ¢ panHero naneo3os: Linguliformea, Craniiformea u Rhynchonelliformea
(Williams et al., 1996, 1997). ®unoreHuss OpaxuoIoa JTOBOJLHO IMPOTHBOPEUYHBA
(Williams et al., 1996): moMuUMO TpagUIIHOHHOTO pa3[cieHHs OpaxwoIox Ha
3amkoBbIX (Rhynchonelliformea) u 6e33amkoBbix (Linguliformea u Craniiformea)
CYIIECTBYIOT U JAPYTUe THIIOTE3bI; coriacHo oaHor u3 Hux, Rhynchonelliformea u
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Craniiformea oobenunstores B oy kiany (Gorjansky, Popov, 1986; Williams et
al., 1996).

HawuOosnbIiiee BHIIOBOE pa3HOOOpasue OpaxuOINoja, Kak BBIMEPIIHMX, TaK M
coBpeMeHHBIX, puxoauTcs Ha noatun Rhynchonelliformea (Emig et al., 2013);
KPOME TOr0, MMEHHO 3TOT MOJTHII JEMOHCTPUPYET OO0JbIIOe pa3HOOOpa3ue
CKEJICTHBIX CTPYKTYp, CIyXKaIllMX I ToJAep)aHus Jiodpodopa M CKpEIICHHS
crBopok pakouHbl (Williams et al. 1996); onu ke 1eMOHCTpUpPYET HaUOOIbIIICe
pasnoobpasue popm gododopa (Rudwick, 1970; Emig, 1992; Kuzmina, Temereva,
2019; Kuzmina et al., 2021). Heymusutenbro, uyto umeano Rhynchonelliformea
Cpeau BceX Opaxuorioj] N3y4eHbl HanOoJiee MOJTHO, TOTJa KaK JIBa JPYTHX MOATHIIA
— Craniiformea, paccmarpuBaeMblii B TaHHOM padote, n Linguliformea, — usydensr

KakK 300JI0TraMHi, TaK U ITaJICOHTOJIOraMH B MCHBIIICH CTCIICHH.

OcHoBHBIE PabOTBI MO CTPOCHHIO KpaHUU(POPMHBIX Opaxuonoja ObUIH
BbINOIHEeHBI B KoHIE XX Beka (Joubin, 1886, Blochmann, 1892). ABtops! maHHBIX
paboT MPOSIBIMIM BBICOKYIO HAOIIOAATEIBHOCTh M BHUMATCIBHOCTH K OOBEKTY
CBOHMX MCCJICTIOBaHUH, JICTAIBHO OIKCaB Bce ccTeMbl opraHoB Novocrania anomala
(Mdaller, 1776), npuMeHsist IpU 3TOM TOJBKO JOCTYITHbIE HA TOT MOMEHT METOJbI
NPHKU3HECHHOTO HAOIIOIEHHUS, BCKPBITHS, H3TOTOBIICHHUS THCTOJIOIHUYCCKUX CPE30B
U CBETOBOM MHMKpOCKONUU. CTOUT, OJJHAKO, OTMETUTh, YTO B JBYX YIOMSHYTBIX
paboTax HMEIOTCS 3HAYMTEIbHBIC PACXOXKICHHSA. bojee TOro, MOCIEIYIONIUE
paboThl, Kak OoJiee YaCTHBIC, MOCBAIIEHHBIC KOHKPETHBIM ACIEKTaM CTPOCHUS U
¢busnonorun kpaHuupopMHbIX Opaxuomnon (Hampumep, Bulman, 1939; Robinson,
2014), tak u 0030pHBIC, HampUMEpP, W3BECTHBIA TPAKTAT IO IMAJCOHTOJIOTHH
opaxuomox (Williams et al., 1997), tonbko ycumunu npotuBopeuns. JlaHHas
npobjaemMa MOXET OBITh pelicHa KOMIUICKCHBIM TNPHMEHEHHEM COBPEMEHHBIX
METOZOB  HCCIIEJOBAaHUSA, TaKUX KAk  MHKpOTOMOrpadus, TpEXMEPHBIE
PEKOHCTPYKIIMK T10 JaHHBIM MHKpOTOMOrpadud W IO CEpPUSIM CpPE30B, |

TPAaHCMHNCCHUOHHAA 3JICKTPOHHAA MHUKPOCKOIIHA.



Takum oOpa3oM, HacTosimas paboTa MPEACTABIACT COOON TPETHIO TOIBITKY
JIaTh KOMIUICKCHOE OINHCaHWe TKaHEW W CHCTEM OpraHoB KpaHUU(OPMHBIX
opaxmonon Ha nmpumepe Novocrania anomala (Muller, 1776) nocne muccepranuu
JI. XKy06ena (Joubin, 1886) u monorpadpuu ®. broxmanna (Blochmann, 1892) ¢
IIEPECMOTPOM CTAphIX B3IJISIOB C TIOMOIINBIO COBPEMEHHBIX METOJOB W B
COBPEMEHHOM 300JIOTHUECKOM KoHTeKcTe. OcoOeHHOoe BHHMMaHHWE B padoTe
yACTSETCS CTPOCHHIO CHCTEM OpPraHOB, TPAJAWIMOHHO HCIOIB3YEeMbIX IS
¢unorenernyeckoro u mopdo-pyHimonaasHoro ananu3oB (Masterman, 1898;
Remane, 1950; Siewing, 1980; Rieger, Lombardi, 1987; Manaxos, 1995; Nielsen,
2002; Harzsch, Wanninger, 2010; Temereva, Kuzmina, 2022).

1.2. leab u 3axa4u padoThI

Ieap paboOTHI:

Ananm3 aHaromuu M yineTpacTpykTypsl Novocrania anomala mns mopdo-
(YHKIHMOHAJIBHBIX PEKOHCTPYKIMA W B CBETE MNPOOJIEMBl 3BOJIOLMH IJIaHA

CTpOEHUS OPaXUOMO/I.

3ajiaum pabOTHI:

1. U3yuuts Mopdosoruio u aHaTOMHUIO cucTeM opraHoB Novocrania anomala,
CTpPOEHHE KOTOPBIX BAXKHO IS (DUIOTEHETHYECKHX PEKOHCTPYKIUH U Mopdo-

(GyHKIIMOHATIBFHOTO aHAJIN3a.

2. HBy‘II/ITL THUCTOJIOTHYCCKOC U HUTOJOTHYICCKOC CTPOCHHUC CUCTCM OPI'aHOB C

IMPUMCHCHUCM KOMILIICKCAa METOOOB COBpCMCHHOfI 300JIOTHH.

3. TlpoBecTn aHaaM3 TOJYYCHHBIX JAHHBIX C IMO3UIHWH (DYHKIIMOHAJIHLHOM
MOP(OJIOTUH U TPEIOJIOKUTH BO3MOKHBIC MEXaHU3MbI ABMWkKeHUs Jododopa u

PACKPBITHS CTBOPOK PAKOBUHBI.

4. TIlpoBecT CpaBHUTEIBHBIM AaHAIU3 TMOJYYEHHBIX pE3yJbTAaTOB U
MPEUIOKUTh  CIICHAPUN  DIBOJIIOLMOHHBIX TpeoOpa3oBaHU IJlaHA CTPOCHUS

OpaxuoIo.



1.3. O0beKT U npeaAMeT UCCJIeI0BAHUS

OO0bekToM uccieaoBaHus sBisieTcss Opaxuonoga Novocrania anomala (Mdller,
1776) u3 cemeiicta Craniidae orpsma Craniida kmacca Craniata moaruma
Craniiformea. Cunonnmus pojia okasana B padore JIu u bpantona (Lee, Brunton,
1986).

[IpeaMeTOM uCCIENOBaHUS SABIISIETCS aHATOMUYECKAas, TMCTOJOTMYECKas M
IIUTOJIOTUYECKAst CTPYKTypa pa3iumyHbIX TKaHed m cuctem opranoB N. anomala,
CTPOEHHE KOTOPBIX TPAIULIMOHHO UCTIOIB3YETCS 1151 (PUIOTEHETHUECKOTO U MOP(O-
(YHKIMOHAJIBPHOTO AQHAJINW30B: IOKPOBHOTO M LEIOMUYECKOTO SIUTEIHUEB,
LEJIOMHYECKOW, MBIIIEYHOM U HepBHOM cucteM. Kpome Toro, B pabdore
3aTparuBarOTCs BOITPOCHI Mopdonoruu UCCIIEyEMOTO BUJIA
(koMIapTMeHTaInU3aIus Tena, Mopdoiiorus 1ohodopa, MBI U APYTHX OPTraHOB),
a Tak)Ke€ HEKOTOphIe (PU3MOJOTHUECKHE ACHEKThl (B KOHTEKCTE (DYHKIIMOHATBLHOU

MOP(OIOTUN).
1.4. HayyHasi HOBH3HA HCCJIeI0BAHUS

BnepBoie st kpaHMMGOPMHBIX  Opaxwomnoj] JAETaJbHO ONHCaHa W
PEKOHCTPYUPOBAHA AHATOMHS LIEJIOMUYECKON M MBIIIEYHON cucTeM. BriepBoie st
KpaHuU(POPMHBIX Opaxuoroy JETAIIBHO OmnucaHa YIABTPACTPYKTYpa

SIHUTCIIMAJIbHBIX, HCPBHBIX WU MBIIICYHBIX TKaHEH BO BCEX opraHax U OTACJIax TCJia.

B Hacrosimieit pabote mpeqnaraercd NPUHUUIT NEPECMOTPAa TEPMUHOJIOTUU
MBIIIICYHON cHcTeMbl Opaxuomnoa. BmepBeie moapoOHO 0O0Cykmaercss paHee
OIKCaHHAas FeTEPOTEHHOCTb MBILIL], CBA3aHHBIX C PAKOBHUHOM (KpOME TOTO, BIIEPBbIE
reTepOreHHOCTh MYCKYJaTyphl IOKa3aHa Mg KPaHUU(POPMHBIX Opaxuoron).
BnepBrie mogpoOHO U Ha OonbiIoM Habope (PaKTUYECKUX MAaHHBIX 00CYXKTAeTCs
MEXaHHU3M PACKPBITHS CTBOPOK PAaKOBHHBI KPaHHUH(POPMHBIX OpaxHOIoJ, a TaKke

MEXaHHU3MBbI PETPAKIIUU U pacIpaBICHUs pyk jododopa.



BHCpBI)Ie HJIs1 B3pOCIIBIX 6anI/IOH0,Z[ IMOKa3aHO 3aHC-TICPEAHCC PACIIOIOKCHUC
BBIACIUTCIIBHBIX OPraHOB, CBHACTCIBLCTBYIOIICC 00 M3ruOaHun HepeﬂHe-BaHHeﬁ

OCH T€Jla OJIMTOMEPHOTO IpeiKa OpaxuoIo/.
1.5. TeopeTrnueckas U NPAKTUYECKAS 3HAUYMMOCTb MCCJIEIOBAHUS

[lonyuyeHHble B  XOJ€ MCCJIEAOBaHUSA  PE3yJIbTaTbl MPEACTABISIOTCS
TEOPETUYECKH BAXKHBIMHU B CBET€ PEKOHCTPYKIIMM SBOJIOLUMU TUIAHA CTPOEHUS
Opaxuomnoj, a Takke (yHKIUOHUPOBAHHWS W (U3HOJOTUU PA3TUYHBIX CHCTEM
opraHoB. IlonmydeHHble AaHHBIE MOTYT OBITh TIOJIE3HBIMU [IJISi IIPOBEICHUS
MOCJIEYIONUX padoT Mo MOp(OJOrMH, aHATOMHH, PA3BUTHIO U CHUCTEMATHKE
COBPEMEHHBIX Opaxuomnoj, a TakKe CO3/Ial0T MNPEANOCHUIKA JUIS  YIy4IICHUS
MOHUMAHUSL  Pa3JIMYHBIX  ACMEKTOB  OMOJIOTMM  MHOXXECTBA  BBIMEPIIHMX
KpaHuu(opMHBIX Opaxuonoja. Pe3ynbrarsl paboThl MOTYT OBITh BKJIIOYEHBI B

OOLIMPHBIN (PUITOTEHETUYECKHUI aHATIU3 COBPEMEHHBIX U BBIMEPIINX OpaxXruOMo/I.

Pe3ynbTaThl W BBIBOABI JAHHOW pabOTBl MOTYT OBITh HMCIOJIb30BAHBI IPHU
IPOXOXKJEHUN CTYJEHTAMHM pa3JIMYHBIX KypCOB, CBSI3aHHBIX C 300JI0THEN
0€CrnO3BOHOYHBIX, KaK OOIIMX, TaK U CHELHaNbHbIX. Pe3yabTaThl JaHHON pabOTHI
3aKpPBIBAIOT TpoOE], HMEIOMUKUCI B Y4EeOHBIX TOCOOMSIX TIO 300JIOTHH
0ECMO3BOHOYHBIX M KaCArOUIMIICS KpaHUU(OPMHBIX Opaxuomnoj, U MOTrYT OBbITh
BKIIIOYEHBl B Oyaymmue yuyeOHble mnocobus. Kpome Toro, KOMILIEKCHbIE
PEKOHCTPYKIMM Pa3IMYHBIX CUCTEM OpPraHoOB, MOJIyYEHHbIE B HAcTOALIECH paborte,
MOTYT  TOCIYXHUTh  HAIJSIAHBIM ~ JIEMOHCTPALIMOHHBIM ~ MaTepuaioM IS

O3HAKOMJICHUS CTYJICHTOB C aHATOMHEHN Opaxuomno.

Pe3ynbraThl maHHOW pabOThI MOTYT OKa3aThCsA MPAKTUUECKH BAKHBIMH JIJIS

MAaJICHTOJIOTOB, CICIUATN3UPYIONINXCS Ha U3YUYEHUU OpaxuoTO/I.
1.6. MeTomoJiorusi HccJie10BaHUS

MeTonoa0rnyecko OCHOBOM JAHHOM JUCCEPTALMU SIBJISICTCS KOMIUJICKCHBIN
MOAXO0J K W3YYEHHIO, IMPEKIE BCEro, aHATOMUU MCCIEAYEMOro BHJA, YTO

BBIp@KAETCS Kak B OOJBIIOM KOJWYECTBE Marepuana (Tak, IS HW3Y4YEHUs
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TMCTOJIOTMYECKON OpraHu3aluyl W IOJy4YeHHUS TPEXMEPHBIX PEKOHCTPYKLUUN
IOJ[yY€HO BOCEMb IIOJIHBIX CEpUH T'MCTOJIOIMYECKHUX CPE30B), TaK U B OOJBILIOM
pa3HOOOpa3uM MPUMEHSAEMBIX METOJOB HCCIEIOBAaHUS MW  BU3yalIU3alud
(mpenapupoBaHHe, TUCTOJIOTHS, CKaHUPYIOLIas U TPaHCMUCCUOHHAs dJIEKTPOHHAs
MUKPOCKOIHSA, KOMIBIOTEpHAas MUKpoToMorpadus, 3D-pexoncrpykuun). Kpome
TOTO, 3HAYUTEIHHOE BHUMAHUE YJIEJIEHO 0030py YK€ MMEIOLIUXCS JIMTEPATypPHBIX
JaHHBIX, YTO, C OJHOW CTOPOHBI, MCKJIIOYAET BO3MOXHOCTH IEPEOIUCAHUS YKE
U3BECTHBIX (DAKTOB, a C JAPYroi, moMoraeT n3berarb HaAKOIUJICHUS emié OONbIIEro
KOJIMYECTBA IMPOTUBOPEUYNI, CBA3AHHBIX C WIHOPUPOBAHHUEM THIIOTE3 PA3HBIX

aBTOPOB M OTCYTCTBUEM HX BEPUPHUKALIUY.
1.7. I1oJ10:keHNsl, BBIHOCMMbIE HA 3aLLUTY

1. HWcnonp3oBanue Metona 3D-peKOHCTPYKIMH IO3BOJIAET IO-HOBOMY
OIMcaTh KOMITApTMEHTaIU3aIuio 1eoma Novocrania anomala u BBISIBUTH B €0

COCTaBC paHCC HC OIIMCAHHBIC OTACIIBI.

2. llemomuueckas cucrema Novocrania anomala sBasieTcss MIECTHYACTHOM

(rexcanmapTUTHOW) U YHHUKAJIbHA CPEIU BCEX OPaXHOIIOI.

3. Ctpoenue u pacnojoxenue rpymnn Meimi y Novocrania anomala mo3sossiet
Ipeanoyiarath JUisl HUX omnpeaeieHHble (QyHKIuU. MMeHHO (YyHKIIMOHAIBHYIO
HArpy3Ky MBI CJIEIyeT WCIOJb30BaTh JUIA COCTaBJICHHS HOMEHKJIATYPBI

MBIIIEYHON CUCTEMBI y OPaXHOIO B LIEJIOM.

4. ®opma otmevyarkoB Mbimi y Novocrania anomala BappupyeT B HIMPOKHX
npejenax, 4ro JejJaeT STOT MPHU3HAK HEMPHUTOJHBIM JUIS OIMKMCAHUS HOBBIX

TAKCOHOMHWYCCKUX CAWHUI] HAa OCHOBEC N3YUCHUS ITAJICOHTOJIOIrHYCCKOTO MaTepualia.

5. Kpanundopmusie Opaxuomnoapl 00Jagal0T THAPABINYECCKUM MEXaHU3MOM

PACKpBITUS CTBOPOK PAKOBUHBI.

6. Kpanundopmubsie Opaxuomnoabl 00Jadal0T apXamdHOHW ITUTOJIOTHYSCKOM

Opra’u3anyen SIUTEINAIbHON, MBILLIEYHOW U HEPBHOW TKAaHMU.
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7. Y Novocrania anomala npucyTcTByeT 3aJiHUH BBIPOCT TYJIOBHINA, KOTOPBIH
10 TIOJIOKEHUIO U TUCTOJIOTUYECKOMY CTPOCHHUIO MOKET ObITh TOMOJIOTU3UPOBAH C

HOKKOM JIpyrux Opaxuorno.

8. B cTpoeHMH BBIACIUTENBHON CHCTEMBI B3POCHBIX IPEACTaBUTEICH
Novocrania anomala M0OXHO BBISIBUTH CBHUIIETECIBCTBA «CKJIAJBIBAHUSA» Tea Ha

BEHTPAJIbHYIO CTOPOHY, KOTOPOE, BO3MOKHO, UMEJIO MECTO B 3BOJIFOLIMM BCErO THUIIA.
1.8. JInuHblii BKJIAJ aBTOpPA

ABTOp JHcCEepTallM COBMECTHO C HAy4YHBIM PYKOBOJMTENIEM pa3padoTal
MpPEABAPUTENBHBIN TUIAaH U METOJIOJIOTHIO HCCIIEIOBAHUA W JIMYHO YTOYHSUT
MOAU(UIIUPOBATI UX HA BCEX dTanax paboThl, CAMOCTOSTEIBHO MPOBEN MOJHBIM

JUTEPATYPHBIA 0030p MO TEME IUCCEPTALUU.

ABTOp gucceprauuu coOpasi W 3apuUKCHUpOBaT  KUBOM  MaTepual,
MCIOJIb3yeMblii B auccepranuu, coBMectHo ¢ E.H. Temepeson, H.E. bynaesou u
H.H. Pumckoii-KopcakoBoii. ABTOp CaMOCTOSTENBHO MNPOBEN MOCT(PHUKCALUIO U
o0paTKy Bcero coOpaHHOro MaTepuaa, MOArOTOBUI MaTepHall JIisl UCCIIEIOBAHMS
METOJIAMU MHUKPOCKOIIMYECKONW TEXHUKH, YJBbTPATOHKOW PE3KH, CKAaHUPYIOUIECH U
TPAHCMHUCCUOHHOMN AIEKTPOHHOMN MUKPOCKOIINH, KOMIIBIOTEPHOU

MUKpPOTOMOTpa(uu.

Bce ucnonb3oBaHHbIe B pab0TE TUCTOJIOTHYECKHUE U MUKPOTOMOTpauueckue
JIaHHbIE TIOJIy4eHbI aBTOPOM JINUHO. BKJ1ag aBTOpa B M3rOTOBJICHUE YIBTPATOHKHUX
Cpe30B (I MOCIEAYIOIETO UCcclIeAoBanus MeTogoM TOM) cocraBiseT 0koJo 3/4,
OCTalIbHbIE yIbTpaTOHKWE cpe3bl Obuin  m3rotoBieHsl E.H. Temeperoii.
N3o0paxkeHust yJIbTPACTPYKTYyp TOJYYEHbI aBTOPOM JIMYHO TIpu paboTe Ha

TPAaHCMHUCCUOHHBIX U CKAHUPYIOHIUX 3JICKTPOHHBIX MUKPOCKOIIAX.

ABTOp JUYHO TOATOTOBWI (oTOrpaduu, PUCYHKH, CXE€MBl U TPEXMEpHbIE
peKkoHCTpyKimu. Bce wumeromuecs B JaHHOW paboTe TaOJIMLBI C PUCYHKAMHU
CAENaHbl aBTOPOM CaMOCTOSITENIbHO. TEKCT AuccepTalyy ITOJHOCTBIO HaIlKCaH

aBTOPOM C YYETOM 3aMEYAaHHMI CO CTOPOHBI HAYYHOT'O PYKOBOIMUTEINS, a TaKKe
10



PCUCH3CHTOB CTaTeﬁ, Halnmed4aTaHHbIX II0 TEMC OUCCEPTAllMKM B pPa3JIUMYHBIX

KypHaJax.
1.9. Anpo0anus pe3yibTaTOB JUCCEPTALUMN

OTtaenbHBIE pe3yJbTaThl JUCCEPTALMOHHOIO MCCIEIOBAaHUS JOJIOKEHBI Ha 5
HAy4YHBIX KOH(pEpeHIUAx B (opMe YeThIPEX YCTHBIX JOKIAIOB (TPEX HA PYyCCKOM
A3bIKE M OJHOTO Ha AHIJIMICKOM) M OJHOTO CTEHJIOBOrO JOKJIada (Ha PyCCKOM

A3BIKE):

1. Inangua ®.A., TemepeBa E.H. AHatoMus NEIOMHUYECKOW CHUCTEMBI
opaxmonoasl Novocrania anomala (IX MexayHapoaHas Hay4HO-IPaKTHYCCKast
koHpepeHus «Mopckue wucciaegoBanus u obpaszopanue» MARESEDU-2020,

Mockga, 24-31 okTsa0pst 2020 r.) (YCTHBIN JOKIIAT)

2. Plandin F.A. The first 3D reconstruction of the coelomic system in
Novocrania anomala (Brachiopoda, Craniiformea) (2nd Young Researcher Meeting
Morphology, Bena, Ascrtpus, 24-26 d¢epans 2021 r.) (ycTHBIA JIOKJIax Ha

AHTJIUACKOM SI3bIKE)

3. Inangua @.A., TemepeBa E.H. Crapas rumnore3a NpoOUCXOXKICHUS
Opaxuoro/1 B CBETE HOBBIX IaHHBIX 0 cTpoeHuu Novocrania anomala (Brachiopoda,
Craniiformea) (XXVIII MexayHaponHas Hay4dHas KOH(EpEHUHUs CTYJEHTOB,
acCIMpaHTOB M MoJIOALIX yueHbIX "JlomonocoB 2021", MockBa, Poccus, 12-23

anpesnst 2021 r.) (YCTHBIN TOKJIaT)

4. IInangun @.A., Temepea E.H. HoBble naHHble 1O oOpraHuzanuu
myckynatypel Novocrania anomala (Brachiopoda, Craniiformea) B cpaBHEHUH C
KjJaccuueckumu  paboramu  (Bcepoccuiickas  HayuyHas — KOoH(epeHIUS ¢
MEXKIYHApPOIHBIM  yYacCTHEM, ITOCBSILEHHAs 85-netuto  benomopckoit
ononornyeckor cranmmu uM. H.A. Tlepmoa, moc. Ilpumopckuii, Pecrmybmuka

Kapenust, Poccust, 15-18 centsa06pst 2023 1.) (CTEHI0BBIN JOKIaM)
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5. [Mnangun ®@.A., TemepeBa E.H. Yiubrpactpykrypa snutenueB jododopa u
mrynaner; Novocrania anomala (Brachiopoda, Craniiformea) (XII MexayHapoaHas
Hay4HO-TIpaKTH4ecKass KoHpepeHnus "Mopckue HcclieqoBaHus U 00pa30BaHUE -

MARESEDU 2023", MockBa, Poccus, 23-27 okTts16pst 2023 1.) (YCTHBIN AOKIIAN)
1.10. ITy0osiukanum HA TEMY IUCCEPTALMH

IIo Teme AUucCcCpTannumnu OHY6JII/IKOB8,HO TPpHU CTATbH B JXYPHAJIaX, BXOIAIINX B

0a3sr qanabIX Web of Science u Scopus.

1. Plandin F.A., Temereva E.N. Anatomy of the coelomic system in Novocrania
anomala (Brachiopoda, Craniiformea) and relationships within brachiopods //
Zoology. —2021. — Vol.144, No.125884. — P.1-11. 1,3 m.n./1,0 1. JCR 1,6.

2. Plandin F.A., Temereva E.N. Anatomical data on Novocrania anomala
(Brachiopoda: Craniiformea) support the “brachiopod fold” hypothesis //
Invertebrate Zoology. — 2023 — Vo0l.20, No.3. — P. 269-279. 1,3 m.n./1,0 m.a. SJIR
0,569.

3. Plandin F.A., Temereva E.N. Revision of the muscular system in the brachiopod
Novocrania anomala using 3D reconstruction: functional and paleontological
significance // Journal of Morphology. — 2024. — Vol.285, No.3. — P. 1-16, e21685.
1,8 m.a./1,6 m.a. JCR 1,5.

Bo Bcex BBINICYKA3aHHbIX Hy6J’II/IKaI_[I/IHX BKJIaJ] aBTOPa AUCCCPTALUN ABJIACTCA
OIIPpCACIIAIOIINM. ABTOp AJUuCCCpTaiu CaMOCTOATCIIbBHO BBIIIOJIHWII BCC IIIAru
HCCIICAO0BAHMA, BKIIIOYas IMOATOTOBKY MaTCpHajld, M3rOTOBJICHUC CCpI/II>'I CpC30B U
TOMOFpa(I)I/ILIeCKI/IX C”béMOK, MHUKPOCKOIIMYCCKUC HCCICAOBAHNA, IIOATOTOBKY
TaOJIMI] C PUCYHKAaMU M HalMCaHHWE TEKCTOB cTarteil. OOCyx aeHue pe3ylbTaToB,
IIPaBKa PYKOIIUCEN U MIUTKOCTPALMI K HEN OCYILECTBIISJIACh COBMECTHO C COABTOPOM

(Bo Bcex cimyuasix — E.H. Temepenoii).
1.11. CtpykTypa u 00b€éM quccepTannu

Tekcr nuccepranuu U3noXkeH Ha 243 cTpaHUIAX M COCTOUT M3 CIIETYIOITUX
IJIaB: BBeAEHUE, 0030p JUTepaTypbl, MaTepual W METOJbl, pPEe3yJbTaThl,

12



06CY}K,IICHI/I€, 3aKJIIOYCHHEC, BbIBOJblI M CIHCOK JIMTCPATYPEL. KpOMC TOro,
AUCCCpTauusa BKIHOYACT B cebs TPHU IPUTTOKCHUA, COACPKAIINX JOIIOJITHUTCIIBHBIC

HWIUTIOCTpal U IIPOTOKOJIBI IIOATOTOBKH 00BEKTA.

B tekcte auccepramuu umeetcst 6 Tabmaun, 62 pucynka. Ciucok JTUTepaTypsbl
BitouaeT 195 umcrounumka, m3 koTopbix 14 — Ha pycckoM s3bike, 181 — Ha

WHOCTPAHHBIX (BKJIIOYAs aHTJIMACKUI, HEMELKUI U (PPaHILy3CKHI SI3bIKN).
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2. OB30OP JIUTEPATYPbI
2.1. IIpoucxo:kaenue, IBOJTIONUA U CHCTEMATHKA OPaXHoONoJ
2.1.1. Ilaneonmonocuueckue ceudemenbCmea paruel UCmopuu opaxuonoo

Bpaxuormnoibl MOSBISIOTCS B MAJICOHTOJIOTHYCCKOHN JICTOMMMCH B KEMOPHICKOM
neproje mnaieo3oiickoit 3pbe1 (Bitner, Cohen, 2013), npu 3TOM yXe B HIDKHEM
KeMOpHY OHH IEMOHCTPHUPYIOT OOJIBIIIOE TAKCOHOMHUYECKOE pazHooOpasue, B CBSI3U
C YeM MPEJIO0JIaraeTcsi, YTO UCTOPHUS TOTO THITa Havasach emié 10 kemopus (Bitner,
Cohen, 2013). B pesymeratare KemOpuiickoro B3pbiBa OHOpa3HOOOpa3Us
HOSIBUJIUCH OpaxHoNo/bpl, MpuHaAIexkanme k moarunam Rhynchonelliformea wu
Linguliformea, a taxke Craniopsida u3 nmoaruma Craniiformea (Bitner, Cohen,
2013). DOtu mnepBbie OpaxWOMOIBI 3aHUMATH YK€ B KEMOPHHCKHX MOPSIX
pa3HooOpa3Hble IKOJOTHYECKUE HHIIU. OTMEYAETCS, YTO PHHXOHEIUTU(POPMHEIE
OpaxuoIoIbl TOTO BPEMEHH 3aHUMAJIA B OCHOBHOM MEIIKOBOJIHBIC MECTOOOUTAHUS,
a TUHTyIudopMHbIe Opaxruomnoabl oouTanu 0osee riry0ooKo, 3a4acTy0 Ha MECYaHbIX
rpyntax (Harper et al., 2017), mogo0HO COBPEMEHHBIM MPEACTABUTEIIIM POJIOB
Lingula u Glottidia. Ctout, omHaKO, OTMETHTh, YTO COBPEMEHHBIC JIMHTYJIHUJIbI
OOMTAaIOT B OCHOBHOM Ha MEIKOBOIBSIX M B JIMTOPAIBHOW 30HE. 3aceieHue
JMHTYIU(QOPMHBIME ~ OpaxWoNoJaMH  MEJIKOBOAMNA  TPOUCXOIWIO YXKE B
OPJIOBUKCKOM TIEPUO/IC; BMECTE C TEM OTMEYASTCS M MPOJIOJHKCHUE PACCEIICHUS UX
B IIIyOOKOBOJIBSIX, B TOM YHCIIE B IBTPO(HBIX 30HAX C HEJOCTATKOM KHCIIOpOJa
(Harper et al., 2017). Uto kacaercsi puHXOHEIUTH(GOPMHBIX OpaxHuomo, B KeMOpUU
OHH e11Ié He BKITIoYaiu B ce0st coBpeMennbie otpsibl (Rhynchonellida, Terebratulida
u Thecideida), a ObulM mpeACTaBIEHb  OPTHAAMH, MPOTOPTHIAMH,
OWJUIMHTCEIUTUIaMU  UIICHTAMEPHIIaMHU, a Takke «0a3albHBIMH» TpPYIITIaMU
Kutorginida, Obollelida u Chileida, cefiuac BbiAeIIEMBIMH B OTACIBHBIC KIACCHI

(Williams et al., 1996; Bitner, Cohen, 2013; Harper et al., 2017).

B OPAOBHKCKOM  IIEpHUOAC HPOUCXOIHUT CYIICCTBCHHOC  YBCIMYCHUC

pa3H006pa31/1>1 6anI/IOHOI[ KaK Ha YPOBHC KJIACCOB U OTPAAOB, TadK U Ha POAOBOM
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yposue (Harper et al., 2017). B oco6eHHOCTH 3TO Ka3acaeTcs 3aMKOBBIX OpaxHoIo]
(Rhynchonelliformea); Tak, B opaoBuke mosBsieTcs otpsa Strophomenida,
KOTOPBI  OBICTPO  3aHMMAaeT JIOMHHHPYIOLIEE IMOJIOKEHHE B  OCHTOCHBIX
COO0O0IIIECTBAX, a TAK)Ke TIEPBBIN M3 COBpeMeHHBIX oTpsaoB — Rhynchonellida (xmacc
Rhynchonellata) (Williams et al., 1996; Harper et al., 2017). HaibHeiiniee
YBEIIMYCHUE PA3HOOOpa3usi U IUBEpCU(UKALNS 3aMKOBBIX OpaxHOMOJ] CBSI3aHBI C
TaKUMHA TPHUCIIOCOOJICHHMSIMH, KaK pa3IMYHbIe MOAW(PHUKAIUN HOXKH IS
npucriocoOeHns e€ kK pasauaHbiM cyoctparam (Richardson, 1981; Harper et al.,
2017), upaszButue 3amkoBoro ammnapara (Harper et al., 2017), a no3auee, B cpeHeM
U TIO3]IHEM I1ajie030€ — YCJIOKHEHHe Mopdosoruu yododopa sl yBEIHUSHUS
0N (PUIBTPYIOLIEN TOBEPXHOCTH U OoJiee 3(PPEKTUBHON COPTUPOBKH YACTHUI]
(Harper et al., 2017; Kuzmina, Temereva, 2019). Kpome Toro, B OpJOBHKE
HOSIBJIICTCS eIIE OJTMH COBpeMeHHbBIN oTps Opaxuonox — Craniida (Bitner, Cohen,
2013; Harper et al., 2017). Ilonayany XpaHUUABI OBUIA, BIPOYEM, TOJBKO
MHUHOPHBIM KoMmroHeHToM (aynbl (Harper et al., 2017). CBsa3p kpaHUU(GOPMHBIX
OpaxHonoJi ¢ KaKOH-Tu00 M3 BBIMEPIINX KEMOPHHCKUX MM OPJOBUKCKHX TPYIII
YCTAaHOBUTh HE yHna€rcs; TMpeArnoiaraeTcs, OJHAKO, YTO KpaHUH(POPMHBIC
Opaxuornobl (BKITIOYas OSIBUBIIUICS yke B keMOpuu otpsin Craniopsida) morim
uMeTh o01ero npeaka ¢ 3amkoBbiMu Chileata; nmpenmonaraercst ux nmegomopdHoe

npoucxoxaenue (Harper et al., 2017).

B koHIIe Op/10BHKa IPOUCXOIUT BEIMUPAHUE; OTMEUAETCS, YTO I Opaxuomno/y
OHO MPOILIO OTHOCUTEIBHO «MATKO» U HE ObLI0 TakcoHocnenuduyHsiM (Harper et
al., 2017), B omiMyHMe OT MEPMCKO-TPUACOBOTO BBIMHpAHHS (CM. HHXKE).
HauGomnbiiero pasHooOpa3usi Opaxuomojibl JAOCTUTAIOT B JICBOHCKOM TIEPHOJE
(Bitner, Cohen, 2013); B wacTHOCTH, B JcBOHE mosBiseTcs otpsa Terebratulida,
COCTaBJISIONINI HambOoJbIee pasHooOpa3re COBpeMEeHHBIX Opaxuomona (Harper et

al., 2017; Emig, 2021).

Yxe K KaMEHHOYTOJbHOMY TE€pUOAY BBIMHUPAIOT HEKOTOPBIE OTPSIbI
Opaxuomnoj; Tak, YK€ K O3TOMYy BpPEMEHH Ccpeau «0e33aMKOBBIX» (TO eCTh
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JUHTYJIU(POPMHBIX M KpaHUM(OPMHBIX)  OpaxMoOIojJ, OCTAlTCSA  TOJBKO
coBpemenHbie oTpsiasl Lingulida u Craniida. Oxgnako HaunbGonee kaTacTpouiecKu
pasHooOpa3ue OpaxWomoj] yMEHBIIMIOCH B pE3yJIbTaTeé MAacCOBOTO MEPMCKO-
tpuacoBoro BeiMupanus (Carlson, 2016; Harper et al.,, 2017), B pe3synbTaTe
KOTOPOTO BEIMEPJIO IIECTh OTPSIIOB OpaXHOIO/, B YaCTHOCTH, 3aMKoBbIe Spiriferida,
CUMTAIOIINECS OJHHUM M3 CaMbIX MOP(OJOTHYECKH «IPOJABHHYTHIX» OTPSI0B
opaxuonos (Harper et al., 2017). HekoTopslie Ipyrue oTpsabl 3aMKOBBIX OPaxroIo/
(Productida, Athyridida) mepesxuiu mepMcKo-TpuacoBOe BBIMUPAHHUE, 3HAYUTEITHHO
COKpaTHB CBOE pa3HOOOpa3ue, OJHAKO MOJHOCTHIO UCYE3JIH K KOHIYy TpHaca WU K
Havajdy IOpel. BMmecte ¢ TeM, MMEHHO B TpHace MOSBIACTCS TOCICIHUNA U3
JOKUBIIMX JO HACTOSIIErO0 BpPEeMEHH OTpsIoB Opaxwomoa — Thecideida;

IperoiaraeTcs, 4To OHU UMEIOT negoMopdHoe npoucxoxacuue (Bitner, Cohen,

2013).

Kak BHIHO U3 TaHHBIX, MPEACTABICHHBIX B 0030pHBIX padoTax (Carlson, 2016:
Fig. 8; Harper et al., 2017: Fig.7), mepMCcKO-TpHacoBOE BHIMUPAHHUE MOBJIHSIO HE
TOJILKO (M, BO3MOXKHO, HE CTOJILKO) Ha pa3HOOOpasre Ha yPOBHE KJIACCOB M OTPSIIOB,
HO ¥ B 3HAYHMTEJILHOW CTEIIEHU Ha POJOBOC M BHI0BOE pasHooOpasue (Shu-Zhong,
Shi, 2002). Oco0GeHHO CHIBHO TEPMCKO-TPHACOBOE BBIMHPAHHE 3aTPOHYJIO

3aMKOBBIX Opaxuomnon (Curry, Brunton, 2007).

BaxHo OTMETUTH, YTO TMOCIIE MEPMCKO-TPUACOBOTO BEIMUPAHUS OPaXHOMOIbI
HE CMOTJIM BOCCTAHOBUTH 3TO pa3HOOOpa3ue, YTO PE3KO OTJINYAET ITO BRIMUPAHUE B
cpaBHeHMH ¢ To3aHeopaoBukckuM (Harper et al., 2017), mo3gHeCHIypCKUM U
no3nHeaeBoHckuM (Carlson, 2016). Oto ¢dakt B nuTepatype OOBICHSIETCS IIO-
pa3zHoMY, OOJIBIIMHCTBO T'MIIOTE3, BIPOUYEM, CBA3BIBAECT BhIMUpaHHE OpaxHOIoJ ¢
OJTHOBPEMEHHBIM YBEIMYCHHEM pa3HoOOpa3usi JIBYCTBOPYATHIX MOJUIFOCKOB

(Bivalvia).

Haubonee pacnpocTpaHéHHas B IIMUPOKUX Kpyrax TUIIOTE3a MOCTYJIHPYET
CHIDKEHHE pa3HooOpa3usi Opaxuomoj B pe3ysbTare MNpsSMOM KOHKYPEHLIHU C

Bivalvia, 3anuMarommmu cxogabie skosoruueckue Humm (Liow et al., 2015) u
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00JaaroMMU MPEUMYIIECTBOM B (DM3HOJOTUUECKHUX acleKTax — 00jiee BHICOKUM
oOIMM ypoBHEM MeTabonm3Ma u Temnamu pocta (Steele-Petrovic, 1979; Liow et
al., 2015). OpmnHako, 3TO HE cCOrJacyeTcss C CPAaBHUTCIBHBIMU aHATH3aMH
pa3zHo00pa3us JBYCTBOPUYATHIX MOJLIIOCKOB M Opaxuoroj] B MO3JHEM Male030€ U
paHHEM MeE3030€, COTJIACHO KOTOPBIM TMPAMON KOPPEISLUA MEXIY POCTOM
pa3HoOOpasmsi  JBYCTBOPYATHIX MOJUTFOCKOB U CHIDKCHHEM pPa3HOOOpa3us
opaxuonon He cymiectByeT (Guo et al., 2023) u, 60j1e€ TOro, MPSIMON KOHKYPEHIIUN
MEK]ly STUMHU FPYIIaMu HE 3aJ0KyMEHTUPOBAHO B MAJICOHTOJIOTUUECKOM JIETONMUCH
(Carlson, 2016). IIpeanosaraeTcs Takxke, YTO Takash KOHKYPEHIIUS MaJIOBEpOSITHA
U3-3a TOT'0, YTO HKOJIOTHYECKUE HUIIU OPaxUOMO/l U IBYCTBOPYATHIX MOJUIIOCKOB B
JNEHCTBUTEIILHOCTH ITEPEKPBIBAIOTCS TOJIbKO yacTudHO (Carlson, 2016). Dt naHHbIC
MOATBEPKIAIOT TPEJIOIOKEHUE, BhICKa3aHHOE B Kilaccuueckor padote ['ynaa u
Kamnoyast (Gould, Calloway, 1980), o ToM, 4Tto yBeaudeHuEe pa3zHOOOpaszus
JIBYCTBOPYATBIX MOJUTIOCKOB OBLIIO JIMIIIb CJICICTBUEM BEIMUPAHUSI Opaxuomo, a He
ero npuynHoi. OTMedaeTcs, YTO HAWIY4YIIUM O0O0pa3oM MEpPEeKUIN MEePMCKO-
TPUACOBOE BHIMUPAHUE 3aMKOBBIE OpaxHomnojbl ¢ acTpoPUuecKkol PakKOBUHOU U

pasButoi Hoxkoi (Carlson, 2016).

[TockonbKy TEPMCKO-TPHACOBOE BBIMUpPAHHWE 3aTPOHYJIO B OCHOBHOM
3aMKOBBIX Opaxmomonx (Curry, Brunton, 2007), anpTepHaTHBHBIC THIOTE3BI,
Kacaromyuecs CyIb0bl OpaxmoIo MOCIe 3TOT0 BHIMUPAHUS, KaCAIOTCS B OOJbIIEH
CTENICHU MMEHHO 3aMKOBBIX OpaxmoIoJl, ¥ CBSI3aHBI C XapaKTEpPOM WX MHUTAHUS.
OtmeyaeTcs, 9TO K Hadajay Me3030s 3HAUUTEIIbHO CHU3UJIOCHh COACPIKAaHNE B BOJC
B3BenieHHo opranuku (McCammon, 1969), uro moactaBwio oA yaap Tex
3aMKOBBIX Opaxmornoji, KOTOpble OBLIM MPUCIOCOOTICHH WMEHHO K IHUTAHUIO
OpraHUYecKou cycnensueir. Kpome Toro, B TO ke BpeMs O0JIbIIOr0 pa3HooOpasus U
YUCJICHHOCTA JIOCTUTJIM OPTaHWU3MBI, TPEJCTABISAIONMIAEC TaK Ha3bIBACMbBIN
«royicTocTeHHbI» TTankToH (Shelly plankton) — k HUM oTHOCsATCS MUMAaTOMOBEIE,
JTUHO(GUTOBBIE BOIOPOCTH U KOKKoauTohopuasl (Zezina, 2008). IIpeamnonaraercs,

YTO ATO B 3HAUMUTEIBLHOM CTEIICHU BOCIIPCIIATCTBOBAJIIO BOCCTAHOBJICHHUIO
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Najge030MCKOr0 ypOBHS BHUIOBOTO pa3zHOOOpa3us OpaxwvoIof M OCIOXKHWIO HX
CYIIECTBOBAHME HA MEJIKOBOJbAX, B 30HE HaAMOOJIBIIEr0 pPa3zHOOOpa3us
«TOJICTOCTCHHOTO» IuTaHKTOHa (Zezina, 2008), XOTS W HE MOCTYKUIO MPUIHHON

CaMOr'o BBIMUPAHUS.
2.1.2. I'unome3vl 0 NPOUCXOHCOEHUU NIAHA CIMPOEHUS OPAXUONOO

[TpoGyieMbl MPOUCXOXKAEHUS OpaxWoOMoJ M MX TUIaHA CTPOCHWSI, BEPOSTHBIX
CBsi3el Opaxworon ¢ aApyrumu rpymmamu T riploblastica Opumm paccMoTpeHBI B
MHOKECTBE palOT, BBIOJHEHHBIX KaK Ha IMaJCOHTOJIOTHYECKOM MaTepHuae
(Conway Morris, Peel, 1995; Holmer et al., 2002, 2008, 2011; Cohen et al., 2003;
Couso, 2009; Skovsted et al., 2009; Bitner, Cohen, 2013; Murdock et al., 2014;
Zhang et al., 2014; Butler, 2015; Carlson, 2016; Harper et al., 2017; Moysiuk et al.,
2017; Liu et al., 2020; Guo et al., 2022), Tak 1 Ha MaTepuaje COBPEMEHHBIX
opaxmomnon (Gutmann et al., 1978; Nielsen, 1991; Manaxos, 1995; Cohen et al.,
2003; Mamnaxos, Kysemuna, 2006; Sperling, 2011; Temereva, Malakhov, 2011a;
Bitner, Cohen, 2013; Schiemann et al., 2017; Kuzmina et al., 2019). Hu cpemu
MaJCOHTOJIOTOB, HHU CpeAu OWOJIOTOB HET KOHCEHCyca 1o MpoljemMam,
0003HAaYEHHBIM BBIIIE; MOKHO, OJHAKO, BBIJIEIUTh HECKOJIBKO OCHOBHBIX THIIOTE3,
KOTOphle OyAyT MAETadbHO pPacCMOTPEHBI Jajee: ATO THUIoTe3a TEePBUYHON
MeTaMepuu OpaxHorio/, TUIOTe3a «CKJIAJbIBAHMS M TUNOTE3a MPOUCXOKIACHUS
Opaxuoron OT mapapwiIeTHUecKoi rpynmsl Tommotiida myTém mocTeneHHon

MIEPECTPOUKH CKIEPUTOMA.

B paboTte, MOCBAIIEHHON MPOUCXOKICHHIO OPAXHUOTIO B LIETIOM, U 3aMKOBBIX
Opaxuornoa B 4acTHOCTH, ['yrManH u coaBtopsl (Gutmann et al., 1978) Brnepssie
OTMETHIIH TOMOJIOTHIO JaTepaabHBIX ME3CHTEPHUCB Opaxuomno/
(racTporapveTaibHOr0 ¥ HJICOMAPHUETATbHOTO) IMCCETMMEHTAM aHHEIUa, |
OPEANONIOKUIN, YTO OpaxWOMOAbl MPOM3OILIM IyTEM  OJMTOMEPH3alin
HOJBMYKHOTO TPEKa U BOSHUKHOBEHHUS Y HETO CIeNU(DUIECKHX MTPHUCIIOCOOICHHMIA,
CBS3aHHBIX C TIEPEXOJOM K CHAf4eMy o0pa3y »JKU3HH: pa3pacTaHheM

GuIbTpyIolero  amnmapara, BO3HUKHOBEHHMEM  MaHTUUM U JaJIbHEHIIe
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MUHEepaau3aluend MoKpOBOB, U3MEHEHUEM (HOPMBbI MUIIEBAPUTEILHOIO TpaKTa Ha
U-o6paznyto. Takum oOpa3om, aBTOpbl JaHHOW pPaOOThl BHEPBBIE BbICKA3AIU

TUIIOTE3Y O MEePBUYHON MeTamepuu Opaxuonoja. B manpHeiieM B MoJib3y TaHHOU

TUTIOTE3bl OBLIM TIPENICTABICHBI JaHHBIE MO JpyruMm Opaxuomnomam (Maaxos,
Ky3bpmuna, 2006; Temereva, Malakhov, 2011a); kxpome Toro, THITOTE3a O ICPBHYHON
MeTaMepuH ObUIa pacrlpocTpaHeHa Takxke Ha Quiorene3 Phoronida u Bryozoa

(Temereva, Malakhov, 2011a).

['mmoTe3a «ckimanasiBanusy Opaxuonon (brachiopod fold hypothesis) oObura

OKOHYATEIbHO C(POpPMYyIHpOBaHA M MOJydYniIa CBOE Ha3BaHME OTHOCHTEIBHO
nenaBHo (Nielsen, 1991; Cohen et al., 2003); HecMoTps Ha 3TO, OHa HamboJjEe
XOpOIII0 pa3paboTaHa KakK MMajJeOHTOJIOraMHU, TaK M 300JI0TaMH (4YTO, BIPOYEM, HE
JO/DKHO YKa3bIBaTh Ha IMPeoOaJaHue ATOH THMIIOTE3Bl CPEId CICIMAIHCTOB I10
OpaxuoroaM B HacTosIee BpeMs ). FICTOpHs 3TO# TMIIOTEe3bl HAYMHAETCS ¢ paOOTHI
Hunbcena (Nielsen, 1991), nocesiménnoii pazsututo N. anomala. Otmeuaercs, 4to
npu Meramopdosze nuumHka N. anomala moaBepraercss CKJIaIbIBAaHUIO Ha
BEHTPAIBbHYIO CTOPOHY TaKUM OOpa3oM, YTO CTBOPKH PAaKOBHHBI, OOBIKHOBEHHO
o003HavYaeMble Kak jgopcalibHas (=OpaxuanbHas) U BEHTpasibHas (=meaaibHas), 1o
CBOEMY MPOUCXOXKICHHIO 00e sBistores gopcanbHbiMu  (Nielsen, 1991): ¢
OHTOTCHETHYECKOH TOYKH 3PEHHUS JOpcalbHas CTBOPKA SBISIETCSA IEpEIHe-
JOpCalbHOM, a BEHTpajbHas CTBOPKA 3aaHe-aopcanbHOi. McxomHass BeHTpaabHas

CTOpOHA TCJIa BCIICACTBUC 3TOI'0 CTAHOBUTCA CHJIBHO YKOPOquHOﬁ.

JlanHasi runoTe3a B JajdbHEHIIIEM MOJIyYHJia CBOE paclpocTpaHEHHE Ha BCEX
Opaxvomo: cleApl CKJIaAbIBaHUS OOHApPYKHUBAIOTCS TakKe€ B OHTOTEHE3e
Rhynchonelliformea u Linguliformea; B nepBom ciydae, Mo MHEHHIO Pa3HBIX
aBTOPOB,CKJIaJIbIBAHUE TMPOSBISCTCS JIMOO B WHBEPCHU («BBIBOPAYMBAHUNY)
MaHTHITHOM JtoracTu npu Metamopgo3se (Cohen et al., 2003), nuboB opueHTaMH
IIIETHHOK U IIETHHKOHOCHBIX MENIKOB y nurHOK (Masaxos, 1995; Kuzmina et al.,
2019); Bo BTOpOM CiTy4ae B MOJIb3Y TUIIOTE3bI «CKJIAJIBIBAHUS HHTEPIPETUPYIOTCS
JTaHHBIE MO pa3BuTHiO Lingula, coriacHo KOTOpBIM paKOBHHA CEKPETUPYETCS
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TOJIBKO a0OpaJbHOW CTOPOHOW M CKJIAQJBIBACTCS TIOIOJaM TIPH TPEeBpaIICHUN
SMOpHOHA B IUIAHKTOHHYIO foBeHWIb (Yatsu, 1902; Manaxos, 1995; Cohen et al.,
2003). Bo Bcex cmyuasx (Nielsen, 1991; Maimaxos, 1995; Cohen et al., 2003)
OHTOTCHETHYECKOE CKJIAJBbIBAaHHE OKCTPAIOJUPYyeTCsl Ha (DHIOTCHETHYECKOe
CKJIaJpIBaHHE, COTJIACHO OMOoTeHeTHYecKoMy 3akoHy [ ekkensi—Mromepa. B cBs3u ¢
HEOJIHO3HAYHOCTBIO 3TOr0 3aKOHA OJHUX TOJBKO OHTOICHETHYCCKHX JIAHHBIX
HEJOCTaTOYHO JIJISA JaJbHEHIIEr0 pa3BUTHS 3TOH THUIOTE3bI U MPEBpAIICHHS ¢€ B
TEOPHIO; JATbHEHIIME TOATBEPKACHUS THUIOTE3bl «CKIIAbIBAHUS» TpeOyeTcs

HCKAaThb B aHATOMHUYCCKHX H ITAJICOHTOJIOIT'MYCCKHNX NAHHBIX.

JloKa3aTeIbCTBOM THIIOTE3bl CKIAAbIBAHHS C AHATOMHUYCCKOM CTOPOHBI
SBISCTCS HAJIMYHE JIATepPalbHBIX ME3CHTEPHEB, OTMEUCHHBIX y BCEX OpaxuoIon
(James, 1997; Williams et al., 1997) u roMoJOTH3UPYEMBIX C JUCCETUMEHTAMHM
TUIUYHBIX METaMEPHBIX JKMBOTHBIX, KaKMX KaK aHHCIHIBL, IO XapakTepy
PACIIONIOKEHHS M IPUKPEIUICHUIO K HUM BOPOHOK MeTanedpuaues (Gutmann et al.,
1978; Manaxos, Ky3emuna, 2006; Temereva, Malakhov, 2011a). Otmeuaercs, 4To
y OpaxHono/1 3TH AUCCEMUMEHTHI OPHEHTHPOBAHBI 110, OCTPHIMH YTTIAMHU K OCH TEJIa,

TPaJUIIMOHHO cuuTaronieics npoaoiasrHoi (Manaxos, Ky3smuna, 2006; Temereva,

Malakhov, 2011a).

Hcropusi MallcOHTONOTUYECKOW apryMEHTAllud B  TIOJB3Y  THIIOTE3bI
CKJIaJbIBaHUSI HAYMHAETCs C OTKpbITUS B 1995 romy paHHEKeMOpHIICKUX
uckonaembix Halkieria; Obuto BhIckazano mpenmonokenune, uyro Halkieriida
SBJISIIOTCSL CECTPUHCKOW Tpymmol k Opaxuomnomam (Conway Morris, Peel, 1995).
[Tockoneky  Halkieria ~ oOnamaeTr  CKJIEpOTH3MPOBAHHBIMH  IOKPOBaMH,
BKJIFOUAIOIIMMH J[BA KPYIHBIX CKICPUTA CIEpPeId M C331d, ObLia IMpOBelIcHA
TOMOJIOTH3AIMSI STHX CKJIEPUTOB CO CTBOPKAMH Opaxwuoroj, W ObLla BBICKA3aHa
TUIIOTE3a O TOM, YTO OPaXUOIO/Ibl MPOU3OIILTH B PE3YJIbTATe YKOPOUCHUS MEpeIHe-
3a7He ocu M «cKiaapiBaHus» Halkieria-momoOHoro mpenka Ha BEHTPAIbHYIO
CTOPOHY TaKUM 00pa30oM, YTO JiBa KPYIHBIX CKJIEpUTa 00pa30Baid OpaxuaabHYyIO U
nenanbpHyio ctBopku (Holmer et al., 2002). «IIpoMexyTOYHBIMU» CTAAUSIMU TaKOW
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(bUITOreHEeTUYCCKOM PEKOHCTPYKIIUMU ABJISIOTCS ToMMOoTHI B Micrina u Mickwitzia
(Holmer et al., 2002). CoobmiaeTcst Tak:ke, 9TO TOMMOTHH/IbI 00J1a1aI1 IIICTHHKAMH
U HIeTHHKOHOCHBIMU (oimmmkynamu (Butler, 2015), uto mpenmonmaraer ooOmiee
IIPOUCXOXKICHUE 11 Opaxuono u anueaua yepes Tommotrn (Guo et al., 2022). B
MaJICOHTOJIOTHIECKOM KOHTEKCTE, TAaKUM O00pa30oM, THUIIOTE3a «CKIIAIbIBAHUS
MIpeArnosaraeT, BO-IePBbIX, IPOUCXOXKICHNE OPaxXruono 1 OT MOIBIKHOTO MPEKa, a
BO-BTOPBIX, TOSBJICHHC MUHEPAIM30BAaHHBIX CKJICPUTOB 10 (HOPMHUPOBAHHMS
CUASYEro 0o0pasa KM3HU, «CKIAIbIBAHUS» W TOSBIICHUS JIBYCTBOPUYATOTO ILIaHA

crpoenus (Harper et al., 2017; Guo et al., 2022).

3a HemaBHEe BpeMs THIIOTE3a «CKJIAJbIBaHMs» Obla pacIIMpeHa TaKkKe Ha
Phoronida u Bryozoa (Temereva, Malakhov, 2011a); dopoHuabl U MIIaHKH,
OJIHAKO, «CKJIaJBIBAIOTCS» HA JOPCAJIbHYIO CTOPOHY, a HE Ha BEHTPAIbHYIO, KaK
Opaxuonoapl. [lo COBOKYIMHOCTH 3MOPHOJIOTMYECKUX, aAHATOMUYECKUX H
HaJICOHTOJIOTUYECKUX JIAHHBIX, TUIIOTE3a «CKIIaIbIBAHUS MPEICTABISICTCS. XOPOIIIO
pa3paboTaHHON M, YTO CaMOE€ TJABHOE, XOPOLIO OOBSCHSIONICH MPOUCXOXKICHHUE
HEOOBIYHOTO IJIaHa cTpoeHuUs Opaxuonoa. OIHAKO, B IUTEPATYpEe CYIIECTBYIOT KaK
MaJICOHTOJIOTHYECKUE, TaK M HMOpPUOJOTMYCCKHE JaHHBIC, KOTOPhIE MOXHO
UHTEPIPETUPOBATh MPOTUB JaHHOW runore3sl. Tak, Halkieria, Ha KoTopoii
CTPOMJIOCH 0OOOCHOBAHHME THITOTE3bI «CKIIAIBIBAHUSY CO CTOPOHBI MAJCOHTOJIOTHH,

obuta mpusHana wmoiutrockoMm (Vinther, Nielsen, 2005). Kpome Toro, MHOrme

NAJICOHTOJIOTHYECKHAE PAOOTHl MPEANONAraloT MPOUCXOKICHHE Opaxuomnoa Ot
TOMMOTHHJ, HE KacasCh BOIPOCAa «CKIAAbIBAHHS» WIA TMPSIMO OTBepras
«cKiagpiBanne» Opaxuornon B ¢umorenese (Skovsted et al., 2009; Holmer et al.,
2011; Harper et al., 2017). Cunraercs, yTo CUASYMl O0Opa3 >KU3HH MOT OBITh
ucxoaueiM s Lophotrochozoa (Zhuravlev et al., 2015), Munepamuzanus
NpOo30IIIa yXKe TOCie pasaeiieHus: KpayH-rpymnnsl Brachiozoa wa Opaxuomnon u
doponnn (Zhang et al., 2014; Harper et al., 2017), koTopoe NPOU30ILIO €HIE B
snuakapckoM repuose (Sperling et al., 2011). Haub6osee 6a3anpubie («Camenella-

10/100HbIE) TOMMOTHH/IBI YK€ 00Jajiainy TpyOuaThlM MOJYCOM CTPOCHHUS U BENIU
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cuasuuii oopas »xu3uu (Holmer et al.,, 2011; Murdock et al., 2014). CoraacHo
HEKOTOPHIM  (PUIIOTEHETHYECKMM  PEKOHCTPYKIMSAM  MpPENIojiaracTcs, 4To
OpaxuoIoIbl MPOU3OILIH OT TOMMOTHH/I B PE3yJIbTaTe CIepBa MOCICIOBATEIHHOTO
CIIUSIHASL MHOJKECTBa CKJICPUTOB B TPYOKY (Ha ATOW CTaaWW OT HUX TOMMOTHU]
oTaensieTcst oOmmid npeaok (HOPOHUI, TMOTEPSIBIIMN MHHEPAIH3AIHI0), a 3aTeM
dbopMUpOBaHUS TONY3aKPHITON (UIBTPAIIMOHHOM Kamepbl M JBYCTBOPYATOM
paxoBunbl (Holmer et al., 2011; Murdock et al., 2014). Baopoyem, u cam ¢akr
IIPOUCXOXKICHUS OPaxroIo OT TOMMOTHHU M TPAaBHILHOCTH (PHIIOrEHETHICCKIX
MIOCTPOCHHUH, MPUBEIAEHHBIX BHIIIE, TIOJIBEPTaeTCsl COMHEHUSM Ha TOM OCHOBaHWH,
9T0 JUIS  JAHHBIX (DUIOTEHETHYECKUX IOCTPOCHHWA HE OBLT  MpOBEnEH
IpeIBapUTEIbHBIA aHau3 moJiipHocTH npu3HakoB (Murdock et al., 2014), xots
nocineanue nanneie (Butler, 2015; Guo et al., 2022) Bcé ke MOATBEPKAAIOT POACTBO
Opaxmonox ¥ TomMMmoTuuA. Kpome Toro, mo cux mop HE OBUIM IMPEITOKCHBI
anprepHaTuBHBIe runote3sl (Harper et al., 2017). B mnoas3y mnepBUYHOMN
CEeICHTAPHOCTH MPENKOB Opaxuono u apyrux Lophophorata takxke ropoput ToT
dakt, uro cpeau Lophophorata kpaiiHe HepaBHOMEpPHOE pa3BUTHE IOIYYaIOT
MBIIIIBI CTCHKH TEla: OHH XOPOIIO Pa3BHTHl y TOKPBITOPOTHIX MIIAHOK
(Phylactolaemata), doponunx (Phoronida) u muarynmudopmHbIX  Opaxuomnon
(Linguliformea), Torna kak y Apyrux rpymi MIIAHOK, a TAKKE Y KpaHUU(DOPMHBIX
(Craniiformea) u 3amkoBbix (Rhynchonelliformea) 6paxuomnos 1100 OTCYTCTBYIOT,
1100 pa3BuThl oueHb cmabo (Hyman, 1959; Schwaha, Wanninger, 2012; Harper et
al., 2017). D10 MOXXHO OOBSCHUTDH, JTHUOO MPEINOJOKHB H3HAYAIBHOE OTCYTCTBHE
ATHX MBI (B TAKOM ciIydae Mpeaok Jiododopar eaBa I MOT BECTH TOIBUKHBIN
o0pa3 *H13HHU), TMOO0 JOMYCTUB, YTO B Pa3HbIX Ipymnnax J0(popopaT MBI CTEHKH
TeNa peAyUUpPOBAIUCh HE3aBUCHMO JPYr OT Jpyra, 4YTO TPEIACTABISICTCS

MaJIOBEpOSITHBIM coBmanieHremM (Harper et al., 2017).

ITockonpKy runoresa «CKiIaaplBaHUsD OblIa cPOPMYIUPOBAHA HA OCHOBAHUU
JaHHBIX 10 pa3Butuio N. anomala, oCHOBHBIMH OHTOT€HETHYECKHMH JIOBOJIAMU

IIPOTHUB I'MITIOTE3bI ABJIAIOTCA HOBBIC JAHHBIC 110 PA3BUTHUIO 3TOI'O BUJa U 9KCIIPCCCHUHU
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I€HOB Ha paHHUX JTUYMHOYHBIX cramusax (Altenburger, Wanninger, 2013, 2017;
Martin-Duran et al., 2016). CoBpemennsie nanubie mo metamopdosy N. anomala ue
MOATBEP)KIAIOT CEKPEIUI0 O0EUX CTBOPOK JOPCATBHBIM JIUTEIHEM JTUIUHKU
(Altenburger, Wanninger, 2013). Kpome Toro, ObuI0 OOHapy’>KE€HO, YTO I€HBI,
OTBETCTBEHHBIC 3a Pa3METKy IepeaHe-3aaHeil ocu tena y ymauHok N. anomala,
DKCIIPECCUPYIOTCS B TMOJHOM COOTBETCTBHHM C T€M, YTO WM3BECTHO ISl JAPYTHX
ownarepuii (Martin-Duran et al., 2016), Ha OCHOBaHMHM 4Ye€ro THUIIOTE3a

«ckimanaeiBanus» otBepraercs (Altenburger, Wanninger, 2017).

[ToMuMO BBHITIIEYTTOMSTHIX THIIOTE3, B HETABHUX pa0dOTax MOSBUIIACH THIIOTE3a
0 pojacTBe Opaxuornon u apyrux Lophophorata ¢ 3aragouno#t paHHeKeMOpPUHCKOM
rpynnoii  Hyolitha u, CcOOTBETCTBEHHO, TMONBITKH  PEKOHCTPYHPOBATH
IIPOMCXOKICHUE TUTaHA CTPOCHUS OpaxHono] ¢ Y4ETOM ITHX KUBOTHBIX (Moysiuk
et al., 2017; Sun et al., 2018), oxHako 3T JaHHBIE MO3HEE OBUIN TOCTABIICHBI IO/

comuenue (Liu et al., 2020).
2.1.3. Qunocenus u cucmemamuka Opaxuonoo

Kak u Bompoc mpowcxokaeHHUs IJiaHa CTPOHHs Opaxuomnon, mpobiema ux
(UITOreHeTUYECKOTO MOJIOKEHNUS BCE elI€ He pelleHa J0 KOHIIA, XOTsI pelleHre ITON
npoOJieMbl  3HAYUTENBHO  MPOJABUHYJIOCH C  MOSBICHHEM  MOJIEKYJSIPHO-
TeHETUYECKUX MeTonoB. Jlonroe Bpems OpaxuomojJ OTHOCHIM K MOJUTFOCKaM,
BBIZICJICHHE HMX B KauyeCTBE OTJEIBHOTO THMA TMOSBUIIOCH TOJBKO BO BTOPOM
nosoBuHe XIX Beka (Williams et al., 1996). C mauana XX Beka nosiBuiIach ujaest 00
oObeauHeHun Opaxuornoa, ¢GOPOHUI W MINAHOK B HAATUIIOBOM TAaKCOH
Lophophorata wa ocHOBaHMM HaaMuYusl y BCEX HHX CHCHUPHUECKOTO
dbunbTpaniioHHoro anmapara — Jododopa ¢ paaoM (WU psAIAMH) IIyIajel,
OKpY’Karonmx pot, Ho He anyc (Hyman, 1959; Emig, 1992). Takoe o0bennHeHME
MOBJIEKJIO 32 COOOM HOBBIE BOMPOCHI, B YACTHOCTH, O MPUHAJIC)KHOCTH JIohodopar
K KaKOW-IM00 U3 ABYX OCHOBHBIX YN OUNIaTEpHil, BbIIEIAEMbIX B cepearHe XX
Beka — mnepBuYHOpOoTHIM (Protostomia) wmm BTOpmuHOpoThiM (Deuterostomia).

Jlonroe BpeMsi B IUTEpaType, B TOM YHCIe M y4eOHOH, mpeoliaaalo OTHECEHUE
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aodocdopar Kk BTOpUIHOPOTHIM Ha OCHOBE JAHHBIX paHHEro pas3BuTws (Hyman,
1959; Nielsen, 1991, 1995; Mamnaxos, 1995), mockonbky JsododopaTsl, 3a
uckmroueHnem Mimanok (Nielsen, 1995) xapakrepu3yroTcsi MHOTOKJIETOYHOM
SHTEPOIIECIIbHOM 3akaaakoi menomoB (Percival, 1960; Manaxos, 1995; Liter, 2000;
Kuzmina, Temereva, 20240), paguansHbeiM ApobiieHueM sitiia (Mataxos, 1995) u
penykuueit abopaibHOro HepBHoro I1eHTtpa (ManaxoB, 1995), a Ttakxke
dbunpTpanmeit mo upstream-mexanusmy (Malakhov et al., 2021). AnpTepHaTuBHas
TOYKa 3pEHHsS, COTJIacHO KoTopoi Jjododopar crmeayer OTHOCHUTH K
NEepPBUYHOPOTHIM, MosiBHIIach B 80-x romoB XX Beka crepBa Ha OCHOBaHUU
mopdonorun (Emig, 1984), a 3areM Ha OCHOBaHMHM MOJIEKYJISPHO-T€HETHYECKHX
nanneix (Field et al., 1988; Halanych et al., 1995), u, 3a peaxuMu UCKITFOUCHUSIMA
(Nielsen, 2002), Bo3obOmamania B sutepatrype XXI Beka. CxoxecTb
OHTOTeHEeTHYeCKHX XapakTtepuctuk Lophophorata u Deuterostomia oOwsicHseTCS

TOMOILTa3HMeH WK MIe3noMop(HOCTRIO ATHX XapakTepuctuk (Bitner, Cohen, 2013).

HecMoTpst Ha KOHCEHCYC B TOM, 4TO Opaxuomnoabl U mnpoune J10hodopaThl
OTHOCATCA K TEPBUYHOPOTHIM >KUBOTHBIM, CBEICHHUS 00 UX CBS3SIX C JAPYTHUMH
NEPBUYHOPOTHIMU, a Takxke o MoHodmmuu rTpymnmsl Lophophorata, ocrarorcs
npoTuBopeurBbiMU. MoHobwumus Lophophorata Obiia onmpoBeprayTa BO MHOTHX
paboTax, omuparomuxcsa Ha ucciegoBanue mnocienoatenbHocTed JIHK u PHK
(Halanych et al., 1995; Paps et al., 2009) u TpanckpunToma (Kocot et al., 2017), mpu
TOM 3a4acTyi0 TOMYEPKUBACTCS MOHO(DWIMS TPYIIbI, BKIIOYAIONMEH TOJIBKO
doponnn u Opaxmomnon — Brachiozoa (Hausdorf et al.,, 2010; Cohen, 2013;
Schiemann, 2017), a uroraa ¢hopoHuUIBI TOMEIIAIOTC BHYTph Opaxuonos (Cohen,
2013; Carlson, 2016). [pyrue MoOJeKyJIsSpHbIC JaHHbICE HHTEPIPETHPYIOTCS B
nosp3y monodwmmuu Lophophorata (Nesnidal et al., 2013; Marlétaz et al., 2018;
Zverkov et al., 2019; Laumer et al., 2019). B mons3y monodunuu Lophophorata
TOBOPSAT MW MHOTHE TIOCIICIHUE aHATOMHYECKHE JIaHHBIE, B YaCTHOCTH,
CPaBHUTEIIBHBIM aHAJIM3 OpraHHU3allid HEPBHOHM cucTeMbl jododopa Opaxuomnon,

dopouna u miranok (Temereva, Tsitrin, 2014, 2015; Temereva, Kosevich, 2016,
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2018; Temereva, 2017a, b, 2020). [lanHble Kak MOJEKYJSPHbIX, TaK U
MOP(}OIOrHUECKHUX padOT OKA3bIBAIOTCS HE BIIOJIHE JOCTOBEPHBIMH H3-3a TOTO, YTO
KaKhe-Tu00 TpyIIbl perysipHO He BKIIOYaroTcs B aHaym3 (Harper et al., 2017).
Kpome Ttoro, ocraércs mpoOjema BbIOOpa ayT-IPYyMIbl, OT KOTOPOrO CHJIBHO
3aBHCHT TOTOJIOTHS (DUIIOTEHETHYECKOTO JPEBa, M HEJIOCTATOK aHAJIM3a MOJIIPHOCTH

pa3nuuHbIX pu3HakoB (Harper et al., 2017; Temereva, 2022).

Omnpenenénupie MPoOIEMBI, MyCTh U MEHBIIIETO MaciTaba, HaOIIOAAIOTCS BO
«BHYTpPEHHEW» (DUIIOreHUU OpaxHONo/ U B UX CHCTEMAaTHKE, HECMOTPS Ha TO, YTO
BBICIITYIO TAKCOHOMHIO OpaxHOIO/] CIICAYeT MPU3HATH Ceivac BIIOJIHE YCTOSBIICHCS
(Williams et al., 1996; Carlson, 2016). Yunbsmc u coaBropsr (Williams et al., 1996)
OTMEYAIOT, YTO MPOTHBOPEYHMS B TAKCOHOMHHU OpaxHWoOIOa CIeAyeT IpH3HAThH
«pE3yJIbTATOM MCTOPUYCCKHU CIIOKUBIICTOCS pa3ieiCHUs TpyAa» (MMEeTCs B BHIY

IMOJIYUYCHHUC PC3YJIbTATOB IIAJICOHTOJIOTaMHU H OuojoraMu HE3aBUCHUMO Apyr oOT

TpyTa).

Hcropuyeckn Opaxuormoabl pa3neisuiuch Ha nBa moxruma — Articulata u
Inarticulata (Huxley, 1869), cOOTBETCTBEHHO, 3aMKOBbIE M 0O€33aMKOBBIC, Ha
OCHOBAHHMM HAJIMYUSl 3aMKa, CKperuisiomero crBopku. B Hauame XX Beka Obuia
TaK)Ke TOMyJsipHAa Kiaccu(HKaIvs, OCHOBAaHHAs Ha XapaKTepe OTBEPCTHS IS
BBIXOJIa HOXKHU (JENbTUPHS); Takas KiacCU(UKAIUS HCIONb3YyETCS BO MHOTHX
0030pHBIX paboTax (Harpumep, Bulman, 1939), onHako B CBSI3M ¢ TEM, YTO XapaKTep
BBIXOJIa HOXKKM MHOTOKPAaTHO M HE3aBMCHMMO MEHSJICS B DIBOJIIOIMHU Opaxuorno,
TakKas KJacCH(pHKaIHs J0BOJIbHO ObICTpO BhINLIA U3 ynoTpedaerus (Williams et al.,
1996). B T0 e Bpems pa3jencHie OpaxHomo/] Ha 3aMKOBBIX M 0€33aMKOBBIX OBLIO
B HCIOJIb30BaHUU 10 1996-r0 roma, a B y4eOHBIX MOCOOHUSX Takoe pas/iejeHHE
ocTaéTcs B ynoTpeOJICHHH U TI0 HacTosiee BpeMms. Bmecte ¢ Tem, Ha MPOTSHKCHUH
XX Beka HEKOTOpble HCCieAOBaTeIM oOpaliaid BHUMaHUE Ha TO, YTO TaK
Ha3bIBaeMbIe 0€33aMKOBBIC OpPaxMOMOAbl OTIUYAOTCSA APYT OT Apyra Mo MHOTHUX
netansax (Hennig, 1966; Topsiackwii, [Tomos, 1985; Gorjansky, Popov, 1986), u
Obl1a chOpMyIUpOBaHA TUIIOTE3a O POJICTBE 3aMKOBBIX OpaxuOMOJ] C OJHOU W3
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rpynn  0e33aMKOBBIX ~— KpaHUHJIAMH, B  COCTaBe IPEIIOIOKUTEIBHO
moHopuaeTrueckoi rpymmsl «Calciata». I'nmoresa «Calciatay ocraérest ciopHoi
(cM. HUXKeE), OJTHAKO BBIJIEJICHUE KPAHUH]L B TPYIIILY, 000COOJIEHHYIO OT BCEX MTPOUYUX
Opaxuonoj, ObUI0 B MTOTe 3aUKCHPOBAHO B PEBU3MH TAKCOHOMHH OpaxuoIo[,
yBuzesmiei ceer B 1996-m roxy (Williams et al., 1996) u mo nacrosimee Bpems
MPUHUMAIOIIIEHCS 32 OCHOBY. TakuM 00pa3om, Opaxuomno/ sl (BKIIOUAst BHIMEPIINX),
pasmensioTcss  ceiiuac Ha Tpu  moarmma: Linguliformea, Craniiformea wu
Rhynchonelliformea, ¢ xopomo 060cHOBaHHBIME PA3IUYHUSIMU KaK B MOP(HOJIOTHH
PaKOBHHBI, TaK M B CTPOCHUU MATKUX TKaHEeW U OCOOCHHOCTSIX OHTOTeHe3a. Kaxkaprii
U3 9TUX TMOATUIIOB BKIIIOYAET B c€0sl TOJIBKO MO OJHOMY COBPEMEHHOMY KJIaccy, a
HEOOXOIMMOCTh BBIJICIICHUST WMEHHO TOJTHIIOB OOOCHOBAaHA IPHCYTCTBUEM B
MAJICOHTOJIOTUYECKON JICTOMUCH OTPSAIOB M HAJICEMEWCTB, JEMOHCTPHPYIOIIUX
OJTHOBPEMEHHO TPUHAJICKHOCTh K OJHOMY H3 OJTHX TIOATHIIOB W OYCHb
crienupuiIecKkre NpU3HaKu, HeXapaKTEePHBIC IS COBPEMEHHBIX OpaxuoIo/1 — TAKHe
TPYIIIbI, Kak, HanpumMep, Paterinida, o0pas3yroT B coBpeMEeHHOM cucTeMe Opaxruomnos

OTJICNIbHBIC, ITOJIHOCTHIO BeIMepIHe, kiaaccel (Williams et al., 1996).

[Tonoxenune KpaHUUPOPMHBIX Opaxuvonoa Ha (PUIOTEHETHYECKOM JIpEBE
ABISICTCA  KItoueBor mipodOnemoii ¢wmmorenun tuma (Williams et al.,, 1996).
3aMe4eHO, YTO UX TOJOXKECHUE CHIIBHO 3aBHCHT OT BbIOOpa ayT-rpymnmsl (Williams
et al., 1996). CymecTByloT pa3d4yHble JaHHbIC KaK B IOMICPKKY OJIU30CTH
Craniiformea x Linguliformea (3mecs u ganee — runotesa «lInarticulata»), tak u B
noiepkky omm3octu ux k Rhynchonelliformea (runoresa «Calciata»). B kauectse
OCHOBHBIX apTyMEHTOB B N0JIb3Y rHIoTe3bl «Calciata» yka3pIBamoch pacxoxIcHUE
TPEX OCHOBHBIX IOATUIIOB Opaxwomoj emeé [0 MOSBICHUS MHHEPATU3aIIH
(Topsickuid, [Toros, 1985; Gorjansky, Popov, 1986; Holmer etal., 2011) u, B cBsi3u
C OTHM, MAaJIOBEPOSITHOCTh HE3aBUCHMOTO BO3HUKHOBEHHS KaJbIIUTOBON
munepanuzanuu y Craniiformea u Rhynchonelliformea (I"opstackuii, IToros, 1985;
Gorjansky, Popov, 1986). Ommako Kapacou (Carlson, 2016), moarBepskmas

MaJIOBCPOATHOCTb TaKOI'O CO6BITI/I$I, YKa3bIBA€CT Ha TO, YTO KaJbIMTOBAA
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MUHepanu3anusa Moria coxpanuthes u'y Rhynchonelliformea, u y Craniiformea kak
wiesnoMopdHasi yepra W, TaKUM OOpa3oM, OJWH ATOT MPHU3HAK HE MO3BOJIACT
paccmarpuBath Rhynchonelliformea u Craniiformea kax cecTpuHCKHE TaKCOHBI.
CornacHo Hambonee cBexemy (uiaorenernueckomy apey (Carlson, 2016),
OCHOBAaHHOMY Ha MOJICKYJSIPHBIX JIAaHHBIX C Y4€TOM MOP(]OIOTHIECKHX,
Linguliformea u Craniiformea poxctBenHsl apyr npyry (M ¢opoHHIam), a
Rhynchonelliformea 3anumaror Ha zapeBe 000COOJIEHHOE IOJOXKCHHE. XOTS
(UITOTCHETHYCCKUE aHAJM3bl, MPOBEIEHHBIC HA OCHOBE MOP(OJIOTHYCCKHX |
aHatromuveckux mnpusHakoB (Popov et al., 1993; Holmer et al., 1995; Temereva,
2022), natot HeOosbIIOe MpeumylecTBo rumnorese «Calciatay, B meaoM HyKHO
OTMETUTh, YTO COBOKYITHOCTh QHATOMHYECKHX IaHHBIX, MPOCYMHPOBAHHBIX B
BBIIICTIPUBEACHHBIX aHAJIN3aX U B HECKOJIBKHMX JAPYTUX KpymHbIX 0030pax (Williams
et al., 1996; Carlson, 2016; Harper et al., 2017), ckopee ypaBHOBEIIMBAIOT 00¢C
IIPE/ICTABJICHHBIC THIIOTE3bl U HE JIAIOT CliejaTh BHIOOP B IMOJIB3Y KaKOH-IHOO U3
THIIOTE3, YYUTHIBasi OCOOCHHO HESICHOE (DMIIOTCHETHYECKOE 3HAYCHHE MHOTHX

npu3HakoB (Harper et al., 2017).

B nmrepatype oOTMeUaroTCsl  3HAYWTEIBHBIE  TPOTUBOPEUHS]  MEXKTY
MaJeOHTOJIOTHYCCKIM  (TCOJIOTHYECKUM) M OHOJIOTMYSCKHM TOAXOJAaMHU K
U3YYCHHIO cucTeMaTtuku u Quorenun Opaxunon (Carlson, 2016). OcHoBHBIM
MaJICOHTOJIOTHICCKAM MaTepPHAIOM B ClTydae Opaxuormoj SBJSIOTCS PaKOBUHEI, a
OCHOBHBIEC TPU3HAKH, TMO3BOJISIONIME Pa3IN4aTh TAKCOHBI OpPaxHMOIOJ], CBS3aHBI,
COOTBETCTBEHHO, ¢ MOp(OJOTHEl U XMMUYECKUM COCTABOM PaKOBUHBI. Takum
o0pa3oM, TMaJEOHTOJOTH B CBOEH paboTe HCXOASIT M3 TOrO, YTO H3MEHEHHE
MOP(OJIOTUHN PAKOBUHBI PEMPE3CHTATUBHO B CMBICIE TAKCOHOMUU M DBOJIONUU
opaxuomnof. Ilo kpaifHelt Mepe TaKCOHOMHUYECKash 3HAUMMOCTh TAKOTO IMOAXO0Ja
uHora nmoasepraercs comuenuto (Carlson, 2016). ITo cmoBam Dmura (Emig, 1992),
«Opaxuonoapl — 3TO OOJIbIlIe, YeEM PAKOBHHA»; TAKUM 00pa3oM OH OOOCHOBBLIBAET
HEOOXOJMMMOCTh M3YyYCHHsS] MATKHX TKAaHEH Kak HBIHE OJKUBYIIUX, TaK U

dboccuIM3uPOBaHHBIX OpPaxWOMNOJ U MPUMEHEHUSI MPU3HAKOB MSTKUX TKAaHEW B
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takcoHomuu. JIrorep (Luter, 2007), moMmumo 3TOro, 000CHOBBIBAET HEOOXOIUMOCTh
U3y4eHUs OHTOTreHe3a Opaxwmomoj. OTMedaeTrcsi, 9YTO TAKCOHOMHS M (PHIOTCHUS,
OCHOBAHHBIC Ha ITAJICOHTOJIOTHYECKOM MaTepHraJie, IOABEPIKEHbI «reHeprU ()UK
(generification), To ecThb pojaa pasfeisiOTCS ropa3ao Haa&KHEe, YeM BHUIBI, U
UMEHHO pojia MEIMKOM 3a4acTyI0 HCIOJIB3YIOTCS B (PUIOTCHETHYECKOM aHAIIM3E
(Hendricks, 2014). B cBoro oyepeab, OCHOBHBIM HEIOCTATKOM OHOJIOTHYECKOTO
MOJIX0JIa K CHCTEMAaTHKe U (PUIIOTeHUH OpaxHuomo/ ABISICTCS KpaifHe OrpaHUnICHHOE
KOJIMYECTBO HBIHE *)UBYImUX BUaoB (Carlson, 2016). 13-3a Hu3K0TO pa3sHOOOpasus
HBIHE JKUBYIIMX Opaxuomoj Jo0ble (HIOTeHETHYECKHE MOCTpOCHUs Oe3 ydéra
MAJICOHTOJIOTUIECKOTO MaTepraia IMEIOT MaJIo cMbIciia. Hy)KHO Takke OTMETHUTD,
OJTHAKO, YTO B IMOCJICIHEE BPEeMs JOCTUTHYTHI OOJBIINE YCIEXH B MAJICOHTOJIOTHH
MSTKAX TKaHEH, KOTOPbIE OTHOCHTEIHHO XOpOIIO (OCCHIM3HPYIOTCS B
narepirertax (Harper et al., 2017), yto 3actaBisieT npeanonaraTh U gajabHEHIINE
YCIEXH HE TOJBKO B MAJICOHTOJIOTHH OPaxHoIo KaK TaKOBOM, HO M B COJM)KCHHUU
MEXKJTy MMaJCOHTOJIOTUICCKUM U OMOJIOTHYSCKUM B3TJISIAMH HA X TAKCOHOMHIO U

¢unorenuto (Carlson, 2016).
2.2. Kparkuii 0630p pa6or no moarumy Craniiformea

Hctopusi CHUCTEMAaTHYECKOTO M3yYeHHUs KpaHUU(OPMHBIX Opaxuormon
HaunHaeTcs ¢ quccepTanuu J1. XKyoena (Joubin, 1886), B koTopoii OH OTHOCHUTEIIEHO
KpaTKo, HO JIETAIbHO paccMaTrpuBaeT Bce cuctembl opraHoB N. anomala. Bceero
yepe3 HEeCKOJbKO JieT B MoHorpadpum @. broxmanHa 1o KpaHUUGOPMHBIM
opaxuomnoaam (Blochmann, 1892) muorue B3rsaas! XKyOeHa ObLIM TEpeCMOTPEHBI;
brnoxMaHH yKazanm Ha MHOXECTBO OMIMOOK B WHTEPIPETAMUA PEe3yIbTaToB,
cnenanHbIx JKyoeHoM. C Tex Mop B CBET HE BBIILIO HA OJHOTO KPYITHOTO TPY/a Mo
MOP(OJIOTUN U aHATOMHUH KpaHUU(DOPMHBIX OPaxHuoIoi, 3a UCKIIIOUEHHEM Pa3esioB
B HECKOJNBKHX 0030pax, Takumx Kak «becrmo3BoHOUHBIE: MalOYHCICHHBIC
uenomatHele rpynne» (Hyman, 1959), «Mukpockonnueckas aHatomus» (James,
1997) u «Tpaxkrart no naneonrtojoruu 6ecrozBonounsix» (Williams et al., 1997a, b;
Emig, 1997; Liter, 2007).
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Bo MHOroMm 3Tu JaHHble B 3TUX 0030pax, Kacaroluecs KpaHHUH(POPMHBIX
Opaxuorojl, OmuparoTcs Ha pe3yibTaThl, moiaydeHHble B XIX Beke XyOeHom u
biioxXMaHHOM; CTOHT, OJJHAKO, OTMETHUTh, UTO . YHILIMC U CaM BHEC OOJIBIION
BKJIaJl B M3yYE€HHE MAHTHUU U PAKOBUHBI KPaHUU(DOPMHBIX Opaxwornoi, U €ro
pPE3yIbTATHI 10 ATOW TEME TaK)Ke BKIIOYAIUCHh B 0030pHBIE PabOThI, B TOM YHCIIC U
B «Tpakrar...» (Williams et al., 1997a). B octanpHOM Ha npoTsikeHHH XX Beka
HEOOJIBIIIOE KOJMYECTBO paboT 10 KpaHUU(POPMHBIM OpaxuonojaMm ObLIO
MOCBAIIEHO YACTHBIM acTleKTaM HuX MOp(OJIOTHH, aHATOMHU W OHTOTCHE3a:
mbiieynor cucreme (Bulman, 1939), mopdosornu u  (yHKIIMOHUPOBAHHIO
aododopa (Atkins, 1962; Chuang, 1974), aHaToOMUH NHIECBAPUTEILHON CUCTEMBI
(Chuang, 1960), mantuu u paxosune (Williams, Wright, 1970), crpoeHuio u
yibTpacTpykType Mmeranedpuauen (Luter, 1995), pannemy sMOpHOHAIBLHOMY U
auarHouyHomy passutuio (Nielsen, 1991; Freeman, Lundelius, 1999; Freeman,
2000). Ilpu 3TOM MOXKHO OTMETHTh CPAaBHUMOE KOJUYECTBO TEOPETUYECKHX,
TUI0TE30-0pUeHTUPOBaHHBIX padoT (Crtapoboraros, 1979; TopsHckuit, [lomnos,
1985; Gorjansky, Popov, 1986; Mamnaxos, 1995; Luter, 2000), B KOTOpPBIX

KpaHuuopMHbIe OpaxHOIOAbl HAXOAATCA B (POKyce BHUMAHUS.

B XXI Beke crajo moSBIATBCA OoJblie  padoOT, MOCBSIIEHHBIX
KpaHuu(POpMHBIM OpaxuonogaMm. IDTO, C OJHOM CTOPOHBI, paboThl PoOuHCOHA
(Robinson, 2014a, b, 2017), mnocBsAIIEHHBIE AaHATOMUU MBIIIEYHON M
MUILIEBAPUTEIBHON CHUCTEM W BBINOJHEHHBIE KIIACCUYECKUMH AHATOMUYECKHUMU
Metogamu. C Apyroil CTOPOHBI, CTadu TMOSBIATHCS PaOOTHI, BBINOJHEHHBIE C
MTOMOIIIbIO METOJIOB, KOTOPBIE CTAJIA Pa3BUBATHCS TOJIBKO BO BTOPOM mojoBuHE XX
Beka. JTo, Hampumep, pabotel mo paseututo N. anomala, BBINOJHEHHBIE C
UCTIOJIb30BAHUEM KOH(OIBKAILHOW JIA3€PHOW CKAHUPYIOUICH MHKPOCKOIUHU U IN-
situ ruopuauzammu (Altenburger, Wanninger, 2013, 2017; Martin-Duran, 2016 u
JIp.), ¥ pabOTHI MO OpraHU3aIMyd HEPBHOM cUCTEMBI TOTO ke Buia (Temereva, 2020a,
2022).
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2.3. Mopdosorusi u anaromusi 6paxmonos
2.3.1. Manmus u snuoepmuc

VY Bcex OpaxHono/i paKoOBHHA MOJ0CTIaHa MAHTHEH, HAPY KHBIN SIHICPMUC U
KpacBasi 30Ha KOTOPO# U CeKpeTupyroT Bee ciou pakoBuubl (Williams et al., 1997a).
Hapy>xHblii 31HIEPMUC MAHTUU TIEPEXOAUT B SMUACPMHUC CTEHKH TeJa; B CBSI3H C
STMM MAaHTHS W IOKPOBBI TYyJIOBHIIA B O0030pHBIX padoTax 3a4acTyio
paccMaTpUBAIOTCS BMECTE, U PA3IUUMil MEKAY BHYTPEHHUM SITUACPMHCOM MaHTHH
U SIHJICPMHCOM CTEHOK Tella He mpoBoautcs (James et al., 1992; James, 1997;
Williams et al., 1997; Ky3pmuna, Maaucon, 2024).

MaHTHsI TIpeicTaBIseT CcOOO0H CKIaaku (AOpPCAIbHYI0 H BEHTPAIBbHYIO)
MSATKOTO TeJla, CEKPETUPYIONINE PAKOBUHY U OKPYKAIOIIHUE MAaHTUHHYIO TOJIOCTb,
CBOOOJTHO COOOMIAIONIYIOCS € BHEIIHEW cpemoi. PacnonoskeHue MaHTHH
OTHOCHUTEIHHO TYJIOBHINA PA3JMYaeTCI B Pa3HBIX TPYIIAX COBPEMEHHBIX
opaxumonox (Williams et al., 1997a, 6): y Craniida u Discinida manTHs u pakoBruHa
pactyT rojonepudepruuecku (Bo Bce cToponsl), y Lingulida —remunepudepuuecku
(Bmepén wm natepanbHo), y Rhynchonellata — mukconepudepuueckn, T0o ecth
MaHTHIHBIC CKJIQJKU HAPaBJICHBI HCKITFOUNTEIBHO BIIEPEN M 3aHUMAIOT OOJIBIITY IO
YacTh IUIOMIATU Teja, OCTABISS MATKOMY Ty TOJBKO OKOJO OIHOW TpeTH

MPOCTPAHCTBA B 3aJJHEN YACTHU PAKOBUHBI.

NutepecHo, 4TOo y KpaHMU(GOPMHBIX Opaxuomno] MaHTHIHAsA TMOJOCTh
pacroJiaraeTcsi He TOJIbKO CIIepe/In, o OOKaM M €3aJld OT TYJIOBUIIA, HO U MEXKIY
nopcanbHOi cTtBOopkoi m TynoBuieM (Chuang, 1974), o06pa3ys Tak Ha3bIBaeMbIii
MaHTHHHBINA MpocBeT (Mantle recess), cBsA3bIBAOLIUI 3aJHIOI0 YacTh MaHTHHHOMN
MOJOCTH C TepeaHedd depe3 jgopcambHyto cropoHy (Chuang, 1974).
IIpennosiaraercs, 4ro Yepe3 MAHTUMHBIA IPOCBET C3a4u BIEPEN MNPOXOIAT

HaIIpaBJIACMbIC pCCHUYKAMHU MaHTUIHOTO SIIMACPMHUCA TOKHU BOJBI.

I[OpCEU'IBHaH N BCHTpPAJIbHAd CKJIAAKWM MAHTUHW YCTPOCHBI IPUHIOHUIIMAJIBHO

MIOX0JKE Y BCeX OpaxHoIo I ¥ COCTOAT U3 CIISAYIOIIUX dieMeHToB (James et al., 1992;
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Williams et al.,, 1997a): 1) BHyTpeHHuH 3nuaepMUC (KOHTAKTUPYIOIIUH C
MaHTHHHON TIOJIOCTBIO W TIEPEXOJSAIINA B MOKPOBHI TynoBUIa U jododopa); 2)
COEJIMHUTEIbHOTKAHHBIN CJI0W; 3) MaHTHITHBIE LIEJIOMUYECKHE CHHYCHI B TIpeieax
COCTMHUTEILHOTKAHHOTO CJIOS; 4) Hapy>KHBIN SMUACPMUC; S) SMUACPMUC KPacBOU
30HBI MAHTHHM (MEPEXO0Jl MEXJIy BHYTPEHHHM UM HAPY>XHBIM SHUIACPMHUCOM CO
cnenu(pUUecKuM THCTOJIOTMYECKUM CTpOCHHEM). bompimas dacth JaHHBIX I10
aHATOMHUYECKOMY M TUCTOJIOTUIECKOMY CTPOCHHUIO MAHTHH TIOJydeHa Ha 3aMKOBBIX
Opaxmonosiax, a TOYHee MpeIcTaBUTe X oTpsma Terebratulida; mo ocraapHBIM

rpyIiam 6anH01'IOI[ JaHHBIC OI'PaHHUYCHBI.

BHyTpeHHU# SMUAEpMUC MAaHTUH COCTOWUT M3 KyOMYECKMX MOHOIIMIIMAPHBIX
KJIETOK C TUIOTHBIM TJIMKOKAJTMKCOM W3 MHUKPOBOPCHHOK (MUKPOBHJUICH), Cpeau
KOTOPBIX MHOTO CIM3HCTHIX KieTok (James et al., 1992; Partnorckas, 2022).
[Tpenmosaraercs, 4TO CIW3UCTHIC PECHUYHBIC KJIETKH HYXHBI JUIsI 0OSCTICUCHUS
TOKOB BOnbl B ManTuiiHo# mosoctu (Rudwick, 1970; Chuang, 1974; Williams,
1977), x0T OCHOBHYIO (DYHKIIMIO CO3JaHMS TOKOB BOJBI BBIMIOJHSET J0Podop
(mamp., Atkins, Rudwick, 1962). bimxe k kparo MaHTHH BO BHYTPEHHEM MaHTHHHOM
AMUACPMHCE 3aMKOBBIX OpaxHOMOJ OTMEYCH MEPEeX0a OT KyOWYeCKHX KIIETOK K
oonee BeiTaHyThIM (Williams et al., 1997a). DnuaepMuc CTEHOK Teida HMEET
MPUHITUIHAIBHO TIOX0XKEE CTPOCHHUE, OJHAKO CIIEAYyeT OTMETUTh CHIIBHYIO
CIieUANIM3AIMIO dnuepMuca joodopa u 1rynaiel] B CBSI31 C BBHITTOJIHIEMbIMA UMU
GYHKIMSAMH, W pa3[elicHUe ero Ha pasiuuHble (yHKIHMOHaIbHBIC 30HBI (Reed,
Cloney, 1977; Reynolds, MacCammon, 1977; Hoverd, 1986). /lanHble acreKkThl

OyIyT pacCMOTPEHBI B CJIEIYIOIIEM TTOApa3ieie.

CoeavHUTENbHAS TKAaHb MAaHTHUHM COCTAaBJICHA BOJIOKHUCTBIM KOJIJIATCHOM
(Williams et al., 1997a), B y HeKoTOpBIX mpeacTaBuTeneit orpsimos Terebratulida n
Theceida ormeuaercst Hamuune kaiabiuToBbiX cruky (Williams et al., 1997a). Co
CTOPOHBI HAPY>KHOTO SIMUJACPMHUCA COCMHUTEIIbHAS TKaHb MAHTUU MPHOOpETaeT
XapakTep 3amacaroiieil TKaHW ¢ JIaKyHAMH, 3aroJHEHHBIMH BKJIFOUCHHSIMHU
rJIMKOoreHa W rimkonporenHoB (Haro, 1963). B Tex wMecrax, rme uepes
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COCTMHUTENFHYIO TKaHb MPOXOJAUT MAHTUHWHBIN CHHYC, TOT CJIOM COCIMHUTEIBHOM
TKaHU, KOTOPBIM TpUJIeTaeT K HapyKHOMY S3IuAepMucy, oObdHO Tommie (Haro,
1963; James et al., 1992), xors u He y Bcex Opaxmonoy (PartHoBckas, 2022). V
TepeOpaTyau B COCAMHHUTEIHHOW TKAaHHM OTMEYCHBl KOJOHHOIOJOOHBIC
YIUIOTHEHHS KOJIJIareHa, MpOoXOAsIIie JOPCOBSHTPATBHO OT 0a3aJIbHOM ITACTHHKA
BHYTPEHHETO JIHJICPMHCAa 10 0a3aabHOW IUIACTHHKH HAPY)KHOTO SIHICPMHUCA
(James et al., 1991). ITo Bceit BUAMMOCTH, OHH YCHIIMBAIOT OMOPHYIO (DYHKIIHIO
coeqMHUTENbHOW TKaHu MaHTuu (James et al., 1991). Takxkxe B coeIMHUTEIHHON
TKaHU BCTPEYAIOTCS TJIOOYISIPHBIC KJICTKH C KPYIMHBIMH 3JICKTPOHHO-TIOTHBIMH
BKJIIOUCHUSAMU, HMEIOIINE 3MHUTEIranbpHoe npoucxoxacaue (Kuzmina, Malakhov,
2009; ParnoBckas, 2022). IlomoOHBIC TIOOYISpHBIC KICTKH OIMMCAHBI TaKXE B
coeauHuTeNbHOW TKaHM Jododopa (Kuzmina, Malakhov, 2011; Temereva,
Kuzmina, 2017).

MaHnTHifHbIC CUHYCHI (MAHTHHHBIC [IETOMUYSCKHE KaHAJIbI) BO BCEX CITydasx
SBJISIIOTCSL BBIPOCTAMHM TepHBHcLiepaibHOro 1enoma B mantuto (Williams et al.,
1997a). Xapaktep pacnojgoX€HHsI W BETBJICHUS MAHTUMHBIX CHHYCOB CHJIBHO
paznuyaercs B pasHbIXx  rpynmax  Opaxwomox  (Williams et al,
1997a).Ilpenanonaraercs, 4YTO MOMHUMO CO3PE€BAaHMS TaMe€T, OTMEUYEHHOIO B
maHTUHHBIX cunaycax y Rhynchonelliformea (Williams et al., 1996) u Craniiformea
(Joubin, 1886; Williams et al., 1996), B MaHTUHHBIX CHHYCAaX MOKET MPOUCXOIUTh
razoo0MeH ¢ mantuiiHoi monocteio (Williams et al., 1997a). ManTtuiinble CHHYCBI
BBICTJIAHBI B OCHOBHOM IUIOCKAM MOHOITWJIMAPHBIM IIEJIOTEIIHEM, KOTOPBIH MOXET

COCTOATDb M3 JIIUTCIINAIBHO-MBIIICYHBIX HWJIM IICPHUTOHCAJIBHBIX KJICTOK (James et

al., 1992; Kuzmina, Malakhov, 2009).

HapyxHbIii SmHUAepMHC MaHTHH O00pa3oBaH KyOWYECKUMH  KJICTKaMH,
JTUIIEHHBIMU JKTYTHKOB, YKPEIUIEHHBIMA TOHO(PHJIAMEHTAMH W COJCPIKAIIUMU
BKJIIOYeHHs raukonporenaoB (Owen, Williams, 1969; Williams et al., 1997;
PatHoBcKkas1, 2022). OH cekpeTHpyeT NMEePBUYHBIA U BTOPUYHBIN CJIIOM PAKOBHHBI
(James et al., 1992). TlockonbKy HapyXHBIH SMHUICPMHUC TOMOJIOTUYECCKU H
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(YHKIIMOHAJILHO TECHO CBSI3aH C PAKOBUHOMW, OH TEPSET CBOKO IMOJIAPHOCTb; TaK,
TOHO(HIIAMEHTBI HAPYKHOTO SMUJICPMHCA TPUKPEIUISIOTCS TEMHIECMOCOMaMH HE
TOJIBKO K 0a3alibHO TIACTHHKE, HO M K OCITKOBOM «IIOJIJIOKKE» BTOPHUYHOTO CIIOSI
paxkoBunbsl (Williams et al.,, 1997). B cnydae OOJbIION KOHIICHTPALMH
TOHO(MITAMEHTOB (B MeCTaX MPUKPEIUICHHS MBIIIII) XapaKTep CUHTE3a BTOPHYHOTO
ciost pakoBuHbl m3mensiercs (Williams et al., 1997a, 6) u popmupyeTcst MbIIICUHBIIH

OTIICYATOK.

[TpuMeuarenbHO MOTUBHUKAIMCH HAPYKHOTO SMUICPMUCA MAHTHH SIBJISTFOTCS
HEKYMBI. 1IeKyMBI €CTh TOJBKO Y TaK Ha3bIBAEMBIX SHIAOMYHKTATHBIX (MM IPOCTO
IMYHKTATHBIX) Opaxuomno/i, 00J1alaloNMMI OJHOBPEMEHHO IMyHKTAaMH — TOPaMHU B
pPaKoBHHE, , B KOTOpPBIE M 3aXOMAT IEKyMbI), MMPH 3TOM MPHU3HAK HATUYHS HIIH
OTCYTCTBHS TIOP M IIEKYMOB HEPABHOMEPHO PACIIPEACIIEH CPEIH PA3IHUHBIX TPYIIIT
COBPEMEHHBIX W BbIMepiux Opaxuonon (Rudwick, 1970). BoabimHCTBO
COBPEMEHHBIX OPaXHOTO/ SBJISIOTCS SHAOMYHKTATHBIMU; HCKITIOUEHUEM SIBIISTIOTCS
npeacraButenu otpsaoB Rhynchonellida u Lingulida (B pakoBuHe JuHTYHA,
BIIPOYEM, €CTh 3aKPBIThIC MOPBI, HO IIEKYMOB HE OTMEUEHO); TAKUM 00pPa30M 3TOT
NPU3HAK, TO-BHAAMOMY, HE UMEET (PMIOTCHETHIECKOTO 3HAYCHHS B PAMKaX BCETO
tuna Brachiopoda (Rudwick, 1970), xoTs ¥ HCIOJIB3yeTCS B TAKCOHOMHYECKUX
nemsix (Williams, 1956). HauGomnee XOpomio CTpOCHHE IIEKYMOB HU3YyY€HO Y
Terebratulida (Owen, Williams, 1969; Williams, 1977; James et al., 1992; Williams
et al., 1997a) u Craniida (Williams, Wright, 1970); ects Tak:xe HEKOTOpbIC JaHHBIC
no Thecideida (Williams et al., 1997a). Takum 00Opa3oM, UMEIOTCSI JaHHBIC MO

CTPOEHUIO 1IEKYMOB BCEX SHJOMYHKTATHBIX OPaXHOIO/.

Y Bcex H3Y4YEHHBIX Opaxmomnoj| IMEKyMbl MPEACTABISIOT COOOW KaHAIBI,
06paBOBaHHBIe Y3KUMH JIOKAJIbHBIMH TMOAHATHUAMHA HAPYXKHOI'O SIIHACPMHCA,
YCTPOEHHBIMU TakhM o0O0pa3oM, 4YTO IIEKyM MPOXOAUT Yepe3 BTOPUYHBIN U
MEPBUYHBIA CJIOM PAaKOBUHBI, BIUIOTHYIO TOAXO0Has K mepuoctpakymy (Owen,
Williams, 1969; Williams, Wright, 1970; Williams et al., 1997a). Buytpu sToro
IoAHATUSA HaxXOOUTCA MMPOCTPAHCTBO, 0T4HaCTu 3aIlIOJIHCHHOC JJIMHHBIMH
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MHUKPOBOPCUHKAMH U TPOJYKTAMH CEKPELUHU SIUTEIUS, COCTABIISIONICTO CTCHKH
nekyma (Owen, Williams, 1969; Williams, Wright, 1970; Williams et al., 1997a).
DOUTEIHH CTEHKH IIEKyMa y 3aMKOBBIX OpaxHOIOJ pa3feiseTcs Ha JIBE CHUJIBHO
pasnuuaromuecs 3oubl  (Owen, Williams, 1969; James et al.,, 1992): 1)
nepudepuyecKiue  KIETKHM, BBICTHIAIOIIME JIaTepalbHble, JIOpCalbHBIC U
BEHTPAJIbHbIE CTEHKHU I[EKyMa — IUIOCKUE, ¢ HEOOJBIINM KOJINIECTBOM OEIKOBBIX
BKJIFOUCHHMIA; 2) cep/ueBuHHble kieTku (core cells), BicTmnaronme aucranbHYTO
4acTh I[EKyMa — CTOJIOYAThie, ¢ OOJBIINM KOJWYECTBOM 3JIEKTPOHHO-TIOTHBIX
BKJIIOYCHUH B 0a3aJibHOW YacTH M Pa3BUTBIM CHHTETUYECKHM ammapatom. Y
Thecideida ceparieBMHHBIC KIECTKH pacoiaratoTcs 0osiee MPOKCHUMAIbHO M Yy HUX
orcyrctBytor MukpoBopcunku (Williams et al., 1997a) V kpanundopMHBIX
Opaxuomoja pe3koe pas3jeicHHe KICTOK IleKymMa Ha Tmepudepudyeckue u
CepALIEBUHHBIE OTCYTCTBYET, XOTS W MOKHO YCTAHOBHUTH T'OMOJIOTHH MEKIY
cootBeTcTByromumMu kinetkamu  (Williams, Wright, 1970). Ilomumo »3toro, y
3aMKOBBIX OpaxHOIO/ AUCTATbHEE CEPIIIEBUHHBIX KIIETOK IIEKyMa eCTh «IIETKA» U3
0OBI3BECTBICHHBIX OCIKOBBIX TPYOOUEK, OTACISIONIMX IIEKYM OT MEPHOCTPaKyMa
(Owen, Williams, 1969; James et al., 1992); y kpanurdopMHBIX OpaxHOMO/ TaKas
CTPYKTypa OTCYTCTBYET, M IIEKyM MPAaKTHYCCKH HE OTACIEH OT MEPHOCTPaKyMa,
HOJXO/s K HEMY BIUIOTHYIO M Pa3BETBIISAACH HA MHOKECTBO KaHAJIOB BILIOTH 110 4-
ro U 5-ro MopsIka, MpH 3TOM KaHAJbI I[CTUKOM 3allOJHEHBI OTPOCTKAMH KJICTOK
(Williams, Wright, 1970). /IuctanbHble YacTH JaHHBIX KAaHAJIOB OTACJCHBI OT
MEepPUOCTPaKyMa TOJILKO TOHKONW MEMOpaHOMW, MO-BUAMMOMY, OEITKOBOW MPHUPOIBI
(Williams, Wright, 1970). IlpunumnuanbHble pa3iudus B CTPOCHHHM IICKYMOB

KpaHUHU(POPMHBIX U PUHXOHEUTUPOPMHBIX Opaxuonos cBeaeHsl B Tabmnuiie 1.

VY Linguliformea uekymbl B MaHTHM OTCYTCTBYIOT, OJHAKO €CTh TOHKHE
MHO)KECTBCHHBIC KaHAJbl C HEPETYJSPHBIM PACIOJIOKCHUEM, 3aIlOJHECHHBIC
3alaCHBIMU BKJIFOYCHUSMHU M OTBETBIIIONIUE OT CeOsl TOPU3OHTAIBHBIC Tajeper
(Williams et al., 1997a). Takas cucreMa KaHAJIOB HE CUYMTACTCS TOMOJIOTMYHOM

nekymam Tepedparynua, teruaena u kpanuua (Williams et al., 1997a).

34



IIpusnak Rhynchonelliformea Craniiformea
Pa3BeTBi€EHHOCTD + +
(He y Bcex)
Huddepenunanus + +
CEpJALIEBUHHBIX U (XOpoI1I0 pa3TUIUMBb) (paznuuue 1ioxo
nepudepruyecKux KIeToK BBIPAXKEHO)
Hamnune «mérkm» + -

Tabmuma 1. CpaBHenue opranmsanuu IiekymoB B ManTum Rhynchonelliformea wu
Craniiformea (mo mamaeim Owen, Williams, 1969; Williams, Wright, 1970; James et al., 1992;
Williams et al., 1997a).

@DyHKIUS [IEKYMOB HE BIIOJHE SICHA, U HA TOT CYET BBIIBUTAIOTCS PA3IMYHbIC
runote3sl. [Ipexme Bcero, MeKyMbl, Kak M TMOJJICKAIIas COCTUHUTEIbHAS TKaHb,
MOTYT SIBJIITHCS MECTaMHM 3aIllacaHusl BEIIECTB, IIUPKyIHpYyIomuX B MmanTuu (Owen,
Williams, 1969; James et al., 1992). 3ameueHo, YTO MHTEHCHBHOCTH 3aracaHus
BCII[ECTB B MAaHTUH, B TOM YHUCJIE U B IIEKyMaX, MOXKET KOPPEIUPOBATH C IUKIAMHU
ramerorcHe3a (James et al., 1992). Kpome Toro, /i 11eKyMOB IpEIojaracTcs
cerHcopHas ¢yukius (Thayer, 1986); ato npeanoiokeHre MOAICPKUBACTCA TEM,
yT0 y toBeHmaer N. anomala x rekymam nmoaxoaat HepBHbBIE oTpocTku (Temereva,

2020a); PanBuk, ogHaKo, CYMTAET CEHCOPHYIO (DYHKITUIO IIEKYMOB MaJOBEPOSTHOM

(Rudwick, 1970).

CtpocHue Kpast MAaHTHH U TIEPEXO0THOM 30HBI MEK Yy BHYTPEHHHM M HAPYKHBIM
SMHUICPMUCOM SIBJISIETCS BaKHBIM TPU3HAKOM, MO3BOJISIONIMM TOHATH XapakTep
CEKpellMM pPaKOBMHBI B pa3iuuyHbIX rpymnmax Brachiopoda (James et al., 1992;
Williams et al., 1997a, 0; ParnoBckas, 2022). B pamkax HacTosIiei padOThI

CTpOEHHE KpaeBOl 30HbIl MAaHTHH HE PACCMATPUBACTCHL.
2.3.2. Jloghoghop

Jlopodop — 310 GUABTPYIOMUI NTYTATBIEBBIA OPTaH, SBISIFONTUNACS OOIINM
npuszHakom Brachiopoda, Phoronida u Bryozoa (Hyman, 1959; Emig, 1992),

OJIHAKO MMEHHO Yy Opaxuomo]i OH YCTPOE€H HaumOoJiee CIOKHO W JEMOHCTPUPYET
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HauOosbiee OoratcTBo THIOB crpoenus (Beecher, 1897; Rudwick, 1970; Emig,
1992; Kuzmina, Temereva, 2019; Kuzmina et al., 2021). 3Bomorus 1ododopa B
OCHOBHOM IPUXOJHUTCS MPOCICKUBATH Ha COBpeMeHHOM MaTepuaie (Emig, 1992;
Ky3pmuna, Maimaxos, 2007; Kuzmina, Temereva, 2019), xots ecTh H
naneonronorndeckue nanusie (Kuzmina et al., 2021). [Ipu sTom, Ui OTy4YeHUS
aJICKBaTHBIX PE3yJIbTATOB, CJICyEeT CPABHUBATH HE TOJHKO BHEIITHIOIO MOP(OIOTHIO
10¢odhopoB, HO U, IIIaBHBIM 00pa30M, MOP(}OJIOTHIO TaK Ha3bIBAEMON OpaxuabHOU
OCH, BKJIIOYAIOIIYIO B ce0s B TUIUYHOM Ciydae psJ IIyIajel, COCTOSIINNA M3
qepeAyOMUXCsl HAPY)KHBIX M BHYTPCHHHX IIIyTaJICIl, OJWH WM JBa IIEJIOMUIECKHIX
KaHaja, OpaxWalbHYI CKIAJAKy ¥ OpaxWallbHbIM, WM TMHIIEBOH XKEeT000K

(Ky3smuna, Manaxos, 2007; Kuzmina, Temereva, 2019; Kuzmina et al., 2021).

HaubGonee mnpumuTuBHBIM THIIOM Jododopa mis Bcex Lophophorata
cuntaercst Takcoiaousid ododop, wim Takconod (manee IS KpaTKOCTH OYIyT
UCIIOJIB30BaThCs yCeu€HHbIE (OPMBI TEPMHUHOB), OpaxuaiabHas OCb KOTOPOIrO
COCTOMT W3 psijia IIynajiel OJWHAKOBON MOP(OJIOTUM U OJHOTO LIETOMHYECKOTO
KaHaJla U He pacnpocTpaHsercs aajee obiactu Bokpyr pra (Kuzmina, Temereva,
2019). Takoii tun nododopa HE OTMEUEH Yy B3POCIBIX OCOOEH COBPEMEHHBIX
opaxuomnon (Emig, 1992; Kuzmina, Temereva, 2019), omHako HaOmomaercs y

paHHEX oBeHmIeH (Emig, 1992).

Tpoxonod obnamaer Takoil ke OpaxUalbHOW OChIO W3 psifia OJMHAKOBBIX
HIynanell 1 OJAHOTO IEJIOMUYECKOTO KaHalla, ero MPUHIIMIHAIbHBIE OTIUYHS OT
Takcosoa 3aKIOYarOTCS B OOJIBIIEM OTHOCHUTEIBLHOM pa3zMepe Hu ¢opme,
nepexoauoit k musonopy(Emig, 1992; Kysemunaa, Manaxos, 2007; Kuzmina,
Temereva, 2019; Kuzmina et al., 2021). Tpoxonod coOOTBETCTBYyeT HamboJjee
NPUMUTHBHOMY OBalbHOMY Jododopy B3pocisix Phoronis ovalis (Kuzmina,
Temereva, 2019), ogHako y B3pOCbIX OpaxHoIo/ BCTpeUaeTcs, Kak U Takcoyuod, B
OCHOBHOM Ha IOBEeHHIIbHBIX cTaausx (Emig, 1992). Penukrom TakconopHOH u
TpoxojodHON opraHuzanuu B Johodopax B3pOCHBIX Opaxuomoja SBISETCS
pPacmoJIoKeHHE NTymaliel] 010 PTOM B OJHH PsiJl — MPU3HAK, XapaKTEPHBIH JIJIs BCEX
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opaxuonon (Harper et al., 2017), xoTst paHee 0TMEYaI0Ch, YTO Y JIMHT'YIU(POPMHBIX

Opaxuono Iymnanbla pacnojoxeHsl B Aa psaa (Williams et al., 1997a).

[uzonod orauvaercs oOT Tpoxosiodha OOJBIIMMU  OTHOCUTEIHbHBIMU
pasMepaMy, HO TJAaBHBIM OOpa3oM — PE3KUM YCIOKHEHUEM OpaxuaabHOW OCH
(Ky3pmuna, Manaxos, 2007), koTopas y mu3oioda BKIHOYACT YepeayHOIIUecs
Hapy>KHbIE W BHYTPEHHHE INIymajblla (BHYTPEHHUHW U HapyXHBIH) WU JBa
IIEJIOMHYECKUX CHUHyca (Maiblid, AW OTBETBICHUS B MIynajblla U
TOMOJIOTUYHBINA €IMHCTBEHHOMY I[EJIOMUYECKOMY CHHYCY Takcoisioda, Tpoxonoda u
nododopos Phoronida u Bryozoa, u 60:b1m0it). 910 HanbojIee MPUMUATHBHBIA THIT
jg0dodopa, BCTpEeUaroIrics y B3pOCIIbIX 0c00ei coBpeMeHHBIX Opaxuomnos (Emig,
1992; Ky3pmuna, Manaxo, 2007), XOTd B OCHOBHOM BCE K€ CBOWCTBEHEH JIJIsi
oBeHWIbHbIX cTaauil (Kyspmuna, Manaxos, 2007). B obmactu pra y Bcex
Opaxuomnona octaéres oauH psn mrynaner (Harper et al., 2017), mu6o cxoxux 1o
mMopdonorun co BHytpeHHumu (Blochmann, 1892; Temereva, 2020a), mubo c
HapyxHeiMu (L0ter, 2007) mynaneiiaMu ABYXpSIHOW OpaxuanbHOW OCH, JHOO
o0J1aarouX MIPUMUTHBHON Mopdotorueit 6e3 pe3koi crienuaan3anid OTACIbHBIX
y4acTKOB (Tak Ha3bIBacMbIe «(popoHua0moa00HbIe» mrymnansia) (Temereva, 2020a;

Kuzmina, Temereva, 2024a).

[Tpenmonaraercs, 4To OT MIKM30J70()a MPOUCXOIAT OOJE€ CIOKHBIE THUIIBI
nododopa COBpEMEHHBIX Opaxuonon — nOTuxojod, cnupoiod, 3urojodp u
wiekronod (Kuzmina, Temereva, 2019; Kuzmina et al., 2021). ITomumo
MEePEUUCIEHHBIX TUIIOB JIohodopa, MPOUCXOIANINX OT Mu30j0da, ecTh ene aBa,
MOP(}OJIOTHIO KOTOPHIX MOKHO BBIBECTH TOJIBKO M3 MPEABIAYIIEH, TPOXoao]HOMH
craqun  (Kuzmina, Temereva, 2019) - wmoauduuupoBanHbiii 3uroiodp u
MOAU(PUIMPOBAHHBIN CcrIUPoJiod. TODTH ABa THUIA JT0POPOopa UMEIOT HE3ABUCUMOE
MPOUCXOXKICHNE W TPEICTABISIIOT COO0OM OTACNHHYIO JBOJIOIUOHHYIO JHUHHUIO

(Kuzmina, Temereva, 2019).

[Ituxomod mpencraBisger coOOM manmpHEWIIEE YCIOKHEHHE IH30Ji0(ha

(Ky3smuna, Manaxos, 2007; Kuzmina, Temereva, 2019; Kuzmina et al., 2021), B
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KOTOPOM PYKH 00pa3yrOT HECKOJBKO MeTelNb. bpaxuaabHas oCch MPU 3TOM OCTaETCs
Takoi ke, kak B mu3ojode (Kysemuna, Manaxos, 2007). [Ituxonod npupacraet

nepeHei yacTu gopcaiabHoro auctka mantun (Rudwick, 1970).

Crmponod — 3T0 anbrepHaTHBHOE YyciaokHeHue tmm3oinoda (Kuzmina,
Temereva, 2019), B KOTOpOM BMECTO HECKOJILKHX IIETEIIb B OJHOM IIJIOCKOCTH PYyKH
o0pa3yIoT JopcajabHO 3aKPyYCHHBIE CIUPAIH, MOIHATHIE B MAHTUHHYIO TOJIOCTh

(Ky3pmuna, Mamaxos, 2007; Kuzmina, Temereva, 2019).

3uronod — emé oxaHo ycaoxHenue mm3oioda (Kuzmina, Temereva, 2019), B
KOTOPOM IPOKCHUMAJIbHBIC YaCTH OpaxuaibHbBIX OCEH Pa3BOPAUYMBAIOTCS Ha BEPIIMHE
PYKH B 00pa3yIOT JUCTaTbHbBIC YaCTH, KOTOPbIE BHOBB MOAX01AT KO pTy (Ky3pMuHa,
Manaxos, 2007), conmmkasice Ha gopcaibHoit ctopore (Rudwick, 1970). ITpu stom
IPOUCXOTUT 00bEIMHEHNE OOIBIITNX CHHYCOB IIPOKCHMAaIbHOMN U AUCTAIBHOM YaCTH

OpaxmanbHOM ocH Kaxkou pyku (Rudwick, 1970).

[lnekronod cumTaercs NaTbHEHIIUM YycinokHEeHHeM 3uronoda (Kuzmina,
Temereva, 2019). Ero otnuune ot 3uronoda BbIpakaeTcs B TOM, YTO JUCTATbHBIC
4yacTu OpaxualibHbIX OCeH, COMIMKEHHBIC Y PTa, YACTUYHO CPACTAIOTCS MEXKIY COOOM
U QOPMUPYIOT TPETHIO PYKY — MEAHAIBbHYIO0, KOTOpasi 3aKPyUHUBACTCS CIUPATHHO
aHAJIOTMYHO JIaTepabHBIM pyKaMm criupoiiopHoro sopodopa (Kyzemuna, Manaxos,
2007). B narepasibHBIX pyKax CYIIECTBEHHBIM OTJIMYMEM OT 3Urojioda sBISIETCS
NOSIBJIGHUE TPEThEro LEJOMUYECKOTO CHHyca — OpaxuajJbHOrO KapMmaHa,
SIBIIAIONIETOCS BRIPOCTOM IepuBHUcIiepaibHoro 1enoma (Rudwick, 1970; Ky3smuna,

Mamaxos, 2007; PatnoBckas, Ky3pmuna, 2022).

«MoauduinpoBaHHbIi» 3uronod — ocoObiii THUH cTpoeHus Jododopa,
OTMEUCHHBIN II0 HacToslmee BpeMs Toiabko B poxae Pelagodiscus atlanticus
(Kuzmina, Temereva, 2019). Omimyaercss OT OOBIYHOTO 3UTOJIOPA TEM, 4YTO
IPOKCHMAaJIbHBIC YacTH pPYK HAINpaBJICHBI Ha3ajJ, a HE BIEPEN; 9TO CBA3aHO C

rojonepudepruyeckuM pocTOM MaHTHHHOM mosoct y P. atlanticus wu
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panroOHaJIbHBIM NCIIOJIb30BAHHUEM O6p8,3y}0HII/IXC}I B HEH JaTCpaJbHbIX IIPOCTPAHCTB

(Kuzmina, Temereva, 2019).

«MoaudunpoBaHHbI» crupoiod — ocoOblii TUlm cTpoeHus Jododopa,
KOTOPBIN mpeanoiaraercs st oTpsaa Discinida (Kuzmina, Temereva, 2019). B
OTJIMYME OT OOBIYHOTO criuposioda, o0ManaeT BRIPAKCHHBIM pa3/IeIeHUEM pyK Ha
NPOKCUMAIILHYI0O W JWCTAIbHYI0 YacTh, W3 KOTOPBIX TIEpBasi COOTBETCTBYET
IPOKCHMaJIbHOM YacTh pyku Pelagodiscus, a nucranbHas 3aKpy4InBacTCs B CIIAPAITb

(Kuzmina, Temereva, 2019).

B nuteparype BcTpeuaroTcs 1Ba BO3MOXKHBIX CIIEHApHSs 3BOJIIOMH Jododopa:
COTJIACHO npeobJiaaremMy MHEHHUIO, nododop ABOJIIOIIUOHUPYET
UCKIIIOUUTEITFHO MaJICHbKUX (OopM K OOJBIIMM M OT 0oJiee MPOCTHIX K OoJjiee
cioxkabiM (Rudwick, 1970; Emig, 1992; Ky3pmuna, Maiaxos, 2007); coriiacHo
aJbTEPHATUBHOMY MHEHHIO, B ABOJIIOIUH JIo(hodopa, Kak U B IBOTIOIIUHA OPAXUOIIO]]
B IIeJIOM, OblJJa BO3MOXKHA TE€TEPOXPOHMS, M B YaCTHOCTH MeaoMopdo3, 4To
npoaeMoHcTpupoBaHo Ha npumepe Discinida (Kuzmina, Temereva, 2019). Ha
OCHOBAaHMM aHajn3a JaHHBIX MO COBPEMEHHBIM W HMCKOMAEMBIM Opaxuomnoaam
MPEANoJaraeTcs, 4To NpocTor crnupoiodHsbIi 10hodop ABISeTCs MIe3HOMOPHHOIM

yeproit Opaxuonof (Kuzmina et al., 2021).

Kak Obuto otMeueHo B paszzene 2.3.2, sanuaepmuc 1opodopa, U1 B YaCTHOCTH,
nrynanern, o0jagaeT OCOOCHHOM THCTOJIOTMYECKON OpraHM3alluei, CBS3aHHON C
(YHIIMOHATBHBIM Pa3JIeJICHUEM pa3InYHbIX 30H Irynaier] Opaxuomox (Storch,
Welsch, 1976; Reed, Cloney, 1977; Reynolds, McCammon, 1977; Temereva,
Kuzmina, 2017; Temereva, 2022). Han6osee 00CTOATEILHO OMKMCAH IIyTabIIeBbIH
sauaepmuc y Terebratalia (Reed, Cloney, 1977), Hemithiris (Kuzmina, Temereva,
2024a) u Lingula (Storch, Welsch, 1976).

Hapy»xHble U BHyTpEeHHHUE IIyHajiblia 00JaJaroT pa3iIuyHONd MOpP(OIOTrHei:
Hapy>KHbIE HECYT Ha (PPOHTAJIBHON MOBEPXHOCTH KEJIOOOK, OTCYTCTBYIOUIMN Ha

BHYTPCHHUX MIylajdbllaX, W IIOTOMY HAa3bIBAIOTCA TaAKIKC )KeJI00YaTBEIMU ;
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BHYTPEHHHE IIyNajiblla, B CBOI OuYepeib, OOBIYHO HECYT Ha ab(pOHTAILHOI
HIOBEPXHOCTH HEOOJIBIION IpeOeHb U MOITOMY Ha3BIBAIOTCS TaKKe rpeOeHYATHIMU
(Williams et al., 1997a; James et al., 1997). Ot pa3iauuus 0OBSICHIIOTCS, IPEKIC

BCCTO, pa3JIMYHBIM CTPOCHUC IIIUACPMUCA OTUX JABYX THIIOB HIYIIAJICII.

DNHUIepMUC HAPYKHBIX MIyMaliell CTOJI0YaThliii ¢ (pPOHTAIBLHOM CTOPOHBI U
KyOnueckuii ¢ ab(poHTaIBHOM, C JTaTepalIbHbIX CTOPOH HAOII0JaeTCsI HOCTENECHHBIN
nepexon oxnoro B japyroi (Reed, Cloney, 1977). B omnom ciyuae (Reynolds,
McCammon, 1977) snuaepMuc 1ymnajel y 3aMKOBBIX Opaxuoro ] ObLT OIMCaH Kak
cTpaTH(UIIMPOBAHHBIN, OJJHAKO 3TO HE MOJATBEpXkKaeTcs NpyruMu naHHbME (Reed,
Cloney, 1977; Temereva, Kuzmina, 2017; 2021). HauOonbmiass KOHICHTpAIKSI
KTYTHKOB HAOJIOaeTCsl Ha JIaTepOPpPOHTANBHOM 1 (ppoHTaNBHOM cTopoHax (Reed,
Cloney, 1977). Bo BcéM smuaepMuce Iynajiell MHOTO CIM3HUCTBIX U KEJIC3UCThIX
KJIETOK; ocobenHo mHoro mx B ocHoBanuu (Reed, Cloney, 1977; Reynolds,
McCammon, 1977) u Ha naTepoaOb(pOHTAIBHBIX CTOPOHAX HAPYKHBIX IIyIIAJIeI]
(Temereva, Kuzmina, 2017, 2021). DnuaepMUCc BHYTPEHHUX MIyMajel OOBIYHO
onuchiBaeTcs kak cronbuareiii (Reed, Cloney, 1977); corimacHo apyruM JAaHHBIM,
narepanpHbli  (Temereva, Kuzmina, 2021) wu aOGpoOHTAIBHBIN SMUACPMHUC
BHYTPEHHHUX NIyMajiell MOXXET ObITh 00pa3oBaH M 00jie€ HU3KUM DIIUTEIHEM,
omu3kuM Kk kyorueckomy (Kuzmina, Temereva, 2021a; Temereva, Kuzmina, 2021,
Temereva, 2022). Hunuanus y BHyTpEHHUX IIyTajiel] Takxke 00JIbIle BhIpaXkeHa Ha
bpoHTaTbHON U JNaTepodpoHTaibHbIX cTopoHax (Reed, Cloney, 1977; Temereva,
Kuzmina, 2021).

CoenuHuTeNbHasi TKaHb IIyHajell HE COJCPKUT KIETOK, B OTIUYHE OT
COCIMHUTETHLHOM TKaHU PpyK Jo¢odopa, OMMCHIBACTCS KaK XPAIIEOA00HAs, XOTS U
He okpammBaercs kak xpsmg (Storch, Welsch, 1976; Reed, Cloney, 1977).
Xpsiienoago0oHass COeIUHUTENbHAsS TKaHb OTMEUAeTCs TakKXe B APYTUX YacTIX
nopodopa u B Hoxkke (Chuang, 1956; Hyman, 1959; Rudwick, 1970; Ky3pmuna u
ap., 2006). OTmevaeTcsi, 4TO KOJUIareH B COeIMHUTENIbHON TKaHU IIymajel] yJI0KeH
B JIBa CJIOS — MPOJOJBHBIN BHEIIHUE W KoJblieBol BHyTpeHnuuit (Reed, Cloney,
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1977). Ilpennonaraercs (Reed, Cloney, 1977), uro Takas opraHu3anus, ¢ OIHOMH
CTOPOHBI, MPEMATCTBYET PACTSHKEHHIO (32 CUET MPOIOIBHBIX BOJIOKOH), @ C IPyToi
CTOpPOHBI, TONEPEYHOMY CXATHIO (32 CYET KOJIBLIEBBIX BOJIOKOH). B pabote
Petinonmbac u  MakKammon (Reynolds, McCammon, 1977) xjietku B
XPAIIETOM00HON COCAMHUTCILHOW TKaHW OTMEYCHBI; CJIEAyeT OTMETHTh, YTO
naHHas paOoTa ObUla BBHINOJHEHA HAa CBETOBOM YPOBHE, 0€3 HCIIOJIb30BAHUS

TpaHCMI/ICCI/IOHHOI?I BJIGKTpOHHOﬁ MHUKPOCKOIINH.

Onuaepmuc pyk jododopa mpeiacTaBieH B OCHOBHOM MOHOLMIMAPHBIMU
MUKPOBUJUISIPHBIMH KJIIE€TKaMH, CPEJIU KOTOPBIX €CTh Kee3ucteie (James, 1997); Ha
MUKPOBOPCUHKM  CEKPETUPYETCS INIMKOKAJIMKC W3 MYKOIOJUCaXxapuaoB U

TIMKO3aMHHOTIIMKaHOB (James, 1997).

CoenuHuTeNnbHAS TKAHB PYK JIododopa cocTaBieHa aMOP(HHBIM MAaTPUKCOM C
pPEAKMMHU KJIETOYHBIMH BKJIIOUEHUSMH HemnpaBWIbHOU (opmel (James, 1997); Bo

MHOI'HX HCTOYHHKAX COCOAMHUTCIIbHAA TKAaHb PYK J'IO(l)O(bOpa OIIUCBIBACTCA KakK

xpsienonoonas (Blochmann, 1892; Rudwick, 1970; Storch, Welsch, 1976).

MexaHU3MBI CO3/TaHNsI PECHUYHBIX BOJHBIX TOKOB B MAHTUHHOM MOJOCTH U B
O0COOEHHOCTH HAIPABJICHUE ITUX TOKOB JJOBOJILHO Pa3HOOOpa3HbI Cpeid Opaxuornos
U CWIbHO 3aBUCAT OT Mopdomoruu nododopa (Kysemuna, Manaxos, 2007). B
paMKax JaHHOTO o0030pa S OTpaHUYYCh OIMMCAHWEM IIOTOKOB BOJBI Yepe3

MaHTUUHYIO TOJOCTh Y KpaHHUH(POPMHBIX Opaxuornoj Mo AaHHBIM OJTKUHC |

Pansuka (Atkins, Rudwick, 1962).

®ponTanbHbie pecarnyky N. anomala B HopMamsHOM pekume paboThl OBIOT B
HaAIpaBJIEHUU K OCHOBAHUIO IIIyMHaJiell, MOJATOHssA K MHUILEBON OOPO3JIKEe YaCTHIIb,
3aXBaueHHbIC pecHUYKamu cocenuux mymanen (Atkins, Rudwick, 1962).
Bo3MOXXHO, OJHAaKO, M pEBEPCUBHOE OMEHUE pPECHUYEK Jisi W30aBJIICHUS OT
HeKeIaTenbHbIX KpynmHbIx uwactuil (Atkins, Rudwick, 1962). JlatepanbHbie
PECHUYKH CO3JIAI0T TOK BOJIBI C (PPOHTAIBHBIX CTOPOH Ha abppoHTambHYy0 (AtKINS,

Rudwick, 1962; Strathmann, 1973). AG(poHTaIbHBIC PECHUYKH TOpPa3a0 KOpoye
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q)pOHTaJIBHBIX " JIaATCPAJIbHBIX, U 0OBIYHO HEMMOABUIKHEI; BEPOATHEC BCCro, OHU

BBITOJIHSAIOT ceHcopHyto hynkuuio (Atkins, Rudwick, 1962).

CornacHo Mopdonoruu jopodhopa W OpPUEHTAMU MIyNalel, MaHTHHHYFO
nosoctb N. anomala moxHO pasgenuTs Ha BBOAHYIO (inhalant) m BBIBOAHYIO
(exhalant) «xamepwr» (Atkins, Rudwick, 1962). Bomnas kamepa 3aHHMaeT
BEHTPAJIBHYIO TIOJIOBHHY MAaHTHHHOW TOJIOCTH W TMPOCTPAHCTBO, OIPAaHUYCHHOE
JOPCANBHBIMU  CIIAPAIIIMH  PYK, HWMEHHO B OTH CTOPOHBI OPHUEHTHPOBAHBI
dbpouTanbubie croponsl mynaner; (Atkins, Rudwick, 1962). BeiBogHass kamepa
3aHUMaeT OOJIBIIYI0 YacTh JOPCAJIbHOW TMOJOBMHBI MAHTHMHOW TOJIOCTH U
HEOOJIBIIOE TIPOCTPAHCTBO 1033 W BEHTpallbHEE pTa; B OTH CTOPOHBI
OpPUCHTHPOBaHBI aO(PPOHTAIBLHBIC CTOPOHBI IIyNaJiell, B HANPABICHUN KOTOPBIX
obrotcs pecanuku (Atkins, Rudwick, 1962). Boga BXoauT B MaHTHITHYIO TIOJIOCTD €
nepeIHe-JIaTepaIbHBIX CTOPOH BEHTPAJIbHO, BBIXOAWT CIIEPEAH C JIOPCATbHOU
CTOPOHBI, a TaKXe C 3aaHe-JIaTepalbHbIX cTopoH. Yyanrom (Chuang, 1974)
MOKa3aHO TaKXe, 4YTO MAHTHUWHBIC BOJHBIC TOKH IMPOXOJAT TaKkkKe uepe3
IIPOCTPAHCTBA MEXKIY NOPCAIBHOM CTEHKOW TEJIa U MAHTUEN B TEX MECTaX, 1€ OHU

OTXOJIAT APYT OT Apyra (mantle recess mo Tepmunoniorun Chuang, 1974).
2.3.3. L{enomuueckas cucmema u KOMRAPMMEHMATUZAYUS Mead

Bce Opaxuomnonbl SBISIOTCS LEIOMUYCCKUMH JKHBOTHBIMH, C Pa3BHTHIMH
[ICIIOMHYSCKUMH TTOJIOCTSMH, KaHaJlaMH M CHHycaMHu Kak B jododope, Tak U B
tynoBuine u Mantuu (James, 1997; Williams et al., 1997a). Anatomus
ICJIOMHYECKON CHCTEMBI M3yUeHa Ha OTACIbHBIX BUIAX, MPEACTABIISIONINX BCE IISTh
OTPSIIOB COBpeMeHHBIX Opaxwonos: kpanuua (Blochmann, 1892), punxonemmua
(Kysemuna u gap., 2006; Kuzmina, Malakhov, 2009, 2011), rtepeOpaty:un
(PatnoBckast, Kyspmuna, 2022) wu mwmaryaun (Temereva et al., 2015).
YAbTpacTpyKTypa  IEIOMHYECKOW  BBICTHJIKM  IMOAPOOHO  HM3ydeHa Y
muarynadopmusix  (Temereva, 2017c¢; Kuzmina, Temereva, 2021a) w
punxoneudopmubix (Reed, Cloney, 1977; Kuzmina, Malakhov, 2011; Kuzmina

et al., 2018; Kuzmina, Temereva, 2021a) 6paxuomno. JlaHHbIE 1O yIBTPACTPYKType
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LEJTOMHYECKOU CUCTEMBI KPaHUU(POPMHBIX Opaxuomo/ B IMTEpaType OTCYTCTBYIOT,
3a UCKJIFOUCHHEM OIMCaHMsl yJIbTPACTPYKTYPhI IMyMaiblieBbiX KaHanoB (Kuzmina,

Temereva, 2021a) u meranedpuaues (Luter, 1995) N. anomala.

B nododope memommdueckas cuctema MpeACTaBICHA OXHUM WU JIBYMS
IIEJIOMUYECKIMH KOMITAPTMEHTAMH B 3aBUCUMOCTH OT Mopdoioruu tododopa: B
TAaKCONIO(MHBIX M TPOXONO(pHBIX JI0opodopax IOBEHWUIBHBIX CTaJAMNA CYIIECTBYET
TOJIBKO OJIMH LIEIOMUYECKUI KaHaJ, TaloIInii OTBETBICHHUS B Iynanbla (Ky3sMuHa,
Manaxos, 2007). B Gonee cloXHO yCTpoeHHBIX Tumax jododopa UMEIOTCS JBa
[EJIOMUYECKIX KaHaja B KaXKIOM pyKe: 3TO, BO-TIEPBBIX, Majble OpaxuaibHBIC
cuHychl (Manmbple KaHaibl Jiogodopa), copepkaiiue OpaxuanbHbie (I
aododopansabie) cocynbl (Blochmann, 1892; Kuzmina et al., 2024), naromue
OTBETBJICHUS B KaXJO€ IIynaiblle M, TakuM o00pa3oM, TOMOJOTUYHBIC
€IMHCTBEHHBIM OpaxuajlbHbIM KaHaiaMm (OPOHUA WIM IOBEHWIEH Opaxuomnon
(Kuzmina, Temereva, 2019), u Bo-BTOpbIX, OOJbIINE CUHYCHI (OOJIBIIME KaHAIBI
nododopa), BeposiTHee Bcero BhIMoHsIomuUe GyHKuo ruapockenera (Kuzmina et
al., 2018; Parnosckas, Kyspmuua, 2022). TI'mapocratuueckas GyHKIHS
IpeanoiiaraeTcsa TaKKe Yy I[eIOMHYECKUX KaHAJOB IIyMajiel, SBISFOIIIXCS

oTBeTBJICHUAMHU MajbiXx cuHycoB (Clark, 1964).

Marsie OpaxuanbHble CHHYCHI Y BCEX HCCJICIOBAHHBIX OpaxuoOIo[ CBS3aHBI
JpyT ¢ JAPYTOM IOCPEACTBOM TMepudsodareanbHoro memoma (Blochmann, 1892,
1900; Hyman, 1959; Pross, 1980; Kyssmuna u ap., 2006; Kuzmina, Malakhov,
2011; Temereva, 2017C), KOTOpBI TaKKe HA3bIBACTCS IEHTPAIBHBIM CHUHYCOM
(Blochmann, 1892) wmm wmamoit mnepennedi kamepoit (Robinson, 2014).
[lepun3odareabHbI 1IEIOM PACIIONOKEH OKOJO TJIOTKH M THIIEBOJA, OTHAET
BBIPOCT, 3aXOSIIUMN BHYTpPh BeHTpasibHOro meseHtepus (Blochmann, 1892), or
HETr0 OTXOJAT KaHAJIbl B OpajbHBIC MIyNalblla, PACIOJOXKCHHbIC B OJWH PSa B
obomactu pra (Kuzmina, Malakhov, 2011). TIpumeuaTenbHBIMH OCOOCHHOCTSIMH
nepui30darealibHOro [eJIoMa Pa3IMYHBIX OpaxHOMNoJ SBISIOTCS, BO-TICPBBIX,
MHOXECTBO COEJMHUTEIIbHOTKAaHHbIX mneperoponok (Kyspmuna u gp., 2006;
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Kuzmina, Malakhov, 2011), a BO-BTOpbHIX, MHOYKECTBEHHBIC JHBEPTHKYJIbI,
okpyxaromue mumeBox (Blochmann, 1892; Kuzmina, Malakhov, 2011;
Ratnovskaya, Kuzmina, 2022) — Tak Ha3pBaeMble Tmepu330(darcaibHbIC
npoctpactBa (rmo tepmuuonoruu Blochmann, 1892 u Hyman, 1959). Bombiime
OpaxuaabHbIC CHHYCBI Y BCEX UCCIICIOBAHHBIX OPaXUOIO] MPEICTABISIOT COO0M CO
BCEX CTOPOH 3aMKHYThIE I[EIOMUYECKUE TIOJIOCTH; OHU HE COOOIIAIOTCS HH MEXITY
CO0OM, HU C KaKUMHU-JIMOO JPYTMMHU IIEJIOMHUYCCKHMMU KOMIIAPTMEHTAMH, YTO,
BEPOSITHO, YCUJIMBACT MX TrHapoctaTndeckyto ¢ynkuuio (PatHoBckas, Ky3pmuHa,
2022). JIOMONHUTEILHBIM apryMEHTOM B TOJb3y THAPOCTATHYCCKON (YHKIIMH
OOJIBIIMX OpaxHadbHBIX CHHYCOB SIBIISIIOTCS JOPCAIbHBIC BHIPOCTHI, OTMEUCHHBIC Y
kpanuuy (Blochmann, 1892) wu punxonemmun (Kysemuna u ap., 2006) u
SIBJISIFOIIIECS, CKOPEE BCETO, Pe3epByapaMu IesloMuueckoit skuakoctu (Ky3pmuHa n
ap., 2006). Y kpaHUH] TaK)Ke OTMEYCHBI BEHTPAJIBHBIE BBIPOCTHI OOJIBIINX CHHYCOB

MeHbIero pasmepa (Blochmann, 1892).

VYaerpacTpykrypa JododopaabHBIX IEIOMOB HamboJiee JeTaabHO ITOKa3aHa
Ha npumepe Hemithiris psittacea u3 orpsima Rhynchonellida (Kuzmina, Malakhov,
2011; Kuzmina et al., 2018; Kuzmina, Temereva, 2021a) u Lingula anatina u3
orpsma Lingulida (Storch, Welsch, 1976; Temereva, 2017c¢; Kuzmina, Temereva,
2021a); B mpenenax mrynaiern; — takxke y Terebratulida (Reed, Cloney, 1977;

Kuzmina, Temereva, 2021a), Craniida u Discinida (Kuzmina, Temereva, 2021a).

B 06mmx yeprax, BeIcTHIIKA JI0GOGOPATBHBIX 1IETOMOB Y U3YYEHHBIX BUIOB
COCTOWT M3 MHOSIUTEIHAIBHBIX (MUTEITHAIBHO-MBIIIICUHBIX) U TIEPUTOHEATHHBIX
kieTok (Kuzmina et al., 2018). MuosnuTenmmanbHble KISTKH 00J1a1at0T CIIEYFOIIeH
MOJISPHOCTBIO: aMUKAJIbHAST YacTh COJEPKUT SAPO M OOJIBIIMHCTBO OpraHelu,
0azayibHas 3aM0JTHEHA MUO(HIIAMEHTAMH U MIPUKPETUIETCS K Oa3aIbHOM MIACTHHKE
remugecmocomamu (Kuzmina et al., 2018). [TeputoHeanbHble KISTKH HE COIEpKAT
MUO(DUIAMEHTOB, MOTYT OBITh Pa3MMYHON (POPMBI U B TOW WJIM WHOM CTEMECHU

BBIMOJIHAIOT cekpeTopHyto dyHkiwio (Kuzmina et al., 2018).
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Y H. psittacea crenka MajbIX OpaxuallbHBIX CHHYCOB MOXET OBITh
nojipa3ieyicHa Ha YeThIpe 00JIacTH, OTIMYAONIMXCS cTpoeHrneM kietok (Kuzmina
et al., 2018): 1) obmacTb y OCHOBaHWM MIyIajel, B TOM YHCJIC Yy OCHOBaHHMA
IIyHaJbIEBBIX COCY/IOB, BBICTIaHA MEPUTOHEATFHBIMU KJIETKaMH, 00pa3yOLUIMMHU
NeperIeTaoMecs OTPOCTKY; 2) mepexoaHas o01acTb ¢ aO(pOHTAIBHBIX CTOPOH
HIymnajiel, BBICTIAHHAs MPEUMYUIECTBEHHO IUIOCKUMHU  IEPUTOHEATbHBIMU

KICTKaMH C H3pCAKa IIOIIaJar0mMMMHNCA MHOIIUTCINONNUTAMU, 3) IMOIICpCUHaA

MBIIIITIA B 3aJTHeH JacTH MaJjoro CHHYCa, oOpa3oBaHHas
MICEBIOCTPATU(PUIIMPOBAHHBIM (Temereva, 2017c¢) AIUTEINEM u3
MHUOBTUTEITUOIUTOB u MEePUTOHEATTLHBIX KJICTOK, NEPEKPHIBAIOIINX

MHOSIHUTEIHOIUTHl CBOMMH OTPOCTKaMu; 4) MIpOJOJbHAS MBIIIAa B 00JacTh
HIEPErOPOAKH MEKIY MAJIBIM U OOJIBIITMM CHHYCAMH, COCTaBJICHHAS UCKITFOUUTEIILHO
MHOSIHUTEIHAIBLHBIMU KJICTKaMH. BpaxuasbHbIi COCY/T B JaHHOM CIIydae HaXOIUTCSI
B IIEPErOPOIKE MEXAY OOJBIINM M MajbiM CHHYCaMH MU C JOPCATbHON CTOPOHBI
BBICTJIAH MHUOSIIUTENHAIbHBIMU KieTkamu (Kuzmina et al., 2018). V L. anatina
IPOI0JIbHAS MYCKyJIaTypa opopMiIeHa B BUAC KPYIMHON OpaxwaabHON MBIl U3
BBICOKHX KJIETOK MHOSIUTEIHATLHOTO MPOUCXOKICHHSI, KOTOPBIE MPUKPEILISIFOTCS
K 6a3anpHOM TUTacTHHKE oTpocTkamu (Temereva, 2017¢C); moMuMO OOBIYHBIX KIIETOK
OpaxuabHOM MBIIIIIIBI, 3aIT0JTHEHHBIX XOPOIIIO pacro3HaBacMbIMH
MHUO(DUIAMEHTaMH, BCTPEUACTCSI BTOPOM THUI KJICTOK ¢ TOMOT€HHBIM COJIEPIKUMBIM

cpeaHeit anekTponHoi miotHoctr (Temereva, 2017¢).

[Tepuasodarecanbhblii rieom y H. psitttacea Taxxe o6pa3oBaH OTPOCTYATHIMU
NEPUTOHEATbHBIMA, B TOM YHCJIE€ TOAOHUTONOJOOHBIMU  KIETKAMH, W
MHUOSIUTEINOUTAMA, MPUTOM OTPOCTKH MEPUTOHEATBHBIX KIETOK OTYaCTH
nepekpbiBatoT muosnurenuonuthl (Kuzmina, Malakhov, 2011). JIuBepTuKyJIbI
nepui30QareabHOTO IeJI0OMa OTXOIAT KaK B CTEHKY TeJla, TAK U B COSAMHUTEILHYIO
TKaHb BOKpyT nuieBoaa (Kuzmina, Malakhov, 2011). JIluBepTukyibl B CTEHKE Tea
BBICTJIAHBI TUIOCKMMHU MepUTOHea bHbIME KieTkamu (Kuzmina, Malakhov, 2011).

JInBepTHKYJIBI BOKPYT MUIIEBOJIA OPTaHU30BAHbl B TPEXMEPHYIO CETh, B KOTOPOU
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MOJKHO BBIICJIMTh TPU CJIOSl KaHAJIOB: BHEIIHUE, OPUEHTHPOBAHHBIC IMOMEPEUHO,
CpelHHUEe, OPUCHTUPOBAHHBIC MPOJOJIBLHO, U TIIYOOKHE, OKPYKAIOIIUE IHIIEBOT
(Kuzmina, Malakhov, 2011). BxemmHue KaHajgbl BBICTJIAHBI  TOJBKO
HOJIOLUTONOTOOHBIMU  KJICTKAMH, & CpPEIHUE M TJIyOOKHE KaHaJlbl 00pa3yroT
MBIIICYHYI0 OOKJIaQJKy THINEBOJA, HAPYKHYIO IPOJOJbHYI0 W BHYTPCHHIOIO
KOHIIEHTpUYecKyro cootBercTBeHHO (Kuzmina, Malakhov, 2011). Hamuuwme
HIOJIOLUTOIOTOOHBIX KJIETOK MO3BOJISCT IMPEINOJIOKHUTh Yy Tepud30dareasbHOro

nesioMa BeIenuTeabHy0 Gynkmuro (Kuzmina, Malakhov, 2011).

[lynaaspIieBble KaHAIBI BHYTPEHHUX W HAPYKHBIX IIyHaTICI] UMEIOT CXOTHYO
yIbTpacTpyKTypHyto opranusanuto (Reed, Cloney, 1977; Temereva, 2017c;
Kuzmina et al., 2018). B 1ieiomuveckol BBICTHIIKE IIyTaIbIla MOXHO BBIJCIHUTH
(GpOHTABHYI0O MYCKYJIaTypy, JaTepallbHyI0 IEPUTOHCATBHYIO 30HY, a TaKKe
a0(pOHTaIBHYI0 30HY, CTPOEHHE KOTOPOM CHJIBHO pa3IMyaeTcs B Ppa3HBIX
orpsaaxopaxuomnon (Reed, Cloney, 1977; Temereva, 2017¢; Kuzmina et al., 2018;
Kuzmina, Temereva, 2021a). C ¢poHTaNIbHON CTOPOHBI IIyNajbIIEBOI0 KaHaja
MPOXOJIUT IIYNAIBIEBBIN COCY/l, HE UMEIONTUN BHYTPEHHEH BBICTUIIKU (SHIOTEIHNS ),
a CHapy)XH BBICTIAHHBIM  OTYACTH  CTOJOYATHIMH  MHODSIUATEIUOIUTAMHU
(GpOHTANEHON MBIIIIBI, & OTYACTH — IUIOCKUMHM MUAIIUTEITUATBHBIMUA KIIETKAMHU
(Reed, Cloney, 1977; Kuzmina et al., 2018). IIpeamnonaraercsi, 4TO MPHCYTCTBUEC
OTPOCTKOB M TEJI MHUOSIMHTEIUAILHBIX KJIETOK B CTEHKaX cCocyla HYKHO IS
CHaOXXEHMsI MBI TMHUTATeNbHBIMU BemecTBamu (Temereva, 2017c), uro
NOATBEPKAACTCA Takke JaHHbIMU 1o aHHenuaam (MBanos, Iletnun, 1997).
®poHTanbHas MYCKyJaTypa MIynajell MOoMepeyHornoaocaras y BCeX H3YUYEHHBIX
sugoB (Kuzmina et al.,, 2018; Kuzmina, Temereva, 2021a), kpome L. anatina
(Chuang, 1956; Kuzmina, Temereva, 2021a). Uurepecno, uro y Terebratalia
transversa, >KMByIIUX B JUTOPAIbHON 30HE, (DPOHTAIBHAS MYCKYJIaTypa TakKxKe
rJIagKasi, Ipyu TOM, YTO OCOOM TPEATIONOKHUTEIILHO TOTO JK€ BUIA, OOMTAIOIIKE B
cyOnmuTOpany, WMEIOT B IIyHajbllaX TOMEPEYHONOI0CATYI0 (PPOHTATHHYIO

myckynarypy (Reed, Cloney, 1977). JlatepodpoHTaibHas MycKyJaTypa BO BceX
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cinydasx rinagkas (Kuzmina, Temereva, 2021a). B cocygax OTMEYEHBI KIIETKH-
améoorutel  (Kuzmina et al., 2018). AOdpoHTampbHas 30HA BBICTUJIKH
HIynajgbleBOro KaHaima oOpa3oBaHa y Lingulida xopoimo BeIpaskeHHOW TIaKoid
aOdponranpHoit MbIimuer (Temereva, 2017c; Kuzmina, Temereva, 2021a), y
Discinida, Rhynchonellida u Terebratulida — citabo BepaykeHHON aO(PPOHTATLHOM
MBIIIIIEH, Takxke riaakoi (Kuzmina et al., 2018; Kuzmina, Temereva, 2021a), a 'y
Craniida aOdpoHTampHast MbIIIA OTCYTCTBYeT, M aOQpoOHTalbHAas 30HA
IIyNaJIbIIEBOIO KaHaja MOKPHITa WCKIIOYUTEIBHO MEPUTOHEATbHBIMU KJIECTKAMU
(Kuzmina, Temereva, 2021a). Cunraercs, 4To (POHTAIBHBIC MBIIIIBI I{YyITAJICI]
HY>KHBI, YTOOBI pETParupoBaTh U CBOPAYMBATH IIyNAIbIIA ITPU OMTACHOCTH, IOATOMY
OHM XOpOIIO pa3BUTHI y Bcex Opaxmomon (Kuzmina, Temereva, 2021a).
AOdpoHTaNIbHAS MyCKYJIaTypa OOJBIIMHCTBY OpaxuoIoa HyKHa JIJIsi MEIJIEHHOTO
OOpaTHOTO pacmlpaBlieHUs UIyMajel W s MOAAEp)KAaHUS UX B PACIpaBICHHOM
cocrostHur Bo Bpems ¢uibrparnmu (Reed, Cloney, 1977; Kuzmina, Temereva,
2021a); y Lingulida, Bemyumii poromuii o00pa3 KuU3HH, aO(pOHTaNIbHAS
MYyCKyJiaTypa OCOO€HHO pa3BHTa TOTOMY, 4YTO OHM U3THOAIOT WX H Ha
bpoHTaTbHYIO, U Ha abdpoHTadbHYIO cTopoHbl (Chuang, 1956), ouuras ot
NIECUMHOK, YTO Jisi Apyrux Opaxwomnon HexapaktepHo (Kuzmina, Temereva,
2021a). Hakowen, y Craniida aOdpoHTaJbHBIE MBI, [TO-BHIUMOMY,
OTCYTCTBYIOT, XOTs M oTMeueHbl bimoxmannom (Blochmann, 1892), Tak kak
pacmpaBieHHe [Iymajel OCYIIECTBISETCS 3a CYET yOPYTOCTH  TOJICTOM
coeauHuTeNnbHOM TKaHu miynaner; (Kuzmina, Temereva, 2021a); cuurtaercs, 4To
yOPYrocTh BHEKJIETOYHOTO MaTpUKCa WrpaeT BCIOMOTATENbHYI0 pOJIb B
pacmpariieHud Imynaien u 'y apyrux Opaxuomon (Kuzmina, Temereva, 2021a).
HenocpencTBeHHO# ke NPUYMHOW peayKIUH ab@pOHTATIBbHOM MYCKYJIaTyphl B
mynaneiax Craniida, BeposiTHO, MOCITYKUJIO MOIIHOE Pa3BUTHE MEPUTOHEATBHBIX
HEHPUTOB, HY)KHOE JJIs1 OBICTPOM peTpakiuu mrynaien npu onacuoctu (Kuzmina,
Temereva, 2021a), mocKoJIbKY, KaK HEOJHOKPATHO OBLIO 3aMEUEHO, KPaHUHJIbI
UCKITIOYUTENFHO JaJIeKO BBICTABISIOT CBOM IIyNajblla MpH  (QUIBTPAIHH,

HACTOJIbKO, YTO OHHU BBIXOJIAT 3a Mpeeibl MaHTuiiHOM mosoctu (Atkins, Rudwick,
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1962; Kuzmina, Temereva, 2021a; Temereva, 2022). [Ti1e3uoMoppHBIM CUUTACTCS
BapHaHT CTPOCHUS LIyMaIbIEBON MYyCKYJIaTyphl, B KOTOPOM ()POHTATIBHBIC MBIIILIBI
pa3BHUTHI CHJIBHO, a aOQpoHTaibHBIe — ciabo (Kuzmina, Temereva, 2021a),
IIOCKOJIbKY JAHHBIM BapHaHT OPraHU3alM{ IIMyHaJbleBOH MYCKYJIaTypbl OBLI
OoTMeYeH Takxke y ¢oponua u mmanok (Temereva, Malakhov, 2004; Schwaha,
Wanninger, 2018).

B BeICTHIIKE OONBIIMX OpaxHaabHBIX CHHYCOB H. psittacea MoXHO BBIIEIUTH
YeThIpe YJIbTPACTPYKTYpHO pasznudHbie obOimactu (Kuzmina et al.,, 2018): 1)
JIOpcanbHO-TIepeHsAss 0071acTh, MPHMBIKAIONIass K OpaxwaabHOMYy COCYy,
oOpa3oBaHa KyOHMYECKMMH TCPUTOHCATbHBIMU  KICTKaMH;, 2)  TepeaHssa
MHOSIHUTEINAIbHAS  BBICTHIKA, MHO(PHIAMEHTHI KOTOPOW  OPHUCHTHPOBAHBI
OpOJOJIbHO; 3) JarepajbHas MHOSIHTEIMAIbHAS BBICTHIKA, MHO(DHIAMCHTHI
KOTOPOH OpHUEHTHPOBAHBI KaK MPOIOJIBHO, TaK U TOMEPEYHO; 4) 3aHss (HUKHSA)
MHOSIHUTEINAIbHAS ~ BBICTHJIKA, MHO(PHIAMEHTBI  KOTOPOH  OpPHETHPOBAHBI
npoosibHO. Bombiime cuuychl L. anatina BBICTIaHBI MPEUMYIIECTBEHHO TaKKe

MHOSIHUTEINEM C BKPAIJICHUSIMU TIOJ0IIMTONOI00HBIX KiteTok (Temereva, 2017¢).

TynoBulHBIN (IEPUBHUCIICPATTEHBIN ) TIEJIOM Y OpaxHoIo/ MPEACTaBISIET COO0M
HauOosiee  OOMIMPHBIM  KOMOApPTMEHT, 3aKJIIOYalolmui  OOJIBIIYI0  4acTh
MUINEBAPUTEIBHOTO TpakTa U MecTa co3peBanus ramet (Williams et al., 1997a). On
MOJICJICH PAJUYHBIMA ME3CHTCPUSIMHU: JTOPCOBEHTPATBHBIM, MPHUKPEILIAIONIAM
MULIEBAPUTENBHBIA TPAKT K JOPCAJIBHOM M BEHTPAJbHOW CTEHKAM Te€Jla U TaKUM
o0pa3oM pasleisIoNM TICPUBUCIEPATFHYIO TIOJIOCTh HA JIEBYI0 W IPaBYIO
MOJIOBUHBI, a TaKKe JIATCPAbHBIMH ME3CHTCPUSIMHU — TacTpONapHeTaIbHBIMU
ciepenu U mieonapuetansHbiMu c3anu (Williams et al., 1997a). U3BectHO, uTO
TIOJTHBIM JIOPCOBEHTPANIbHBIN MEe3eHTepHid siBiisieTcs Toabko y Craniida (Blochmann,
1892), y ocraneHbIX Opaxuonoj oH Tak wiu uHade npepbiBactes (Williams et al.,
1997a); nartepanbHble ME3EHTEPUUM BO BCEX CIIy4asiX SBIISIIOTCS HEMOJIHBIMU
(Williams et al., 1997a). ¥V Craniida npucyTcTByeT TOJIBKO ITapa uieonapueTaibHbIX
ME3EHTEPHUEB, TacTpornapueTaibHbie oTcyTcTBYIOT (Blochmann, 1892). Ilpu stom
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CTOUT OTMETHTb, YTO HJICONapueTaibHbie Me3eHTepun Craniida uMerT CliokHOe
CTpOEHUE, PA3BETBIISSCH B palloHE Mepexo0/1a TOHKOTO KUILIEYHUKA B IMIPSIMYIO KUIITKY
U TIOOXONs K CTEHKaM Tela JABYMS OTACHbHBIMH <JIUCTKAMW»: TEPETHUM,
OpPUEHTHUPOBAHHBIM B MOIMEPEYHON TIIOCKOCTU M HECYIIIMM BOPOHKHU Heppuaues, u
3aJIHAM, TOIXOJAIIUM K CTEHKE Tella y 3aJHUX aJIyKTOPOB TMPAKTHYECKH BO
(GpOHTANEHON TIIJIOCKOCTH W CBSI3AHHBIM C PA3BUTHEM TaMETOTEHHOW TKaHU
(Blochmann, 1892). I'actpomnapueraibHble U Hi€ONAapHETaIbHbIE ME3CHTEPHH, I10
KpallHEM MEpe y PHHXOHEIUIMJ, COCIMHEHBl MAYIIEW JlaTepajgbHO BAOJb
MUIIEBAPUTENIBHOIO TpakTa «repenonkoi» (Kyspmuna u ap., 2006). YV kpanuun
uMeeTcss  aHajormyeHas «mnepenonka» (Blochmann, 1892), xors u Her
racTpomapueTalbHBIX ME3CHTEPHEB; B UX CIydyae MPEeIoaaraeTcsi TOMOJIOTHS STOU
«IIEPETIOHKM» racTponapueTanbHbiM Me3eHTepusM (Blochmann, 1892); ¢ apyroii
CTOPOHBI, B TOH ke MyOJMKaluy JaHHAs CTPYKTypa OMHUCHIBACTCS KakK eI OJHa,
TPEThs YaCTh HIICONapUeTALHBIX Me3eHTepueB (Blochmann, 1892). N3eectHo, uTo
y  PUHXOHEUIM(POPMHBIX U  JUHTYJIUGOPMHBIX Opaxuomoja JiaTepajbHbIe
ME3EHTEpUU TaKXe HecyT BOpoHKkM Hedpuaues (James, 1997; Kyspmuna u ap.,
2006). OT nepuBHCLEPATBHOIO LieJ0Ma OTX0AaT ManTHitHbIe cunychl (Williams et
al., 1997a), mompoOHO oOcyxmarommecs B pasgene 2.3.2. Kpome TOrO, B
wiekToaodroM ododope Terebratulida npoxoasT Tak Ha3pIBacMble OpaxHaabHbIC
KapMaHbl, TaKXe SBJSIONMECS BBIPOCTAMHM TEPUBUCIEPATHHOTO  IIeJIoMa
(Ky3smuna, Manaxos, 2007; Kuzmina, Temereva, 2019; ParnoBckas, Ky3pmuHa,
2022; Kuzmina et al., 2022). B nuteparype BCcTpedaeTcs TakyKe YIIOMUHAHHE CBS3H
NIEPUBHUCIICPATIBHOTO I1eJIoMa ¢ OpaxualbHBIMK KaHaaMu, B yactHocTd y Lingulida
(Trueman, Wong, 1987). ¥V Lingulida nepuBucuepaibHbIii IIEIOM POIOJIKACTCS B
HoxKy (Chuang, 1964; Trueman, Wong, 1987; Williams et al., 1997a).

B  nmepuBuclepaibHOM — IIEJIOME BCEX  OpaxuomojJ  pacroyiararoTcs
metaneppunuu: 'y Rhynchonelliformea u Craniiformea — omna mapa, vy
Linguliformea — nBe maper (James, 1997). KpynHbsle BOpoHKH MeTaHehpHUIHEB

3aKpEIUIEHbl Ha JaTepalibHBIX (TacTpONapUETANbHBIX W HWJICONapPUETATbHBIX)
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mesentepusx  (Hyman, 1959; James, 1997), kanambl MeTaHedpHUIHUEB
OPUCHTHPOBAHBI, KaK TMPAaBUJIO, JIATEPATLHO WM BEHTPAIBHO M OTKPBIBAIOTCS
HedpoIropaMy B MaHTHIMHYIO MOJIOCTh o OokaMm TynoBuiia (Luter, 1995; James,
1997). Ilpeanonaraercs, 4ro MeTaHe)PUINN, TIOMUMO BBIACIUTEIBHON ()YHKIIHH,
BEITIOJTHSIOT TaKKe (DyHKIIUIO BBIBEACHHUS TAMET B MAaHTHIHYIO TIOJIOCTh M J1ajiee BO
BHemHIo0 cpexy (Llter, 1995; James, 1997; Williams et al., 1997a); unHorma
IpeIoiaraeTcs Takke, 4To ATO TaBHas QYHKIUS MeTaHehpuaneB y Opaxuomnos
(James, 1997), Tak kak B Ka4eCTBE OCHOBHOTO ITyTH BBIJCIICHUS TPICIIONIAraeTCs
nuddysus yepes snuaepMUC MaHTUH M Jododopa (James, 1997; Kuzmina,
Malakhov, 2011). YasrpacTpykTypa MeTanedpuaues n3BectHa s 1erebratulina
retusa u Novocrania anomala (Luter, 1995), npeacTaBisiromx, COOTBETCTBEHHO,
orpsael  Terebratulida u Craniida. Iloka3aHo, 4TOo BOpOHKa MeTaHEe(pHUIAHEB
o0Opa3oBaHa IENIOTENNEM IEPUBHUCIIEPAIBHOTO 1I€TI0OMa, TIOCTENEHHO (TP Tepexoe
Ha BOPOHKY) MEHSIOIINM CBOIO (hOpMY OT KyOMUECKOU 10 CTOJI0UaTOl O€3 pe3Koro
nepexona (Liter, 1995). Ilpu mepexoje BBICTHIKH B KaHain MeTaHehpumus eé
KIUTKU 3HAYUTENBHO yAJTUHSIOTCS, TaKkKe 0e3 Pe3KOoro Mmepexojia, B CBSI3U C 4eM
MOKHO TIPEIIOJIOKUTh HE TOJBKO IKTOJEPMAIbHOE, HO U Me30jJepMalibHOE (Kak
MPOM3BOJHOE TOW K€ IEIOMHUYECKOW BBICTHIIKH) TPOUCXOXKICHHE KaHasa

meTaneppuaus (Liter, 1995).

Opranuzanusi 1eJIOMUYECKON BBICTUIIKH TYJIOBHUIIHOTO IejoMa Opaxuornon
M3Yy4Y€HA ropa3zi0 B MEHbIIIEH CTENEHU U B OCHOBHOM Ha TMCTOJIOTUYECKOM YPOBHE.
N3BecTHO, UTO LIENIOTEIUN B TYJOBHUIIHOM II€JIOME COCTABJICH MOHOIMWJIMAPHBIMU
KJIETKaMH, MECTaMH, HarpuMmep, HAa  JIaTepaJbHBIX ME3EHTEpUSIX,
muosnuTenransaeiMu (James et al., 1992; Luter, 1995; James, 1997; Williams et al.,
1997a). Tak, B pa3HbIX paboTax YHNOMHUHAIOTCS IPOJIOJLHBIE MBIl CTEHKH
MEPUBUCIEPATBHOTO 1I€JIOMa ¢ CHUPAJIBHO-TIPOJOIBHBIE  MBIIIIBI  HOXKH,
o0ecrieunBaroIIre, COBMECTHO ¢ 0hOPMIICHHOM TOPCOBEHTPATIbLHON MYCKYJIaTypOH,
GbyHKIIMOHMpPOBaHUE TUApockeneTa y L. anatina, B ToM 4mciae pacKpbIBaHHE

CTBOpPOK W poromryio aktuBHOCTh (Blochmann, 1900; Gutmann et al., 1978;
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Trueman, Wong, 1987), oqHako HET YNOMUHAHUM O MPUPOAE ATUX MBI, B
YaCTHOCTH O TOM, SIBIISIIOTCA JIM OHM HACTOSIIMMH MBIIIIAMA WA CHIIBHO
paspocimmMcst MHOdTTUTe IMeM. HekoTophle TaHHBIC 110 yIIBTPACTPYKTYPE HOKKH, B
TOM YHCJIE ¥ [IETIOMUYECKON BBICTHIIKH, TIPEJICTABJICHHI B IpyTruXx paboTtax (MacKay,
Hewitt, 1978; Williams et al., 1997a). CornacHo nponuTHpOBaHHBIM paboTam, B
YaCTHOCTH, BBICTHJIKA IeioMudeckoi nojoctr y Lingulida npencrasmnsier coboi
MIEPUTOHEYM, TI0]] KOTOPBIM HaXOAUTCS TIOJTHOCTHIO OT/ICJIEHHBIN MBIIIICUHBIN CIIOH,
COCTaBJICHHBIN OJTHUM psIoM ciiupainbHbIX MbImn y Lingula (Williams et al., 1997a)

u Tpemst psaamu y Glottidia (MacKay, Hewitt, 1978).

Tonmpko y KpaHUHU(GOPMHBIX OpaxWoONoA H TOJBKO IO OJHOW paboTe
(Blochmann, 1892) wu3BecTeH OTHEIBHBIA IIEJOMHYSCKANA  KOMIIAPTMEHT,
OKpYXarolui HanboJiee 3aJHI0K0 YacTh MPAMOW KHILKH — aHajbHas Kamepa. JTO
HeOOoJIbIIas 1IETOMUYECKas TIOJIOCTh, CIIEPETU IPOXOIIas Ha TOM )K€ YPOBHE, UTO
¥ 3aJTHSIS 9aCTh IIEPUBUCIIEPATILHOTO IIEJI0Ma, KaK ObI IIPOHKM3ast IOPCOBESHTPATbHBIN
ME3CHTEpHA, pa3ACiAIONNN TICPUBHUCICPATGHBIN II€JIOM Ha JICBYIO WM IPaBYIO
MIOJIOBUHBI, KaK C JIOPCAJbHOW, TaK W C BEHTPAJIBHOW CTOPOHBI, a C3aJau

3aKaH4YMBaroIascs B oomactu anyca (Blochmann, 1892).

VY bTpacTpyKTypa HEJTOMHUYSCKONH BBICTHIIKM MOXKET OBITh HCIOJb30BaHA B
dbunorenernyeckux ananuzax (Ruppert, Smith, 1987; Koch et al., 2014; Temereva,
2017c). DBoroIHS IIEIIOMUYECKON BBICTHIIKHM B pa3IMYHBIX TakcoHax Triploblastica
NPEJCTaBISICT OOJBIIONH TEOPETUYCCKH WHTEpEeC B KOHTEKCTE (HIIOTCHUH
xuBoTHBIX (Rieger, Lombardi, 1987; Temereva, 2017c). Purepom u Jlombapau
(Rieger, Lombardi, 1987) Ha ocHOBaHMHM CPAaBHHUTEILHOTO aHAJIM3a OpPTaHHU3AIH
IICIOMMYCSCKONW BBICTHIIKM B pa3iuuHbIX rpymnmax Echinodermata mpemnoskena
¢dutoreHeTHYECKas cxema, KOTopas 3aTeM ObLIa pacipoCTpaHeHa, C HEKOTOPBIMHU
MouUKaIMsIMHA, B Ipyrux padortax mo uriokoxkuMm (Dolmatov et al., 2007), a
take mo amuemmgam (Bartholomaus, 1994), doponumam (Temereva, 2015a) u
npyruMm xkuBoTHBIM. CornacHo AaHHbIM Purepa u Jlombapau (Rieger, Lombardi,
1987), mno3gnee mnopaep:xkanHbiM TemepeBoi, Ky3pmuHOil u ManaxoBsim
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(Temereva, 2017c; Kuzmina et al., 2018), nauOosee NPUMUTHBHBIM IS
Triploblastica Tumom opraHu3anuy HEIOMUYECKONW BBICTHIKH SBJSCTCS MPOCTOM
MHUOSIUTEHHA (THIT «A»; 37€Ch M Jajiee — 0003HAYCHHUS THITOB IIEIOTEIIHEB TI0
Rieger, Lombardi, 1987, Fig. 19); BTOpbIM 3BOJIOLMOHHBIM 3TallOM SBJISCTCS
TIOSIBJICHHE B I[EJIOMUYCCKOM BBICTHJIKE YUCTO IMEPUTOHEATBHBIX (HE 3aITOJTHEHHBIX
MUO(pUIAMEHTaMH1) KJIETOK, YePEaYIONINXCS ¢ MHOdMUTEInonuTaMu (Turl «By); B
JTaTbHEHIIIEM MPOUCXOIUT alMKAIbHOC CY)KEHHE MHUOAMMTEIIMAIBHBIX KIETOK U
0a3agpbHOE CYXEHUE TEPHUTOHEAThHBIX KIEeTOK (Tum «C») TakuMm oOpa3oM, 4YTO
MHUODIHUTCIINAIBHBIC KJICTKA IIEPECTAIOT KOHTAaKTHPOBAaTh C  ICJIOMHYCCKOM
TIOJIOCTBIO, OYAyYH MPUKPHITHI IICPUTOHCATBHBIMHM KICTKAMH, a ITEPUTOHCAIBHBIC
KJICTKH OCTAIOTCS CBSI3aHHBIMU ¢ 0a3abHOMW IIACTUHKOW TOJBKO OTPOCTKAMM (THII
«D») — oOpa3yercs Tak Ha3bIBaEMBIi IICEBIOCTPATU(DUIIUPOBAHHBI MUOAITUTEIHIA,
Jajiee MAOSIHUTEINH MOCTEIICHHO TEPSIET MOJISIPHOCTb, MPEBPAINAsACh B HACTOSIIIYIO
MBIIICYHYIO TKaHb, BCE €IIE YEPEIyIONIYIOCS C OTPOCTKAMH IEPHTOHCATBHBIX
ki1eTok (tun  «E»); mocimemHMit 3Tam — 3TO OKOHYATEIBHOE pa3jelICHHE
NIEPUTOHCATLHBIX M MBIIICYHBIX KJIIETOK ¢ BO3HHKHOBEHHEM BTOPOW Oa3albHOMN
IJIACTUHKH, Pa3JesIomMi aBa cjaos ObIBIIETo Muodnutenus (tum «F»). VY
OpaxuornoJ, 1Mo JaHHbIM, IpuBeIEHHBIM BhImIe (Temereva, 2017c; Kuzmina et al.,
2018), BcTpeuatorcst Bce THIBI «A», «B», «C» u «D», «E»HO HEHKOTHA «F», 9TO
rOBOPUT O MpuMUTHBHOCTH opranu3anuu (Kuzmina et al., 2018). B cBs3u ¢ atum
CJIEyeT BBIJCIIUTh HECKOJIBKO COOOpakeHHd. Bo-mepBoIX, y Opaxuomno/; oTMeueHa
TaK)K€ YUCTO MEPUTOHCATbHAS BBICTHIIKA 0€3 MHUOSIMTEIMAIbHBIX KIETOK U 0¢3
nojuiexaniedi  Meimeuno Tkanu (Kuzmina et al.,, 2018); BeposTHO, OHa
npeacTaBiIsieT co0O¥ albTepHATUBHOE HAMPABICHUEC SBOJIIOIMH IEITOMUYCCKON
seicTiikH (Kuzmina et al., 2018, Fig. 10), He BrchIBaroIIeecs B JMHEHHYIO CXEMY,
npeioxeHHyto Purepom u Jlom6apau (Rieger, Lombardi, 1987). Bo-BTopsix, ecTbh
JMaHHBIC, YKa3bIBAIOIIME HA TO, YTO IICIOMHYECKas BBICTHIIKA HOXXkH Lingulida
MOJIHOCTBIO CTpaTU(UIIMPOBAHA HA aTUKATBHBIN (TIPUMBIKAIOIITUH K TIEJIOMAYECKON
MI0JIOCTH) TIEPUTOHEATbHBIN 1 0a3alIbHbIN MbIIeuHbIi ciion (MacKay, Hewitt, 1978;

Williams et al., 1997a), To ectb cooTBeTcTBYeT THITy «F». AHANOrHYHBIC JTAHHBIC
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ObUIM TIpeAcTaBlIeHbl M 1o BeIcTHiKe mrymajier (Reynolds, McCammon, 1977),
OJIHAKO, OHHM HE OBLIX MOATBEPKICHBI Oosiee mo3aHMMH HccienoBanusmu (Reed,
Cloney, 1977; Kuzmina et al., 2018; Kuzmina, Temereva, 2021a), Toraa kak 6oiee
HOBBIX JAHHBIX II0 YJIBTPAcTpyKType HOXkH y Lingula B muteparype Her. Dot
¢daKT, B COBOKYNHOCTH C pPa3HOOOpa3sHeM THUIIOB MEIOMHYECKON BBICTHIIKH,
IpeJICTaBICHHOM B HepaBHUX padotax (Temereva, 2017¢; Kuzmina et al., 2018),
CBUCTEILCTBYET O TOM, YTO ODBOJIOLHMS ICIOMHYECKONH BBICTHIIKH MOXKET HE

KOppEIHpOBaTh C JBONIOIMEH u (rmorenuii camux kuBoTHBIX (Kuzmina et al.,

2018).

KoMmapTmenTanu3anus 1ejoMoB, TO €CTh pa3/ieJICHUE 1eJIOMOB Ha CEPUAIBHO
TOMOJIOTUYHBIE METaMephl WM HETOMOJOTHYHBIC KOMITAPTMEHTHI, SIBIISCTCS
BAKHBIM M UCTOPUYECKU MMEET OOJIbIIOE 3HAUYCHHE B KOHTEKCTE YCTAHOBJICHUS
KOMITAPTMEHTAIM3allMd  Telda U (QUIOTEHETUYECKHX OTHOLICHUH  MEXKIy
pa3NuMYHBIMH TpynnamMu Opaxuomnof, a TakXke Opaxuonoa W Ipyrux Ounarepuid
(Iopstackuit, Ilomos, 1985; Mamaxos, 1995; Liiter, 2000, 2007). ITockonbky
Opaxuomoabl u aApyrue Lophophorata TpaauiMOHHO CBSI3BIBAIMCH OOIIMM
MIPOMCXOXKICHUEM U POACTBOM CO BTOpHUHOPOTHIMHU kHBOTHBIMHU (Nielsen, 1991,
1995; Manaxos, 1995; Williams et al., 1996), ux 1enomMsl paccMaTpUBAIKUCh B
KOHTEKCTE€ TaK Ha3bIBAEMOM apXMUIEJIOMAaTHON KOHUENIMHU, COIIACHO KOTOpPOM
IeJIOMHYECKasl CHCTeMa HWCXOMHBIX OWIaTepaabHO-CUMMETPHYHBIX IKUBOTHBIX
paziensiiach Ha TP KOMIIapMEHTa — MPOTOIIEITh, ME3011eJIb U MeTa1lelb (0030 ATOM
U Ipyrux koHmenuii — Manaxos, 2004); Takas KOMIapTMEHTAIU3ALMS [[EJTOMOB
HaOmromaercss y coBpeMeHHbIx Ambulacraria (Manaxos, 2004). YV 6paxuonon
Me301IelIb 00BIYHO accouuupyercs ¢ IenoMamu Jiododopa, a Merareinb — C
tynoBuiHbM meomoM (Nielsen, 1991; Temereva et al., 2015), xoTs ecTb u apyrue
CIIOCOOBI  COTIOCTABIICHUS IIEJIOMOB Opaxuomoj] ¢ IeJoMaMHu aMOyJlakpapui,
3a4acTyl0 BeCbMa OpUTMHAJIBHBIE M HE MpeayCMaTpUBAIOIIME MPOCTOTO
COTIOCTABJICHUSI TICJIOMUYECKUX KOMITAPTMEHTOB TI0 MECTOPACIOJIOKEHUIO H

byHkuusM naxe cpenu camux Opaxwomnon (Crapoboraros, 1979; Pross, 1980;
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lopsiackuit, Ilomos, 1985; Gorjansky, Popov, 1986). ComnocraBienue
IEJIOMUYECKON OpraHm3auu Opaxuonoa, (HOpOHUJ W MIIAHOK HEOTHOKPATHO
IPOBOAMIIOCH PA3IMYHBIMU UccienoBaTensiMu. [1o MeHbIIel Mmepe Opaxuonoas! u3
orpsina Lingulida nemoncTpupyroT Hasimune apxumepuu 1esiomoB (Temereva et al.,
2015), MOCKONBbKY y HHX, IOMUMO «Me301eis» (OpaxuaabHble CHHYCHI B pyKax
aododopa) u «mMeranens» (TyJIOBHUIIHOTO 1I€TIOMA), €CTh TAKKE U «IIPOTOLEITH
(memoM B OpaxuaNbHON CKIIAJKe, HE CBSI3aHHBIA C OpaxWalbHBIMU CHHYCAMH).
Bnpodewm, npyrue gaHHBIE, B TOM YHUCIE YIABTPACTPYKTYpPHBIC, HE TOIEPKUBAIOT
cymiectBoBanue mpororens y Lingula (Luter, 1998, 2007). Kpome Toro, Jltorep
oOpamiaer BHUMaHuW€ Ha TO, YTO B JIUTEpPAType OTCYTCTBYIOT IMpSIMbIE
JIOKA3aTelIbcTBa TPUMEPUH WIIM ApXUIEIOMHM W B pPa3BUTUM Opaxwioron, U B
cTpoeHuu B3pocibix ocobeit (Liter, 2007). Pa3Butue Me301epMbl U LEJIOMOB U3
TpEX MapHBIX 3a4aTKOB ObUTO OoTMeueHo y jmunHOK N. anomala Hwuiscenom
(Nielsen, 1991); 6onee mo3aHUE KUCCIIECAOBAHUS MTPEIIONIAraloT, YTO BCS Me30AepMa
N. anomala pa3BuBaeTCst U3 €IMHOTO HECTPATHU(PHUIIMPOBAHHOTO 3aUaTKa, KOTOPBIH
TOJIKO CJIETKa TepeaBINBACTCAd IIETHUHKOHOCHBIMH MEIIKaMU, W3-3a YEro H
co3maTcs BIeYaTIieHHe KoMmapTMeHTanu3auu 1enomoB (Freeman, 2000). B
apXUIIEIOMAaTHYI0 KOHIICTIIIMIO HE YKIAABIBACTCS W TMpearnoiaracMas CBs3b
OpaxHajbHBIX CHHYCOB C MIEPHBHUCIICpaIbHBIM IIeJoMoM y L. anatina (Blochmann,
1900; Trueman, Wong, 1987); Takum 00pa3omM, IIpu COMOCTABICHUH H3BECTHHIX
paboT Mo JTMHTYJIaM OKa3bIBACTCS, YTO UX LIETIOMUYECKAsk CHCTEMA MOXKET COCTOATH
U3 PA3HOTO KOJIMYECTBA MOJTHOCTHIO OTACIEHHBIX JIPYT OT APyTra KOMIApTMEHTOB —
ot oxHoro a0 Tpéx (Trueman, Wong, 1987; Liter, 1998; Temereva et al., 2015).
EnuHOe mpoMCXOoXIeHHWEe IEIIOMUYECKHX TIOJIOCTEH Yy PHUHXOHEITU(OMHBIX U
KpaHuu(POpMHBIX Opaxuomnoa o0Cykaaercs B 0030pHBIX padoTax M padboTax Io
onrorene3y (Hyman, 1959; Percival, 1960). HakoHel, B CBS3U C yCTaHOBJICHUEM
Toro Qakra, 4ro HauOosiee «Oa3anbHBIMW» OUIATEPATBHO-CUMMETPUYHBIMU
’KUBOTHBIMH SIBJISIOTCS anenomuueckue Xenacoelomorpha (Canon et al., 2016),
apxuIleIoMaTHass OpTaHM3alus OOIIETO MpeaKa MPEACTaBISETCS COMHUTEIHHOM,

X0Td MU HC IIOTCpsiIa CBOEH TGOpGTH‘—ICCKOfI BAXXHOCTU J[JIA YCTAHOBJICHUA
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¢unorennn Nephrozoa. I'mmore3a mepBUYHONM MeTaMEpHM OWIATEPUM, TaKKe
Ipeanoiararolias HaJIWudue Yy BCeX OmIaTepalbHO-CHMMETPHUYHBIX JKHBOTHBIX
obmiero meomuueckoro npeaka (Manaxos, 2004, Temereva, Malakhov, 2011a),
o0Cy)KIaeTcsi mo3ToMy B pasneie 2.1.2 B KOHTEKCTE MPOUCXOKIACHHS HMEHHO

OpaxuomnoJ, a He Bcex OMIarepaibHO-CUMMETPUYHBIX KUBOTHBIX.

HeonrokpatHo TIPOBOTUIICS TaKKe aHaIn3 [[CTOMUYECKOM
KOMIapTMEHTanmm3anuu  apyrux Lophophorata — ¢oporunx w  mimaHok
(Bartolomaeus, 2001; Gruhl et al., 2005, 2009; TemepeBa, Mamaxos, 2006;
Temereva, Malakhov, 2011b; Temereva, 2015a). CoriacHo pa3Iu4HBIM paboTaM,
IICJIOMHYECKOE TPOCTPAHCTBO B SMUCTOME (TOMOJIOT OpaxuajibHON CKJIaJKH
OpaxuornoJ1) oOHapykuBaeTcs kak y oboux pomos ¢opounma (Gruhl et al., 2005;
Temepena, Manaxos, 2006; Temereva, Malakhov, 2011b; Temereva, 2015a), Tak u
y MIraHok u3 kiaacca Phylactolaemata (Gruhl et al., 2009). V miianok, oxHako, 3TOT
IICJIOM COEIMHEH C OCTAIbHBIMU IIEJOMHUYECKMMHU MPOCTPAHCTBAMH Tak, YTO BCS
nenmomuueckas  cucrema  Phylactolaemata mpencraBnser co0Ooit  eauHBIM
nenomuueckuit kommaptment (Gruhl et al., 2009), a y dbopoHna MoxeT ObITh Kak
ornenpHbIM 1eoMOM (TemepeBa, Mamaxos, 2006; Temereva, 2015a), Tak u
OTBETBJICHHEM OT 1ienoma Jiopodopa (Gruhl et al., 2005; Temereva, 2011). Takum
oOpazom, gaHHbie 1O (OPOHHAAM U MIIAHKAM TaKX€ HE Jal0T OJHO3HAYHOTO
pelieHus MPoOIeMbl UCXOIHOM KOMIIAPTMEHTAIM3AINN I[ETOMUYCCKON CHCTEMBI
Lophophorata, xots B nuTepaType Ha OCHOBAaHHMH JAHHBIX I10 PAa3IUYHBIM
dopoHngaM  MOTYEPKUBACTCS  IIC3HOMOP(HOCTH  HUMEHHO  TPHUMEPHOI
(apXuIIeIOMaTHOM) OpraHu3alii KOHKpeTHO B 3ToM rpymme (Temereva, Malakhov,

2011b; Temereva, 2015a).
2.3.4. Mvuueunas cucmema

MpimieyHasi cuctemMa — 3To OJiHa U3 HanboJiee U3yUYeHHBIX CUCTEM OPTaHOB Y
Opaxuomnoj, MOCKOJIbKY €€ H3y4YeHHE JIOCTYIHO HE TOJIbKO Ha COBPEMEHHOM
Marepuajie, HO M [0 MbIIICYHbIM OTIEYaTKaM Ha PAKOBMHAX MCKOIMAEMbIX

Opaxuonoj. CTpoeHre MyCKyJIaTypbl Opaxuoroa paccMaTpUBaETCs B HECKOJIbKHUX
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obmmx o63opax (Hyman, 1959; Rudwick, 1970; James et al., 1992; James, 1997;
Williams et al.,, 1997a, 6; Kys3pmuna, Magucon, 2024). Myckynarypa
KpaHnu(OpMHBIX Opaxwonoy wu3ydeHa B pabortax JKyoOena (Joubin, 1886),
brnoxmanna (Blochmann, 1892) u Po6uncona (Robinson, 2014); 0030p umeromnmxcs
JaHHBIX 110 0€33aMKOBBIM OpaxHoIIoaM, B TOM YHCJIC KpaHUHIaM, ITPESIACTABIICH B
pabdote banmana (Bulman, 1939). Hemano naHHBIX 10 MBIIICYHBIM OTIICYATKaM HE
ToJIbkO BeIMepIux (Rosenkrantz, 1964; Lee, Brunton, 1986; Smirnova, 1997), Ho u
coBpemeHHbIx (Lee, Brunton, 1986; Robinson, 2018) kpanuun. B coBokymHOCTH
9TH pabOTHI JAOT XOPOIIIEe MPEACTABICHNUE O MyCKYJIaType KpaHHUHI, U B YaCTHOCTH
N. anomala. B HexoTOpbIX paboTax coAepKUTCS 00CYKACHHUE (PYHKIIMOHATBHOM
mopdonorum  kpanuug (Atkins, Rudwick, 1962; T'opsmckwuit, Ilomos, 1985;
Gorjansky, Popov, 1986), xoTs MyckyjaTtypa u He Oblla B OCHOBHOM (hoKyce B

JaHHBIX NCCJICA0BAaHUAX.

Myckynatypa  3amkoBeix  (Rhynchonelliformea) w  6e33amkoBBIX
(Linguliformea, Craniiformea) Opaxuomoa 3HAYUTEIBLHO pa3IHyacTCs B JBYX
OCHOBHBIX aCIIEKTaX: BO-MIEPBbIX, B MBIIIIAX 0€33aMKOBBIX OpPAaXHUOMO OTCYTCTBYET
TaKk Has3bpIBaeMas cyxoxuibHas 4acth (Bulman, 1939); Bo-BTOpBIX, MbIICYHAS
cucremMa 0e33aMKOBBIX OPaxHWOIO YCTPOSHA Topa3fio CIOXKHEE, YeM Y 3aMKOBBIX
(Bulman, 1939; Williams et al., 1997a). [Tocneanuii ¢axT CBSI3BIBACTCS C TEM, YTO
y 0€33aMKOBBIX OpaxHOIO,I HET 3aMKa, CKPEIUIAIONIETO CTBOPKH U, CJICOBATEILHO,
X CTBOPKH O0O0JQJal0T Topas3io OOJbIIel MOABMKHOCTHIO JPYT OTHOCHUTEIHHO
apyra (Williams et al., 1997a); 3avactyro 3Ta NHOABHIKHOCTH IpHOOpETaeT
BBIp@KEHHOE (DYHKIIMOHAIBHOC 3HAYEHHE, HAMPHUMEP, Y POIOMIUX JHHTYJIN

(Trueman, Wong, 1987).

Myckynatypa 3amkoBbix Opaxuonon (Rhynchonelliformea) npencraenena
napoi  ajyKTOpOB, pa3feaCHHBIMH Ha TEPEAHION [IAAKYI0 H 3aIHIOI0
nomnepeuyHomnojocatyto yactb (Hyman, 1959; Rudwick, 1970; James, 1997;
Williams et al., 1997a), mapoit IUAYKTOPOB, COCTAaBICHHBIMU TOJBKO TIJIAJKOW
mbliieuHor Tkaueio (Eshleman et al., 1982; Williams et al., 1997a). Anaykropsi
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3aKpBIBAIOT CTBOPKH MyTEM JIOPCOBEHTPAIBLHOTO COKPAIIEHHS; YKCIIEPUMEHTATBLHO
MOKa3aHO, YTO MOTIEPEYHOI0IOCATAs UX YaCTh CIIOCOOHA OBICTPO 3aKPHITh CTBOPKHU
NP pa3fpaKCHUH, OJHAKO CTBOPKH OKAa3bIBAIOTCS IPH ITOM 3aKPBITBIMHA HE JI0
konna u Hempouno (Rudwick, 1961; Wilkens, 1978); riamkas dvacTh 3aTeM
MeJIEHHO U IJIOTHO 3aKpbiBaeT cTBopkH (Rudwick, 1961). [Tpeanonaraercs Takxke,
9TO OBICTPOE CXJIONBIBAHHE CTBOPOK TONMEPEYHONOI0CATON YACThIO aTyKTOPOB
MOJKET CIIY>KHMTb ISl BBIOpachIBaHUs TaMeT, pekaiuii u ncespodexanmii (Rudwick,
1970). [duaykropel, Omaromaps TOMY, 4YTO WX JOPCAIbHBIC CYXOXHIIUSI
NPUKPEIUIAIOTCS 1033 ocu coenuHeHus cTBopok (Gorjansky, Popov, 1986;
Williams et al., 1997a), packpbiBatoT cTBOpkH. Kpome TOro, B MBIIIICUHYIO CUCTEMY
3aMKOBBIX OpaxuoIo] BXOAAT aJIKyCTOPHI, MMOAXOSIINE K MECTY BBIXOJ1a HOXKKH U
B Pa3MYHON CTEMCHU YIPABJISIONIAC JBWKCHUSIMH HOXKA ¥ MEHSIONINE
B3aMMOPACIIONIOKCHIE HOXKKH M CTBOpOoK pakoBuHbI (Richardson, 1979, 1981).
AmxycTopoB MoxeT ObITh 1Be mapbl (Hyman, 1959; Stricker, Reed, 1985) wmu tpu
(Richardson, 1981). Myckynarypa, cBsizaHHas ¢ JododopoM, y 3aMKOBBIX
opaxmonon pazsura ciabo (Williams et al., 1997a), xors u npucyrcrByer (Kuzmina
et al., 2018), a y Tepebparyaum, O0OJaNAONIMX BBIPAKCHHOW CKEJICTHON
nojaepxkkoit nododopa, OTCYyTCTBYET, XOTS B LIETOTEINH B pyKax Jiopodopa MoryT
BCTpeuaThCsl MuodnuTennanbHbie Kietkn (Ratnovskaya, Kuzmina, 2022). ¥V
HEKOTOPBIX 3aMKOBBIX OpaxwWoOIoJ WMEIOTCS MBIl B MaHTUHHBIX CHHYyCaX,

KOTOPBLIC MOTYT CII0COOCTBOBATH BBIBCACHUIO I'aMCT B HCpHBHCHCpaHBHBIfI oejIoM

(Kuzmina, Malakhov, 2009; Patnosckas, 2022).

MpimieuHast cuctemMa 0€33aMKOBBIX Opaxuomno1, 0COOCHHO JTUHTYIN(POPMHBIX,
yCTpOEHa CIIOKHEE M COACPKHUT Oosbiiiee KosmdectBo Mbi (Bulman, 1939). B
OTJIMYHE OT 3aMKOBBIX Opaxuomno, y Hux Het guaykropos (Williams et al., 1997a),
Y JUUTSI OTKPBITHS PAaKOBUHBI UCTIOIB3YIOTCS IPYTHE MEXaHU3MBI, TAK)KE OCHOBaHHBIC
Ha MBIIIEYHOM COKPAIICHHUH, HO C OTIOCPEIOBAHHBIM JACHCTBUEM (CM. HIKE). Takke
HET y 0€33aMKOBBIX Opaxuomnoj W aKyCTOPOB, YTO Yy JIMHTYJHUJ, OJHAKO,

KOMIIEHCUPYETCSl Pa3BUTON MBIIIEYHOM BBICTUJIIKOW B camoil Hoxkke (Trueman,
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Wong, 1987). Onnako y 6€33aMKOBBIX OPaxXHOIOJ €CTh MHOXECTBO KOCBHIX MBIIIIII,
YOPAaBISIONUX  JBWKCHUSIMH ~ CTBOPOK  JIPYT  OTHOCHTENIBHO Jpyra, dYTO
HexapakTepHo i 3aMkoBbix (Bulman, 1939; Williams et al., 1997a). Tak, y
JVHTYJIA()OPMHBIX OpaxwoIoa KOJIMYECTBO OTIEIBHBIX KOCBIX MBIIII MOXKET
noxoautb 1o 4dethipéx map (Bulman, 1939), y kpaHunpopMHBIX MX JIBE TaphI:
narepanbHbie ¥ BHyTpeHHHEe (Blochmann, 1892; Bulman, 1939; Robinson, 2014).
Kpome Toro, y 6€33aMKOBBIX Opaxuomo[] €CTh JOMOJHUTEIbHBIC aTyKTOPHI 3311
— oivH MeuabHbIHN y muaTyu (Bulman, 1939; Hyman, 1959) n nBa natepaibHBIX
y kpanuua (Blochmann, 1892; Robinson, 2014). MutepecHo, YTO eIUHCTBCHHBIMH
sagamii amaykrop Lingula (om »xe ymOonampHas Meimia — Bulman, 1939)
pAcIioNIO’KEH HE CTPOTO0 MEAHMAIbHO, a CJIETKa JIEBEE CAarUTTAIBHON IJIOCKOCTH
(Bulman, 1939; Hyman, 1959). Hekotopslie HCCieIOBATENN MPEANOIaraT sl
3aIHUX anAyKTopoB KkpaHuudopMubix (Thompson, 1927; Bulman, 1939) u
maaryudopmubix  (Blochmann, 1900) Opaxwonon ¢QyHKIHIO —JAHIYKTOPOB.
[lepennue aagyKTOphl TakKKe €CTh Yy BCEX M3YYEHHBIX 0€33aMKOBBIX OpaxuONon
(Bulman, 1939); Ha ocHOBaHWMH WX PACIIOJNIOKEHUS M CTPOCHHS (2 IMEHHO HAJINYHS
TJIQJKOW W TIOTMEPEYHOIONIOCATONM YacTH) MPEAIoyiaracTcss WX TOMOJIOTHS
CIMHCTBEHHOW Tmape aaaykropoB 3aMmkoBbIX (Rudwick, 1970). Myckynarypa
KpaHUU(DOPMHBIX OPaxXHUOIOJ JOTOTHUTEIBHO OCJIO)KHEHA MHOXKECTBOM MBIIIIII,
CBS3aHHBIX C JI0ohopoM: 3TO OpaxualdbHbIE MBIIIIEI (pa3pacTaHrue BBICTHUIIKU
MaJIbIX cuHycoB sododopa — Blochmann, 1892), mporpakropsi, perpakTopsl u
aneBaTophl Jododopa (Joubin, 1886; Blochmann, 1892). Taxxke B MyckyaaType
KpaHUH(POPMHBIX OPaXHOIO]T B 33 THEH YaCTH TYJIOBUITHOTO [IEJIOMa MIPUCYTCTBYET
CIIMHCTBCHHAs HEMapHasi MBIIIIA, Ha3bIBacMas mogHuMatelieM anyca (Blochmann,
1892) mam, mo pacmosoKeHuio, HemapHas MmeauanbHas meimna (Williams et al.,
1997b; Robinson, 2014). VYV KOMIETEHTHBIX JIMUMHOK W Yy IOBEHHUJICH
muHryaudopMubix (Santagata, 2011) u kpanundopmubix (Altenburger, Wanninger,
2010) onuchIBaIOTCS TAKXKE PETPAKTOPHI MAHTUHU U KOJIbIIEBASI MAHTHUITHAS MBILIIIA.
bioxMaHH, MOMHMO TOTO, OITUCHIBAET MHUOIIUTEIINATIBHYIO BHICTHIKY MaHTHHHBIX

cunycoB (Blochmann, 1892), koropas, MogoOHO MaHTUHHOW MYCKYyJaType
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3aMKOBBIX 6anI/IOHOI[, CIYXXUT IJIA BBIBCACHHA IaMCT M3 MaHTHHHBIX CHUHYCOB B

OCHOBHYIO 4acTh IepuBHUcIepaiabHOro Ienoma (Blochmann, 1892; ParnoBckas,

2022).

B cBs131 ¢ TakuM pa3HOOOpa3nueM B CTPOSCHUH MYCKYJIATYPhI Y IIPEACTaBUTEIICH
TPEX MOATHUIIOB OpPaxyoMNoJ], CEPhE3HBIM BBI30BOM [IJISI MCCIICIOBATENICH SIBIISICTCS
YCTAaHOBJICHHE TOMOJIOTHIA MEXJTy Pa3IUIHBIMH MBIIIIAaMHA. [[OTIBITKH YCTaHOBHUTH
TOMOJIOTHIO B OCHOBHOM TIPCINPHHUMAIOTCS B OTHOIICHWH MYCKYJIATYPhI
0€33aMKOBBIX OpaxuIiog — KpaHUU(POPMHBIX M JUHTYJIU(DOPMHBIX, TIO-BUTUMOMY
13-3a TOTO, YTO OHU CXOXKH 10 OTCYTCTBHIO 3aMKa M XapaKTepy JBUKCHHS CTBOPOK.
YCTaHOBIIEHUIO TOMOJIOTHMA MEXAY MBIIIAaMA 0€33aMKOBBIX M 3aMKOBBIX B
JUTEepaType YICSISIeTCs JOBOJIBHO Maj0 BHHUMAHHUS;, CTOUT OTMETHUTB, OJHAKO,
TOMOJIOTH3AIMIO JHIYKTOPOB 3aMKOBBIX OpaxHOIOJ BEPXHHUM KOCBIM MBIIIIIAM
KpaHWHJI, BBIBCJCHHYIO Yepe3 (UIOTCHETUYCCKUH psJl Ha OCHOBE W3y4YCHUS
OTITEYaTKOB MYCKYJIaTyphl B OJIM3KUX KpaHUUIaM BeIMepIHx oTpsaaax (Gorjansky,
Popov, 1986). Kpome Toro, kak y>ke ObUIO OTMEUYEHO BBIIIE, TIEPETHUE AT TYKTOPHI
0€33aMKOBBIX OpaxuoIo/, MO-BUANMOMY, TOMOJIOTUYHBIM aJTyKTOPaM 3aMKOBBIX
(Rudwick, 1970). HexoTopble cOOOpaXKCHHsI Pa3IUYHBIX aBTOPOB OTHOCHTEIIHHO
romostoruii Mexxay Meimamu Linguliformea u Craniiformea npusezaenst B Tabmie
2, TOKa3bIBAOIEH, CPEeId IMPOYEro, CTCICHb HEU3YYEHHOCTH M 3allyTaHHOCTH

JAHHOU MPOOJIEMBI.

CTOUT OTMETHTh CYIICCTBEHHOE PACXOXKJICHHE B  TEPMHHOJIOTHH,
UCIIOJIB3YEeMOM JUISI OIMCAHUS MBIIMICYHONH CHCTEMBI 0€33aMKOBBIX, OCOOCHHO
kpanuropMubix Opaxuonon (Joubin, 1886; Blochmann, 1892; Bulman, 1939;

Robinson, 2014, 2018). Pasznuuuns B TEepMHHOJIOTHH NpUBeaeHbI B Tabuie 3.

Kak yxe 0b1710 oTMeueHO B pazjene 2.3.1, MBIIIIIbI, CBSI3aHHbBIE ¢ PAKOBUHOM,
OCTaBJISIFOT TaK Ha3bIBAEMbIE MBIIICUHBIC OTIICUYATKH Ha paKkoBUHE. CUUTAETCS, YTO
MOSIBJICHHE OTIIEYATKOB CBSI3aHO C U3MEHEHHEM XapaKTepa CEKPEIMu BTOPUYHOTO
ciost pakoBuHBI B Mectax mnpukpervienns Meim (Williams et al.,, 1997a, b).

MpzIieunble OTIEYaTKH MMEIOT OOJIbIIIOE 3HAUCHHUE B YCTaHOBJICHUHU (bHJ'IOFCHI/II/I
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opaxuonon (I'opstackuit, [Tomos, 1985; Gorjansky, Popov, 1986; Williams et al.,
1997) u B Takconomuueckoux paborax (Rosenkrantz, 1964; Lee, Brunton, 1986;
Smirnova, 1997). [lokazaHo, OJHAKO, YTO PACIIOJIOKEHUE W (POPMA MBIIICYHBIX
OTIIEYAaTKOB MOTYT 3HAYMTEIBHO pPA3IMYaThCS JaXKe B MpejesiaX OJHOTO poja
(Robinson, 2014, 2018). B mmTeparype Takke €CTh HEKOTOpas IIOJIEMHKa
OTHOCHTEIIHO TaK HA3bIBACMbIX IIyOOKHX MBIIICYHBIX oTieyaTtkoB (deep muscle
scars): oTMedaeTcsl, 4To MOp(OJIOTHS UX TaKOBA, YTO OHHU €JIBA JIU MOTYT CIIYXKHTh

HACTOSIIIMMHU MECTaMH MPHUKPEIUIeHUsT MycKyaTypsl (Robinson, 2018).

Craniida Discinida Lingulida

MEPEIHUE aJTyKTOPbI MEepEeIHUE aJTYKTOPbI MEPEIHUE AJTyKTOPbI

(TIeHTpaIbHBIC MBIIIIIIHI)

3aJIHUE aJlTyKTOPBI 3aJIHAE aJayKTOPBI 3alHUN aAyKTOp

(ymOoHasIbHAS MBIIIIIA)

BHYTpPEHHUE KOCbIE BHYTPEHHUE KOChIE BHYTPEHHHUE KOCbIE
BHYTpPEHHHUE KOCHIE 3aJTHUE KOCHIE HapyXHbIE KOChIC
BHYTpPEHHHUE KOCHIE 3aJTHUE KOChIE HepeHNe JIaTepaibHbIe
KOCBhIE
BHYTpPEHHHUE KOCHIE 3aIHUe TpaHCMEeTUaHHBIE KOChIC
Hapy>KHbIE KOChIE ? ?
PETPAKTOPHI WK PETPAKTOPHI pyK ?

3JIEBATOPBI PYK?

IIPOTPAKTOPHI PYK - -

AJIeBaTOp aKyca ? ?

TaGnHua 2. Hpe,unonar ACMbIC TOMOJIOTHU MCKAY Pa3IMYHbIMHU MbIINIAMU TYJIOBUIIHOT'O

I[eJIOMa Pa3HBIX OTPSIOB COBPEMEHHBIX Oe33aMKoBBIX Opaxuono (mo Blochmann, 1892, 1900;

Bulman, 1939; Williams et al., 1997a, 0).

YabTpacTpyKTypa MBIIMIEYHON CHCTEMBI OpaxWoIoa W3ydeHa O4YeHb CIliabo.
NmeeTcss Bcero JMillb HECKOJBKO pPabOT, MOCBAMIEHHBIX YIBTPACTPYKTYpE

annykropoB u auaykropo (Winkleman, 1976; Eshleman et al., 1982; Kuga,
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Matsuno, 1988). Tak, Ha yJIbTPaCTPYKTYpPHOM M OMOXHMHYECKOM YPOBHE OBLIO
MOKa3aHO MPHUCYTCTBHE B AIYKTOpax M IUAYKTOpaX H3YUYCHHBIX OpaxuoIof
napaMHO3WHa B pa3MgHOM cooTHomeHuun ¢ muosmHoMm (Winkleman, 1976;
Eshleman et al., 1982; Kuga, Matsuno, 1988). Ilapamuo3uH SBISCTCS
crenu(uIecKuM OCIIKOM MYCKYJIaTypbl pa3audHbIX 0ecro3BoHouHbIX (Winkleman,
1976); ero MOBBIIIEHHOE COAEPKAHHUE IO CPABHEHUIO C MHO3MHOM SIBJISIETCS
IpHU3HAKOM riaakux, MemaaeHHsix Mol (Eshleman et al., 1982; Kuga, Matsuno,
1988; Kuzmina, Temereva, 2021a). Ha BckpbITHSX ObICTpast (IIONIEpEYHOIIONOCATAs )
94acTh MEPEIHUX ATYKTOPOB BRITIISAUT MEHEe TEMHON U TUIOTHOM, YeM MeJJICHHAs
(rmangkas) yacth (Kuga, Matsuno, 1988; Robinson, 2014). Cuutaercs, uTO
HOMIEPEYHOIION0CcaTass MyCKyJiaTypa y OpaxuoIoJa pa3BUTa TOJIBKO B IEPEIHHUX

aJIyKTOpax U B MBIIIIAX, CBA3aHHBIX ¢ Jododopom (Kuga, Matsuno, 1988; James
etal., 1992).

BecpMa CHOpHBIM BONPOCOM SIBJISIETCS MEXAHU3M PACKPBITHS CTBOPOK Y
KpaHUU(POPMHBIX U JIMHTYJIUPOPMHBIX OPaxXHUOMo/i, B CBI3U C OTCYTCTBUEM y HUX
3aMKOBOTO CKPEIUICHHS] CTBOPOK M MBIIII-AUAYKTOpPOB. s nuHrynmudopmMHBIX
Opaxuono | MpeArnoiaraeTcsi pacKpbITUE CTBOPOK 3a CYET pabOThl TUIPOCKEETa
(Gutmann et al., 1978; Trueman, Wong, 1987): Omaromapsi COKpAIlEHHIO
MNPOAOJBbHBIX MBI CTCHKH IICPHUBUCHCPAJIBHOIO MHEjIoMa HOCJIOM CXKHMACTCA B
nepeiHe-3alHEM HaIpaBJICHUM; MPU ITOM, COXpaHsisi CBOM 00BEM, OH HE MOXKET
paCcIupPpUTBCA B JIATCPAJIBHBIC CTOPOHBI M3-3d4 HAJIMYKA JIATCPAJIBbHBIX MC3CHTCPHCB
(Gutmann et al, 1978), um pacmmpsercs JOPCOBCHTPAIbHO, BBITAJIKHUBAs
JopcaibHyto cTBOpKY BBepx (Gutmann et al., 1978; Trueman, Wong, 1987).
OTHOCHUTENIPHO MEXaHW3Ma PACKPBITHS CTBOPOK Y KpaHUU(MOPMHBIX OpaxwuoIon
CCThb pa3JIMYHBIC MHCHH. CoriacHo O)IHOI>’I TOYKE 3pCHUS, HUKAKOI'0 CriCeIuaJIbHOIO
MBIINCYHOTO MCXaHHU3Ma I PACKPBITHA CTBOPOK HE CYHICCTBYCT, U CTBOPKH
MOJJIEP)KUBAIOTCS. B PACKPBITOM COCTOSIHMM OJlaro/iapsi ynpyrocTu pacciabieHHbIX
AIOYKTOPOB, HOI[O6HO TOMY, KaK CTBOPKHU PAKOBHUHBI JIBYCTBOPYATBIX MOJIJIFOCKOB

packpsIBarOTCs 3a cuéT ynpyroctu jguramenrta (Rudwick, 1970), wiu mo kpaiineit
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Mepe HOACPKUBAIOTCS B PACKPBITOM cocTostHuM 3a cuéT atoro (Robinson, 2014).
CorunacHo pyroii runorese, GyHKIHIO TUTYKTOPOB Y KpaHUU(DOPMHBIX OpaxuoIon
BBITIOJTHSIOT B JACHCTBUTEILHOCTH 3amHue amaykTopsl (Thompson, 1927; Bulman,
1939). Takxe ecTb TMIIOTE3a O TOM, YTO PACKPHITHE CTBOPOK y KpaHUU(DOPMHBIX
Opaxmornoy; MPOUCXOAUT THUAPABIMUECKUM IyTEM, MOJO00HO JUHTYIU()OPMHBIM
OpaxuornojaM, HECMOTpPSI Ha OTCYTCTBUE Yy KPaHUUJ BBIPAKEHHBIX MPOIOJIbHBIX
mbimi crenku teaa (Gorjansky, Popov, 1985; Williams et al., 1997a; Robinson,
2014), npuTOM B HEKOTOPBIX CIydyasX BBITAIKMBAHUE CTBOPOK IMPUIUCHIBAETCS

pacipeHuto epuBrciepaisHoro enoma (Gorjansky, Popov, 1986; Williams et

Joubin, 1886 | Blochmann, | Bulman, 1939 | Williamset | Robinson,
1892 al.,, 1997a,6 | 2014, 2018
OpaxuanbHble | OpaxuanbHble | OpaxuaibHble | OpaxHabHbI MaJIble
MPOTPAKTOPHI | TPOTPAKTOPHI | TMPOTPAKTOPHI e nepeaHue
MIPOTPAKTOP
BI
- OpaxuanbHas - OpaxuanbHas | OpaxuanbHa
s
nepeHue OpaxuanbHbIC - OpaxuaibHbl | TepeaHue
aJTyKTOPBI AJIEBATOPHI € DJIEBATOPHI | AJTYKTOPHI
(marepanbHbBI (mepenname
€ YaCTH) YaCTH)
OpaxuanbpHble | *OpaxuaabHbl | *OpaxuanbHbl | OpaxuaiabHbl | *(UMs HE
PETPAKTOPBI | € PETPAKTOPHI | € PETPAKTOPHI e OIIPEJIEIICHO)
pPETPAKTOPHI
nepeHue nepeIHnue nepeHnue NepeIHNe nepeHue
aJTyKTOPBI OKKJTFO30PbI aJTyKTOPBI aIayKTOPBl | aIAyKTOPHI
(MeMabHbBIC (3amnue
JaCTH) 9JaCTH)
IPOTPAKTOPHI BEPXHHE BHYTPEHHHE | BHYTPEHHHE | BHYTPEHHUE
JOpCaTBHOM KOCBhIE KOChIE KOCBIE KOCBIE
CTBOPKH
MBIIIIIIBI HUDKHUE JaTepalibHBIC | JTaTEPaJIbHBIC | JIaTCPATbHBI
CTEHKH Tena KOCBhIE KOCBhIE KOChIE € KOChI€
3aJIHUE 3aJIHHE 3aJHUE 3a/IHUE 3aJHUE
aJTYKTOPBI OKKJIFO30PbI aJTYKTOPBI aIIYKTOPBL | aJTyKTOPBI
3aJIHSIS AJIeBATOP HemapHas HemapHas HemapHas
MeuanbHas aHyca MeauanabHas | MeauajabHas | MeJaualibHas
(a:eBaTop
aHyca)
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Tabmuma 3. ComocTaBieHHWE HAa3BaHWM MBI B OCHOBHBIX JIUTEPATYPHBIX HMCTOYHUKAX TIO

1313

myckynarype Craniida. CuMBoJibHBIE 0003HAYCHUS: 03HAYaeT, YTO MBIIIIA HEe YIIOMSIHYTa B

COOTBETCTBYIOIIEM HCCJIEIOBAHUH; ““*” O3HA4aeT, YTO aBTOPHl YINOMHHAIOT NPUBEAEHHOE

Ha3BaHHWEC KaK COMHHUTCIIBHOC NJIKM COMHEBAIOTCA B CYIIECTBOBAHUU COOTBGTCTBYIOHIeﬁ MBIIIIBI.

al., 1997a), a B npyrux cirydasx — nepudzodareansaoro (Robinson, 2014). Hakoner,
ecTh  TOYKa 3PCHUS, COMJIACHO KOTOPOH  THIPaBIMYECKOE  JaBJICHHE,
BBITAJIKUBAIOIIEE IOPCATBHYIO CTBOPKY, CO3MaETCsl Y KpaHUU(POPMHBIX OpaxroIozn

Oyarozapst COKpaIIeHHIO KOJIBIIEBBIX MBIIIIII CTCHKH TeJla, a He IPOoA0IBHBIX (Joubin,

1886; Blochmann, 1892).

MpImieyHble OTIIEYATKH KPAHUMJI ONMHMCHIBAIOTCS B Pa3IMYHBIX paboTax Ha
BBIMEPIINX U COBPEMEHHBIX MpencraBurenei atoro orpsaa (Rosenkrantz, 1964;
Lee, Brunton, 1986; Smirnova, 1997; Robinson, 2018); 3agacTyto uX UCIOJIb3YIOT
JUIS COCTaBIIEHUs OMarHo30B pojaoB u BumoB (Rosenkrantz, 1964; Lee, Brunton,
1986; Smirnova, 1997), Ho He B Ka4eCTBE ONPEACTUTEIBHBIX MPU3HAKOB. OOBIYHO
y KpaHHUM] BBIPAXEHBI, 1O KpailHed Mepe, OTIEYaTKH TMEPEeIHHX U 3aJHUX
aJITyKTOPOB, JIaTepalibHBIX Kochix MbI (Lee, Brunton, 1986; Smirnova, 1997),
WHOTJIa — TAKXKE OTIIEUYATKH OpaxHaIbHBIX MPOTPAKTOPOB U HEMTAPHOW MEIUATLHOMN

mermiiel (Robinson, 2018).
2.3.5. Hepsnas cucmema

OpraHuzaiusi HEpBHOW CHUCTEMbI M3y4Y€Ha Yy HEMHOTHX BHIOB Opaxworof;
HECMOTpPSL Ha 3TO, OHA BIIOJIHE MOANAETCA CPABHUTEIBHOMY aHaiau3y, TaK Kak
HN3YYCHHBIC BHJAbI OTHOCATCA KO BCCM TpeM noaTuIiiamM 6anI/IOHOIL -
Rhynchonelliformea (Bemmelen, 1883), Craniiformea (Blochmann, 1892) u
Linguliformea (Blochmann, 1900). CeeneHusi 0 CTpOSHHM HEPBHOW CHUCTEMBI
Opaxuoro 1 coOpaHbl B HECKOJIBKUX 0030pHBIX padoTax (Hyman, 1959; James et al.,
1992; James, 1997; Williams et al., 1997a; Kyspmuna, Manaucon, 2024).
YapTpacTpyKTypa ¥ THCTOXUMHSI HEPBOB OpaxHOIO ] U3y4YeHa 3a TOCIIeIHEE BpeMs
B cepun pabotr Temepeoit u Kyspmunuoit (Temereva, Tsitrin, 2015; Temereva,
Kuzmina, 2017, 2021; Kuzmina, Temereva, 2021b; Temereva, 2020a, 2022).
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JlaHHbIe 3THX palOoT 1Mo OOJIBIIEH YaCTH OTHOCATCS K HEPBHOM cucteMe Jiododopa
(BKJTFOYAsI IIyMalblla), HEe 3aTparuBas HEPBHI TYJIOBUIA W MAaHTHUU H, 32 OJHUM
uckmodearem (Kuzmina, Temereva, 2021b), He paccmaTpuBas CTPOCHHE
IIEHTPaJIbHONW HEPBHOUW CUCTEMBI. Bompockl MHHEpBAIMH IyHaIell 3aTParuBaloTCs
Tak)Ke B HECKOJIBKUX OoJiee crapeix padorax (Hoverd, 1986; Reed, Cloney, 1977;
Reynolds, McCammon, 1977). Hekotopble naHHBIE IO WHHEPBAIMM MAaHTUH

npejcTaBiieHbl B padote PatHoBckoit (PatHoBCKas, 2022).

[leHTpasibHass HepBHAs CHCTEMa Yy PHHXOHCUTU(GOPMHBIX OpaxHOIo
NPEJCTaBICHA HAATIOTOYHBIM M TOJIJIOTOYHBIM TaHTIUSAMH, COCIUHEHHBIMU
oKoJIorI0TOYHbIMK KOoHHeKTHBaMu (Bemmelen, 1883; James et al., 1992; Kuzmina,
Temereva, 2021b), a y kpaHuupOpMHBIX W JHHTYTH(GOPMHBIX — TOJBKO
MOJINIOTOYHBIM —TaHTJIMEM, OOpa3yroIMM OKOJIOKJIIOTOYHOE HEPBHOE KOJIBIIO
(Blochmann, 1892, 1900; James et al., 1992). 13 Bcex 0e33aMKOBBIX OpaxuOINO/
HaJIMYUE HAJTIIOTOYHOTO TaHIJIMS OTMEUEHO TOJIbKO Ui foBeHmier N. anomala
(Temereva, 2020a); ero HCYE3HOBEHHE Y B3POCIBIX O0CO0OCH OOBICHSIETCS
«pacTsDKCHHEM» W PacCpeOTOUYCHHEM TEPHKApUEB HAATIIOTOYHOTO TaHTJIHS 10
rJaBHBIM OpaxuanbHbiM HepBam (Temereva, 2022). CTOUT OTMETHTBH, YTO
MOAMIOTOYHBINA TaHIIMK Opaxuoron He seisercs ranrauem (Temereva, 2022) B
CMBICJIC OOIIENPHHATOrO omnpeaeieHus sroro tepmuna (Richter et al., 2010) (V
KPaHUU(POPMHBIX W PHHXOHEIUTM(POPMHBIX OpaXHOIOJ IMOATTIOTOYHBIA TaHTIIUH
npefcTaBsieT co0ol  TapHOe O00pa3oBaHME, CBS3aHHOE TOJTJIOTOYHBIMHU
komuccypamu  (Blochmann, 1892; Kuzmina, Temereva, 2021b). V
KpaHUU(POPMHBIX OpaxHWoNoJ] TOJATIOTOYHBIE TaHIJIMA CHJIBHO pa3pacTaroTcs,
npuMepHoO 0 cepeaunbl TynoBuina (Blochmann, 1892), u npencrarnstor co6oi, mo
CYTH, HEpPBHBIC CTBOJBL. [OMOJIOTM HAATJIOTOYHOTO TaHIrIUsA (M TJIaBHBIX
OpaxHabHBIX HEPBOB, KOTOPBIC SIBJISTFOTCS €70 TIPONU3BOIHBIMH ) H3BECTHBI TAKKE Y
doponna (Temereva, Malakhov, 2009; Temereva, Tsitrin, 2015) u miranox (\Weber
et al., 2014; Temereva, Tsitrin, 2015) B Bue A0pPCaIbLHOIO HEPBHOTO IUIEKCyca U

1epeOpatbHOTO TaHTJINS, COOTBETCTBEHHO.
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VY Bcex U3ydeHHbIX Opaxuomno OT HaJArJIOTOYHOTO TaHTJIHS (€CITU OH UMEEeTCs)
OTXOJST TJaBHble HEpBbl Jododopa, uaynme BAOIL OpaxuadbHOM CKIIAJKH
(Bemmelen, 1883; James et al., 1992; Kuzmina, Temereva, 2021b), a B ciyuae
OTCYTCTBUS HAJIINIOTOYHOIO TaHTJIMs TJIaBHbIE HEPBHI JIohodopa CUUTAIOTCS €ro
romojoramu (Blochmann, 1900; Kuzmina, Temereva, 2021b; Temereva, 2022).
JloGaBouHbIe, BTOpUYHBIC J00ABOYHBIE W HIDKHHE HEPBHI JIododopa OTXOAST
OOBIYHO OT OKOJIOTJIOTOYHBIX KOHHEKTUB WJIM OKOJIOTJIOTOYHOTO HEPBHOIO KOJIbIIA
(Bemmelen, 1883; Blochmann, 1892; Kuzmina, Temereva, 2021b); vy
PUHXOHEIUTU(GOPMHBIX OpaxUOMOJi HUKHHUE HEPBBI OTXOJAT OT MOJATTIOTOYHOIO
ranraus (Temereva, 2022). [TomuMo 3TOro, OT MOATIOTOYHOTO TAHIIHUS, KOTOPHIN
SBIIIETCSL HanOoJiee KPYIMHBIM HEPBHBIM IIEHTPOM y Bcex Opaxmomon (Kuzmina,
Temereva, 2021b), oTxoauT MO Mape HEPBOB B TYJOBHIIE M B KaXKIBIH JIUCTOK
mantun (Bemmelen, 1883; Blochmann, 1892, 1900). YV xpaHunupopMHBIX
Opaxmoro; OCHOBHBIC TYJIOBHIIHBIC HEPBHI IMPEICTABICHBI HEPBAMH ABYX Iap
aJAIyKTOpPOB (KaKk MHUHUMYM I[E€pEJHUX — Yepe3 TaK Ha3blBaeMble «HEPBHbIC
mwiactuakmy, Nervenplétte — mo Blochmann, 1892). Mutepecho, uto B «Tpakrare o
nayieontosoruy  Oecro3Bonounsix» (Williams et al., 1997a) ykasbiBaeTcs
OTXO’KJICHUE TJIABHBIX OpaxuajibHbIX HEPBOB TAKKE OT MOATIOTOYHOTO TAHTIINS, a
HE OT HAJTJIOTOYHOTO; YUYUTHIBAsA, YTO NaHHBIA (paKT HE BCTpedaeTcs 0ojiee HUTTIE,
CJIelyeT MPU3HATh B HEM omedarKy. [ TaBHbIE U 100aBOYHbIE OpaxualbHBIE HEPBBI
0€33aMKOBBIX OpaxWoOIoa CBS3aHBI JPYr JPYroM TIONEPEYHBIMH HEPBaMH,
NPOXOASIIMMH B TOJIIIIE COSAUHUTEILHON TKaHU pyK Jododopa (Temereva, Tsitrin,
2015; Temereva, 2022). YV 3aMKOBBIX OpaxHoIO]] TAK)KE €CTh MOMEPEUYHbIC HEPBHI,
HO OHH HJIyT HEMOCPEJACTBEHHO K BTOPUYHOMY 1T00aBOYHOMY HEpPBY, MHUHYS
nobasounbiii HepB (Temereva, Kuzmina, 2017; Ky3smuua, Mamgucon, 2024).
Bropuunbie 100aBOYHBIC HEPBBI, MPOXOASAIINEC MEXKIY IBYMS psSaaMHy IIyITajell,
UMEIOTCSI Y PUHXOHEIUTM(POMHBIX M KpaHuudopmHbIX Opaxuomnon (Temereva,
Kuzmina, 2017, 2021; Temereva, 2022). MutepecHo, uto biioxMaHH OMUCHIBAET Yy
KpaHUH] HEPB, TIO PACTIONIOKEHUIO COOTBETCTBYIOIINI BTOPOMY A00aBOUYHOMY, IPU

3TOM 0003Ha4ast ero Kak mpocto go6asounbiii (Blochmann, 1892); nactosiiero
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100aBOYHOTO HEPBA OH, TI0 BCEW BUIUMOCTH, HE OOHAPYXKMI. Y JTHHTYJIN()OPMHBIX
(Blochmann, 1900; Santagata, 2011), punxonemudomubix (ParHoBckas, 2022)
Opaxmonon, a Taxke y auunmHOK (Altenburger, Wanninger, 2010) u roBeHwmiIel
(Temereva, 2020a) N. anomala, maHTHiiHbIE HEpPBBI, 3aXOAs B MAaHTHIO,
Pa3BETBIAIOTCS W BJIMBAIOTCA B MaprUHAIbHBIA (WM KOJBIEBOW, KpacBOi)
MaHTHIHBIA HEpB. Y B3POCIBIX KpPaHUU(POPMHBIX OpaxHONoJ MaprUHaIbHBINA
MaHTHIHBIA HEPB OTCYTCTBYET B CBSI3U C OTCYTCTBHEM UYBCTBUTEIBHBIX IICTUHOK
(James et al., 1992), npuTtoM y FOBEHWIBHBIX OCOOCH, CPaBHUTEIHLHO HEIABHO
YTPATUBIINX JIWYMHOYHBIE IICTHHKH, MAapTUHAIBHBI HEpPB MaHTHH eIIé
npucytctByet (Temereva, 2020a), 1, KpoMe TOTO, CYIIECTBYFOT HEPBHBIC OTPOCTKH,

nojxojmue kK nekymam (Temereva, 2020a).

['oMonoru 106aBOYHBIX OpaxHUalbHBIX HEPBOB, MPOXOIAIIUX C (PPOHTAILHON
CTOPOHBI OT Iymajier, B OpaxuanbHOU Oopo3ake (Blochmann, 1892; Temereva,
Tsitrin, 2015; Temereva, Kuzmina, 2017; Temereva, 2020a, 2022) ecth TaKxe y
roBeHmiicii doponna (Temereva, Tsitrin, 2014, 2015) B Buae Maioro HEPBHOI'O
KoJIbIIa (MINOr Nerve ring) u y MIIaHOK B BUJE LIUPKYMOPAIBHOTO HEPBOTO KOJIbIIA
(Weber et al., 2014; Temereva, Tsitrin, 2015). OtMeuaercs, 4TO MO XapakTepy
100aBOYHOTO OpaxvaibHOTO HEpBa PUHXOHEIIHM(GOPMHBIE OpaXxHOINOAbl OJIMKE K
doponmnmam (Temereva, Kuzmina, 2017), y KOTOpBIX Majoe HEPBHOE KOJIBIIO
BBIp@XEHO cjabo W Toiabko y roBeHwied (Temereva, Tsitrin, 2014), a
JUHTYIUGOPMHBIE U KpaHMH(pOPMHBIE Opaxuomojbl — K MinaHkam (Temereva,
Kuzmina, 2017), y KOTOPBIX OTMEUYAETCS XOPOIIO BBIPAKEHHOE ITUPKYMOPAILHOE
HepBHoe kojbio (Weber et al., 2014). 'omosorn HWKHUX OpaxUalbHBIX HEPBOB,
npoxoasnmMx ¢ abdpoHTambHON cToponsl mrymanen (Temereva, Tsitrin, 2015;
Temereva, Kuzmina, 2017, 2021) wmu ¢ 3agHeil cTopoHbl pyk Jjododopa
(Blochmann, 1892; Temereva, 2022), ectb y (hOpOHHU — 3TO TJIABHBIE Iy TAIbICBbIC
HepBel (Temereva, Malakhov, 2009; Temereva, Tsitrin, 2015). ITo xapakrtepy
HUKHUX HEPBOB M UX TOMOJIOTOB 3aMKOBBIE OPaxMOTMO/IbI TAKXKE OOJIBIIE CXOXKHU C

(bOpOHI/II[aMI/I, Y KOTOPBIX TJIAaBHBIC HIYIIAJIBICBBIC HCPBBI, XOpPOIIO 3aMCTHHI, B
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oTar4Yre OT 6€33aMKOBBIX OPaXHOMO/l, Y KOTOPBIX HIKHHUI HEPB Pa3BUT B MECHBIIIEH
crenenn (Temereva, Kuzmina, 2017). Bo3HuKOBeHHE Yy OpaxuOIOi BTOPOTO
100aBOYHOTO OpaxualdbHOTO HEpPBA, OTCYTCTBYIOLIETO Yy (OPOHHI U MIIAHOK,
00BsICHSCTCS (hOpMUPOBAHHEM JBOMHOrO psaa mymaner; (Temereva, 2022) Ha

cTaauu mm3oodHoro ododopa u nociexyromux (Kuzmina, Temereva, 2019).

Bce HEepBBI M HEpBHBIC IEHTPHI OPaxHOIO] 3aHUMAIOT NPEHMYIIECTBEHHO
oasmamuaepmansaoe nososkenne (Williams et al., 1997a), xots m MoryT naBaTh
OTPOCTKH B IOJIJICKAIIYI0 COeIMHUTENBbHYIO TKaHb (Blochmann, 1892; Temereva,
2022), a Taxke B IICJIOMHYCCKYIO BBICTWIKY KaHAJIOB IIMyHaJiell B BHIC
nepuToHeanbHbIX HelipuToB (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017,
2021; Kuzmina et al., 2019). IlepuroHcallbHbIC HEUPHUTHI B IICJIOMHUYECCKON
BBICTHJIKE IITyITajiel] OTMeUeHBI Y Bcex Lophophorata u siisitoTcst Bo Beex cirydasix
romMoJioruuHeIMu cTpykTypamu (Temereva, Malakhov, 2009; Temereva, Tsitrin,
2014, 2015; Temereva, Kosevich, 2018; Temereva, 2017a, b, 2022; Temereva,
Kuzmina, 2017, 2021; Kuzmina et al., 2019). O6Hapy>keHa Takke HepBHasl CETh C
TJHATBHBIMU ~ KJIETKAMH B COCIMHUTEIBHOH  TKaHW,  OKpY’KaroIen

nuieBaputenbhbiid Tpakt (Williams et al., 1997a).

Cy s no nutepaTypHbIM HCTOYHUKAM, BO BCEH HEPBHOM CUCTEME HAanOOJIBIITYIO
BapuaOeIbHOCTh MOKa3bIBaeT WHHEpBaus Jiodhodopa, B TOM YHUCIE IIyHajiel; He
UCKJTIIOYEHO, YTO TaKOe BIIEYATJICHHWE CO3MAaETCs M3-3a HauOOJBIIeH M3y4eHHOCTH
uHHepBauuu Jodgodopa B CpaBHEHMH C HMHHepBauueil TyioBuiia. OCHOBHbIE
OTIWYMS B MHHEpBAIMH Joodopa MEKTy UEThIPbMS U3 TISITH OTPSIIOB OTOOPAKEHBI
B Tabmuue 4 (moapoOHbIe paboThl o MHHEpBaImu Jiododopa B oTpsae Discinida
He Haiinenbl). Ocobenno BapuabenbHa nHHEpBanws nrynanen (Tabnuima 4); kpome
TOT0, Y Pa3HBIX OPaxromo]] CUIHHO Pa3IMYaeTCsl KOJMYECTBO IIyMaTbIIeBBIX HEPBOB
(Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017, 2021; Temereva, 2022).
CrnoxxHast opraHu3aiiis WHHEpPBAIlMHM IIyTajel] CBA3BIBACTCS C CHUJIBHOU
CTeIMaTu3aliell pa3IunIHbIX 30H IIyTajell, BRIPaKEHHOU OOJbIle, YeM B JAPYTUX
tunax Lophophorata (Temereva, Kuzmina, 2021). HepBaas cuctema TepeOparyiu
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C MIEKTOI0(PHBIM JT0(POPOPOM TOMOTHUTENBHO YCIO0KHEHA B CBA3U C HaJIUYHEM
MEIUaTbHOM PYKH U CIOXKHOM Mopdosorueil narepaibHbix pyk (Temereva,
Kuzmina, 2021). MaTepecHbIM SBISIOTCS YIIOMHHAHUS BHEUTHETO OpaxuallbHOTO
HepBa Oe33aMKOBBIX Opaxmonon y bimoxmanna (Blochmann, 1892, 1900), 6onee
HUTJE B JuTepaType (kpome 0030pHOIT) He BcTpevarommuecs. B psay Lingulida —
Craniida — Rhynchonellida — Terebratulida crenyer oTmeruTh TEHACHIUIO K
YCWJICHUIO B MHHEPBAIMM NIyIajel POJd HUXKHErO0 HepBa M OCIAOJICHUIO POJIU
nobasouynoro Hepsa (Temereva, Kuzmina, 2017, 2021), kotopsrit y Terebratulida
penyuupoBan coBcem (Temereva, Kuzmina, 2021). Kpome Toro, y Lingulida
OTCYTCTBYET Kak €JuHOe oOpa3oBaHHE BTOPHUYHBIN 10OABOYHBIN HEPB, OJIHAKO
OTMEYEHBl ~ MEXIIYNaIblEBbIE  HEUPUTHI, TMO-BHIUMOMY, TOMOJOTUYHBIC
BTOPUYHOMY J100ABOYHOMY HEPBY U BBINOJHSIIOIIME CXOXKYIO POJIb B MHHEPBALIUU
urynanen] (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017; Temereva, 2022).
Takum 00pa3oM, B IUTEpATYypE €CTh JOCTATOYHO MH(OpMaIK, YTOOBI CPaBHUBATH
pasiIuyHbIe OTPsiIbl Opaxnono N0 HHHEpBauu Jododopa; oTMedaeTcs, BIPOUYEM,
YTO WCXOJHBIA «MATTepH» WHHEPBAIMH YCTAHOBHUTH 3aTPyAHUTEIHHO B CBS3U C
HepaspeménHor  unorennert  Opaxwonon  (Temereva, Kuzmina, 2017).
Hcnonp3oBaTh MHHEPBALMIO B (DUIOTEHETHYECKOM aHAM3€ COBPEMEHHBIX
Opaxuornoj BO3MOKHO, KaK MPOoJIEMOHCTpUPOBaHO B paboTe Temepenoii (Temereva,
2022), omHako TakoW (DUIOTEHETUYECKUM aHaIM3 OCJIOXKHEH HESICHOCTHIO

NOJIIPHOCTH M (PUIIOTEHETUYECKOTO 3HAYEHUs MHOTMX Mpu3HakoB (Temereva,

2022).

HNudopmarus mo yasTpacTpyKType HEPBHOM CUCTEMBI OpaxuOMO]] OrpaHUYEHA
pabotamu 1o meHTpadbHON HepBHOW cucteme (Kuzmina, Temereva, 2021b) u
HepBam Jiododopa u mynaner (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017,
2021). IlokazaHo, 4TO KpyNHBIE HEpBHBIC 00pa3oBaHMs OpaxWoOIOa, TaKUE Kak
rIIaBHBIN OpaxuanbHbIi HepB (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017,
2021) u moarmorounsii ranriuii (Kuzmina, Temereva, 2021b) mpencraBnsior

co00¥1 cTpaTu(PUIIMPOBAHHBIN HEHPOIMUIEPMHIC CIETYIOIIETO CTPOCHUS:
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1) anukanpHBIN cioW 00pa3oBaH 3MUJIEPMATbHBIMU KJIETKAMH, B TOM YHCIIE

TeJIaMH TaK Ha3bIBaeMo# paauansHoi riuu (Chanas-Sacre et al., 2000; Mashanov

etal., 2015; Temereva, Kuzmina, 2021), koTopbie KpersITcs K 0a3aabHON IJIAaCTHHKE

OTPOCTKaMH,

3aIIOJIHCHHBIMHA

TOoHOGUOPpUIITAMU

(MpOMEKyTOYHBIMU

(I)I/IJIaMeHTaMI/I, 06p33y10H_II/IMI/I INIOTHBIC IIYYKHM W CBA3aHHBIMU aIlMKaJIbHO C

MUKPOBOPCHUHKaMHU, a 0a3zagbHO — C 0a3anbHOW IJJACTMHKOW MOCPEACTBOM

FGMI/IILCCMOCOM);

2) cpemHuil cioil oOpa3oBaH MEPUKAPUSMU M, B OTIEIBHBIX CIydasx,

IPOCTBHIMHU TJIMATBHBIMU KiieTKamu (Temereva, Tsitrin, 2015);

3) GazanbHBIN 0 0Opa3oBaH HelipormiaeMm (Kuzmina, Temereva, 2021b) c

HCPBHBIMU  OTPOCTKaAMM, OKpY)KéHHI)IMI/I OTPOCTKaMHn  TIJIMAJIbHBIX  KJICTOK
(Temereva, Tsitrin, 2015).
Ipusnak Lingulida | Craniida |[Rhynchonellida | Terebratulida
I'maBHBII HEpB PazBut PazBut PazBut PazBur
Jlo6aBouHBII HEPB PazBur PazBur Bripaxen cimabo He BoIpaxken
Bropoii no6aBounsiii | HeopopmieHHbI Passur Passur Passur
HEpB i
HwxHnii HepB Heodopmnennst PasBur PaszBur PaszBur
i (HepBHas
CETh)
@pOHTAIBHBIE HEPBBI Or Or Ot rnaBHOTO Ot rnaBHOrO
BHYTPEHHUX ILynaner | A00aBoyHOro | 100aBOYHOT HepBa uepe3 HEpBa 4epes
HepBa 0 HepBa IIOTIEpEYHbIE HOTIEpEYHbIE
JlaTepasibHBIE HEPBBI Or Or OT BTOPHUYHOTO OT BTOPUYHOTO
BHYTPEHHUX Iynajner | A00aBOYHOrO | BTOPUYHOTO J100aBOYHOTO 100aBOYHOTO
HepBa 100aBOYHOT HepBa HEpBa
0 HepBa
AOGdpoHTaIbHBIE Or Ot BTOpPOTO Ot BTOpPOTO Ot BTOpPOTO
HEpBBI BHYTPEHHUX | MEXIIyHajlbleB | 100aBOYHOT J100aBOYHOTO 100aBOYOHTO
nrymnanier BIX HEPBOB 0 HepBa HEepBa HEpBa

69




@pOHTAIBHBIE HEPBBI Or Ot BTOpOTO Ot BTOpOTO Ot BTOpOTO
Hapy’KHBIX IIyTaner 100aBOYHOTO | 100AaBOYHOT J00aBOYHOTO 100aBOYHOTO
HEepBa 0 HepBa HEpBa HEpBa
JlarepanbHbie HEPBBI Or Ot BTOpOTO Ot BTOpOTO Ot BTOpOTO
Hapy’KHBIX IIyTaner 100aBOYHOTO | 100AaBOYHOT J00aBOYHOTO 100aBOYHOTO
HepBa 0 HepBa HepBa HEpBa
JlatepabdponTanpabie | He BoIpakeHbI Or OT HIKHETO OT HIKHETO
HEPBBI HAPYKHBIX JIOTIOTHUTE HEepBa HEpBa
nrymnaier BHOTO
HIDKHET O
HEpBa
AOGdpoHTaTHHBIC OT HUXKHETO Or OT HUXKHETO OT HUXKHETO
HEPBBI HAPYKHBIX HepBa JIOTIOTHUTEN HepBa HepBa
rymnaiei BHOTO
HUKHETO
HEpBa

Tabnmuna 4. CpaBuenuwe wuHHepBaiuu Jjododopa u mymaien y Lingulida, Craniida,
Rhynchonellida u Terebratulida (mo manasim Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017,
2021; Temereva, 2022).

Hanmnuwue pannanbHOW TIIMH, OKPYKAIOIIEH TENa U OTCPOCTKA HEWPOHOB B
cpenHeM U 0a3albHOM spycax HeHposmuaepMuca SBISETCS IUIE3UOMOP(PHBIM
npusHakom ounatepuii (Helm et al., 2017). Cpeau Lophophorata paguansHast rius,
noMHuMO Opaxuoro, otMedaercs y popouunn (Temereva, Malakhov, 2009), a kpome
Lophophorata — y urnokoxxux (Mashanov et al., 2015), npuanymua (Helm et al.,

2017), nemeptun (Beckers et al., 2018) u annenun (Beckers et al., 2019a, b).

HanrnoTounslii ranrnmii  puHXOHETMGOPMHBIX Opaxuonoj; oOpa3oBaH
IPOCTHIM (HECTPaTU(DUIIMPOBAHHBIM) HEHUPOANMUAEPMHUCOM, B KOTOPOM HEPBHBIE
KJIETKA HEMOCPEACTBEHHO KOHTAKTHPYIOT C MAaHTUWHON MOJOCTBIO CBOMMH
anukanbHbIMU  cTopoHamu (Kuzmina, Temereva, 2021b). Takas opranu3amms
HEPBHOTO IIEHTpa CYMTaeTCs NMpUMHUTHBHOW cpeau Metazoa (Kuzmina, Temereva,
2021b).
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BoabIMHCTBO HEPBOB OPaxXHOIO/ SIBISIOTCS CMEIIAHHBIMU — OHU COZEPKaT B
cebe Kak TMEpUKapuu U OTPOCTKHM CEHCOPHBIX HEHPOHOB, OTIMYUMBIX IIO
AIEKTPOHHO-TUIOTHOW IUTOIUIa3ME W MEHBIIEMY JHAMETPY, TaK U MEpUKAPUU U
OTPOCTKH MOTOPHBIX HEHPOHOB, OTIIMYUMBIX MO 3JIEKTPOHHO-CBETIION IIUTOIIa3Me
u Oonbiremy auametpy (Temereva, Kuzmina, 2021). OtMedaeTcss IpUMUATHBHOCTD
TaKol oOpraHu3alud HEPBOB Cpeld OuaaTepaibHO-CUMMETPUYHBIX >KUBOTHBIX

(Temereva, Kuzmina, 2021).

CeHCOpHBIE CTPYKTYphl 'y OpaxwomoJl TMpPEACTaBICHBI CTATOIMCTAMH,
pacIojIoKeHHBIMU Ha JIaTepalbHbIX Me3eHTepusx (Blochmann, 1900; Yatsu, 1902)
u meruakamu (Rudwick, 1970; Stricker, Reed, 1985), mieTHHKOHOCHBIC MEIIKU
KOTOPBIX, TO-BHIUMOMY, CBS3aHBI C MaprHHAJIbLHBIM MAaHTUWHBIM HEPBOM, XOTS
OTPOCTKH 3TOT0 HEpBa HANPAMYIO K IICTHHKOHOCHBIM MEIIIKaM HE MOJXOJAT, U
MEXaHUYECKOe BO3ACWCTBHE HA IIETHUHKHU TEpena&Tcsi K OTPOCTKAM CEHCOPHBIX
HEepBOB 4epe3 coenuHuTenbHy0 TKanb Mantuu (Williams et al., 1997a). ITo Goxee
MO3IHUM JIaHHBIM, Yy IICTHHKOHOCHBIX MEIIKOB JUYMHOK TepeOpatyamn (Luter,
2007) wu B3pocnbix punxoHemwnna (ParHoBckas, 2022) ecTh BOPOTHHYKOBBIC
peLenTOphl,0TMEUCHHBIE TaKXe B IIymajbliax Opaxuomoxa (Kuzmina, Temereva,
20244a). [Ipeanonaraercs, YTO MapTUHATBHBIM MAHTUHHBIA HEPB MOCHIIAET CUTHAI
K aamykropam jns 3akpbitus ctBopok (Williams et al.,, 1997a). Uletunku
orcyrcTByroT y Craniida u Thecideida (James et al., 1992). [Ipeanonaraercs Takxe
ceHcopHas (ynkius s pecauuek (Gilmour, 1981; Hoverd, 1986) wu
MUKpOBOpcHHOK (James et al., 1992). B nureparype OTMEUEH TakKe TCHEBOMU

peduexc (Williams et al., 1997a), Ho npuposa ero He BIOJIHE SICHA.
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3. MATEPUAJI U METOJbI
3.1. Coop marepuaja

lecthaecsaT B3pocibix ocodeirt N. anomala 6s11u coOpanbl B CeBepHOM MOpe
(60°20°14"N 5°11°42"E) 6su3 6uocrannuu Dcnerpern (Espegrend) Beprenckoro
yauBepcuteTa (HopBerus) myTém TpalleHus ¢ KaMeHHCTOT0 CyOcTpaTa Ha TITyOnHe
oko11i0 40 M. Coop ocymecTBisid B Mae 2019 rona, centsiope 2019 roga u oktsiope
2022 ronma (Tabmuua 5). B mepBom ciyuae cOop marepuana U MOCIEAyronas
duKkcalys OCylIecTBISUIUCh aBTOpoM auccepTaiuu cobmectHo ¢ H.E. bynaesoit
(MucTutyT okeanonoruu um. ILI1. [llupmosa PAH, beprenckuii yHUBEpCUTET) U
E.H. TemepeBoil, BO BTOPOM H TpPETbeM Ciyyasx Marepuan Obul coOpaH u
3adukcupoBan H.H. Pumckoii-Kopcakosoii (buonoruueckuit paxynsrer MI'Y um.
M.B. JlomonocoBa, Menckuii yumeepcurer um. ®. Ilmmepa). Kpome Toro,
NpeBapUTEIILHOEC O3HAKOMIIEHHE C ocoOeHHOCcTsiMu cTpoeHus N. anomala
MIPOBOJIUIIOCH HA MaTepuaie, coopanHoM B mae 1980 rona B xoje peiica Ne90 HUC
«Akanemuk KoBanesckuii» Ha 6anke Todunno (Tofifio) B Cpenuzemuom mope B 50
KM oT OeperoBoit muHuu Mapokko (35°33°00°°N; 3°46°36°°W, rmybuna oxoso 100

M) 1 3auxcupoBaHHoM B 4% QopmanuHe.
3.2. MeToabl ucciieI0BAHUSA
3.2.1. Quxcayus, nocmghuxcayus, OeKaibyuHayus u Mayepayus Mamepuanld

CeBepomopckuii matepuasi ObUT 3adukcupoBaH kak B 2,5% riyTapoBoM
anpreruge Ha 0,05M kakomunatHoMm Oydepe, Tak u B 1% mapadopmanbaeruae
(PFA) Ha 0,AM dochatHom Oydepe. OCMONIPHOCTL PUKCATOPOB JTOBOIUIN 0O
COOTBETCTBYIOILIEM MOPCKOM BOJIE C MOMOUIBKD XJIOpUAa HaTpud. Heckosbko
B3POCIIBIX 0co0Oei ObumM 3auKcHUpoBaHBl B 96% 3TaHOJE, TaK KaK H3HAYAIBHO
MpeIHa3HAYAIUCh JIJIS1 MOJIEKYJIIpHBIX padoT (Bbiaenenus u ananuza JTHK). Ilepen
dukcameil TpoBOIWIM paccnabiieHne KUBOTHBIX B 3,5% pactBope xiopuje

MarHus B GUILTPOBAHHOM MOPCKO BOJIE.
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Pucynok 1. Coop mMatepuana. A — mporecc TpajeHHsl Ha KAMEHUCTOM TpyHTe; B — cybcerpart, Ha

koTopom oouraror N. anomala.
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[Tockomeky N. anomala npu u3HH HEMEHTUPYIOTCSI BEHTPAIBHOW CTBOPKOW K
CyOCTpaTy U MEXaHMYECKH OTIEINUTD UX OT CyOcTpaTa ¢ COXpaHEHUEM LIEIT0CTHOCTU
BEHTPAJIbHOW CTBOPKH HE MPEJCTABISECTCA BO3MOXXHBIM, BEHTPAJIbHYIO CTBOPKY B
OOJBIIMHCTBE CIy4yaeB yAANsUIM Ha dTane ¢ukcauuu. IIpumepHO B MONOBUHE
CIIy4aeB IPU 3TOM HE yJaBajOCh COXPAHUTh M BEHTPAJIbHBIA JTUCTOK MAaHTUHU, HO
IPEINTPUHUMAIUCH YCUIIHS 111 TOTO, YTOOBI MpUJIeKaIe BHYTPEHHUE CTPYKTYPbI
OCTaBaJIMCh HEMOBPEKAEHHBIMU. B nanbHeleM nanHas npodiema Obula pelieHa
UCIIONb30BaHMEM B pabore ocolei, MPUKpPEenuBIIMMCS K (parMeHTaM pPaKOBHH
JIByCTBOPYATHIX MOJUIIOCKOB (OMTON «pakylie»); MpU TAaKOM MOAXO0JAE yAaéTcs

ACKAJIbIMHUPOBATh CTBOPKHU PAKOBHHBI N. anomala BmecTe ¢ CY6CTpaTOM.

[locne ¢ukcanuu B TeueHue 1-2 Hepenb OoJiblllasg 4acTh MaTepHalia IMOCIE
OTMBIBKM Oblla mepeHeceHa Ha XpaHeHue B 0,05M kakomunaTtHwiii Oydep; B
OTIEIBHBIX ClIy4yasx Marepuan nepeHocwin cpasy B 70% araHonm yepes
BOCXO/SILIYI0 MPOBOAKY IO couptaMm. Matepuan, 3aduxcupoBaHHbld B 96%

ATaHoJ€e, XpaHuicsa B 96% staHore.

Jnsg u3yyeHuss MeTogaMu TPAHCMHUCCHOHHOW JJIEKTPOHHOM MHUKPOCKONUU
(TOM) wu  xommbtoTepHOM  Mukporomorpaduu (UWCT) wmarepuan  ObLI
noctdukcupoBan 1% pactBopoM TeTrpokcuaa ocmus Ha 0,05M kakoIuiaTHOM
Oydepe (c yu€ToM OCMOJISIPHOCTH pacTBOpa) B T€UEHHE 3 4acOB MPH KOMHATHOMN
temmnepartype. [locie aToro ciefgoBanta OTMbIBKA B AUCTHIUIMPOBaHHOU Boje (3-4
CMEHBI 110 15 MuHyT). B O0NBIIMHCTBE ClTydaeB TaKo e MPOTOKOJ MOCT(hHUKcauu
WCIIOJB30BAIM W MpPH MOATOTOBKE MaTephana K CKAHUPYIOMIEH SJIEKTPOHHOU
Mukpockonuu (COM); B psine cinyyaeB noctrgukcanus st COM He npoBoaUIIach
Martepuas, MCHOJB30BaHHBIA JJISI TPOBEACHHS KOMIBIOTEPHOU Tomorpaduw,

KOHTPAaCTHUPOBAJIA TETPAOKCUIOM OCMHS IO TOW K€ METOJUKE.

Jlnst m3ydeHuss Marepuaiga THCTOJOTHYECKHMMH METOJaMH TOCT(HKCAIINIO
qamie Bcero He mnpoBoauiu. OpHako g TofmydeHus: Oojiee KadyeCTBEHHOTO
OKpamvBaHus  MaTepual, 3adukcupoBaHHBIN 96%  3TaHOIOM,  MPOMIEN

JOTIOJTHUTENbHBIA ATan (Qukcauuu B XuakocTH bysHa B Teuenue 1 cyT npu
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KOMHAaTHOM Temrieparype (Ipu 3TOM, 3a CYE€T HaJIW4YUs B KUAKOCTH bysHa
NUKPUHOBOM UM YKCYCHOM KHUCIOT, YJQJIOCh OTYacTM M JEKaJbLUHUPOBAThH
paxoBuHbl). [Tocne 3Toro B TeueHne 4 yacoB MpoBOMIM OTMBIBKY MaTepuaia B /0%
sra”oie. Kpome TOro, nans HCCIENOBAaHUN TUCTOJOTUYECKMMHM METOJIaMHU

UCIIONIb30BaJIM MaTepHall, 3adMKCUPOBaHHbBIN MapadopManbIeTuIoM.

Jns  nexkalbliMHALIMM PAKOBUH HCIOJb30BaIM HECKOJIbKO MeToaoB. Ha
HaYyaJIbHBIX 3Tanax paboThl AEKaJbLIUHALWIO TPOBOIMIN B 7% a30THON KUCIIOTE B
TeueHue 4 4acoB, OJHAKO 3TOT METOJ BIOCIEIACTBUHU IOKa3aJl HEAOCTATOYHYIO
COXpPAaHHOCTh TKaHeW. B nanbHeimem sl AeKalblIMHAIMA UCTOIB30BAIH S5-7%
nuHarpueBas conb DTA (pH ot 7,2 no 7,4, nopoautcst 1M rugpokcuioM HaTpus,
nokaszaresb PH npoBepsiiiv rpy00 — HHAMKATOpHOU OyMaroii, u 6osiee TouHo — pH-
MeTpoM). Beigepikka AEKaJbLIMHUPYEMOrO MaTepuajia B JaHHOM pacTBOpPE MpH
KOMHATHOM TeMrnepaType COCTaBJsiIa OT 2 10 4 CYyTOK B 3aBUCUMOCTH OT pa3MepOB
PAKOBUH, KOHIEHTPALMHU JIECKAJbIIUHUPYIOIMIETO OObEKTa U B OCOOCHHOCTH OT
HaJIM4YUs/OTCYTCTBUS CcyOcTpara B BHJE (PparMEHTOB PaKOBHH JBYCTBOPYATHIX
MOJUTIOCKOB. Ilocie nexanblMHaIMd MaTepyall OTMBIBAIA B JUCTUIUIMPOBAHHOU

BoJie (5-6 cMeH B TeueHue 2-3 4acoB).

Jliis Manepanu MATKAX TKaHEH ¢ IeNTbI0 M3YUYEHUS] MBIIIIEUHBIX OTIIEYaTKOB
Ha CTBOPKAaX pPaKOBUHBI HCIOJB30BAM 5% pPACTBOp THUIIOXJIOpUTA HATpUs
(pa30baBnennas «benusHay). Marepauuio nTpoBoauian B TeueHue 30 MUHYT IpH
KOMHATHON TeMmIiepaType, Mociie Yero HepacTBOPEHHBIE OCTATKU MATKUX TKaHEH
yAAJISIMCh MEXaHUUECKH MpenapoBaIbHON UTIION (IIPU 3TOM, 110 BO3MOXKHOCTH, HE

3aJieBaJlach MOBEPXHOCTh PAKOBUHBI).
3.2.2. Bekpvimue u hoomoepaghuposanue

BckpbiTHe MaHTUHHON TIOJIOCTU TTPOBOAMIIA TTyTEM O0Ope3aHus BEHTPAIbHOTO
JUCTKAa MaHTUM HOXXHHUIIAMHU W/WIK TpenapoBabHBIMA UTJIaMu. Bo MHOTHX
Cly4yasgX BEHTPAJIbHBIA JIMCTOK MAHTHUM OKAa3bIBAJICA aMIIyTUPOBAaHHBIM €lIE Ha

sTane (UKcAIMy MaTepualia, B CBSI3U C Ye€M BCKPBHITHUE MAHTUMHOW IOJOCTU HE
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TpeOoBanock. B cBsA3M ¢ ManbiM pa3MepoM OOBEKTOB, HEOOJBIIUM KOJIUYECTBOM
MaTepuaga U HeoOXOJUMOCTBIO COXPaHUTh MPHKU3HEHHOE B3aUMOPACIIOIOKEHUE
BHYTPEHHHUX OPraHOB JAJbHEUIINE JTalbl BCKPBITHS HE NMPOBOAWIM. Beero s

BCKpLITI/Iﬁ OBLIO MCITOJIE30BAaHO 4CTBIPC 0ocoou.

dotorpadupoBaHUE BCKPBHITBIX  OOPa3IOB TPOBOJUIN C  ITOMOIIBIO
crepeomukpockornoB Leica M165C ¢ nudposoit dortokamepoit Leica DFC420
(Leica Microsystems GmbH, I'epmanus) u Olympus SZX7 (Olympus Corporation,
Anonus) ¢ mudposoit poroxkamepoit E3CMOS12000KPA (Hangzhou ToupTek
Photonics Co., Ltd., KHP).

3.2.3. Muxpockonuueckas mexHuxka u 2UCmo102usl

JIJ1st ONTydeHnsI TUCTOJIOTHYECKUX CPE30B JICKATBIIMHIUPOBAHHBIN MaTepHall
MPOBOJMIM YEPe3 BOCXOJMSIIYIO MPOBOAKY dTaHOJa, OyTaHOJla M KCHIOJNA U
noMemaiu B 3anuBouHylo cpeay Paraplast Regular (Sigma Aldrich, CIIIA) no
CIIEyIOIIel METOAWKE: Ha TEePBOM dTare MPOBOJWIM MPOMHUTKY B TeueHue 2-3
yacoB npu temrepatype 60°C B dapdhopoBbix THrenbkax, Ha BTOPOM JTare
TIPOBOJIMIIN TIPOITUTKY B TeUCHHUE 12 4acOB B T€X KE YCIOBHUAX, M HA TPETHEM dTaIle
MIPOU3BOINIIA OKOHYATEIHHYIO 3ATMBKY B (DOPMY, U3TOTOBIEHHYIO U3 TUIACTUKOBBIX
YIAaKOBOYHBIX SYEEK WIIH CIIOKEHHYIO U3 OyMaru U MpeBapuTeIbHO TPOITUTAHHYIO
naparactoM (Banoas, Kasrapanze, 1993). Ha Bcex aTanax mponuTKy U 3aJIUBKY
MPOBOJMIN JHOO BPYYHYIO TIPEIBAPUTEIBHO PACIUIABIEHHBIM B TEPMOCTATE
napariacToM, JUOo Mmpu oMoy 3aiuBouHoro moayisi Kedee KD-BM (Zhejiang
Jinhua Kedee Instrumental Equipment Co. Ltd., KHP). B mocneanem ciydae st
0onee paBHOMEPHOM 3aJIMBKH W TMPEAOTBpAIECHUS OMyCKaHUs 0OBEeKTa Ha JHO
(GbOpMBI HCTIONB30BANIM TAKXKE OXJIAAAIOIIANA MOIYJb TOTO K€ THCTOJIOTHYECKOTO
komruiekca KD-BM, obecnieunBaromuii oxnaxaenue aaa Gopmel 10 -27°C. Tlocne
OCTHIBaHMS Taparuiacta 10 KOMHATHOW TeMIepaTyphl MaparjiacTOBBI OJIOK C
3aKIIOYEHHBIM BHYTPH OOBEKTOM W3BJIEKAIA M3 (OpPMBI, 00pe3asid TBEPABIM
Je3BueM (CKpeOKOM ISl OYUCTKH CTEKJIOKEpPAMHKH) 10 HYXHOM (OpMBl U

IMPHUKIICUBAJIN K JCPEBAHHOMY KY6I/IKy-HOJICTaBK€.
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['MCTONOTHYECKY O PE3Ky NMPOBOAMIM HAa POTAIMOHHBIX MHUKpoTOMax Leica
RM2125 (Leica Microsystems GmbH, I'epmanus) u Kedee KD-2268 (Zhejiang
Jinhua Kedee Instrumental Equipment Co. Ltd., KHP). Cpe3bl TommmHO#R 5-7 MKM
MEPEHOCHIIM Ha TPEAMETHBIC CTEKIIA, 3aIUThIC AUCTUUTMPOBAHHOW BOJOW. Jlmst
Jy4lIeld aare3ud Cpe3oB CTEKIA OBUIM MpeIBapUTENBHO 00pabOTaHbl PacTBOPOM
AUYHOTO Oenka B riMIepuHe (¢ J00aBlIeHHEM a3uja HaTpHUsl C  LEJbIO
Ipe0TBpaIlleHNs THUCHUs ). BrICynBaHue Cpe30B MPOBOAMIIN HA HATrPEBaTEIHHOM
cronuke npu temneparype 37-40°C. Paznuunbple apTedakThl pe3Kd OTMEYAIN B
JabopaTopHOM KypHaie. Bcero ObUIO TMOJy4eHO BOCEMb TIOJHBIX CEpUid
rucTojornyeckux cpe3on (Tabmuia 5), U3 KOTOPBIX MIECTh — B MOMEPEUHON U JIBE —

B ITPOJIOJIbHOM (apaJlyIeIbHON CaruTTAIbHOMN ) TUIOCKOCTSX ).

I[J'ISI OKpalmrnBaHHA TUCTOJIOTHYCCKUX CPC30B B PA3JIMYHBIX LCIIAX IMMPUMCHSAIN

ABa pa3JIMYHbIX IIPOTOKOJIA.

B OonbummHCTBE ciayyaeB (IIeCTh CEpUil M3 BOCBMM) CpE€3bl OKpAallUBajH
réMaTOKCUIMHOM-303MHOM. JlJII 3TOTO Cpe3bl MOCIEe HUCXOMSIIEH IPOBOJKH,
cocrosiied M3 Kcujojla, OyTaHosa-1, 3TaHOJIa IMOCTENEHHO YyMEHbILAoLIEHCs
KOHLIEHTpPalUy U JHUCTUUIMPOBAHHOM BOJBI, MOMEIIAIN HAa 3-4 MUHYT B BOAHBIN
pacTBOp reMarokcunmHa Kapauum, nocne yero nuddepenunponanu B reuenue 20-
30 cexyHZ B XOJIOZHOM BOJONPOBOAHON BOJIE, JOBOJMIIN B BOCXOJSALIEN ITPOBOJIKE
1o 70% nTtaHona u momemanu B 1% pactBop s03uHa Ha 96% 3Tanone Ha 40-50

CCKYHI, ITI0CJIC YCTO IMPOBOANIIN A0 KCHUJIOJIA IJII OKOHYATCIBbHOI'O 00Ee3BOKMBAHUS.

Jlnsg nByX cepud MONEPEYHBIX CPE30B NPUMEHSIM METOJ TPEXLBETHON
okpacku 1o Mannopu (Banosasi, Karapanze, 1993). Jlng 3Toro nocne craniapTHON
BOCXOJIAIIICH MPOBOJIKK Cpe3bl mocienoBatenbHo nomemanu B 0,1% pactBop
kucioro (ykcuHa Ha 1,5-2 MunyTh, 3-4 MuHYTH B 1% pactBOp QocdopHo-
MOJIMOCHOBOM KUCJIOTHI U HA 2 MUHYTHI B OCHOBHOM pacTBop, coaepxkariuii 0,5%
aHUJIMHOBOTO CHUHETO, 2% opamxa G u 2% miaBeneBor KUCJIOTHI (MEXy dTarnaMu
OKpPAcKH CTEKJIA CO Cpe3aMu OBICTPO CTOJACKUBAIUCH B JUCTHILTUPOBAHHON BOJIE),

MOCJ€ Yero TMPOBOJUIM BMECTO CTaHJAPTHON  BOCXOJAIIECH MPOBOAKU
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nudepeHuupoBKy cpasy B 96% sTaHone B TedeHUE | MUHYTHI U JAJbHEUIIYIO

BOCXOOAIIYIO IIPOBOJAKY 0 KCHIIOJIA JJIA 00Ce3BOKMBAHUS.

3akiIroueHue MpenaparoB MPOBOJIWIM PACTBOPOM KaHAJACKOTO Oanb3ama B
KCWJIOJIE; CpEe3bl, MOKPHIThIE KaHAJACKUM O0aab3aMOM, HAaKPbIBAIM CTaHIAPTHHIMU
MOKPOBHBIMH CTEKJIAMHU MPSIMOYTOJIBHON (DOPMBI U BBIJICPKUBAIHM TP KOMHATHOM

TEMITepaType B TEUYCHUE TISATH JHEH 10 TIOJHOTO 3aCThIBaHUS Oaib3aMma.
3.2.4. Tpancmuccuonuas snekmpounas mukpockonus (TOM)

JIns mpoBeneHHUs HCCIEIOBAHUN METOJOM TPAaHCMHUCCHOHHOM SJIEKTPOHHOU
mukpockornuu (TOM) ocMmupoBaHHBIE OK3EMIULSIpI OBUIM  MPOBEAEHBI 10
BOCXOJSILLIEH ITPOBOJKE 3TAHOJA W IPOMAHOJA-2 M 3aKIIOYEHBI B IMOKCUIHBIC
cmonbel Embed-812 wim Spurr B cuimkoHOBBIX (opMax (Yepe3 MPOMEKYTOUHBIS
CMECH IIPOIIaHoNa-2 co CMOJIoi). Bes mpoBoaKa M NMPONMUTKA CMOJIOW 3aHUMAET
cymmapho 1 nens (moapoonee cMm. Ipunoxenue I11). Cmonsiabie 0JI0KH 3aCTHIBAIIN

B TepMocTate mpu temmeparype 60°C B TedeHne Tpéx CyTOK.

Cmonsiapie O510ku oOpabatbiBaii HanAQWIsAMH U OPUTBEHHBIMH JIE3BHSIMU
Gillette nns npunanus moaxosAIIed Ui yiabTparoMupoBanus Gopmel. [Janee Ha
yneTpamukporomax Leica UC-6, Leica UC-7 (Leica Microsystems GmbH,
I'epmanus) u LKB V (LKB-Produkter AB, IlIBertus) u3rotaBiMBaii MOJyTOHKHE
cpesbl (TonmuHo 800-1000 HM); U3rOTOBJIEHA B TOM YHUCJE OJHA IOJHAs CEpUs
MOJIyTOHKHX TOMEPEYHBIX cpe3oB Jododopa. [ToayToHKHE Cpe3bl UCIOIB30BAIN B
NIEPBYIO OYepelb JJIsI OPUCHTAIIMHA B OOBEKTE HA ATAIE PE3KU M MPH JaTbHEHUIIIEM

W3YUYCHHUH YJIBTPATOHKUX CPE30B.

Jis  yAbTPATOHKOW pPE3KH TMPEABAPUTEIBHO W3TOTABIUBAIM  TOJIOXKKH,
OCHOBaHHbIE Ha TOHKOH (OpMBapoBOM TUIEHKE B CIELUUAIBHBIX «OKOIIKAX»-
onengax u3 Meau (moxpoOnee cm. Ilpunoxkenue |l). VYinbprpaToHkue cpesbl
(toymuuO# 50-100 HM) ObLIHM MOJTyYeHBI Ha yibTparomax Leica UC-6 u Leica UC-
7. Beero i noy4eHust MOJyTOHKUX U YJIBTPATOHKUX CPE30B ObLIO UCIIOJIb30BAHO
YyeThIpHaALATh ocobel (Tabmuma 5).
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[lepen wu3ydeHueM yJIbTPATOHKUX Cpe30B MerogoM TOM  cpessl
KOHTPacCTUPOBAIM mocieaoBarebHO 1% pacTBopoM arerara ypanwia B 5%
sranone (30 mumayt mpu 37°C) um 0,4% pacTBOpOM IMTpaTra CBUHIA B
MOAIICIOYEHHON  TUCTWIUIMpoBaHHOW Boae (10 MMHYT m0OpW  KOMHATHOM
TeMmriepatype). B  HekoTOpeIX ciydasx cpe3bl wuzydann Ha TOM  06e3

KOHTPAaCTUPOBAHUS, C YMEHBIIICHHBIM IUaMETPOM AradparMbl MUKPOCKOIIA.

Ceancel TOM npoBogunmu Ha mukpockornax JEOL JEM-1011 u JEOL JEM-
1400 (JEOL Ltd.,, SmoHms) ¢ yCKOPSIOIIMM HampsDKCHHEM Ha 0ase
MexkadenpanbHoil  nabopaTopuu  3JEKTPOHHOW  Mukpockonuu (MJIDOM)
ouonornueckoro ¢akynapreta MI'Y u lleHTpa KOJUIEKTMBHOIO IOJIb30BaHMUS
ANEKTPOHHOM MUKpockonuu MHcTuTyTa Ononoruu BayTpenuux sog PAH (LIKIIOM
NBBB PAH; tonsko JEM-1011). N300paxkenus, mody4YeHHbIE TIPU YBEJIUYEHUU
5000-10000 pa3, B mporpamme PTGui (New House Internet Services B.V.,
Hunepnanasl) MOHTHPOBaIH B TaHOpaMbl (OT 2 10 203 CHUMKOB B OJJHOM MTAHOPAME)
JUISL TIOJIy4eHHsT O0030pHOr0 H300pa)K€HHsI C BBICOKHMM pa3pelIeHHEM; TaKuM
obpazom, Merto TOM OblT UCHOIB30BAaH HE TOJBKO JJISl BBISIBICHUS U ONMUCAHMS
YIbTPACTPYKTYPhI, HO OTYACTH U JIJISl U3YUEHUSI TOHKUX JeTallell TUCTOJIOTUYECKON

CTpyKTypbl. OTAenbHbBIC JeTanu ObUIHA CHATHI ¢ yBenuueHueM 10 80000 pas.
3.2.5. Cranupyrowas snekmponuas mukpockonus (CIOM)

MetogomM CKaHUpYIOWIEH BJIEKTPOHHONM Mukpockonuu (COM) wusyuanu
OOBEKTHI, TOATOBJICHHBIC PA3JIMYHBIMU CIIOCOOAMH: B OCHOBHOM ITPOIICIIIHE
MOCT(MUKCAIMIO TETPOKCHUJIOM OCMHUS, Kak W i1 TOM, HO TakkKe U OOBEKTHI,

JOITIOJIHUTCIBHO HE HOCTCI)I/IKCI/IpOBaHHBIe.

B psine ciydae st CKaHHpOBaHUS MOBEPXHOCTEN BHYTPEHHHUX OPraHOB MeEpe]
CTaHJAPTHBIM TPOTOKOJIOM TMOAroTOBKM Matepuana k COM wucnosp3oBanu
IPEABAPUTEIIbHYI0 THCTOJIOTMYECKYIO TOArOTOBKY: MaTepuana 3aluBald B
naparjiacToBble OJIOKM Tak, Kak YyKazaHo B paszaene 3.2.3, gope3aid Ha

POTAIMOHHOM MUKPOTOMC IO HYKHOI'O YPOBHS, ITOCJIC UCT'O MapariaCToBbIC 010KHN
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pacTBOPsUIM B KCUJIOJIE B TE€UEHHUE 2 4YacoB (IJs1 YCKOpPEHHUs Mpolecca 4acTb
naparuiacta nepeja 3TuM odpe3aiiu je3BreM). Takyro MOAroTOBKY MPOBOIUIM IS
MOJYUYCHHUS] POBHBIX U HEMOBPEKACHHBIX «OOBEMHBIX CpPE30B», MPUTOJHBIX MPHU
TOM K HcciieoBaHnio MerogoM COM, dero kpaiiHe 3aTpYJHUTEIBHO JOOUTHCH,

HarpuMcep, Cpe3asd 4aCTb MATKOIO TCJia 06pa3ua JC3BUECM HUJIN CKAJIBIICIICM.

[ToarotoBky 00bekTa HenmocpeacTBeHHO K COM npoBoAMIM O CTaHAAPTHON
metonuke (bucepoa, 2013): maTepuan OpoBOJIWIM MO BOCXOASIIEH MPOBOJAKE
3TaHOJA U alleTOHA, U, OCJIe HECKOJIBKUX CMEH aleToHa B TeueHue 10-15 Munyr,
BBICYLIMBAJIA B KpuTH4YeCKOU Touke. [lepen ceancamu COM marepuan HakJIenBaIn
Ha CIIELMAJIBHBIE CTAJIBHBIE CTOJIMKHU 3JIEKTPONPOBOAHBIM JIBYCTOPOHHUM CKOTYEM
W HambUISUIM  KOJUIOMJHBIMM MaJUIaAMEM W IUIATHHOM i1 CO3JaHus

AIIEKTPOIPOBOTHOCTH.

Ceancel COM ObutH nIpoBeieHbl Ha Mukpockomnax JEOL JSM-6380LA (JEOL
Ltd., SInonus) ¢ yckopsiromeM Hanpspbkenuem 20 kB u Quattro ESEM (Thermo
Fisher Scientific, CIIIA) c¢ yckopsitomuMm HampsbkerueM 15 kB B MJIDM
ouonornyeckoro (Qaxkynprera MI'Y. B ocCHOBHOM ObUIM TOJy4Y€HBI CHUMKH
OTIIEJILHBIX CTPYKTYp Ha OosbiioM yBenuueHuu (6onee 1000 pa3), HO Kpome TOrO,
OBLTM TOJydYeHbl O030pHBIC CHUMKH HAa MaJbIX YBEJIMYCHHSIX W TAHOPAMHBIX
CHUMKH B BBICOKOM pa3penieHuu (aHAJIOTMYHO MaHOPAMHBIM H300PaKEHHSIM C
TOM, cm. 3.2.4). Becero s CKaHUPYIOIIEH 3JIEKTPOHHOM MHUKPOCKOMHUM OBbLIO

UCIIOJIb30BAHO TATh OCOOEH, a Takke MATh OTACNEHHBIX OPCATbHBIX CTBOPOK

(Tabmuma 5).
3.2.6. Komnviomepnas muxpomomoepaghust (uCT)

Jist  KOMIBIOTEpHON  MHUKpOTOMOTpaduyM  MCIOJIB30BAIM  MaTepHall,
MPEABAPUTEIIBHO OCMUPOBAHHBIM 110 CTAHAAPTHOM METOJMKE W BBICYLICHHBIM B
KpuTH4Yeckoi Touke. OOpasiipl, MOArOTOBICHHBIE TAKUM 00pa30M, MOHTUPOBAIIA Ha
CMEHHBI HOCHK Ul J03aTopa C IOMOIIBIO Jaka sl Horreh. Hocuk, B CcBOMO

oucpcb, HACa)XHMBAJIM Ha CHCHH&HBHLII;'I CTOJIMK JHUaMCTPOM 5 MM (BXOI[I/IT B
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KOMILJIEKT paboueil CTaHIIMM MUKpOTOMOrpada) u MPUKIEUBAIIU K HEMY C TOMOIIbIO

OPTOOOHTHYCCKOI'O BOCKA.

PEeHTreHOBCKYyl0  KOMIBIOTEPHYIO  MHUKPOTOMOTpa(ui0  IpPOBOAMIU B
mukpotomorpade SkyScan 1272 (Bruker Corporation, CIIA/bensrusi). Bcero
OBUIO MOJYYEHO HECKOJBKO ChEMOK C pa3iMYHbIMM napamerpamu. OCHOBHas U3
HUX, MCIOJIb30BaHHasl  BIIOCIEACTBUM  JUIsI  TOCTPOEHUS  TPEXMEPHOU
PEKOHCTPYKITHH, OblJIa TIOJyYEeHA C YCKOPSIOMMM HampstkeHueM 39 kB u cunoi
Toka 145 MKA, pa3pelieHue (pa3mep Bokcelsi) coctaBuiio 1,5 MxM. [11st Toro, 4ToOs!
0  BO3MOXHOCTM  Hu30exarb  apre@akToB  CbEMKH,  CBSI3aHHBIX  C
HECUMMETPUYHOCTBIO O0BEKTa, pPa3BEPTKA CKAHUPOBAHUS COCTABUJIA IOJHBIN
obopot (360°). C Tem, uToOBI M30€kaTh apTeakTOB, CBA3AHHBIX C TPACKOU
00beKTa, OBUTO BKIIOYCHO YCPEAHCHHE 110 ISTH MPOeKIusIM (averaging mode=5), a

Takxe pexxum «random movement»=30°.

[TepBruuHy10 00pabOTKY MOJTYYEHHBIX PEHTTEHOBCKHUX MPOEKIIUIA MPOU3BOIUIN
B iporpamme NRecon (Bruker Corporation): B 3Toii mporpamMMe Obljla HACTPOCHA
JTuarpaMMa IIoTHOCTH 00bEKTa, yOpaHbl HE3HAUUTENbHBIE KOJIbIIEBbIE apTe()aKThI,
3aJlaHa 00J1aCTh PEKOHCTPYKIIUHU U MPOBEACHA PEKOHCTPYKIIUS CTIKA, PE3YJIbTaTOM

KOTOPOH CTajia «CTOIMKAa» JIBYXMEPHBIX N300paKEeHUH.

[Tony4yennsie B pe3yapTaTe pekoHcTpykiuu B NRecon ¢aiinel oTcmaTpuBanu

B niporpamme CTVOX niist mocnenytomieit KOppeKTHPOBKH MapaMeTpOB.

Emé nBe ToMorpaduueckue cbEMKH (C IpyrMMH apaMeTpaMu, B YaCTHOCTH,
OONBIIMM HANpsDKEHHMEM MW MEHbLIEH CUJIOW TOKAa) HE HCIOJIb30Balu I
nocTpoeHusi  3D-peKOHCTPYKIMM  HEMOCPEACTBEHHO, OJHAKO OHU  OBLIU
MCIIOJIB30BaHbl 11 CPABHEHUS MPU MOCTPOCHUU «OCHOBHOI» 3 D-pexoHCcTpyKInn

JUJI. YTOUHEHMS JE€TAJIe HEKOTOPBIX CTPYKTYP.
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3.2.7. Oyughposka u obpabomka OAHHbIX

['ucronornueckue ¥ TMOJYTOHKHE Cpe3bl ObLIH coTorpadupoBaHbl IMPH
yBenuueHuu B 200 wiam 400 pa3 ¢ nmomoibio Mukpockona Zeiss Axioplan2 (Carl
Zeiss AG, I'epmanus), ocHaménHOTO 1M poBoii hoTokamepoit AxioCam HRm, a
TaK)KE€ C TIOMOIIbI0 aBTOMATH3MPOBAHHOW CKAHHUPYIOIIEH CHUCTEMBI («Claij-
ckanepa») Olympus VS-120-S (Olympus Corporation, Smonus) c¢ 1udpoBoit
dotokamepoiri Allied Vision Pike F-505C (Allied Vision Technologies GmbH,

['epmanus).

O6paboTky cepuit dororpaduii THCTOJOTHYSCKHX M TOJYTOHKUX CpPE30B
npoBouK ¢ momotbio nporpammel IrfanView (Updan [kunbsa, Actpus). B
YaCTHOCTH, B TOH MporpamMMme IMPOBOJMIN MPOrPpaMMHOE HU3MEHEHHE IIBETOBBIX
HacTpoek, dopmarta QaiinoB, nodaBieHue ¢doHa (s YpaBHUBAHMS JIMHEUHBIX
pasmepoB  ¢aiiioB g JanbHedmied  paboTel B Imaris), maccoBoe
nepeuMeHoBbIBaHUEe (aitioB i ynoOctBa pabOThl M ISl MPABUIILHOTO

paciio3HaBaHus CTOKa IIporpaMmMamMu.

O6paboTky kak ¢otorpaduii cpe3oB, Tak U H300pAKEHUH, MOJYYECHHBIX
nocpeacteoM TOM u COM, nposoauwiu B nporpamme Photoshop sepcun 22.0
(Adobe, Inc., CIIIA). B nanHO¥ mporpamMme MpOBOAMIM HACTPOHKY KOHTpacTa M
apkoctu (otorpaduil (nenukoMm, Oe3 BBIIEIEHUS OTACJIbHBIX CTPYKTYp), a B
HEKOTOPBIX CITyYasiX TAK)Ke BbIJICJIICHNE LIBETOM LIEIEBBIX CTPYKTYP Ha UEPHO-OEIIbIX
n3o0paxeHusix. PasmepHbie 0Tpe3ku B OOIBIIMHCTBE ClydaeB ObUIM MOJIyYEHBI Ha
JTane ChEMKH C NOMOIIBIO COOTBETCTBYIOIIMX KJIMEHTCKUX Iporpamm. B tex xe
Clly4asix, Korja 3T0 ObLI0O HEBO3MOXKHO, pa3MEpHBIE OTPE3KH J00aBISINCH MO3XKE
Takxe B mporpamMme Photoshop mo u3BecTHbIM OpreHTHpaM (TaKUM KakK JIMHCHHBIC
pa3Mepbl 00beKTa M paspelieHue kaapa). B OosbIIMHCTBE ciydaeB pa3MepHbIe
OTpE3KH, NOJIyYEHHbIE Ha 3Tale ChEMKH, 3aMEHSIM Ha PYTUE TaKKe B MPOrpaMMe

Photoshop s nmpuBeneHrs UX K €IMHOMY CTHIIIO Ha BCEX MJLTIOCTPAIIHUSX.
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3.2.8. Tpéxmepuvie pekoHCmMpPYKYuu no cepusim cpe308 U OAHHbIM

MUKpomomozpagpuu

JUis yCTaHOBJIEHMsI B3aUMHOTO pPAacCMOJIOXKEHHUS Ppa3JIUYHbIX OpPraHoOB, HUX
MOP(}OJIOTHH U CBSA3H JIPYT C IPYTOM, a TAaKXKE YCTAaHOBJICHUS UX (PYHKIIMOHAIBHON
AKTUBHOCTHU MCHOJIb30BAIN TPEXMEPHBIE PEKOHCTPYKUMHU. [[1s1 peKOHCTPYKIMiA
ObLTM BBIOpaHBI JIBa METOJA — PEKOHCTPYKLHUHU IO CEPUSIM CPE30B (B OCHOBHOM
MOJYyTOHKUX) U PEKOHCTPYKIIUU IO TOMOrpapuuecKkuM ChEMKaM. ITO MO3BOJIHUIIO
OOBEIMHUTh BAaXKHBIE TMPEMYIIECTBA KaXJIOTO U3 METOAOB — OOJBIIYIO
pa3peliarily0 ClIoCOOHOCTh CBETOBOM MUKPOCKOMHHU C OOJIBIIEH TOYHOCTHIO U
«TJIAJKOCThIO» TOMOrpauueckoil ChEMKH, — M B3aUMHO KOMIIEHCHUPOBATh
COOTBETCTBYIOIIME HeNoCTaTKu. HecMoTps Ha OOJIbLIyI0 pa3sHULy B HCXOAHOM
3arpy’kaeMoM Marepuaie, 3D-pekoHCTpyKIMu co3ajaBajid 10 OJUHAKOBOM

MCTOJHUKC.

Jnst moctpoenusi 3D-pekOHCTPYKIMI TONydeHHBIM HaOOp Tpaduueckux
JAHHBIX (THUCTOJIOTMYECKMX WJIM TOMOTpauyeckux) s MOJATOTOBKH K
PEKOHCTPYKIMK oOpabaTbiBanii B mporpamme IrfanView; mpu stom B ciyuae
TOMOTpaUYECKUX JAHHBIX JIOCTATOYHO OBLJIO PAaBHOMEPHO COKPATUTh JMHEIHBIC
pa3Mepbl KaX10ro M300paK€HUs U COOTBETCTBYIOIIMM 00pa30M COKPATUTh HAOOp
JAHHBIX TI0 OCHU Z; 9TW MPUTOTOBJICHUS HY>KHBI JIJI1 TOTO, YTOOBI HE TIEPETPY3UThH
OTIEPAaTUBHYIO TaMATh KOMIbIOTEpa HW30BITOYHBIM KOJMYECTBOM JIaHHBIX, HE
SBJISTIOIINXCS HEOOXOAMMBIMHM [l Ka4yeCTBEHHOM pEKOHCTpyKuuu. B cmydae
TUCTOJIOTUYECKUX JIAHHBIX, TIOMUMO TOTO, TPEOOBAIOCH MEPEBECTH BECh HAOOP
JAHHBIX B TPaJallid CEpPOTO, a 3aTEM BBHIPOBHSITH «CTOMKY» H300paKeHUH B

nporpamme Amira sepcuu 5.2.2. (Thermo Fisher Scientific, CIIIA).

[ToAroTOBKY PEKOHCTPYKIMN TPHU JIOOOW TMPEAIICCTBYIONMEH METOIUKE
ocymecTBiisin B mporpamme Imaris Bepcum 7.1.1. (Bitplane, IIBeiiiapus).
[ToCKOJIBKY aBTOMATHYECKOE IMOCTPOEHUE IMOBEPXHOCTEW B JAHHOW IMpOrpamme
BO3MOXXHO TOJIbKO 10 JaHHBIM KOH()OKaJbHOW MMKPOCKOIHMH, CO3/IaHuE

PEKOHCTPYKIIUNA TPOU3BOJIUIN BPYUHYIO: 1I€JIEBbIE CTPYKTYpbl Ha OOJBIIMHCTBE
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CPE30B BBIIEISUIA B OTACIBHBIX «CJOSIX», @ 3aTe€M IPOBOAUIM ITOCTPOCHUE
MMOBEPXHOCTH C Pa3JIMYHBIMU IBETOBBIMU HACTPOMKAMU U PA3JIMYHBIM [TAPAMETPOM
crinaxuBanus. [loyueHHbIe TPEXMEPHBIE PEKOHCTPYKIIMH COXPAHSIIN B Pa3IUYHBIX
pakypcax ¥ COYETaHUsX B TOM ke mporpamme. PazmepHble TUHEHKH 100aBIsUIH Ha
NOJIyYeHHbIE H300paKEHHsS, MCXOAS W3 HMEIOUIMXCS pPa3sMEPHBIX JIMHEEK Ha
OTJIEIBHBIX CpPE3aX, & B CIIy4ae BBICYLIEHHBIX 00pa3LOB, UCIOJIB30BABIIMXCS MPU
MUKPOTOMOTpapuu — C MOMOIIBIO0 HETTOCPEICTBEHHBIX U3MEPEHUN C MONMPABKON Ha

ckKaTue OT 00e3BOXKUBaHUS, TpUHATOM 3a 10%.

[TapadmHOBBIE THCTOJIOTUYECKUE CPE3bI OBUIM UCTIOIB30BAHBI [ OTYYEHUS
PEKOHCTPYKIMH Ha paHHUX CTagusX paboTbl M HE BXOAAT B COCTaB
WJUTKOCTPATUBHOT'O MAaTEpHaa B paMKax JaHHOU quccepraunu. OqHaKo, HEKOTOPbIE
JAHHBIC, TIOJYyYEHHBIE IIOCPEACTBOM H3YyYEHHUS THCTOJOTHYECKUX CPE30B,
YUUTBHIBAIUCH MPHU MOCTPOECHUH PEKOHCTPYKUUN MO TOMOTpadUUYEeCKUM JIaHHBIM.
Bcero mist noctpoeHust TPEXMEPHBIX PEKOHCTPYKUUKA ObUIO UCIIONB30BAHO YETHIPE

oco6u (Tabnuma 5).
3.3. TepmuHoJIOTHSI, IPUHATASA B padoTe

TepMuHoIOTHSI, UCIIOJIB3YEMasl B HACTOSAIICH pab0OTe, B OCHOBHOM ITOBTOPSET
TEPMUHOJIOTHIO, HCIIOIH3YEMYIO B U3BECTHBIX M HAN0O0JIee IIUTHPYEMBIX paboTax 1o
opaxmonoaam (Hancock, 1859; Blochmann, 1892, 1900; Hyman, 1959; Williams et
al., 1996, 1997). UacTb TepMHHOJIOTHH 3aMMCTBOBAaHA U3 HEAABHHUX 00JI€€ YACTHBIX
pabor mo coBpemeHHBIM Opaxuoromam (Nielsen, 1991; Cohen et al., 2003;

Robinson, 2014; Kuzmina, Temereva, 2018 u np.).

Hexkoropass yacTh HCHOJIB3YyEMON TEPMHUHOJIOTUU SIBISIETCS OPUTMHAIBHOM U
MPU3BAHA YCTPAHUTh TEPMHUHOJOTUYECKUE MPOTUBOPEUYMUS, HMEIOIIMECS B
JuTepaType; B OCOOCHHOM CTEMEHW OTO KacaeTcs Ha3BaHUW MBI, ABTOD
JTUCCEpTAIli HE HACTaWBaeT Ha YIMOTPEOJICHWH TAaKUX TEPMHUHOB; IETBI0 HX
BBEJICHUSI SABJISCTCS TPUTJALICHUE K JUCKYCCHUH, B KOTOpPOM aBTOp CTOUT Ha

MO3UIIMU (HPU3UOJIOTHUECKI-000CHOBAHHOM TEPMUHOJIOTHH.
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4. PE3YJIbTATbBI
4.1. Buemnsiss Mop¢o/10rusi MAATKOT0 Tejia

Msrkoe Tteno N. anomala 3akiroueHo B JIBYCTBOPYATYHO PaKOBHHY.
JlopcanbHasi CTBOpPKa MOJTHOCTBIO 0OBI3BECTBIICHA, TOT/Ia KAK BEHTpalbHasi CTBOPKA,
LEMEHTUPYIOIIasica K cyOCcTpaTy, XapakTepu3yeTcsi ciaboil Wi OTCYTCTBYIOLIEH
MUHepanu3aiuen. Teao cOCTOUT U3 CIEeNYIOIMX OCHOBHBIX yacTei: 1) mododop
CIUPOJIOQPHOTO THMA, PyKH KOTOPOTO, MPOXOAS BIEPE B JaTepabHBIX CTOPOHAX
MaHTHITHOM MOJIOCTH, AUCTAJIbHO 3aKPY4YMBAIOTCS B CHUpalI, HANPAaBIECHHBIE K
JIOpCabHOM CTBOpKE; 2) TYJOBUIIE, 3aHMMAIOIEe MPUMEPHO MOJIOBUHY 00BEMA
MPOCTPAHCTBA BHYTPU PAKOBHHBI, W 3) MaHTHS, OTXOJsIas OT TYJIOBUIIA,

TIOJICTHJIArOINAs CTBOPKH pakoBHHBI (Puc. 2).

CreHKa TyJIOBUIIA OTHOCUTEJIBHO IIPO3pAadHa, 4YTO IIO3BOJSET YK€ IPHU
BCKPBITUM MAHTUHHOM TMOJOCTH pasrisiieTb HauOoyiee KpyIHbIE OpraHsbl,
pPacIoJIOKCHHBIE B IIOJIOCTH TYJIOBHINA: IIEPEAHME M 3aAHUEC aNTyKTOPBI,

BHYTPCHHHUE KOCHIC MBIIIIBI U MMUAIICBAPUTEIbHBIN TpakT (Puc. 2).

JIMCTKM MaHTUM TaK)KE€ OTHOCHTENIBHO MPO3PayHbI, YTO MO3BOJIAET XOPOIIO
pasrisaaetsh Johodop, pacmoyioKEHHBIH B MAHTUMHOW MOJIOCTH; €IUHCTBEHHOMU

Henpo3paqH0171 YaCThIO SIBIISIFOTCSI MAHTUMHBIC CHUHYCBI, 3allOJIHCHHBIC I'aMCTaMH

(Puc. 2A).

Jlodbodop Hec€T NBOWHOU psj IIynajiel, YepeayIOIUXCS B «IIIaXMaTHOMY
MOpSIJIKE: BHYTPEHHUHM, OMMKHHM K OpaxuaabHOM CKIIagKe, W HapYy>KHbIH,
COOTBETCTBEHHO, Jajbllie OT OpaxuanbHo ckimamku (Puc. 3A). Bayrpennue
HIynanbla Ha PPOHTAIBLHOMN cTOpoHE (00panéHHOM K OpaxuanbHOM CKIIaJKE) HECYT
HEOOJBIIION TpeOeHb, MO HAPYXKHBIM MIynajibllaM C (QPOHTAIBHOW CTOPOHBI
npoxoaut sxenobok (Puc. 3B,C). B o6mactu pra pacnoyioeHbl 4eThIpHAIIATh
OKOJIOPOTOBBIX (OpasibHBIX) ILIynanel, He AU depeHIMPOBAHHBIX HA HAPYKHbBIE U
BHYTPEHHHE M 00JaaloImX mpocToil Mopdosorueii 6e3 BRIPaKEHHBIX JKEITOOKOB

6o rpedueii (Puc. 3D).



A

| anterior

I mm

B

I anterior,

pa

I mm

Pucynok 2. OOmmii Bua otaenéHHbix oT cyOctpara Novocrania anomala, cBetoBas
MHUKPOCKOTHSA. A — dK3eMIUTSP, 3a(pUKCUPOBAHHBIN B TITyTaAPOBOM aJIbJIETHU/IC; BUJ] C BEHTPAILHOU
CTOPOHBI, COXpaHEH BEHTPAJIbHBIN JMCTOK MAHTHU C BBIPAKCHHBIMH MaHTHHHBIMHU cUHYycamu; B
— 9K3eMIUIp, 3a(UKCHPOBAHHBIA B Mapadopme, BHI C BEHTPAILHONW CTOPOHBI, BEHTPAIbHBIN
JTUCTOK MaHTHU ynanéH. OO0o3HaueHHs: aa — mepeaHue anaykTopbl; ddv — mumeBapuTeNbHbIC
nuBepTUKyNbl; dV — JopcaibHas CTBOpKa; OVM — JI0pCO-BEHTPANbHBIA ME3CHTEpHil; (
NUIIEBAPUTENLHBIN TpakT; Iph — pyku nododopa; MC — MaHTHITHAS TOJOCT; Ol — HAPYKHBIC
KOCBI€ MBIIIIIBI; Pa — 3aJJHHAE aATyKTOPHI, t — IIynanbia, VMS — BEeHTpaIbHbIE MAHTUITHBIE CHHYCHI.
3BE3J0YKON OTMEYEHO MECTOPACIIONIOKEHHE PTA.

87



Pucynox 3. Mopdosorus nopodopa, COM. A — obmwuil Bua pyku jododopa, MnokazaHo
yepenoBaHue Liynanen; B — opranuzanus OpaxuaibHONH OCH, AWUCTAJIbHBIE YaCTH ILyTNajell
obpesansr; C — 10 ke, mpubmmkeno; D — opraHm3zammsi OpaxwalbHOW OCH B OKOJIOPOTOBOM
obnactu. O6o3navenus: bf — OpaxuanbHas ckiaaka; bg — OpaxuanbHbIN (MUIIEBON) KeI000K; It
— BHyTpeHHME (rpebeHuarble) ILynanblia; Ort — OKOJOpOTOBBIE (OpajibHbIE) IIyHaiblia; Ot —
HapyXHble (kenoO4areie) mrynanbia; Otfg — (GpoHTambHBIN KeTOOOK HAPYKHOTO MIyMajblia.
3BE3m0UuKaMn 0003HAUYEHBI MECTa, JlaTepalibHEe KOTOPBIX OJIUH PSAJ OKOJOPOTOBBIX MIyTaJIel]
paszensercs Ha JBa psAAa BHYTPEHHHX M HAPYXHBIX HIynanen. KpacHbIM IBETOM BBIJIEICHBI
BHYTpeHHUE (rpebeHuarsle) Iynaiblia, CHHUM LBETOM — HapyXHble (Keno04aTrsle) IIynajiblia,

Q)HOHGTOBHM IBETOM — OKOJIOPOTOBBIC (OpaJ'IBHBIe) mymaibia.

[To mepe mnpubnamxeHus OOOUX PSIOB HIyNajiel K JUCTAJIbHOMY KOHILY
CIUpPATBHO 3aKPyUYeHHOW pyKM IIynHaiblla, a Takke OpaxuanpHas CKIAJKa,
CTAHOBSATCS KOpOUe, a OpaxuaabHbIH (MMHUIIEBOI ) xKeT000K cTaHoBUTCS yxke (Puc. 4).
B nuctanbHOM KOHIIE PYKHM HAXOAWTCS 30HA 3aKIaJKU HOBBIX MIyTajel, OKOJIO
KOTOPOW  BHMJHBI  3a4aTKu  IIynajen,  MopgoJiorhyeckd  emé€  He
muddepeHIIMpOBaHHbIE HA BHYTPEHHHE WU HApyXXKHble, HO T€M HE MEHee, YKe

pacnojoxennbie B (hopme aBoiHoro psna (Puc. 4).
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Pucynox 4. Mopdoriorus IUCTaabHOrO KOHIA pyKH J0dodopa W 30HBI 3aKIAIKU IIyTaer
Novocrania anomala, COM. O6o3nayenusi: bf — OpaxmanbHas ckianka; it — BHYTpeHHHUE
(rpebeHuarsle) 1ynanblia; Ot — HapyXHble (>kerao0uaThie) Hiynaubla. 3BE310UKON OKa3aHa 30Ha

3aKJIaJKN1 HOBBIX HTYIIAJICII.

4.2. DnuaepMuc TYJI0BUINA U MAHTHH

B pamkax manHo# paGoThl HanboJee o IpoOHO U3yUEHBI TOKPOBHI T0ohodopa,
B MEHBIIIEH CTETEHH — JIOpCcalibHasi CTEHKa Tejla B 00JIaCTU MaHTUHHOTO TIPOCBETA
Bo Bcex caywasx »SnujepMHC OJHOCIOWHBIA U, 3a HCKIIOYEHHEM MECT

NIPOXOXKICHHS KPYITHBIX HEPBOB, HecTpatuduimposanuslii (Puc. 5, 6, 7A).

[ToxpoBbl pyk nododopa u IIymanen MpencTaBiIeHbl ABYMsS OCHOBHBIMH

TUIIAMH OpraHnu3aliu, MCXKJIY KOTOPBIMU €CTh IICPCXOAHBIC 30HbI:

1. Dmupepmuc I THnma xapakTepeH Ui NEpPEeIHHX MOBEPXHOCTEH PYK
nododopa, BKIHOYAsT BHYTPEHHIOI MOBEPXHOCTh OpaxUalbHOU CKJIAIKU, a TaKKe
uisi (POHTANBHBIX W JaTepalbHbiX 30H mymanen; (Puc. 5A,B, 6). O6paszoBan
CTOJOYATHIMU MOHOLMIMAPHBIMH MHUKPOBUJUIAPHBIMU KJIETKaMU BBICOTOM OKOJIO
15-30 mxMm (Puc. 5B, 6), Ha BHYTpEeHHEH MOBEPXHOCTH OpaxuaabHON CKJIAIKU

MOkeT noxoauth 10 40 mxm (Puc. 5A). B ocHOBaHWYM KT'YTUKOB pacrojiararoTcs
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0a3aJIbHOE TEJIO M OTXOAAIIMN OT HEro JJIMHHBIA INPOJOJIbHBIM HCUEPUYEHHBIN
kopemok (Puc. 5A, B). Ilog anukagibHBIMM MeMOpaHaMH KIETOK Cpeau
AIIEKTPOHHO-CBETJION LHUTOIUIA3Mbl PACIONAraloTCsl BKIIOYEHUS C BJIEKTPOHHO-
IUIOTHBIM COJIepKUMBIM (Puc. 5A); kpoMe Toro, B 0a3ajJbHBIX YaCTAX KJIETOK MOTYT
PUCYTCTBOBATh KpyIHbIE TUNUAHbIE Katun (Puc. SA). KileTku UMEroT BBITSHYThIE
B allMKaJIbHO-0a3a1bHOM HaIlpaBJieHUH sjapa JiuuHou 10-15 MKM, pacnosioKeHHbIe
B cpenHedd W OasampHOM dYactu kierok (Puc. 5A,B, 6). Xopomo pa3Bur
rpanysspabiid DIIP (Puc. SA). Dnunepmuc GpoHTANBHBIX U JIATEPAIBHBIX CTOPOH
HIyIaneln HECKOJIbKO OTIMYAeTCs, B IEPBYIO OUYEpedb 10 BBICOTE KIETOK U (opMme

AACp (pHC 6), OJHAaKO B ICJIOM COOTBCTCTBYCT OIIMBACMOMY THUIIY SIIMACPMHCA.

2. Douaepmuc Il Tuna xapakTepeH i IOpPCabHOM, 3aIHEM U BEHTPAIbHOU
CTOpOH pykK Jododopa, BHEMHEH CTOpPOHBI OpaxuaabHOW CKJIAAKA U
ab¢ponTanpHbix 30H mynaner (Puc. 5A,C, 6). CocTouT U3 phIXJI0 PaCHOJIOKEHHBIX
KyOMYECKHX MOHOIIWIMAPHBIX ~MHUKPOBWJUBIPHBIX KJIETOK, B TOM YHCIIC
CEKPETOPHBIX, C HU3KUM SIIEPHO-IIUTOIIIA3MATHYECKIUM COOTHOIICHUEM; BBICOTA
SIIUTENMS JAHHOTO THIla HEe mpeBbimaeT 15 mkMm, a yame 10 mxm. Kiietku umerot
sqipa OKpYyTJION (OpPMBI, PaCIOIOKCHHBIC B CPEIHUX YACTIX KIETOK, M CBETIIYIO
nuroriaszmMy. CeKpeTopHbIe KISTKHM MHOTOYHCIEHHBI, 0COOCHHO B aO(poHTaIbHON
30He HapyxHbIX Imynanen (Puc.5C, 6), u comepaT MHOMXECTBO 3JICKTPOHHO-
CBETJIBIX BE3UKYJ M KPYITHBIX 3JIEKTPOHHO-TJIOTHBIX BKIIIOUCHUH. OTMEUarOTCs TaK
Ha3bIBaEMbIC TTIOOYIISIPHBIC KIETKH CO BKIIOUEHUSMH C TOMOTEHHBIM 3JIEKTPOHHO-

IUTOTHBIM coJiep>kuMbIM (Puc. 6B).

JlaTepanbHble CTOPOHBI IIymajel HauOoJiee HArISAHO JEMOHCTPUPYIOT

nepexon snujaepmuca | tuna B snuaepmuc |l tTuna (Puc.6).

Y N. anomala wumeercss MaHTHHHBIA TMPOCBET, MPEACTABIISIOMNN COOOM
MIPOJIOJKEHNE LIEJIOMAYECKON TOJIOCTH MEXKAY JOPCAIBHON CTEHKOW TYJIOBUIIA U
JOpCalbHOM CTBOpKOUM pakoBuHBI (Puc. 7). MaHTUIHBIA MPOCBET MPENCTABIISET
co00# JTOBOJIBLHO Y3KO€ MPOCTPAHCTBO, COSAMHSIONIEE 3aTHIOI0 YacTh MAaHTHUIHHOM

ITIOJOCTHU C Hepeleeﬁ, N TaKKC COCAUMHAIOMICECCA C JIaTCpaIbHBIMHU Y4YaCTKaMH
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MaHTUHWHOM TMOJOCTU Yepe3 y3KHe KaHabl, MPOXOASIINE CIEBa U CIIpaBa MEXIY

JIBYMs nlapamu ajrykropos (Puc. 7).

PucyHnok 5. Yiuerpactpykrypa smuaepmuca iopodopa, TOM. A — OpaxuanpHas ckiajaka; B -
(GpOHTANBHBIN SMUACPMUC BHYTPEHHEro mIynanbia, C — smuaepMuC JOPCATbHON CTOPOHBI
gopodopa. O6o3nauenus: bl — GazanmpHas MmIacTHHKA; C — KTYTHKH, €CM — BHEKJICTOYHBIN
matpukc; edi — 3JIeKTpOHHO-TUTOTHBIE BKJIFoUeHHsT; fN — poHTaNBHBIN 1IynanbieBbiil Heps; |d —
JUTIAHBIC KATuTk; MU — MUTOXOHIpHUH; MV — MEKPOBOPCUHKH; N — siapa; Ser — rmaakuii DI1P; sr—

HCUYCPUYCHHBIC KOPCIIKH,; VSC — CKOIJICHHUS DJICKTPOHHO-CBETIIBIX BEC3UKYII.

OnuaepMuc CTEHKU Teda B 00JacTM MaHTUHHOTO MPOCBETa IO CBOEH
OpraHU3aIMKA OTIMYAETCS OT OOOMX BBIIICONMMCAHHBIX THUIIOB; €r0 OPTaHU3AINIO
MO>KHO BBIJICTTUTH OT/AEIbHO B KauecTBe snuaepmuca Il tuna (Puc. 8A). ITomo6HO

snuaepmucy |l Ttuma, oH Bo MHOroMm 00pa3oBaH KyOMUYECKHMHU CEKpPETOPHBIMU
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KJIETKaMU € OOJIBIIMM KOJIMYECTBOM MEJIKUX JIEKTPOHHO-CBETJIBIX BE3UKYII, OJHAKO
3HAYUTENIbHO OTINYaeTcs ot anuaepmuca |l tuna BomHucTol popmoii o6pazyemoro
UM TIOKpOBa, HAaMOMHUHAIONIeW KuineuHnble BopcuHku (Puc. 8A), ykperuiéHHbie
COCIMHUTEIPHOTKAHHBIMU  TsDKaMM,  3aXOJSIIMMHM  BHYTPb  DJIIHJEpPMHUCA.
BHyTpeHHMI MaHTUMHBIA 3MIUIEPMHUC, KOTOPBIM BBICTAIIAET MAHTUHMHYIO MOJIOCTH B
IepeHEN YaCTH TEJIa, 3HAYUTENBHO OTINYAETCS OT BBIIICOIIMCAHHOTO U COCTABJICH

TUTOCKUMH MUKPOBHJUIAPHBIMH KJIETKaMU C PhIXJION 1uToruia3Moit (Puc. 8B).

Otyactu cxoxka c snuaepmucom Il Tuma opranuzanus BHYTpPEHHETO
MaHTHITHOTO 3MHUAEpMHUCa B 00JIaCTU JOPCATIbHBIX MAHTUUHBIX CUHYCOB CIIEPEAU OT
tynoBuma (Puc. 8B): oH Takke cOCTaBI€H >KEJIE3UCTHIMU KJIETKaMH, OJIHAKO
OTJIMYAETCS MEHBIIEN CKJIaA4aTOCThI0O W Tropa3fgo OOJIbIIUM  COJEepKaHUEM
AIEKTPOHHO-TUIOTHRIX Be3ukyn (Puc. 8B). Kak smmmepmuc Il Tuma, Tak u
BHYTPEHHHUI MaHTHUUHBIM 2MHUIEPMUC 00JIaAI0T IUIOTHBIM TIIMKOKATUKCOM Cpeu

MUKpOBOpcUHOK (Puc. 8).

Hecmotps Ha TO, 4TO B paMKax JaHHOU paOOThl HAPYKHBINA YTUACPMUC MAHTUHU
pPacCMOTpPEH TOJBKO B O0JAaCTH MAaHTUHMHBIX IIEKYMOB, OH TaKXKe€ JIEMOHCTPUPYET
pazHooOpasue crpoenus (Puc. 9, 10). B obnactu 3agHero MaHTHIHOTO TIPOCBETA,
TaMm, IJi€¢ MaHTUS HE KOHTAKTHUPYET C MBIIIIAMHA U IEJIOMHUYECKUMH MOJIOCTSIMH,
Hapy>XHbIM 3MUAEPMUC Y OCHOBAHUSI MAHTUMHOTO LEKyMa COCTAaBIIEH CPEIHUX
pa3mepoB 1o0ysipHbIMU KeTkamu (Puc. 9, 10A), 3anosHeHHBIMU KPYTHBIMU (710
3 MKM B JuamMeTpe) »JJCKTPOHHO-TUIOTHBIMU BKIIOYEHHsIMU. B obmactu
MPUKPEIUICHUST ~ MBIIII-aJJyKTOPOB  HApPyXHbIA  MAHTUUHBIA  SMUIACPMHUC
3HAUUTEIBHO BUJOU3MEHSETCA: Yepe3 Hero, TaK K€ Kak M  yepe3
COCIMHUTEIPHOTKAHHYIO TPOCIONKY MAHTHHU, MPOXOJAT IUIOTHBIE ITYYKH
MPOMEXKYTOUHBIX (DUIIAMEHTOB, IOCPEACTBOM KOTOPBIX MBIIIIA CBsi3aHA C
pakoBuHoi (Puc. 10B, cMm. Takxke paszmen 4.4); KpynHbIe 3JIEKTPOHHO-TUIOTHBIE

BKJIFOUEHUS OTCYTCTBYIOT.
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Pucynok 6. O6mmue Bunel mrynamen, TOM. A — BHyTpeHHee (rpebOeHuaroe) nrynaielie; B —
HapyxHoe (kernoOuartoe) mrymanbiie. O6o3HaueHus: afepd — aGppoHTanbHBI mHIEpMHUC; C —
KTYTHKH; ECM — BHEKJIETOUYHbIN Matpukc; fepd — ¢pponTansHblil snuaepmuc; fn — ppontansHbie
IyTaIbIIeBble HepBEL; §IC — rIo0ysipHbIe KIETKH; gr — KeJI000K HapyKHOTo miynaibna; lepd —
matepaibHBIl  dmmaepmuc; |fn — narepodpoHTanbHBIE IIymanbleBble HEPBBL, MV —

MUMKPOBOPCHUHKHU, SCC — CEKPETOPHBIC KIICTKU, tc— I_HyrIaJIBI_ICBHﬁ LIEJIOMMYECKHI KaHa.
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Pucynok 7. CxemMa pacrnojOXXEHHUS PA3JIMYHBIX YYaCTKOB MaHTMMHOM IOJOCTH (IIOKa3aHa
KENTHIM LIBETOM) BJIOJIb I0PCAJIbHOM CTBOPKH PAKOBHHBI, I10 JAHHBIM THCTOJIOTUYECKUX CPE3OB U
MuKpotoMorpaduu. OOGo03HayeHHsA: AAS — MecTa MPUKPEIUIEHUS MEepeJHUX aJayKTOpOB K
JopcabHON CTBOpKe; DPS — Mecta mpHKperuieHns: OpaxualibHBIX MPOTPAKTOPOB K JOPCAIBHOI
CTBOpPKE; MC — MaHTUIHAS MOJIOCTh; MI' — MAHTHIHBINA MPOCBET; OIS — OTIEeYaTKH JaTepaibHbIX
KOCBIX MBILII] Ha JOPCAJbHOM CTBOPKE; PAS — MecTa NPUKPEIJICHUS 3aJHUX aJTyKTOPOB K
JIOPCAJIBHOM CTBOPKE; UMS — MECTO NPUKPETICHUS HEMTAPHON MEUAJIbHON MBIIIIBI K 10pCaIbHON

CTBOpPKE.

MaHTuliHbIe HEKYMBbI PEJCTABISAIOT COO0M BHIPOCTHI HAPY>KHOTO MAHTUHHOTO
AMUAEPMHCA BHYTPb BTOPUYHOTO ciiosi pakoBuHBI (Puc. 9, 10, 11), oprannzoBanHbIe
TakUM 00pa3oM, YTO MEXKIYy AanuKaJbHbIMU YacTSIMHM KIETOK oOpa3yercs

HeOOJIBINON MPOCBET — MPOCBET MaHTUHOTO ekyma (Puc. 9, 10, 11A,C,D).

Knerku, BwICTWIAIONIME D3TOT MPOCBET, ciaabo auddepeHupyroTcs Ha
nepudepudeckue u cepauesuHabie (Puc. 9, 10A); 310 pasneneHue CoBepiieHHO He
BBIDOKCHO B MAHTHHMHBIX IIEKyMax, MPHJICTAOIIMNX K MECTaM MPUKPEIUICHUS

agnykropos (Puc. 10B).

Tena nepudepuyeckux KIETOK HAXOAATCA MO OOJbIIEH YacTH B Ipeaenax
AMUAEPMAIBHOIO CJIOSl, W BBICTHJIAKOT MPOCBET MAHTUHHOIO LEKyMa CBOUMU
iockumu otpoctkamu (Puc. 10A). ManTuiiHbie IIeKyMbl B 00J1aCTH PUKPETIIICHUS
aJIyKTOpa YKpeIJIeHbl 1Mo Tepudepur ToHOGUOpWIIaMu (TPOMEKYTOUYHBIMH
dbunamMeHTaMu), MPOAOJDKAOIMMU  ToHOPUOpwLILl  anaykropa (Puc. 10B).

Cep)ILIeBI/IHHBIe KIJIICTKHU, B 3HAUYUTEIILHOM CTEIICHU IMOTCPSABIINEC AIllMKAJIIbHO-
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0a3ajbHYyI0 MOJSPHOCTh M NPHUMBIKAIOIIME KaK K JPYTUM KJIETKaM, TaK U KO
BTOPUYHOMY CJIOI0O PAKOBHHBI, HO HE K 0a3ajbHOW IJIACTUHKE, HAXOMASTCS B
JUCTAIbHOW 4YacTU KaHajla W JAlT MHOTOYHUCJICHHBIEC, BEpPOSITHEE BCETO

Pa3BETBIISIONINECS, OTPOCTKUA BHYTPh BTOPUYHOTO ciiosi pakoBuHbI (Puc. 10A, 11).
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Pucynok 8. YibTpacTpykTypa smUjepMHUcCa TYJIOBHINA W BHYTPCHHETO SIHJECPMHCA MAaHTHUU,
TOM. A — snuaepMuc CTEHKH Tela B 00JIACTM MaHTHMHOTO TpocBeTa, B — BHyTpeHHMIA
STMHMICPMHUC MAHTHH ITO]] TOPCATbHBIM MAaHTHHHBIM CHHYCcOM. O003HaYeHus: C — KryTHKd; dms —
JOPCAbHBIA MaHTHHHBIA CHHYC; €CM — BHEKJIETOYHBIH MaTpUKC; €dg — 3JIEKTPOHHO-TUIOTHBIE
rpanyisl; epd — kimeTku snuaepmuca; iIdMf — BHYTpeHHHIH SHHAEPMUC TOPCATBHOTO JHUCTKA
mantuu; Imf — mnpomonbHBIC MbIIEUHBIE BOJOKHA; MC — MaHTHiHAs MOJOCTh, MV —
MHKPOBOPCHHKH € TTHKOKAIMKCOM; N — siipa; PVC — MEPUBUCIEPATbHBIN (TYIOBHIIHBIN) IETI0M;
ptc — meputoHeanbHble KIETKH; tNf — TOHOPHUOPHILIBI, VSC — CKOIUIEHHE 3JEKTPOHHO-CBETIIBIX

BC3UKYIIL.
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Pucynok 9. Cxema opraHu3anid MaHTUMHOTO IIEKyMa B BO BTOPUYHOM CJIO€ JIOPCAIbHOU
CTBOPKM paKOBHHBI 1O JaHHBIM TOM (opuruHajlibHass TIaHOpaMa, COCTaBJIEHHAs W3
mukpodotorpaduit TOM, npencrasiena ua Puc. 10A). O6o3HaueHus: CCC — CEepAICBUHHBIC
KJIETKH MaHTHHHOTO Iekyma; glc — rioOymspubie kimetku; idmf — BHyTpeHHHI SmMUaAEpMHUC
JOPCAIbHOTO JINCTKA MAHTHH; N — sijipa; PCC — nmepudepruvecKue KISTKH MAaHTUIHHOTO TIeKyMa; SIS

— BTOPUYHBIN CIIOW PAKOBHHBI.

[lepudepuueckne KIETKM MAHTUMHOTO I[€KyMa 3aroJIHEHbI SJEKTPOHHO-
mwiotHoM nutornasMoi (Puc. 10A). L{uTomnnasma cepUEBUHHBIX KIETOK, a TaKXKe
HeauphepeHIMPOBaHHBIX KJIETOK MAHTHUMHOIO LIeKymMa B 00JIACTH MPHUKPEIICHUS
aAAyKTOpa, XapaKTEPU3yeTCsl MEHBIIEH 3JIEKTPOHHOW IJIOTHOCTHIO U HAJUYUEM
OospIoro KojauudecTBa Menkux (He Ooznee 0,5 MM, dgame oxono 0,1 Mkm)
BKJIFOYEHHUI C AJIEKTPOHHO-CBETIBIM cojaepxkuMbiM (Puc. 10), xoTopsie Takxke
OTMEYAOTCS U B BETBALIMXCS OTPOCTKAX 3THX KJIETOK JaJbIlE K HAPYKHOU CTOPOHE
BTOPUYHOTO CJI0s pakoBUHBI (Puc. 11); cTOUT OTMETUTH MPH ATOM, YTO IIUTOILIa3Ma
B OTPOCTKaxX CEpAILEBUHHBIX KIETOK 3HAYUTENbHO IUIOTHEE UUTOIJIA3Mbl HX

npokcuMainbHbIX yacteut (Puc. 11B-D).
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Pucynox 10. YapTpacTpyKTypa AOpCalbHBIX MAaHTHHMHBIX LeKyMOB, TOM. A — MaHTHIHBIHA
LIEKyM B 00JIaCTH 3aJJHETO MAHTUHHOTO NMpocBeTa; B — MaHTHITHBIN 1IeKyM B 00JacTu JopcasibHEE
3amHero aaaykropa. O003HaueHus: Cae — MPOCBET IIeKyMa; CCC — CEP/IIIEBUHHBIC KIETKHU IIEKyMa;
€CM — BHEKJIETOYHBIA MaTpukc; gIC — rinoOynspueie kinetku; iIdmf — BHyTpeHHMIA smuaepMuc
JOPCAILHOTO JIMCTKA MAaHTUHU; MV — MUKPOBOPCHUHKH; PCC — nepueprudecKue KIeTKH neKyma; SIS
— BTOpHYHBIH ciiol pakoBuHbI; INf — ToHOGUOPMILIBEI (poMexyTOuHble (rmamenTs); thfpa —
TOHOGUOPWIIBI B MECTE MPHUKPEIUIEHUS 3aJHEr0 aaayKTopa; VSC — CKOIUIEHHUS 3JIEKTPOHHO-

CBCTJIbIX BE3UKYII.
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Pucynok 11. VYaeTpacTpykTypa IUCTAJIBHBIX YacTeW CEPALIEBUHHBIX KJIETOK MaHTHUHUHBIX
LIEKyMOB BO BTOPHYHOM CJIOE€ JOPCAIbHOM CTBOPKU pakoBuHBI, TOM. A — npoaonbHbIi cpes; B-
D — nomepeunsle cpe3bl Ha pa3HbIX ypoBHAX. OOo03HaueHHs: cae — MPOCBET IekyMma; edg —
JJIEKTPOHHO-TUIOTHBIE TpaHyibl; edi — 3JIeKTPOHHO-IUIOTHBIE BKJIIOYEHHs; n — sjapa; sls —

BTOPUYHBIN CJION paKOBUHBI; VSC — CKOTIJIEHUS 3JIEKTPOHHO-CBETIIBIX BE3UKYII.

Kak y mpokCMMaJIbHBIX, TaK M y JHUCTAJbHBIX YaCT€d MAHTUWHBIX LIEKYMOB
OCJIKOBBI MATPUKC BTOPUYHOTO CJIOS PAKOBUHBI 3HAYUTEIHHO MEHSIET CBOIO

opuenTarnuio (Puc. 10, 11).
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4.3. lle1omuueckasi cucremMa
4.3.1. Obwasa anamomus YyeroMuyecKol cucmemol

[lenmomuueckass cuctema N. anomala cocTOMT W3 MIECTH TOJHOCTBHIO
000co0eHHBIX KoMmapTMeHTOB (Puc. 12, 13): 1) mapHbie Oombiiue OpaxuaibHbIC
cuHychl Jododopa; 2) mynanbleBb METOMUYSCKAN KOMITAPTMEHT W3 MAaJIbIX
OpaxuaibHBIX CHUHYCOB, COOOMIAIONIMXCS uepe3 Mepuld3odarcasibHbI 1eaoM; 3)
(bpoHTaNBbHBIE KaMephl;, 4) MEPUBHUCIICPATHLHBIN (TYJIOBUIIHBIN) 1IETIOM; 5) KaMephl

3aJIHUX aJJIyKTOPOB; 0) aHAIbHAs KaMepa.

Pucynok 12. Cxema opranusaiuy HeJIOMUYECKONH OpraHU3aIiy M0 JaHHBIM MUKPOTOMOTpaduH,
THCTOJIOTMYECKUX M TMOJIyTOHKUX cpe30B. O003HaueHHs: aC — aHAJIbHAS [IeJIoOMHYecKast kamepa; fc
— (dpoHTaNbHBIC IETOMHYECCKAE KaMepbl, § — THIICBApUTEIbHBIN TpakT, IC — Ooibime
OpaxuanbHbie cuHychl, Iph — pyku nmododopa; pac — xamepbl 3agHHX aJIyKTOPOB; PC —
nepus3odareanbHblii 1EIOM; PVC — NEepUBUCLEpATBbHBIA 1L1€10M; SC — Majble OpaxuaibHbIe

CHUHYCBI.
4.3.2. I]enomuueckas cucmema nogpogopa

1. Bonpmme OpaxuanbHbIE CHHYCHI TMPEACTABISIOT CO00W 000COOJICHHBIE
IEJIOMUYECKHE KOMIIAPTMEHTBI, PACIOJOKEHHBIE B BEHTPAIBbHBIX CTOPOHAX PYyK
aododopa W 3aKpydHMBAIOIIMECS CIUPATBLHO BCIICH 3a 3aKpyYHBaHHEM BCEH

OpaxuanbHoii ocu (Puc. 12, 13, 14). B ocHoBanuu 1ododopa oHr 6IM3KO MOIXOAT
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K IHUIICBOAY H HCpI/IC-)BO(i)aFeaJIBHOMy nejiomMy, OJHAKO HE COO6HIaIOTC}I HHU C

APYIrUMHU KOMITAPTMCHTAMU HGJIOMPI‘IE?CKOﬁ CUCTCMBI, HU MCIKIY co001i.

Ha nomepeunsix cpe3ax pyk jJododopa BHAHO, YTO KaKIbli OONIBIION
OpaxuanpHBIA CHHYC MPEACTaBIsAeT cOOOM IMMPOKHI KaHal OKPYTriIod (HopMbl
HEOOJIBIIIMM BBIPOCTOM, HarpaBiieHHbIM Brnepén (Puc. 15A); B HaubomblieM
U3MEPEHUH B TMPOKCHUMAIIbHOM 4YacTH pyKd OONbIION OpaxualbHBIl CHHYC

JOCTHTAET IUaMeTpa OKojo 250 MKM; aucTaibHee 00O OpaXxualbHBIA CHHYC,

KaK 1 pyka jododopa B meaom, nmocrerneHno cyxkaercs (Puc. 12, 14A,B).

Pucynok 13. 3D-peKOHCTPYKIIMHM IIEIOMHYECKOH CHCTEMBI IO JaHHBIM KOMIIBIOTEPHOMH
MHUKpoTOMOrpaduu. A — BUJ ¢ 10pcalibHOM cTOpoHbl; B — Bua ¢ BeHTpanbHO cToponsl; C — BuA
C3a/I1 Ha IIeJIOMUYECKYIo cucTeMy Jododopa, nepuBHUCLEpaIbHbIH 11e710M Mpo3padnblil; D — Bua
cnepenu. O0o3HaueHUs: ac — aHaJIbHas kamepa; dms — JopcajbHble MAHTUHHBIE CUHYCBL; dvm —
JIOPCOBEHTPANIbHBIN Me3eHTepHil; fc — GpOoHTaIbHBIC KaMephl; g — MUIIEBAPUTEIbHBINA TpakT; 10C
— Gosbie cunychl Jododopa; Iph — pyku nododopa; pac — kamepsl 33AHUX aJTyKTOPOB; pVC —
NEepUBUCIICPAIbHBINA (TYJIOBHUILHBIN) IeoM; t¢ — IIyNnaibleBbli LeaoM (Manble OpaxuaibHbIe
CHUHYCHI U Mepu330(arealbHbIl 1ENIOM); VmS — BEHTpPaJbHblE MaHTUHHBIE CHHYCBI; UMO —
HEIAapHbI MEIUalIbHBIA 3aJHUN BBIPOCT NEPUBUCLEPAIBHOrO IeJI0oMa. PakoBHMHA M MAaHTHS HE

ITOKa3aHBbI.
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Kaxapiii 6onbIol OpaxuanbHBI CHHYC MOXXHO YCJIOBHO Pa3feliuTh Ha TPH
o0mactu, MOp(HOIOTHUECKN OTIMYHBIE APYT OT Apyra. [lepBoii 001acThio SBISETCS
HanOoJiee Oa3anbHas 9YacTh OOJBIIOTO CHHYCA; 3/1eCh, B OCHOBaHUH PyK Jododopa,
OpaxuanbHbIl cuHyc Hanbosee mupok (Puc. 14B). Bropas o61acTs — BeIpakeHHbBIS
JOpcambHbIE  BBIPOCTHI, B  HaumOosbmieM  (TepedHe-3aqHeM)  H3MEPCHHUH
nocrurarorme 0,5 mm (Puc. 14B,D) u npuiteratonue k numesoxny (Puc. 14B,D),
JOPCAIBHON YacTH JOPCOBEHTPAIBHOTO ME3EHTEpHUS M K Tepud30darcaibHOMY
nieiiomy (Puc. 14D). TpeThst 0071aCTh — AUCTAIBHAS YACTh OOJBIIIOTO OpaxuagIbHOTO
cuHyca B pykax Jododopa, KOTopas, Kak YK€ CKa3aHO BBIIIE, 3aKPyUHMBACTCS

CIHMPAJILHO U TIOCTeneHHo cyxkaeTcs (Puc. 14A,B).

Pucynox 14. 3D-pekoHCTpyKIMM IIEJIOMHYECKOH cuctemMbl Jiopodopa TO JaHHBIM
KOMITBIOTEPHON MUKpoToMorpaduu. A — Bua cnepenu; B — Bux ¢ mopcansnoii croponss; C —
TOJIBKO NIYMaJbIEBBIA IIE€JIOM, BUJ C JOpCaTbHON CTOpOHBI; D — B3auMHOE pacmoyioKeHHE
nepud30dareaJbHOT0 I[eJIoMa, OOJBIINX OpaxHajJbHBIX CHHYCOB H JOPCOBEHTPAIBHOTO
ME3CHTEepHs, BHI C JOpcanbHOW cTOpoHBI. OO03HaueHUs: CIC — COCOTUHUTENBHBIA KaHaT
nrynanbieBoro meigoma; ddv — muimeBapuTeNibHble OTPOCTKH («IeueHby); dplc — mopcanbHbie
BBIPOCTBI OOJIBIIMX OpaxWalibHBIX CHHYCOB; VM — NOPCOBEHTpPAIbHBIA ME3CHTEpHil; § —
NHIIEBAPUTENBHBIN TPakT; IC — OGonbime OpaxuanbHble cuHychl; Iph — pyku nododopa; Iphb —
ocHoBaHKe JIopodopa (0KOIOpOTOBasi 00IACTh); PC — Mepud30dareanbHbIi HeIoM; SC — Majble

OpaxuaibHbIe CUHYCHI.
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bonbiive OpaxuanabHble CHUHYCHl BBICTJIAHBI LEJIOTEIUEM, OTACIEHHBIM OT
BEHTPaAJIbHOU CTEHKHU PYKH Joodopa ciaoeM BHEKIETOUHOIO MAaTPUKCa TOJIIIHMHON
10-15 mxm (Puc. 12A). Beictuiika G0JbIIoro OpaxuaabHOTO CHHYCa COCTaBIICHA
KyOnueckumMu muosnurenuonuramu (Puc. 16A,B) u neputoHeaabHbIMU KIIETKaMU
ytoménHo-Kyonueckoi ¢opmel (Puc. 16C), cocTaBnsommmu pa3aeabHbIE 30HBI
BBICTHJIKH: MHOSIUTEINEM TMOKPBITA TEPEIHSS M OTYACTH JOpcajibHAs CTOPOHBI
OonpIIOro  OpaxuajdbHOTO  CHUHYyCa,  NEPUTOHEATBbHBIMU  KJIETKAaMU  —
MPEUMYIIECTBEHHO  BEHTpajbHas.  UepenoBaHWS  MHUODMHUTCIUAIBHBIX U
MEPUTOHEATLHBIX KJIETOK HE HAO0JII0JaeTcss HU B OJHOM M3 HCCIEOBAaHHBIX 30H
00JBIIOr0 OpaxuaabHOrO0 CHUHYca. MpbIlIeUHble (PUIAMEHTHl MHOATUTEIHAIBHBIX
KJIETOK HMEIOT pAa3INuHyl0 OpHEHTALUI0: Y TepeAHed CTEeHKH OOJbIIOTOo
OpaxuajabHOTO CHHYCa OHM OPHUEHTHUPOBAHBI MPOJIOJIIBHO, BIOJIb pyKHU Jododopa
(Puc. 16A), y mopcaibHOW CTEHKH OPHUEHTHPOBAHBI TOMEPEK OCH CUHYCA, I0-
BUJIMMOMY, 00pa3ys mojobme KoiblieBod MyckynaTypel (Puc. 16B); ciemyer
OTMETHUTb, OJTHAKO, YTO 3TA KOJIbIIEBAsI MYCKYJIaTypa HE SIBJISETCS MOJHOU, TaK Kak
B MPOTHBOTIOJIOKHON, BEHTPAIHLHOW BBICTHIIKE OOJBIIOr0 OpaxWallbHOTO CHHYCa

SMUTETNATBHO-MBIIICYHBIC KJIETKH OTCYTCTBYIOT (Prc. 16C).

Bo Bcex MUOAIMTENHANBHBIX KJIETKaX IMEIOTeNHsT OONbIIMX OpaxuaibHBIX
CHHYCOB MHO(HUIAMEHTHI 3aHUMAIOT OasanmpHOe mosoxeHue (Puc. 16A,B); B
anyKaJIbHBIX YaCTSIX KJIETOK PacIoiaraeTcsl pa3BUTHIM CHHTETHUUECKUN ammapar,
npenacrabieHubil rpanyisipabiM JIIP (Puc. 16A) u anmapatom ['ombmxku (Puc.
16B). KpymHoe, 10 5 MKM B HaumOOJBIIIEM WU3MEPEHUU SJIPO 3aHUMAET CPEIHUE

HJaCTH KIICTOK, XOTA MOXKCT OBITh PAaCIIOJIOKCHO YYTh Oa3zajbHEe WM aluKajibHee

(Puc. 16A,B).

NuTepecHO  OCOOEHHOCTBIO  TNEPUTOHEATBHBIX  KIETOK  BEHTPAJIbHOMN
BBICTWJIKM OOJIBIIMX OpaxHallbHbIX CHUHYCOB SIBJIAIOTCSL KpPYIHbIE Oa3alibHbIe
OTPOCTKH, 3asgKOpHUBAIoOLIecsi B 0a3ajdbHOW IUIACTUHKE TakuM O0pa3oM, 4TO
0a3aibpHas MJIACTUHKA BO MHOTUX Y4aCcTKaX BEHTPaIbHOM CTEHKH OOJIBIIOT0 CUHYCa
cranoButcs ckinagdaroit (Puc. 16C). IlepuroneanbHbie KIETKU
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HAPYAHOC OIYIIANBHE BHYTPEHHEE MYNANLIE

Pucynok 15. Cxemsl cTpoeHHs pyku Jododopa U mrynasier no JaHHbIM CBETOBOH MUKPOCKOITHH.
A — cxema momnepedHoro cpesa uepes3 pyky jododopa; B — cxembl nmonepeyHbIX Cpe3oB yepes
HapyxHOe (kenoOuatoe) W BHyTpeHHee (rpebenuaroe) imymaibiia. ObOo3nauenus: afepd —
a0dponTanbHei smuaepmuc; bf — OpaxuanpHas ckiagka; bm — OpaxuanbHas Mbimia; bv —
OpaxuanbHbIM cocyl; CN — TONEpeYHbI HepB; €CM — BHEKJIETOYHBIH MaTpHUKC, €mMC —
MHOSIHUTEHATBHBIC KICTKH LeloMIYecKkoi BeicTmwike; epd — snuaepmuc; fepd — ¢pponTansHbIit
smuaepmuc; fmt — ¢ponTambHas myckymatypa imynanern; fn — gpoHTadbHBIC IIyNANbICBbIC
HEPBBI;, gr — KeJ000K HapPYKHOTO IIymnaibiia; it — BHyTpeHHee (TpebeHuaToe) mymnanbiie; ¢ —
Oomprioii  OpaxmanpHblii  cuHyc; lepd —  nmarepanmpHblii  (TaTepopOHTANBHBIA |
narepoaddpoHTanbHbIi) snuaepmuc; Ifmt — marepodponTansras myckymnarypa mymnaren; Ifn —
JatepopoHTAIBHBIC IIyaTblEeBbIe HEPBBI; MDN — raBHBINA OpaxuaabHbIA HEPB; Ot — HApy)KHOE
(ckemobOuaTtoe) mrynanblle; PNC — TMEPUTOHEATbHBIE KICTKH IEJIOMHYECKOW BBICTHIIKH, PNN —
NepUTOHEAIbHBIE HEUPHTHI; SC — MBI OpaxuanbHbIN CUHYC; tC — IyNanbleBbIi ETOMUYECKHHA
KaHan; tv — mrynaneleBblid cocyn; labn — noGaBouHbIil OpaxuanbHbBI HepB; 2abn — BTOpO#

n00aBOYHBIN OpaxuaabHBIA HEPB.
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Pucynok 16. YabTpacTpyKTypa LEIOMHUYECKOW BBICTHIKU OOJBIIOr0 OpaxualbHOTO CHHYCA,
TOM. A — nepenHsist CTOpOHa, onepeyHslit cpe3; B — nopcanbHast cTopoHa, MpoAoibHEIH cpes; C
— BEHTpaJibHasl CTOPOHA, MonepeyHblii cpe3. O0o3HayeHus: bl — GazanpHas ruiactuHka; bSO —
Oa3anbHbIE OTPOCTKU KJIETOK; C — KTYTHKH; €CM — BHEKJIETOYHBIM MaTpUKC; ga — ammapar
lNonpmxnu; N — saapa; rer — rpanyssapHsiil OIIP; VSC — ckoruieHHe 3JIEeKTPOHHO-CBETIIBIX BE3UKYIIL.

3BE3/104KaMU 0003HAYEHO PACTION0KEHNE MUO(DUIAMEHTOB.

YIUIOIIEHHbIE, 0€3 BBIPA)KEHHOTO AaNUKaJIbHOr0-0a3aJbHOTO  PacCIpeleIeHUs
OpraHesl1; COEepKAT CPeAHEE KOIMUECTBO MEIKUX JIEKTPOHHO-CBETIIBIX BE3UKYJ U

HEOOJIBIITI0E KOJMYECTBO IEKTPOHHO-TUIOTHRIX BKItoueHui (Puc. 16C).

2. IlynmanpueBblii HEIOMUYECKUI KOMIIAPTMEHT COCTOMT M3 TPEX YacTeu:
MaJlbIX OpaxuajabHBIX CUHYCOB B pykax Jiododopa, EHTPAIHHO PACIOI0KEHHOTO
nepud3odarealibHOr0 1eJI0Ma U TOHKUX COEIUHUTENIbHBIX KaHAJIOB MEXIY

nepus3odareasibHbIM 1[EJIOMOM W MaJlbIMU OpaxuaibHbiMU cuHycamu (Puc. 14B—
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D). Bce yka3zaHHble YacTH IIyHalbIEBOTO IEJIOMUYECKOTO KOMMApPTMEHTA JAOT
oTBeTBICHUS B Imynaibia (Puc. 15). B cBsizu co CTONb CHOXHBIM CTPOCHUEM
COCTaBJISIIOLIME IIYNaJbI[EBOTO LEJIOMUYECKOTO KOMIIApTMEHTa jaiee OyayT

PaCCMOTPCHBI 110 OTACIIBHOCTH.

HaubGonee 00bEMHOI YacCThIO NIYMAJBLIEBOTO EIOMHUYECKOTO KOMITAPTMEHTA
SBIISIETCSl Tapa MaJlbIX OpaxuadbHBIX CHHYCOB, MPOXOIAIINX B pykKax Jododopa
JopcanbHee OONBIINX OpaxHallbHbIX CHHYCOB U Ha HECKOJIBKO OOJIBIIEM YaJIeHUN
oT OpaxuanbHOU ckiangku, 4em mnocienaue (Puc. 14A-C, 15). Ha nmonepednsix
cpe3ax MpPOCBET KaKJO0T0 Majoro OpaxuallbHOTO CHHYCa B MPOKCHUMAIbHON YacTH
coctaBisieM 0kojo 300-400 mMkMm B mmpuHy u 200-300 MKM B BBICOTY, TaKUM
oOpa3zoM mpeBbImas pasmepbl Oonpmmx cuHycoB (Puc. 14A-C). Anamorudno
OonpIIMM OpaxuaibHBIM CHHYCaM, Mallble OpaxvallbHbleé CHUHYChI IOCTENEHHO
CYXaroTcs K TUCTAIbHOW YacTH BCIIEN 3a Cyx)eHueM pyk jJododopa (Puc. 14A-C);
B HanOoJee AUCTaIbHBIX BUTKAX CIHUPAIH OHU YK€ IUIOXO pa3lIudyuMbl. B oTnnune
oT OoNbIIMX OpaxHalibHBIX CHHYCOB, Mallble OpaxuajibHble CUHYCHl HE 001a/at0T
Kakoi-mubo auddepennmanueir Ha BcéM ux npotrsokeHuu. C mepeaHelt CTOPOHbI
MaJble OpaxuabHbIE CHHYCHI Jaf0T HAYallo [EJIOMUYECKUM KaHallaM Hapy>KHBIX U
BHyTpeHHUX mrynaneny (Puc. 15). BHyTpu wmanbix OpaxwalbHBIX CHHYCOB C
NepeHe CTOPOHBI MPOXOAUT OpaxuanbHbId KPOBEHOCHBIM COCYHd, KOTOPBIA, B
CBOIO O4Yepelb, OTBETBISET OT ce0s MNIyHaJblleBbIE COCYIbl, MPOXOMASIIUE B
nrynanelieBblie nenomuueckue kananel (Puc.15, 17C). Kpome Toro, B oTiauuue ot
OOJBIIMX  OpaXHAJIbHBIX CHHYCOB, oOOJiaaronieli  oOmupHONH  CBOOOAHOM
[[EJIOMUYECKON TMOJIOCThIO0, MaJlble OpaxuaibHble CUHYChI COJIEPKAT OpaxuaibHbIE
MBIIIIIBI, COCTaBISIONHE 10 95% 00béMa monoctu cunycoB (Puc. 15; monpoOuee

cM. paznen 4.4).
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Pucynok 17. YapTpacTpyKTypa LEIOMHUYECKONW BBICTUIIKM MaJIOro OpaxuanbHOro cunyca, TOM.
A — momnepeuHblii cpe3 B o0nactu OpaxuaJbHOTO cocyAa B JAMCTAIbHOW yacTH pyku; B —
TIOTIEPEYHBIH cpe3, mepenHsis cTopoHa; C — monepeuHsIii cpe3 B 001acT OpaxuaibHOTO COCyIa B
NpOKCHMaNIbHOM 4Yactu pyku; D — yBenmuuensslii ¢gparment Puc. 17C. O6o3naueHus: bso —
0azaibHBIE OTPOCTKH KJICTOK; DV — OpaxuaibHbIA cocy; C — KryTHkH; CPl — kammuisipsr; ecm —
BHCKJICTOUHBIH MaTpukc; edi — 3JeKTPOHHO-IIOTHBIC BKJIIOYCHHUS; €MC — MUOSIHUTEIHAIbHBIC
KJIETKH; €MCO — OTPOCTKH MHOAMUTEIHATIBHBIX KIETOK; §IC — roOyJisipHbIe KIeTKH; N — siipa; ptc
— [IepUTOHEANIbHBIE KIETKU; PICO — OTPOCTKU MEPUTOHEATBHBIX KJIETOK; tV — IyNaibleBbIi COCY/I.
3BEé30ukaMu 0003HAUEHO pacmoyiokeHne muogpuiaameHnToB. Pamkoit Ha Puc.17C BwigeneHa

o0nacTb, MoKazaHHas ¢ OonbluM yBennyeHnueM Ha Puc. 17D.
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[lenomuueckasi BBICTUJIKA MajiblX OpaXhalbHBIX CHHYCOB B 001acTsX,
CBOOOJHBIX OT OpaxvalbHBIX MBI, OOBIYHO MPEICTaBIICHAa YepPEeTyHOIIMMUCS
MJIOCKUMHU MOHOIMUIMAPHBIMHU TIEPUTOHEATHHBIMUA U SIHTEIUATHHO-MBITICYHBIMA
kietkamu (Puc. 17A,C); B 061acTsx, yAIaIEHHBIX OT OpaxuaabHOTO COCYa — TOJIBKO
neputoHeanbHbiMu (Puc. 17B). bpaxuanbHblid cocyn B IUCTAIbHON YacTH PYKH
NOTPY’KEH B CJIIOM LEJOTENUs CO c1abo pa3BUTOM MBIIIEUYHOM cocTasistomei (Puc.
17A), B IpOKCUMaNIbHOM YaCTH BBICTIaH B OCHOBHOM OTPOCTKaMH NEPUTOHEATbHBIX
KJIETOK, TpPHUMBIKAIOMUX K OazampHON TmactuHke cocyaa (Puc. 17C). Or
OpaxuanbHOro cocyna OTXOAAT peakue kKamuuisipsl (Puc. 17A,D), HanpaBlieHHbIE K
crenke cuHyca (Puc. 17A) m, BepositTHO, oOpasyroliue B HeEH pa3peKeHHYIO
KalWUIAPHYIO CeTh. Y AanéHHas OT OpaxualbHOTO COCyAa 00JacTh IeIOMHUYECKON
BBICTHJIKM COCTABJICHA IJIOCKUMHU TMEPUTOHEATbHBIMU KJIETKAMU C OTHOCHUTEIHHO
IUIOTHOW  IUTOMJIA3MOM W HEMHOTOYMCICHHBIMH  3JIEKTPOHHO-TUIOTHBIMU
BimoueHussMU (Puc. 17B); mogoOHO BEHTpadbHON NEPUTOHEATBHON BBICTUIIKE
00abIIMX OpaxHalIbHBIX CHHYCOB, KJIETKH 371€Ch 00pa3yIOT BEIpaKEHHbIE Oa3albHbIC

orpoctku (Puc. 17B).

Marnbie OpaxuaiabHble CUHYChI COCIUHEHBI C mepud30o(areaqbHbIM IETOMOM
TOHKUMH COCIUHUTEIBHBIMUA KaHaaMH, He npesbimatonmmu 0,1 MM B n1uamerpe
(Puc. 14B,C, 18). Or wmanbsix OpaxualbHBIX CHHYCOB OTXOIAT KaHAJbl B
JaTepalibHbIE OKOJIOPOTOBEIE (opanbHbIe) mrynanbia (Puc. 18). B ornumume ot
MajbiX OpaxuaidbHBIX CHHYCOB, B COCJAMHHUTEIbHBIX KaHalaX HE pPa3BUTHI
OpaxualibHbIC MBIIIIIBI, a [IEJIOMUYECKasl BRICTUIIKA MPEICTABICHA UCKITIOYUTEILHO
MUODTUTEIUOIUTAMA B 3aJIHEH (MTPOTHUBOIIOJIOKHON IIyNalIbIIEBEIM KaHajlaM)
CTOpOHE U TMEPUTOHECATHLHBIMU KJIETKAMHU BO BCEX OCTalbHBIX oOmacTsax (Puc. 18).
MuosnutenuanbHble KJIETKH COCIMHUTEIBHBIX KaHAJIOB KyOHMYEeCKOW (OpMBbI,
BbICOTOM 10 10 MKM, ¢ 0a3aabHO pacnojoxeHHbIME MUODuiIamMentamu (Puc. 18).
[lepuToHeanbHbIe KJIETKH COCIWHUTENIBHBIX KaHAJIOB B OCHOBHOM IUIOCKHE, HE
Bbimie 4 MKM (00bIyHO 1,5-3 MKM), COCIMHSIIOTCS Jpyr C JpPYyroM U C

MHUOSIHATEIMATLHBIMA KIETKaMU 3aHEH 30HbI oTpocTKamu (Puc. 18).
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Pucynok 18. CTpykTypa COeIUHUTEILHOTO KaHala IIyNadblieBoro enoma, TOM, monepednsii
cpe3. O6o3nauenus: bl — 6azanbHas miacTuHka; bv — OpaxmanbHbIi cocy; €CM — BHEKIICTOUHBIN
MaTpHKC; €MC — MUOSIHTENUANBHBIE KIETKH; (JIC — rimoOynspHble KIeTkd; N — sapa; ortc —
LEJIOMUYECKHI KaHall OKOJIOPOTOBOIrO (OpalbHOIO) IIynaiblia; PtC — nepuToHeadbHbIe KIETKU;
ptCO — OTPOCTKHU NEPUTOHEATBHBIX KIIETOK; tV — IIynanbleBblid cocy. 3BE3104KaMi 0003HAUYEHO

pacrioyio’)keH1ue MUO(PHUIaMEHTOB.
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OcHOBHas 4acTh Nepud30(hareabHOTO 1EI0Ma MPEICTABISAET COOO0M MUPOKYIO
MIOJIOCTh, PACTIOJIOKEHHYIO TIOJ] MUIIEBOJAOM (M Haj TIOTKOW, TaK KakK TJIOTKa
3aru0aeTcs OTHOCUTENBHO MUILEBO/IA CIIEpBa BEHTPAIbHO, a 3aTeM Ha3an); 3aHss
qacTh Mepud3o(dareasbHOTO IIeJioMa MPOCTHPACTCS 10 KOHIIA MHUINEBOJAA K
nepennemy koHmy skemynaka (Puc. 19A, 20C). Ot mepud3odareanbHOro IeiaoMa
OTXOJSIT KaHalbl B LIEHTPAJbHBIE OKOJOPOTOBBIC (OpasbHbIC) Irymanbia (Puc.
19A,C,D), a Takke TOHKHE TUBEPTHUKYJIbI, OKPY>KaIOIIUe II0TKY U nuieBos (Puc.
19A-C, 20A,B, 21). JlarepanpHo mepud3odareanbHbI IIEIOM COOOMAeTCsS ¢
COEJIMHUTETLHBIMHU KaHAJIAMHU IIYTIaJIbIIEBOTO [IEJIOMUYECKOro komnapTMmenTa (Puc.
14C, 19B). Mopdonoruyecku rmepexoj; mnepud3odareasbHOro I€I0Ma B
COCMHUTENbHBIE KaHAJbl OTMEYAeTCs IO PE3KOMY CYXEHHIO MPOCBETa

nenomuyeckoit nojoctu (Puc. 14C,D).

KonbreBble auBEepTHKYIBI Mepud3odareaabHOro IejoMa MIpOXOoJaT B
COCIMHUTETHLHON TKAaHW TJIOTKW W THUINEBOJIA M PACIOIOXKeHbl B nBa psga (Puc.
20A,B): Hapy>xHbIiA, OJUKHUN K OCHOBHOM MOJIOCTH TTepra30dareaibHoro eaoma,
¥ BHYTpPEHHUH, mpuiieraromuii k numieBoay. O0a psjga TUBEPTUKYJIOB BBICTIIAHbI
MHUOATIUTEINAbHBIMU  KeTkamu (Puc. 21); cnmemyeT OTMETHTH, OJIHAKO, YTO
JTUBEPTUKYJIBl HAPYXKHOTO pslia 3arnojdHeHbl MUOopUIaMeHTaMu He Oosiee ueM Ha
20% (Puc. 20A, 21B), Torga xak B AMBEPTUKYJIaX BHYTPEHHETO psna Oonbiias
4acTh 00BEMa MUTOTUTIA3MBI KJIETOK 3aHATa Muodunamentamu (Puc. 20A, 21C). Ilo
O0okaMm OT MUIIEBOAA TUBEPTUKYIBI Takke mnpoxoasT B aAsa psaa (Puc. 20D). B
00J1aCTH HaJ MUIIECBOIOM, MPUMBIKAIONICH K OpaXxualbHON CKIIaJKe, TUBEPTUKYJIBI
PacroIOKEHBI B OJIMH PSJ M MO yJIBTPACTPYKTYPE COOTBETCTBYIOT TUBEPTUKYJIAM
HapyxkHoro psga (Puc. 21E). Bo Bcex cimyuasx (Puc. 20A,B, 21) B konbIeBBIX

JTUBEPTUKYJIaX MPAKTUYECKHU HE BbIpaKeHa CBOOOIHAS 1IEJIOMUYECKas MOJOCTb.

BricTiiika OCHOBHOM MOJIOCTH TIepud30dareaibHOro 1ejomMa co BCeX CTOPOH
Mpe/ICTaBJICHA TIEpUTOHEATBHBIME KiIeTKamu (Puc. 22). EnMHCTBEHHBIM 3aMETHBIM
WCKIIFOYCHUEM SIBJISIETCS 1EJIOMUYECKAs BBICTUJIKA B MECTaX OTBETBJICHUS

KOJIBIICBBIX TUBCPTUKYJIOB OT OCHOBHOM II0JIOCTH, TAC KIICTKH OCHOBHOU IMOJIOCTHU
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HCpI/IG)BO(baI‘eaJIBHOI‘O CX0XKH C KICTKaMH JOWBCPTHUKYJIOB MW COACPKAT ITYUKHU

MHO(HIaMEHTOB B 0a3zanbHOM yacTh (Puc. 21A).

Pucynok 19. Pacnomokenue u opramm3amnus mnepudsodareampHoro memoma. A — 3D-
PEKOHCTPYKIUS 110 TTOJIYTOHKUM cpe3am, BUJ cripaBa, B — 3D-peKoHCTPYyKIUS 1O MMOIyTOHKUM
cpe3aM, BU/J € IOpCaJIbHOM CTOpOoHBI; C — cxema caruTTaibHOTO cpe3a uepe3 nepuszodareaibHbli
nenoM M numesoa; D — monepeuHblif mosyToHKME cpe3 depe3 ocHoBaHME J0dodopa.
OO6o3Hauenus: aa — mepenuuit amaykrop; bf — OpaxwanpHas ckimaaka, be — OpaxuanbHbIH
aneBaTop; bg — OpaxuanbHbIi (MUIIEBOM) KkeM000K; bM — OpaxuanbpHas Mbliia, bw — crenka
Tena, CtC — COEAMHUTENBHBIA KaHad MIyMaablieBoro Iemoma; ddv — muIieBapuTeIbHbIC
JMBEPTUKYIbI; OPC — IUBEPTHKYNBI Mepud30(dareaibHOrO IeoMa; €CM — BHEKJICTOYHBIN
matpukc; IC — 6osbII0l OpaxuaabHbIH CHHYC; M — pOTOBOE OTBEPCTHE; MC — MAaHTHIHAS TIOJIOCTH;
MQ — >KeIyJI0K; MI — MaHTUIHBINA MPOCBET; 0€S — MUILEBOA; Ot — OKOJIOPOTOBBIE (OpaIbHbBIE)
Iy nanbia; orth — ocHoBaHMs OKOIOPOTOBBIX (OPATBHBIX) IIyTANIEIT; OrtC — [ETOMUYECKUE KaHAaIbI
OKOJIOPOTOBBIX (OpasibHBIX) HIymaiuer; PC — mepud3odareanbHblii memoM; ph — riotka; pvec —
NIEPUBUCIICPAIbHBIA (TYJOBHIIHBIN) I€0M; SDY — MOATIOTOYHBIA TaHTJIMKA; SC — MAJbIi
OpaxuanbHbIii CUHYC, Shr — OpraHM4ecKkuii MaTpUKC pAKOBHHBI, VMPC — JIMBEPTHKYJ
nepui30(QareaqbHOrO I1€J0Ma B BEHTPAJIbHOM Me3EHTepUH. 3elE€HOM CTpenkoil 00o3HaueHo
YCIIOBHO MECTO MEpPEXOAAa COEAUHUTENBHOIO KaHaja IIyNalblieBOIO IeJioMa B Majblid

OpaxuaibHbII CUHYC.
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Pucynok 20. Opranmsamuss nepud3odareabHOro  meaoma. A —  JIUBEPTUKYIIBI
nepus3odareanpHoro neinoma, TOM, mnpojonbHbll cpe3; B — mnepexon IUBEpTHKYJIOB
nepus3odareaqbHOrO I€JI0Ma C BEHTPAIbHOM CTOPOHBI KHUIIKM Ha JopcaibHyto, TOM,
npooNbHBIN cpe3; C — mokanu3anus nepudszodareaibHOTo EI0OMa OTHOCUTENIFHO THILEBOIA U
O0onbpmIMX OpaxuaJbHBIX CHHYCOB, IIONEPEYHbIM NONyTOHKUN cpe3; D — mnpopomkenue
nepus3odareaqpHOrO  II€JI0Ma B BEHTPAJIbHOM 4YacTH JIOPCOBEHTPAIBHOIO ME3EHTEPHUS.
OOo3HaueHus: aa — mepenHuil amaykrop, ddv — mwuineBaputenbHble AMBepTHKYIb; dplc —
JIOPCAIbHBIN BBIPOCT OOJBIIOr0 OpaxuaibHOrO CHHYCa; dVM — TOPCOBEHTPATILHBII ME3CHTEPHI;
INd — TUBEPTHKYIIBI IEpUI30dareaaIbHOTo 1eJIoMa, BHYTpeHHHH psit; |C — Gonbiire OpaxuaibHbIe
cuHychl; IpC — narepanbHbIe YacTH Mepud30darearbHOro eaomMa; MC — MaHTHITHAS MOJIOCTh; MQ
— KENyI0K; OEP — AMUTEIHH MHIIEBOa; 0€S — MUIeBo/; Otd — AMBEPTUKYIIBI TIepUd30(hareatbHOro
HeJoMa, HapyXHbBIH psja; PC — mepud3odareanvHbiii memom; ph  — riortka; pve —
MIEPUBHUCIICPATBHBIN (TYJTOBHUINHEIN) 1eoM. JKénteimu crpenkamu Ha puc. 20B o06o3HaYCHBI
TMBEPTHKYJIBI TIEpU330(areabHOTO 1IeIoMa, KpacHbIMU cTpenkamMu Ha puc. 20D — nuBepTukyn

HepI/I330(I)aI‘eaJ'IBHOI‘O ocjomMa B BeHTpaHBHOﬁ YaCTHU JOPCOBCHTPAIIbHOTO ME3CHTCPUA.

[leputoHeanbHbIe KIETKH CO BCEX CTOPOH TNepHI30(areasbHOro IeaoMa
oOnanaoT cxoxed Mopdonoruer u yabrpactpykrypoit (Puc. 22): onu
MOHOIIMJIMAPHBIE MUKPOBIUISIPHBIE, KyOMYECKOW WIIM YIUIOMEHHON (OpPMBI, ¢

pa3BUTHIM TpanyaspHbIM JIIP, 31€KTpOHHO-TIOTHBIMU BKJIOUCHUSMU.
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Pucynox 21. VYnupTpacTpykTypa IMBEPTHUKYJIOB mepud3odareanbHoro memnoma, T1OM,
IPO/IOJIbHBIE Cpe3bl. A — MECTO COEJMHEHUs Nepu33odarealbHOro LeiaoMa ¢ AUBEPTUKYJIaMU
Hapy’>KHOTO psina; B — auBepTHKY HapyKHOTO psifa BeHTpanbHee nuuieBoja; C — IUBEPTUKYI
BHYTPEHHETO psifia BEHTpaJIbHEEe MUIIEBOA; D — mepexon MUBEpTUKYIOB Mepud30odarearbHOro
[IEJIOMAa C BEHTPAJIBbHOM CTOPOHBI MHIIEBOAA HA JAOpCalbHYI IO OokaM muieBona; E —
JUBEPTHUKYJ MepH330(areanbHOro 11ejoMa B OCHOBaHUM OpaxuanbHoOi ckiaaku. O6o3HaueHus: C
— xrytukd, ddv — nuIneBapUTENBHBIA JUBEPTUKYI, €CM — BHEKJICTOYHBIH MaTpukc; edg —
ANIEKTPOHHO-TUIOTHBIE BKJIFOYECHUS; €MC — MUOAIUTEIHAIBHBIC KIETKH; epd — SmuaepMaitbHble
KJIeTKH; ga — armapar ['oib/pku; ind — TUBepTUKYITBI eprI3odareaabHOro 1IeIoMa, BHYTPEHHUH
psia; MV — MHKPOBOPCHHKH; N — siipa; OEp — SmuTenuil muineBoja; Otd — AWBEPTHUKYIIBI
nepud3odareaqbHOrO eJI0Ma, HApY>KHBIH psJl; PVC — HepUBUCIIEPATIbHBIN (TYJIOBHILHBIN) LEIOM.

3BE310uKaMy 0003HAYCHO PACITOJIOKECHUE MUO(IIIAMEHTOB.
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PucyHok 22. YnpTpacTpyKTypa BBICTUJIKM OCHOBHOH MOJIOCTH INepuI3odareaqbHOro Lenoma,
TOM, npononbHbIe cpe3bl. A —epeaHsist cropoHa; B — nopcanbhas cropona; C —3a1Hs5 CTOpOHa;
D — BenTpanibHas cropona. O6o3HaueHus: bl — 6a3anbHas miacTuHKa; bSO — 6a3anbHBIN OTPOCTOK
MHOSIHUTETNATBHON KIETKH; C — KI'yTUKH; €CM — BHEKICTOYHBI MaTpHKC; edg — 3J1eKTpOHHO-
IUIOTHBIE BKJIIOUEHHs; Mt — MUTOXOHAPUM; N — siapa; PC — nepud3odareanbHbIi 11€I0M; PVC —
NepUBHCLIEPAIbHBIN (TYJIOBUIIHBIN) 11e7I0M; I'er — rpanyssipHbiii OI1P. 3Bé3m0ukoil 0603HaYeHO

pacnosoxeHue MHO(QUIaMEHTOB.

NHTepecHO 0OCOOEHHOCTHIO BBICTHJIKA Iepud3odarealbHOro  Iejoma
ABJISIFOTCS] CLIOPAJIMYECKU BCTPEYAIOIIUECS MUOIIMUTEIUOIUTHI, JOPCO-BEHTPAIBHO
OPHUEHTUPOBAHHBIE MUO(PUIAMEHTHI KOTOPHIX 00pa3yrOT MyYKH TOJIIUHON 0KOJIO 1
MKM, TIIyOOKO 3assKOpHBAIOIIMECS B TOJJISKAIIeM BHEKJIETOUHOM MaTpukce (Puc.
22C) u mpoTATUBAIOIIUECS B MOJOCTh nepud3odareanbHoro ienoma (Puc. 19C,
22C). BeposTHO, 3T MBILIEYHBIE TSHKH MEPECEKalOT Mepud30(areaibHbIi 1eI0M
LIEJIMKOM C3aJ1 BIIEPEN; BIIPOYEM, MPOCIEANTH TAKOW MOJHBIA MBIIICYHBIN TSK Ha

cpe3ax He yJaJioCh.
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B 3aaneit yactu nepus3odareanbHbIil 1€I0M OTHOCUTENIBHO PE3KO CY>KaeTCs U
MPOJOIDKACTCA MEXAY CKIAJKaMH BEHTPAJbHOM YacTH JOPCOBEHTPAIBLHOTO
meszeHTtepus (Puc. 20D) Ttakum o0pa3om, OyATO HAXOAWTCS BHYTPH 3TOTO
ME3EHTEepHUs, YTO 3aCTaBJISET NPEANOJOKUTh TEMOIEIbHYI0 MPUPOIY ITOTO
npoctpancTBa. [IpuHAANEKHOCTh 3TOW MOJOCTH WMEHHO Mepud3odareaqsbHOMy
LEJIOMY, a HE T€MOLEII0, JOKa3bIBAETCS HAIMYMEM BHYTpPEHHEH BBICTHIIKH (Puc.
20D) u BBIpaK€HHOM CBS3bIO €€ ¢ Tepur3odareabHbIM IIEJIOMOM, KOTOPasl JIETKO

IIPOCIICIKUBACTCS Ha cpe3ax MPH MOCTpoeHUH pekoHcTpyknui (Puc. 14D).

[{ynanpieBble KaHAJIbl OKOJOPOTOBBIX, HAPYKHBIX M BHYTPEHHHUX IIyIajel]
ycTpoeHsl 1o ooiemy many (Puc. 23). [locepennHe Kax0ro Iynaibiia IPOXOIHUT
IIyNaJblEBbIA COCYJ, CBSI3aHHBIA COEAUHHUTEIBHOTKAHHOW TIEPEMBIUKON C
BHEKJICTOYHBIM ~ MaTpukcoM (porTtanmsHoit ctoponsl (Puc. 23A-D). Co
(pOHTAIBHON CTOPOHBI COCY] COCECTBYET C (PPOHTAIBHON MyCKyJaTypou u3 3—5
KJIETOK C Ka)KJIOH CTOPOHBI OT COSAMHUTEIIbHOTKaHHON repeMbruku (Puc. 23A), Bo
BHYTPEHHUX  IIyNajblax KJIETKM (POHTAIBHON  MYCKyJaTypbl — OTYacTH
HEMOCPEICTBEHHO BBICTHIIAIOT HIYMAIbIEBBIA COCY C JIaTepalibHbIX cTOpoH (Puc.
23B). JlatepanpHee (POHTANBHOW  MYCKYJaTypbl IIymajgblla MPOXOJSAT
JaTepoPpOHTANIbHBIE Iy abLIEBbIE MBIIIIIBI (110 2—3 KJIETKHU C KaX/10H CTOPOHBI HA
OJIHOM YPOBHE), pa3IMUMUMbIE€ OT (PPOHTAIBHOW MYCKYJIATypbl MO TOMY, YTO OHH
MPWIETAIOT K CTEHKE IIYyNalbI€BOTO KaHaja JIaTepajlbHbIMU CTOPOHAMHU KIIETOK.
®poHTanpHas MycKyJaTypa Llynajel HolepedyHonoocaras, JjarepodpoHTaabHas
COJICPKUT TOJBKO TJIAJIKUE MbledHbie BoJiokHa (Puc. 24). B ocHoBaHuu
HIyNaJblEBbIX KAaHAJIOB €CTh TaKXKe BbIpaKEHHas aO(QpOHTalbHAsg MYyCKyJaTypa,
XOT W 3HAUMTENbHO  YCTyMarom@as MO0 MOUIHOCTH  (POHTAJIbHOW U
natepodponTanbHOU (Puc. 23E). B cpeanux u quctanbHBIX 4acTAX HIYAIbIIEBOTO
KaHaja ab@poHTalbHAs MYCKyJIaTypa NMPaKTUYECKH HE BbIpa)K€HA U BCTpEUaeTCs
CIIOPAUYECKH TOJIbKO BO BHYTpeHHUX Irynanbliax (Puc. 23B), nurae He gocruras

(GyHKIIMOHATBFHO 3HAYMMOTO Pa3BUTHSL.
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Pucynoxk 23. VYipTpacTpykTypa NIyHAJbIEBBIX IEIOMUYECKHX KaHaioB, TOM. A —
[EJOMUYECKHI KaHall Hapy>KHOTO IIylaiblla, MOMEepedHbIi cpe3; B — mermomuyeckuit kaHan
BHYTPEHHEro Ulynajiblia, nomnepeunslii cpe3; C — LeIOMHYECKUH KaHal OKOJIOPOTOBOTO
(opanpHOTO) mIynanblla, MONepedHsld cpe3; D — menomuueckuit KaHaa OKOJIOPOTOBOTO
(opasibHOTO) HIynaiblia, IPOAOIbHBINA Cpe3 B OCHOBAHUH, E — 1jeioMmuueckuii kaHain HapyKHOTO
IIyTanblla, MPOAOIbHBIA pa3pe3 B ocHoBaHuu. O0Oo3naueHws: afepd — aGdpoHTanbHBIH
snuaepmuc; afmt — adbdponTanpHas Myckymatypa mynaneua; Ctf — coemuHHTENPHOTKaHHAS
IJIACTUHKA, COEUHSIONIAs BHEKJIETOUYHBIA MAaTPUKC MIyNalbla ¢ NIyAJIBLIEBBIM COCYI0M; ECM —
BHCKJICTOYHBIA MaTPHUKC; EMC — MHO3IUTEIHAIbHbIe KieTku; fepd — ¢ppoHTanbHbIi 3muaepMuc;
fmt — dponranpHas Myckynarypa mrynanbia; fn — dpoHTanbHBIN HiymaneieBbii Heps; glc —
rnoOymsipubie  kietkw; Ifmt — nmarepodponTtanmpHas Myckyigarypa miymaiblia; pnn o —
MEPUTOHEAIbHBIE HEUPUTHI; PIC — MepUTOHEANbHbIE KJIETKH; {C — IIynmanblieBbId KaHa, tv —

HIynaiabIeBblii cocyq. CTpenkaMu 0003Ha4eHbI TOHO(UOPHILTBI SITUACPMHICA.
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Pucynok 24. YupTpacTpykTypa (PpOHTAIBHON U JAaTEPOPPOHTAIBHON MYCKYyJIaTyphl IIyTajell,
TOM, nonepeunbsie cpe3bl. A—C — HapyXHble ILlynaiablia, D — BHyTpeHHee Ilynaiblie.
O6o3nauenusi: Ab — A-muck; Ctf — coeanHHMTENbHOTKAHHAs IUIACTHHKA, COCIHUHSIONIAS
BHEKJIETOUHBIA MaTPHUKC LIyNaiblia C UIyHaJbLEBbIM COCYJOM; ECM — BHEKJIETOUYHBIH MaTpUKC;
fmt — ¢ponTaneHas Myckynarypa iynanbia; fn — GpoHTaNbHBIN HIymaibpleBsld HepB; Ifmt —
narepodpoHTaIbHAs MycKyaTypa miynansa; Ml — M-mauaus; ptc — nepuToHeanbHbIe KICTKH;
ptCO — OTPOCTKM NEPUTOHEATbHBIX KJIETOK; IC — IIynaableBbl LETOMUYECKUN KaHai; tV —

IIyTaIBIEBBIH coCy; tVC — KIleTKa B IIynanblieBoM cocyae; ZI — Z-nmunusi.

JlaTepanbHble CTOPOHBI IIYMAJBIEBBIX KAHAJIOB IMOKPBITHI IUIOCKUMHU
MEPUTOHCATLHBIMKM KJICTKAMHU, OT KOTOPBIX OTXOJSAT MHOTOYHMCICHHBIC OTPOCTKH,
MpWIeTalomye B TOM 4YHCIE K OpaxwalbHOMY cocyay ¢ aO@poHTanpHOU U
natepanbHbIX cTopoH (Puc. 23C,D, 24B). B ocHOBaHMSX MEpUTOHEATBHBIX KIICTOK
NIPOXOJAT TOHKHE IEePUTOHEATbHBIC HEHPUTHI TuaMeTpoM He Oosiee 1-2 MM ¢

3JICKTPOHHO-TIOTHOM ITUTOTUIa3MOM, 3aITOJTHCHHOW MUKpOoTpyOoukamu (Puc. 23A—

D).
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4.3.3. l]enomuueckas cucmema mynosuuia u MaHmuu

1. ITapuble (ppoHTANIbHBIE IIEJIOMUYECKHE KaMepbl — 3TO HauboJliee MepeaHue
KOMITAPTMEHTHI I[EJIOMUYECKON CUCTEMbI TYJIOBUILA U MAHTHH; OHU MPOXOJAT OT
JOPCATLHOTO JINCTKA MaHTHUU CIIepedu 10 ocHoBaHHs Jododopa c3amu modtu
napajieIbHO JPYT APYTY, ClIerKa pacXoIsach APYT OT JIpyra Mo Mepe MPUOIMKEHUS
kK ocHoBanuio Jjododopa (Puc. 25). Crnoit coeaMHUTEIBHONW TKaHU,
OrpaHUYMBAIONIUNA  (POHTATBHYIO KaMmepy, COCTaBJISIET €IMHOE IeJI0€ C
COCIMHUTEILHOTKAHHBIM CJIOEM JlIopcaibHOTO JIucTKa ManTuu (Puc. 25C,D), uz-3a
yero (poHTanmbHBIC KaMmMephl Ha TMEPBBIA B3I KaXYTCS BBICTYIAIOIIAMHA
MaHTUWHBIMU CHUHYCaMH, OJIHAKO CBSI3b (DPOHTAIBHBIX KaMep C HACTOSIIUMHU
MaHTUHHBIMH CHHYCAaMHW WA C JAPYTHMH ydYacTKaMu TEePUBUCIECPATHLHOTO
(TYJIOBUILHOTO) LieJioMa HUrAe He mpociexuBaerca. C ocHoBanueMm Jododopa
(bpoHTaNbHBIE KaMepbl COEIUHAIOTCS OKOJIO JOPCAIbHBIX BBIPOCTOB OOJBIIMX
OpaxualibHBIX CHUHYCOB, OTIENSAACH OT HUX HeOonplmol (okoso 10 Mkm)
COCIMHUTENIbHOTKaHHOM nieperopoakoi (Puc. 25D). [Toutn Ha BCEM MPOTSHIKCHUU
dbpoHTaNnbHbIE KaMephl HUMEIOT (POpMYy OBaJbHOW TPYOKH, ClierKa YIUIOMEHHOM
JIOPCOBEHTPAIBHO TakKWM 00pa3oM, 4YTO B INMHpHUHE (B MEIUO-JaTepaIbHOM
HaIpaBJICHUH) OHA JocTturaet okoso 100 MKM, a B BBICOTE (B IOPCO-BEHTPAIILHOM
HampaBieHun) He Oomnee 80 mxm (Puc. 25C,D). K 3agnemy konmy (BOIM3M
JIOCAJIBHBIX BBIPOCTOB OOJBIIMX OpaxHallbHBbIX CHHYCOB) (DPOHTAJIbHBIE KaMephbl
yIUIOIIAIOTCA enié CuiibHee, MPU HTOM pPACIHIMPSSICh B MEIUO-BEHTPAIHLHOM

HaIpaBJICHUH.

[{enomuueckasi BHICTUIIKA (DPOHTANIBHBIX LIEJIOMUYECKUX KaMep MPeCTaBIsSET
co00Ol CHJIBHO Pa3pOCHIMHCS MHUOAIUTEINH, 3aHUMAIONIUN IPAKTHUYSCKH BECh
npocBeT nenomuyeckoi nojioctu (Puc. 25C,D, 26A) u cocTaBisONMi eIUHYIO
MBIIIIY — OpaxvalbHbIN TpOTpakTop (cM. pazaen 4.4). MuoduiiaMeHTbl KaxKI0ro
OpaxManbHOTO TMPOTPAKTOPAa OPHUEHTHUPOBAHBI BIOJb (PPOHTAIBLHOW Kamephl, B
nepeane-3aaHeM Hanpasienun (Puc. 26). LleHTpanbHO pacnoioKeHHbIE
MHUOSIUTENINANBHBIE KIETKH OpaxualbHOTO MPOTPAKTOpAa COCIUHSIOTCA C
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0a3aJbHON INIACTUHKOM OTPOCTKaMM, MApPruHaJbHbIC KICTKHM — IIHPOKHUM

ocHoBanueM (Puc. 26B).

Pucynox 25. BzaummopacnonoxeHue (pOHTANBHBIX IIEIOMHYECKHX KaMep U IPOYuX
KOMITAPTMEHTOB LEIOMUYeCKor chcTeMbl. A — 3D-peKOHCTPYKIUS 110 TIOJIyTOHKUM Cpe3aMm, BUJI
C JIopcanbHOM cTOpoHBI, B — 3D-pekoHCTpYyKIHS 10 MOJYyTOHKUM cpe3am, Buj crpasa; C, D —
HOTNIepeYHble TOYTOHKHE cpe3bl. O003HaueHus: CIC — COeTMHUTENBHBIN KaHa IIyMaJbIEBOTO
nenoma; dmf — mopcanbHbI JTHCTOK MaHTHH; 0MS — mopcanbHBIi MaHTHAHBIA cuHyC; dPC —
JMBEPTUKYIBI nepud3odareanpHoro 1enoma; dplc — mopcajibHbIE BBIPOCTBI  OOJBIIMX
OpaxuanbHbIX CHHYCOB; fC — (hpoHTaNbHBIE Kamepsl, IC — Oonbine OpaxuanbHbie cuHyCHI; Iph —
pyku nogodopa; MC — MaHTHIHHAS TOJOCTH; 0€S — MHUIIEBOJ; MY — KEIYyAOK; SC — Malble
OpaxuaipHble CHHYCHI; SNI' — OpraHMYecKHil MaTPHKC PAKOBHHBI, SP — CHEPMATOLHUTHI, t —

mrynansia. KpacHbeIM myHKTHpOM Ha prc. 25B 0603na4ens! minockoctu cpe3oB 25C u 25D.

2. llepuBucuepaibHbIii (TYJIOBUIIHBIN) 1EIOM — HaubOonee KpPyHHBINA
nenomudeckuii kommaptmMenT N. anomala. On 3aHumaeT OOJBIIYIO 4YacTh
TYJOBUIIA, 32 UCKIIFOYEHUEM MECT MPOXO0XKICHUS 33 THUX aJAYKTOPOB (CM. HIXKE) U
OKpY’>KaeT MHUILEBAPUTENbHBII TPAKT, 32 HUCKIIOYEHUEM TJIOTKM U MHUIIEBOJA,
OKPYXEHHBIX TIepud30(]areaibHbIM 11€JIOMOM, M HanboJIee 3aIHeH YacTh PEKTyMa,
OKpy)€HHOM aHanbHOU Kamepou (Puc. 12, 13); ot mepuBHCHEpaTIBLHOTO IIEIOMA
OTBETBIIIOTCS JOPCAIBbHBIC M BEHTPaAJIbHbIC MaHTHHHBIC CUHYCHI (Puc. 13).
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Pucynox 26. Opranusaius GpOHTATBHBIX EJTOMHUYECKUX Kamep, TOM, momnepeynbie cpe3bl. A —
obmmit Bua; B — ToT ke cpes3, yBenudueHHas JjarepaiabHas cropoHa. OOo3naueHus: bp —
OpaxuaibHbIE TPOTPAKTOPHI; ECM — BHEKJICTOUHBIN MaTpUKC; §IC — rmobynspHble KiaeTku; imed —
BHYTPEHHHUI MaHTHHHBIN sniuaepmuc; Imf — mpogonbHblie MbIeuHbIe BOJIOKHA; MC — MaHTHIHAS
MOJIOCTh; MS — MAHTUHHBIA CHHYC; MSCM — KOJIBIIEBbIE MBIIIIEYHbBIC MyYKH MAHTHHHOTO CHHYCA,

n — spa.
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PucyHnox 27. CaruTranbHblii TUCTOIOTHYECKHI cpe3. Obo3Havyenus: bf — OpaxuanbHas cxiajka,
bw — crenka tena; ddv — numieBapuTeIbHbIe AUBEPTUKYIIB; AMf — MOpcanbHBIN JIUCTOK MaHTHH;
dpC — nuBepTHKYJIBI Tepud30dareansHOro eaoma; dvm — 10pcoBeHTpabHbIi Me3eHTepuii; fC —
(bpoHTaBHAs EIIOMUYECKass KaMepa; INt — 3aaHsss KMIIKa, MC — MaHTHHHAs MOJOCTh, M —
MaHTHHHBIA MPOCBET; 0€S — MUINEBOA; Ot — OKOJOPOTOBBIC (OpalbHbIC) IIyMaibiia, PC —
nepuds3odareanbHblii 1enoM; Ph — rIoTka; PVC — nepuBUCICPATBHbIN (TYIOBHIIHBIH) 11es10M; PYI
— KHIIEYHHK; Shr — opraHmyeckuii MaTpUKC PakOBHMHBI, SIM — KeXymoK; VM — BEHTPaJIbHOE
BO3BBIIIEHHE COETMHUTEIBHOMN TKAH!; UMO — BBIPOCT IIEPUBHCIIEPATTLHOTO [IETOMA, COIEPIKAIIUi

HCMAPpHYIO MCIUAJIbHYIO MBIIIITY.

[TepuBucuepanbublii 1ieioM N. anomala pa3aenés moaHpIM Ha 00JIBIIEM CBOEM
MIPOTSKEHUU JOPCOBEHTPAIBHBIM ME3ECHTEPHUEM, COCIMHSIOIIUM
NUIIEBAPUTENbHBIA TPAKT C JOPCAIbHOM M BEHTpalbHOW cTeHKamu Tena (Puc.
13A,B, 28). B o6acTu KMIIIeUHHKA B TIPSIMOM KUIIIKH, TJI€ TTUIICBAPUTEIbHBIN TPAKT
oOpasyeT meriio, 3arubasch CliepBa HAJIEBO M BIEPEN, a 3aTeM IOBOpPAYMBas
HafpaBo M Ha3aj, JIOPCOBEHTPAJIbHBIH ME3CHTEPUM TOBTOPSIET ATH H3THOBI,
COEIIMHSSI B 9TOM 00JIAaCTH HE TOJBKO MUIIEBAPUTEIHHBIA TPAKT CO CTCHKAMU TEJIa,

HO ¥ Pa3HbIe YYACTKH MMETIIN MHUIIEBAPUTEIILHOTO TpakTa apyr ¢ Apyrom (Puc. 28B).

JlaTepaJibHO THILEBAPUTENBHBIA TPAKT COEAUHEH CO CTEHKAMU Tejla Iapou
HEMOJIHBIX HJICOTapUETAbHBIX ME3EHTEpUEB, MPEACTABISIIONIMX COOOM TOHKHE

JICHTBI, KOCO IOAXOIANINC K CTCHKaM TCJIa 1 HCCYHIMC BOPOHKH MeTaHe(pr/II[I/IeB
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(Puc. 28, 29). UneonapueraibHble ME3CHTEPHUH HE Pa3ICISIIOT MEPUBHCIIEPATIbHBIN
riesioM nmostHocThio (Puc. 28). Kaxaplii nuineonaprueHTaaIbHbI ME3CHTEPUI OTXOIUT
OT MECTa Mepexo/ia JKeIyIKa B KUIIIEUHUK U B 3TOM ke 00JIacTH pa3essieTcs Ha IBe
BeTBU: mepenHioro u 3aaHioo (Puc. 28, 29; ipml um IpM2 COOTBETCTBEHHO).
[lepennue BETBU HAIpaBJICHBI K JIATEPAIbHBIM CTEHKAM TeJla, CJerKa CKalluBasCh
Briepén, HecyT BopoHkH wmetaHedppuaueB (Puc. 28, 29); 3amusis BeTBb
OPUCHTHpPOBaHAa BO (PPOHTAIBHON IIJIOCKOCTH, TPOXOJUT BAOJIH KHIICYHHKA
JatepanbHO U Ha3ax (Puc. 28), mogHuMasch k nopcaibHON cTeHKe TyaoBuiia (Puc.
29) ¥ ciMBasCh C MepeHe-MeIUaTbHON CTCHKOM IEIOMUYECKOW KaMephl 3aJHETO

annykropa (Puc. 28A,B).

A

ime\p‘ac

Pucynok 28. 3D-peKOHCTPYKIIMH TYJOBHIHBIX IEJIOMOB, IEMOHCTPUPYIOIINE PACIOJIOKECHHE
Me3eHTepHeB U MeTaHeppuanes. A — BUJ criepean opcaibHo; B — BUJ ¢ nopcalibHOM CTOPOHBI,
3aaHsas yacTh TynoBuma; C — Buj czagu; D — Buj cnpasa Bnonobopota. O0o3HaueHHs: ac —
aHaJbHas IeIOMUYecKas kamepa; dvm — 1opcoBeHTpalbHbIN Me3eHTepuii; fC — GpoHTaNbHBIC
I[EJIOMUYECKIE KaMepbl, § — MHUIICBAPUTEIBHBIN TPAKT; iPM — WiIeomapueTalbHbI ME3CHTEPHUH;
ipml — mepemHsss YacTh WICONMAPUETANBHOIO ME3CHTepHus; IPM2 — 3agHsIs YacTh
WIIeONIapueTaNbHOrO Me3eHTepust; IC — Gospre OpaxuanbHbIe CHHYCBI; MN — MeTaHeppuanii; 010
— BBIPOCTHI MEPUBUCIICPATHHOTO II€JI0Ma, 3aKIOYAIOIIie BHYTPEHHHUE KOChIe MBIk, 0l0 —
BBIPOCTBI NEPUBUCLEPATBHOIO LEJI0MA, 3aKIIOYANOIINE JIATepaIbHbIE KOCBIE MBIIIIBL, Pac —
KaMephbl 33JJHUX aJTyKTOPOB; SC — MaJible OpaxualibHble CHHYCBI; VMS — BEHTpaJlbHbIe MAaHTHITHbIE
CHUHYCBI; UMO — BBIPOCT NEPUBUCLIEPAIIBHOIO LEI0MA, 3aKJIFOYAOIINI HEMAapHYK MEIHUAIbHYIO

MBIIIITY .
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Pucynox 29. ['mcronorudeckass oOpraHu3anusi HJICOMAPHETAIBHBIX  ME3CHTEPHEB U
MeTaHeppuaueB. A — onepeyHbIi THCTOIOTHYECKHI cpe3 B 00J1acTH BOPOHKU MeTaHehpuus; B
— 10 ke, yBenuueHo. O0o3HaueHus: bW — creHka tena; ddv — nuieBapuTeIbHbIC TUBEPTUKYJIbI,
dIf — nopcanpnast ryda Boponku meranedpuaus; dmf — mopcanbHeil THcTOK MaHTHH; dvm —
JIOPCOBEHTPAJIbHBINA Me3eHTepuid; INt — 3amHss kuika; mMnf — Boponka meranebpuaus; Mr —
MaHTHIHBIA MPOCBET; IPM1 — mepeaHss YacTh WICOMAPUETATBHOTO ME3EHTEpHs; IPM2 — 3aaHss1
YacTh WJICONIAPUETATBHOIO ME3CHTEepHs; Ol — BHYTPEHHHE KOChle MBIIIIBL, Ol — jarepanbHble
KOChI€ MBIIIIBI; 00 — OOLMUTHI; PVC — THepUBHCHepanbHbIi memom; Pyl — kumeunuk; VIF —
BEHTpaJibHAsi ry0a BOPOHKM MeTaHehpuaus. 3eIEHbIM IIBETOM BBIICICH HJICOMAPHETATBHBIN

Me3eHTepHii, (HoIeTOBBIM — MeTaHEeDPUAUIA.
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Boponka metanedpuans UMeeT CII0KHOE CTPOEHUE: TOMUMO OCHOBHOM 4acTu
BOPOHKH, BUCSIIIEH Ha WJIEONAapHETAIbBHOM ME3EHTEPUHU U TPOXOISAIIUM Yepe3 HEro
(Puc. 29), ona BkmouaeT B ceOs JBE BBITAHYTHIC BIOJIb HJICOMAPUETATIHLHOTO
Me3eHTepHs I'yObl — JOpcalibHYI0 U BeHTpalbHyl (Puc. 29). Koporkue kaHambl
KKJIOTO METaHePPUIUS TIPOXOIAT JIATEPATHHO U BIIEPE, MO HEOOIBIITUM YTIIOM
K TUIOCKOCTH TIEpEIHEH BETBU JIATEPATHHOTO ME3CHTEpHUS, CHJIBHO CYXKAIOTCS U

OTKPBIBAIOTCSl HEPpomopaMu Ha MepeaHe-aTepaibHbIX CTOpoHaX TyJoBuia (Puc.

28).

[lepuBucuepanbHblid LETOM M TYJOBHUIIE B LEIOM HMMEIOT HENPaBUIbHYIO
dopmy (Puc. 12, 13, 28), 00ycioBICHHYI0O MHOTOUYHUCICHHBIMU BBIPOCTAMH, KaK B
MaHTHIO (MaHTUHHBIC CHHYCHI, Puc. 13), Tak ¥ BEIPOCTHI B CTOPOHBI, COJISPKAIINC
pa3MyYHBIE MBIIIIBI M COOTBETCTBYIOMME popMme »Tux Mbiil (Puc. 28; mogpobHee
cM. paszzen 4.4). YabTpacTpyKTypa MEpUBUCLEPATIBLHOTO IIEJIOMa pa3indyacTcs B
pa3NUYHBIX y4YacTKaX, XOTs MO OOJIbIIEH YacTH NPEJCTaBIsIET COOOW MPOCTOM

muosnutenuii (Puc. 30-34).

BricTiiKa mepuBUCLEPATIBHOTO 1I€JIoMa Y CTEHOK TeJja MpeACTaBisieT co0oit
MUOBMIUTENNN, BBICOTAa KOTOpOro Bapeupyercs ot 4 1o 15 mxm (Puc. 30). [lanabiii
MHUODIIUTEINIA HWMEET BBIPAKEHHYIO MBIIIEYHYIO YacTh, CBOOOAHAs OT
MUO(HWIAMEHTOB LUTOIUIa3Ma, cojepXalas sapa, 3aHUMaeT HeOOJbIIYIO
anukanbHyto dacth kietok (Puc. 30). MuodunameHTsI B OCHOBHOM
OpPUEHTHUPOBAaHBI IPOJIOJILHO, BIOJb Tiepeane-3aaueit ocu (Puc. 30A,C,D); numb B
3aJJHEH YaCTHU MEPUBUCLEPATBHOIO LEJIOMA B JIATEPO-A0PCAIBbHON U JaTepajibHOU
30HaX MHOQUIAMEHTHI OpUEHTHPOBaHbI Jopco-BeHTpanbHO (Puc. 30C); 3mech ke

KJIETKHA UMEIOT HauOOJIBIIIYIO BBICOTY, KOTOpast JoxoauT 10 30-40 mxwm (Puc. 30C).

[{esorennii  NEPUBUCLUEPAIIBHOTO  LEJIIOMAa  MOKPBIBAET  BCE  YacTH
nopcoBeHTpanbHoro mezenrepus (Puc. 31A,B). JlopcasibHblii Me3€HTEPHUIl TOKPHIT
OTHOCUTEIBHO HEBBICOKUMHU (10 4-5 MKM) MHUOBIMUTEIHAIbHBIMU KIIETKaMH,

MUO(DUIAMEHTHI KOTOPBIX OPUEHTUPOBaHBI TTPoosibHO (Puc. 31A). BenTpanbubiii
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ME3EHTEepUH BBICTJIAH IJIOCKUMH (BBICOTOM 10 2-3 MKM) KyOUYEeCKHMHU

nepuToHeabHbIMU KiieTkamu (Puc. 31B).

Pucynok 30. YibTpacTpyKTypa BBICTHIIKH EPUBUCIIEPAILHOTO (TYJIOBUIHOTO) Lienoma, TOM,
nonepeyuHsle cpe3bl. A — mopcalibHast BRICTHIIKA B 00JIaCTH Keny/Ka; B — maTepanbHas BBICTHIKA
B obOnactu xenyaka; C — marepo-gopcayibHasi BBICTHIIKA B 33JIHEH 4acTH MEPUBHCIEPATLHOTO
nenmoma; D — BeHTpasmbHas BBICTHIIKA B oOnactu kenmynaka. ObOosnauenus: Cddiv — kieTku
LEJIOMUYECKON OOKIaaKH MHUIIEBAPUTEIbHBIX AuBepTHKYNIOB; dvmf — nopcoBeHTpanbHbBIC
MBIIICYHbIC BOJOKHA; €CM — BHEKJIETOYHBIA MaTpukc; epd — smuaepManbHble Kietku; glc —
roOysapHbIe KiIeTKH; hgaa — amopduas yacth mepeaHero amiykropa; Imf — mpomosbHbie
MBIIICYHbIC BOJIOKHA; MV — MUKPOBOPCHHKH; N — sipa; OiMf — Mblllle4HbIe BOJIOKHA BHYTPEHHEH

KOCOM MBIIIIEI.

Kak oOknagka »emyaka, Tak U OOKJIaJKa MHUIIEBAPUTEIbHBIX TUBEPTUKYJIOB
NpEACTaBICHA  IJIOCKUM  MHUODIHUTEIIUEM, MUO(GUIAMEHTBI  KOTOPOTO
OPHUEHTHPOBAHBI B OCHOBHOM KOHIIeHTpHueckH (Puc. 31C,D). B BeicTHIIKE XKemyaKa

MUO(WIAMEHThl 3aHMMAIOT B TOM YHCJE Teja KJIETOK, IMpHiieras K IMpOJOJbHO
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BeITAHyTOMY sApy (Puc. 31C), a B ciyyae mnuIIeBapUTEIbHBIX OTPOCTKOB
KOHIIEHTPUYECKUE MBIIICYHbIE BOJIOKHA MPOXOASAT B TOHKUX (HE Oojee 1 MKM)

OTPOCTKAaX KIIETOK, CTEIIOIINXCSI IO MOBEpXHOCTH quBepTHKyia (Puc. 31D).

Pucynok 31. YapTpacTpykTypa BBICTHJIKH TMEPUBHUCIEPATHHOTO (TYJIOBHUIIHOTO) IeioMa Ha
ME3EHTEPHSIX U MHUIIEBAPUTEIHLHOM TpakTe, TOM, nmonepeynsie cpe3bl. A — BEICTUIIKA TOPCATHHON
YacTH JOPCOBEHTPAIILHOTO Me3eHTepusl; B — BBICTHIIKA BEHTpaAIbHOW YacTH JOPCOBEHTPAILHOTO
Me3eHTepus; C — oOKiIaKka JopcoiaTepaaibHOW CTOPOHBI Xkemyaka; D — oOkiaika BEHTpaTbHOM
CTOpPOHBI kenmyaka. O003HaueHHs: C — KTYTHKH; CMf — KoJbIleBbIe MbIlIeuHble BoOKHA; ddV —
MHUIIEBAPUTEILHBIN UBEPTHKYIT; VM — TOPCOBEHTPAIBHBIN ME3EHTEPHIA; ECM — BHEKJICTOUHBIN
Mmatpukc; Imf — nmpojonbHbIe MBIIIIEYHBIC BOJIOKHA; MPEP — SMUTEIHH KelyaKa; N — sapa; ptc —

MIEPUTOHEANbHBIE KIETKH; PVC — IepUBHUCLIEPATIbHBIN (TYJTOBHUIIHBIN) LETOM.
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3anHui HeTapHBIN BBIPOCT NMIEPUBHUCIIEPATBHOTO IIETTOMa, TIPOXOISIIANA MEXTY
kamepamu 3aaHuX aanykropoB (Puc. 13A, 28A,C), BeicTian BeICOKHM (10 30 MKM)
muosrurenmeM (Puc. 32A-C). YHOMSIHYTBIE MHUOSIHTEIMHA, 3aHUMAIOIIANA B
MIPOKCUMAJTLHON YaCTH 3aJJHETO BHIPOCTA OOJIBIITYIO 9acTh 00bEMA IIETOMHUYECKOTO

KaHaJla, COCTABJIIET TaK HA3bIBAEMYIO HEMAPHYIO MEAHAIIBHYIO MBILIILY (CM. pa3ael

4.4).

[IpuMeuaTenbHO, YTO 3aJHUN HEMIAPHBIA BBIPOCT IIEPUBUCLIEPAIBHOTO LIETIOMA
COJIEPKUT MPOAOJIKEHUE JOPCOBEHTPAIBHOTO ME3EHTEPHs, OTXOIdIlee OT
NUIICBAPUTEIBHOTO TpakTa Yy HauOoliee 3aJHET0 Yy4yacTKa KHUIICYHHKA,
obOpazyromero mnerino (Puc. 32A-C,E; Ha peKkoHCTpyKIMAX HE Moka3aH). B
JVCTAIBHOW YacTH 3aJHETO HEMapHOTO BBIPOCTA 3TOT ME3EHETEPUN HEIOJIHBIMN,
paznenéH Ha 60JbIyIo (710 20 MKM B IJIMHY ) AOPCATIbHYIO U MEHBITYIO (5-10 MKM B
JUIMHY) BEHTPAJIbHYIO YaCTHU, K KOTOPBIM HPHUKPEIUISIIOTCS MHO3IUTETUATbHBIC
KJIETKM TaKOTO K€ CTPOCHHUSA, KaK Ha CTEHKaX 3aJIHEero HemapHoro BeipocTa (Puc.
32B,C); amukanbHbIE TEPUTOHEATbHBIC KJIETKH B 00JIACTU ME3EHTEPUEB HE

OTMCYAIOTCAI.

B mpoxcuMasibHOM 4acTH 3aJIHET0 HEMAPHOI'O BBIPOCTA JOPCOBEHTPAIBHBIN
ME3EeHTEPHIA IPECTaBIIICT COO0H MONTHYI0 reperopoaky (Puc. 32E), pazaensroryio
3aIHUI HEMApHBIN BBIPOCT HA IBE MPUMEPHO PAaBHBIE YACTHU; HETIAPHASI MEANAIbHAS
MBIIIIIA, TAKUM 00pa3oM, TaKke pasjelisieTcsl Ha JBe yacTu. [loMuMo HEMmoJHOro
JIOPCOBEHTPATILHOIO ME3EHTEPHS TOJIIUHOM 710 6-7 MKM, 3aIHUI HEMTAPHBIA BHIPOCT
B JIAHHON 00JacTH TaKXe pa3feiaéH HEMHOTOYHCICHHBIMU (MO 2-3 ¢ Kaxaou
CTOPOHBI OT ME3EHTEPHS1) COCTUHUTEIHLHOTKAHHBIMU MTEPErOPOKAMU TOJIIUHOM J10

2 MKM, K KOTOPBIM KpEIsATCst MUo3muTeInanbabie kiaetku (Puc. 32D).
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Pucynox 32. CTpykTypa BBICTHJIKHM 3a/JHEr0 BBIPOCTA IMEPUBUCLEPATBHOTO (TYJIOBHUILHOIO)
IEJIOMa, COJIEP’KaIllero HEMapHyl MeAuaiabHylo Mblmiy, TOM, nmomnepeunsie cpe3sl. A-C —
MHUOS3IUTEINH JUCTAIBbHOW 4YacTu 3aiHero BbipocTa; D, E — mpokcumanbHas 4yacTb 3aqHEro
BBIPOCTAa C COEIMHUTEIbHOTKAHHBIMU IIE€PETOPOJKAMU M IIOJHBIM Me3eHTepueMm; F —
yABTPACTPYKTYpa MUOMUTENHS 3aHET0 BhipocTa. O003HaYeHHs: CMD — KJIeToYHbIe MEMOpaHBI;
CtS — CoeqMHUTENLHOTKAHHbBIC MEepPeropoaki; dVM — MOpCOBEHTPAIbHBIA Me3eHTepuil; ecm —
BHEKJICTOYHBIN MaTpHKC; epd — snuaepManbHble KIeTKH; IMC — KJISTKa B COSANHUTEIILHON TKaHH
MmeseHTepus; Imf — mponobHBIe MBIICUHBIE BOJIOKHA; Ml — MAHTHHHBINA IPOCBET; N — si/ipa; Ptc —
NEpUTOHEAIbHBIE KIETKH; PVC — MEpUBUCIEPAIbHBINA (TYJIOBHUIIHBIN) Ie0M; UM — HemapHas

MEIHuaJIbHas MbIIIIA.
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Pucynox 33. Crpykrypa «OpaxuallbHBIX pPETpakTopoB», TOM, mnomnepeuHble cpe3bl. A —
CTPYKTYpa KaHaya «0paxuaabHOro» peTpakTopa»; B — o0muit Bua «OpaxuaabHBIX PETPAKTOPOB
B CBSI3U C OCHOBHOM TOJIOCTHIO MEPUBHCIIEPATHHOTO (TYJOBHIIHOTO) 1ieioma. O0o3HaueHus: brrc
— KaHaJIbl «OpaxuallbHBIX PETPAKTOPOB»; EMC — BHEKJIETOUHBIA Matpukc; Imf — npomosnbHbie

MBIIICYHBIC BOJIOKHA, N — sA1pa, PVC — HepHBI/ICHCpaJIBHblﬁ (Ty.]'IOBPIIJ.[HLIﬁ) OCJIIOM.

B nepenne-ngopcanbHO# YaCTH OT MEPUBUCIIEPATHHOTO 1IEI0Ma OTXOIAT Y3KUE
JaTepalibHbIE KaHAJIbI B CUJILHO YTOJIIIEHHYIO B 9TOM MECTE COSAMHUTENbHYIO TKaHb
crenku Tena (Puc. 33). Kananpl mpakTHYECKH MOTHOCTHIO 3aITOJTHEHBI BBITSIHY THIMU
MUOATUTEINAbHBIMU  KieTkamu  (Puc.  33A), mnpeacraBnstonumMu  coboi
MPOJOJDKEHUE JOPCAIBHOM MHUOSIUTEINAIBHON BBICTUIKA OCHOBHOM IIOJIOCTH
(Puc. 33B); MmuodunamMeHThI, 3aHUMAFOIIKE 0a3aJIbHYIO U CPETHIOK YaCTH KIIETOK B
KaHaJlaXx, OpPUCHTUPOBAHBI B ITEPETHE-3aTHEM HAMPABIICHNH, TaK e KaK 1 OCHOBHOM

IMMOJIOCTU TICPUBUCHCPATIBHOIO ILCJIOMA. OTH KaHajdbl U HUX MHUODUTEIHAIbHAS
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BBICTHJIKA MPEACTABIISIIOT CO00M TaK Ha3bIBaeMble «OpaxualibHbIE PETPAKTOPHD) (CM.

pazaen 4.4).

Pucynox 34. CtpykTypa BBICTMIKHM MaHTUHHBIX CHHYcOB, TOM, nomepeuHsle cpe3bl. A —
JIOpCaJIbHBI MaHTUHHBIA CHHYC OKOJIO (PPOHTAJIBHBIX KaMep, BHYTpPEHHssI CTOpoHa; B —
BEHTPAJIbHBI MaHTUIHBIA CHHYC B OOJIACTU NEPECEYEHMs] KOChIX MBIIIIL, HApYy>KHAas CTOPOHA.
O0o03HauyeHus: bp — OpaxuanbHbie TPOTPaKTOPhl; dMS — HOpCATBbHBI MaHTHHHBIN CHHYC; €CM —
BHEKJICTOYHBIA MaTPHKC; MSCM — KOJIbIIEBBIC MBIIICYHbIC BOJIOKHA MAHTHIHOTO cuHyca; msim —
IPOJIOJIbHBIC MBIIICYHBIC BOJIOKHA MAHTHIHHOTO CHHYCa; N — sijjpa; 0OMed — Hapy >KHbI MaHTHIHBI

SMUJEPMUC; VNS — BEHTPAJIbHbII MAaHTUIHBIA CHHYC.

JlopcanbHble MAaHTHITHBIE CHHYCBI OTXOJAT OT MEPUBUCIEPATHHOTO LIeJoMa B
JOPCAITbHBIN JINCTOK MAHTUU CIIEPE/IN, BEHTPAIBHBIC MAHTUIHBIC CHHYCHI OTXOIST
B BCHTPAJIBHBIA JINCTOK MAHTHW TI033aJ{ TEPEAHHX aJIyKTOPOB, HA YPOBHE
NMPHUKPEIJICHHS HJICOMapUeTaIbHBIX Me3eHTepHeB K crenkam tena (Puc. 13, 28D).
BHyTpeHHHE CTEHKM MAaHTUHHBIX CHHYCOB BBICTJIAHBI MHOAIIUTEIUATBLHBIMU
KJIETKaMH, IUTOIJIa3Ma KOTOPBIX B OOJIbIlEH YacTu 3aHsATa MuouiamMentamu (Puc.
34); B gopcadbHBIX MAHTHWHBIX CHHYCax MHOQPWIAMEHTBI OTHUX KJICTOK

OpUEHTUPOBaHBI KOHIIeHTpHUecku (Puc. 34A), B BeHTpalbHBIX — TIPpo10iibHO (Puc.
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34B). Bo Bcex ciydasx MHOSIHMTEIHATbHAs BBICTHIIKA MAaHTHUHHBIX CHHYCOB

HEeBBICOKasi, BEICOTOM 10 6 MkM (Puc. 31).

VY B3pocnbix ocobeii N. anomala mepuBHCICpaNbHBIA I[IEIOM BO MHOTHX
MeCTaxX 3aloJIHEH CO3PEBAIOIIMMHU TaMeTaMH («TraMETOT€HHOW TKaHbIOY») WIIU
3penbivu rametamu (Puc. 29, 35). V uzydeHHbIX 0c00€CH, KaK CaMOK, TaK U CaMIIOB,
raMeTOTeHHAss TKaHb 3aIlOJIHAET TMPOKCHUMAJIBbHBIE YacTH JOpPCaJIbHBIX U
BCHTPAIBHBIX MAHTHMHBIX CHHYCOB, @ TAK)KE MPHUKPETUIIECTCS CIEPean M C3aIu K
WJeoNnapueTalbHbIM ME3EHTEPHUSIM, OCOOEHHO CHJIBHO pa3pacTasich Ha €ro 3ajHei
gactu (Puc. 29, 35). Ha cpe3ax 3agacTyro HaOM0gaeTCs MIIOTHOE COMMPUKOCHOBEHUE

CO3pEBAIOIINX FaMET U MHIIEBAPUTEIIbHBIX TUBEPTUKYIIOB (Puc. 29).

3. IlapHble kamepbl 3aJHUX AJIYKTOPOB pacrojiaraloTcs B 3aJHEN YacTu
TyJOBUIIA  JIATEpaJbHEEC  AHAIBHOW  KAaMEPbl W LEHTPAJIbHOM  YacTH
MEPUBHUCIIEPATBHOTO I11€JI0Ma, IMOJHOCTHIO OTIEICHBI OT MEPUBUCLEPATHEHOTO U
npyrux uenomos (Puc. 12, 13, 28B). [lepeanue cTeHKH 3THX KaMmep CIUBAIOTCS C
3aIHAIMH YacTsIMHU HieomnapueTanbHbix Me3eHTtepueB (Puc. 28B). JlatepambHee
KaMep 3aJIHUX aJIyTOPOB PACIIOJIATalOTCsl BRIPOCTHI MEPUBUCIIEPATILHOTO 1IEJI0OMA,
3aKJIIOYaronue B cede 3aJHue YacTU BHYTPEHHHUX U JIATEPATBHBIX KOCHIX MBIIII]
(Puc. 28B). Kamepsl 3amHuX aJIyKTOpPOB HMEIOT HEMPaBWIBHYIO (GopMy: C
BEHTPAJIBHOU CTOPOHBI, TJI€ UX MOBEPXHOCTh MPHUJICKHUT K BEHTPATHHOU CTBOPKE
pakoBHHBI, OHH coBepiieHHO miockue (Puc. 13B), ¢ mopcanbHOW CTOPOHBI OHU
00JaaroT 3aMETHBIM TpeOHEM, MPOXOMISIIMM HAUCKOCOK CHepeau Has3al TaKUM
o0pa3oM, 4TO Tepe/lHee OKOHYaHWe TpeOHs HAIpaBJIEHO JIaTepalibHO, a 3aHee —

meauanbHo (Puc. 13A).

Kamepsbl 3a1HUX aqyKTOpOB Ha3BaHbI TaK IO MBIIIIAM, PACIIOJIOKCHHBIM B
HUX Y 3aHUMAIOIINUM OOJBIITNI 00bEM MOJIOCTEHN, pACCMATPUBAEMBIX IIEJIOMUYECKHIX
kamep (moapoOHee cM. pazaen 4.4). COOTBETCTBEHHO, IIEIOMUYECKasi BBICTHIIKA
KaMep 3aJHMX aJayKTOPOB C JOPCATbHBIX W BEHTPAJIBHBIX CTOPOH KaK TaKOBas
OTCYTCTBYET: €€ 3aMEHSIOT MPUKPETUICHHSI 3aIHIX aJJTyKTOPOB COOTBETCTBEHHO K

JOpCaIbHOM M BEHTPaJIbHON CTBOPKE paKOBUHEI (TI0ApoOHEe cM. pazaen 4.4).
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Pucynok 35. Jlokanu3zanus raMeTOreHHOM TKaHU B MEPUBHUCLIEPATHHOM (TYJIOBUIIHOM) LEJIOM,
3D-pekoHCTpYKITUHU. A — BUJI C IOPCATLHOM CTOPOHBI; B — BUI ¢ BeHTpanpHOU cTopoHbl; C — BHJT
cnpaBa. OOo3HaueHHs: aC — aHalbHas IeIOMUYeckas Kamepa; ddv — muIeBapUTENbHbBIC
JIMBEPTHKYJIIBI; AMS — HOpcanbHble MAaHTHITHBIE CHHYCBI; VM — TOPCOBEHTPANbHBII ME3EHTEpUil;
fc — ¢poHTanbHBIC IETOMHYECKHE KaMephl; ( — MUINEBAPUTENbHBIA TpakT, IC — OosbIme
OpaxuaibHbIC CHHYCHI, IPM — MieonapueTaibHblii Me3eHTepuid; Iph — pyku ngododopa; mn —
MeTaHepuIuii; 010 — BEIPOCTHI IEPUBUCIIEPATBHOTO 1I€JI0Ma, 3aKII0YAI0NIHe BHYTPEHHUE KOCHIE
MBIIIIBL; 0l0 — BBIPOCTHI MEPUBUCIEPATBHOTO LEIOMa, 3aKIIIOYAIONINE JIaTepalbHBIC KOCHIE
MBIILIIBL; PAC — KaMepbl 33HUX aIIYKTOPOB; PVC — IEpUBUCLEPATILHBIN (TYJIOBUIIHBIN) LIET0M; SC
— MaJsible OpaxuaibHble CHHYChI; VMS — BEHTpaJbHbIE MAHTUWHBIE CHHYCHI; UMO — BBIPOCT
NEPUBHUCLIEPAIIBHOIO 1IE€JIOMa, 3aKIIYAIOIINMNA HENapHyl MeAHaNbHYH Mblmy. KpacHbimMu

3BE3109uKaMU 0003HAYEHO PACIIONIOKEHHUE TAMETOTeHHOM TKaH! (Oernas).
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Pucynok 36. YabpTpacTpykTypa BEICTHIIKH KaMep 3aJHUX aJIyKTopoB, TOM, monepeuHbie cpessl.
A — w™emmaneHas crtopona; B, C — marepambHas cropona. O6o3nauyenus: dvmf —
JIOPCOBEHTPAJIbHBIE MBILIIEUHBIE BOJOKHA; €CM — BHEKJIETOUHBIA MaTPUKC; €MC — AUTEIHAIbHO-
MBIIIEYHbIC KIeTKH; epd — snuaepMalibHble KIIeTkr; hgpa — amopdHast 4acTh 3aJJHET0 aJIyKTopa;
Imf — mpomonbHBIe MBIIIEUHBIE BOTOKHA; MfPA — MbIIIeYHbIe BOJOKHA 3aJHEr0 aIyKTopa; mt —
MUTOXOHAPUH; MV — MUKPOBOPCUHKH; N — siJIpa; Pac — KaMmepa 3aHero aiIyKTopa; VSP — CpeIHsIs

YaCTb OUTOINIA3Mbl C KPYIIHBIMH BaKyOJIsIMU.
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Pucynox 37. B3auMopacrnosnoxeHue aHalbHOM LEIOMMYECKONH Kamephl, JIOPCOBEHTPAIbHOIO
ME3EHTEpUs] U TEPUBUCLIEPATHHOrO (TYJIOBUIIHOIO) LIEJIOMA, MONEPEYHbIE THCTOJOTUYECKUE
cpe3bl. A — cpe3 uepe3 MepeHIO JacTh NpsamMoi kumkh; B—C — cpessl uepe3 3aJHIO 4acTb
OpSAMOM KUIIKH, OKPYKEHHYIO aHaIbHOM Kamepoil. O003HaueHus: aC — aHaJIbHasl LIeIOMUYecKast
Kamepa; dVM — T0pCOBEHTPAIbHBINA ME3CHTEPHIA; INt — 3aHsIs KHUIIKA; MC — MAHTHIHASI IOJIOCTb;
pa — 3amHHME angyKTOpbl; Pac — KaMmepbl 3aJHUX aAJyKTOpPOB; PVC — NEPUBUCUEPAIBHBIN

(TyJOBULIHBIN) LIETTOM.

OObIyHasl 1[eTTOMHYECKasi BBICTHIIKA, OJHAKO, OOHApY>KHMBAeTCsI B OOKOBBIX
CTEHKax KaMep 3aJHUX aJyKTOPOB — MEAUATBHON, OOpAIIEHHON K CaruTTaIbHON
IJIOCKOCTH Tela, u atepanbHbIX (Puc. 36). C MeauanbHBIX CTOPOH IETOMUYECKas
BBICTHJIKA IIPEACTABICHA SIUTCINAILHO-MBIIICYHBIM 1ienoTenuem (Puc. 36A) ¢
BBIPOKCHHOW aIlmMK0-0a3aJIbHON TOJISPHOCTHIO: B aNHMKAJIbHBIX YacCTAX KIETOK
HAxXOJATCA SApa, B CPEJHUX — KPYIHBIE BaKyOJdH C DJIEKTPOHHO-TIPO3PAYHBIM
COJIEP>KMUMBIM, B 0a3aibHOM — MUOGMIaMeHThl. MuoguiaMeHTs! B JaHHONW 00J1aCTH
OPUEHTUPOBAHBI MPOOJILHO, BIOJL MepeaHe-3aaneit ocu nenoma (Puc. 36A). C
JaTepabHBIX CTOPOH 3aJHUX aJUTYKTOPOB IIEJIOMUYECKast BBICTHIIKA TIPE/ICTaBIICHA

IMPOCTBIM MHOIIINUTCIINEM, MI/IO(l)I/IJ'IaMCHTBI KOTOpPOIr0 OPpHUCTHUPOBAHLI 00 TaKXke
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MPOJI0JLHO, OO0 nopco-BeHTpanbHo (Puc. 36B,C); opuenTanus MuoduiaMmeHTOB
3/IeCb HE TMOKa3bIBa€T KaKoW-muOo perynsapHOcTH. CTOUT OTMETUTh, YTO K
JaTepalbHBIM CTEHKaM Kamep 3aJHuX aIyKTOPOB BIUIOTHYIO TIOJIXOJST
MBIIIEYHBIE TTyYKH 3aTHUX aJTyKTOPOB; TAKUM 00pa3oM, IeIOMHUYecKasi BEICTHIIKA
3[1€Ch BH3YyaJlbHO MPAKTHUECKU CIIMBAETCS C MAcCOW 3aJHET0 aJTyKTopa, KIETKU

KOTOPOI'0 TAKIKC SBJIAIOTCA ITPOHU3BOIHBIM MHUOXIUTEINAIBHON BBICTHIIKH (PI/IC

36B,C).

4. Henapuas ananbpHas kamepa (Analkammer, tepmun o Blochmann, 1892)
OKpYy’KaeT HanOoJiee 3aIHI00 YacTh npsamon kumku (Puc. 12, 13B, 28B,C, 37)
IPEJCTaBIsIET COOON Y3KYIO IIEJIOMHUYECKYIO KaMepy, IPOCBET KOTOpPOH (Mexmy
CTEHOM Tejla M CTEHKOW MHUILIEBAPUTENBHOIO TpakTa) BapbHpyeT OT 5-30 MKM ¢
JOpCaTBLHOM U BEeHTpabHOU cTOpoH 10 10-50 MkM B natepanbHbIX yacTsx (Puc. 37,
38). Ilpm mnpocnexuBaHUU JAHHOTO LEJIOMHUYECKOTO KOMIIAPTMEHTA IO
TUCTOJIOTUYECKHUM CPe3aM MOKHO YBUAETh, UTO TIEPEIHAS YaCTh aHAJIbHON KaMephl
IIPOHU3BIBAET TOPCOBEHTPAIBHBIN ME3EHTEPHUN NTEPUBUCLIEPATIBHOTO LIEJIOMA TAKUM
o0pa3oM, YTO U JOpcalbHas, W BEHTpaJibHas €ro 4acTh pAaclajaloTcs Ha JBa
narepanbHbIX JucTka (Puc. 37C, xopoI1o 3aMeTHO B BEHTPAIbHON YacTH), KOTOPBIC
3aT€M BIIMBAIOTCA B COEIWHHUTEIBHOTKAHHBIE CTEHKH, Pa3AeIIOIIHEe Kamepbl
3aIHUX aJAYKTOPOB U 3aJHuil ManTuiiHbIi npocBeT (Puc. 37D). Cama ananbpHas
KaMepa HUKAaKUX ME3EHTEepHeB U meperopoAok He coaepkuT (Puc. 37D). C3anu

aHaJbHas KaMepa 3aKaHYMBaeTCs Clieno Ha ypoBHe anyca (Puc. 28B,C).

[{enmomuueckasi BBICTHIIKA aHAJIBHOM KaMmepbl 00JIaaeT SICHBIM U XOPOIIIO
BBIPKEHHBIM pa3/IeJIEHUEM Ha BHEUIHIOKO (IPUJIETAIOLIYIO K CTEHKE TeJa, a TOYHEE,
aHaJbHOM MaNuJUIbl) U BHYTPEHHIOKO (MPUJIETAIOIIYIO K NPsIMOi KulKe) 30HbI (Puc.
38). B obeux 30Hax IelOMUYECKas BBICTWJIKA aHAJIbHOW Kamepbl MPEACTaBISET
co00# MPOCTON MUOAUTENUN ¢ Oa3aTbHO PACIOJIOKEHHBIMU MUO(PUIAMEHTAMU U
anyKaJIbHO PACIIOJ0KEHHON CBOOOJHONM OT MHO(MUIAMEHTOB IMTOIUIa3MOM C
sapamu  (Puc. 38). Paznauyarorcss 30HBI 0 OpPUEHTAIIMM UM MOIIHOCTHU
MUO(MUIAMEHTOB: B 30HE CTEHKM Tela MHO(DWIAMEHThl OpPUEHTHUPOBAHBI
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KOHIIEHTPUYECKH M PACIIONIOKEHBI OTHOCUTEIHHO MOIIHBIM CIIOEM TOJIUHON 4-8
MKM, TOT/]a KaK B 30HE IPSIMOM KUIITKU MUO(PHIAMEHTBI OPUEHTHUPOBAHBI ITPOI0JILHO
(BHOJb TMUIIEBAPUTEIILHOTO TPAKTA) M KX CJIOW PEAKO JOCTHTAeT 2 MKM B BEICOTY
(Puc. 38). BHemHss KOHIIEHTpHUYECKass BBICTUIKA OCOOCHHO CHIJIBHO pa3BHTa C
JOpCaTbHOM W JaTepalbHBIX CTOpPOH aHambHOW Kamepbl (Puc. 38A,C), rame
3arojHeHHAss MUO(PWIAMEHTAaMH IUTOIUIa3Ma KJIETOK BHEIIHEW 30HBI MECTaMu

MOJIXO/IUT BIUIOTHYIO K KJIETKaM BHYTPCHHEH 30HbI U npsiMoii kumku (Puc. 38A).

Pucynok 38. YabTpacTpykTypa aHadbHOM LIEJIOMUYECKOi kamepbl, TOM, nonepeunsie cpesbl. A
— JopcanbHas cTopoHa; B — BeHTpanbHas cropoHa; C — narepanbHas ctopoHa. O6o3HaueHus: ac
— aHalbHas IeoMudeckas kamepa; bl — GazanmpHas ruracTuHKa; CMF — KOJIBIIEBBIC MBIIIEYHBIC
BOJIOKHA; €CM — BHEKJICTOUHBIH Marpukc; epd — smuaepMaibHbIe KICTKH; Jep — KHIICYHBIH

BHHTCHHﬁ; Imf — IIPOAOJIbHBIC MBIIIICYHBIC BOJIOKHA, N — sapa.
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4.4. MblieyHasi cucreMa
4.4.1. Moruuyul, ceazaunvie ¢ 10¢hoghopom

He cunTas TOHKMX MUOATIUTEIMATBHBIX BEICTHJIOK PA3JIMUHBIX HEJIOMUYECKUX
kommapT™MeHnToB, y N. anomala MokHO BBIIEIUTH CEMb Iap 000COOIEHHBIX MBIIIIIL
v oaHy HemapHyro Mbiy (Puc. 39, 40): 1) mapHbie OpaxuaibHbIe TPOTPAKTOPHI,
3aHUMAIOIIIME MPAKTUYECKHU BCIO MOJIOCTh (DPOHTATIBHBIX 1IEIOMUYECKUX Kamep; 2)
napHbie OpaxuaibHBIC MBI, 3aHUMAIOITNE MPOKCUMATILHBIC U CPETHUE YACTH
MaJibIX OpaxuajabHbIX CHHYCOB (YacTei IIyIajblieBOTO Iiejoma); 3) IMapHbIe
OpaxuanbHbIEe DJIEBATOPHI, PACIIONIOKEHHBIE B MEPUBUCIEPATIHHOM (TYJIOBHIIHOM)
[EJIOME  MEXAY INEpeIHUMU  aAAyKTOpaMHM H  COEAWHUTEIbHOTKAHHOU
MIePEropoOKON, pa3Iesroliell MepUuBUCIEPaIbHBIN 1 IIyNaIbIeBbIA IICIOMBI; 4)
MIApHBIC MIEPEIHUE ATAYKTOPHI; PACIIOJI0KEHHBIE B MEPUBUCIIEPATLHOM LIEJIOME MO
OoKaM OT >KeNyJAKa; 5) MapHble BHYTPEHHUE KOCHIC MBIIIIIBI, TPOCTUPAIOIIUECS OT
BEHTPAJIBHOTO BO3BBIIICHUE COCIUHUTEIIBHON TKAaHU IOCEPEAUHE TYJIOBHIA K
KpasiM JI0PCaIbHOTO JIMCTKA MAaHTUM JlaTepajibHEe 3aIHUX aJyKTOpPOB; 6) MapHbIe
JaTepalbHbIE KOCBI€ MBIIIIbI, TPOCTUPAOIIMECS OT MepeaHe-TaTepalbHbIX
YYaCTKOB CTEHKHU TYJIOBHINA K 3aJHE CTEHKE TYJOBUINA; /) TapHBIC 3aJHUE
aJAyKTOpbI, 3aHUMAIOIIUE OOJBIIYI0 YacThb COOTBETCTBYIOIIMX IIEJIOMHYECKUX
Kamep; 8) HenapHas MeAuaibHas MBIIIIA, OTXOAAIAs OT 3aAHEr0 Kpasi I0pCalbHOTO
JUCTKAa MAaHTUM K MEIHAIbHO-33JHEN CTEHKE TYJOBHUIIA B 00JaCTH KUIICYHUKA U
pektyma. Kpome Toro, Kk pyHKIIMOHAIBHO 3HAUMMON MYCKYJIaType MOKHO OTHECTU
Y OPOJOJIbHYI0 MUO3IUTEINATIBHYIO BRICTUIIKY TIEPUBUCIIEpAIBHOTO 1iesioMa (Puc.

40A), koTopas moapoOHO omrcaHa B pazzene 4.3.

OCHOBBIBasICh Ha PACIIOJIOKEHUH MBI, COBOKYITHOCTh MYCKYJIaTypbl MOXKHO
YCIOBHO pa3feNuTh Ha JB€ (YHKUMOHAJIBHBIE TPYHMbL: MYCKYJIaTypy,
aCCOLMUPOBAHHYIO C IBKEHUAMU J10(odopa, U MyCKYJIaTypy, aCCOLUMPOBAHHYIO
C ABMKEHUSIMU PAKOBHUHBI. B mepBylo rpynmmy BXOAST OpaxuaibHble MPOTPAKTOPHI,
OpaxuanbHble MBIl U OpaxuajabHbIE 3JEBATOPBI; BO BTOPYIO T'PYIIY BXOISIT

nepeanne aaayKTopbl, BHYTPCHHHC M JIATCPAJbHBLIC KOCBIC MBIINNLI W 3aJHHC
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aJIyKTOPbI; HEMAPHYIO MEAMAIIbHYIO MBIIIIY HE Y/a€TCsd OTHECTH HU K OJHOU U3
BBIJICJICHHBIX BbINIE Tpynn (cM. pasznen 5.4), mosToMy oHa OyAeT paccMOTpeHa

OTACJIBHO.

dorsal

anterior

Pucynok 39. 3D-pekoHCTpYKIIMK MYCKYJIATYyphl 110 JAHHBIM KOMITbIOTEPHOI MUKPOTOMOTpa(uH.
A — BUJ ¢ opcanbHON cTOpoHBbl; B — Bua ¢ BeHTpanbHON cTtoponsl; C — Bua cupasa; D — Bua
cnepenu cripaBa. O003HAYCHHUS: 8a — MIePeIHUE aTyKTOPBI; De — OpaxuasbHbIe 31eBaTopsl; hm —
OpaxualbHbIe MBILIIBL; DP — OpaxuanbHbIE MPOTPAKTOPBL; DIT — «OpaxuanbHbIEe peTpakTopsy; ddv
— THIICBApHUTENbHBIC JMBEPTHKYIb; OVM — [OOpCOBEHTpaNbHBIH Me3eHTepuid; § —
NUIIEBAPUTENLHBIN TPAKT; IPM — WieonapueTaibubie Me3enTepur; Iph — pyku nododopa; oi —
BHYTPEHHHE KOChIe MBIIIIGL; Ol — aTepaibHbIe KOChIE MBIIIIBL, PA — 3aHHE aJTyKTOPhL, UM —

HenapHas MeauanbHas MbIIINA, VI — BEHTPAJIbHOC BO3BLIICHUE COE€IUHUTEIILHOM TKaHMU.

bpaxuanbHBIe TPOTPAKTOPHI PACTIONIOKEHBI BO (DPOHTAIBHBIX ICIIOMUYSCKUX
KaMepax, MPAaKTHYEeCKH TIOJHOCThIO TOBTOpsS UX (GOpMy H, CIEIOBATENBHO,
MPOCTHUPAsACh OT JOPCATBLHOTO JIMCTKA MaHTHH CHEpeId K 3aaHed o0JacTh
ocuoBanus mododopa u nepeaneit creuke tena (Puc. 39A,B,D, 40A, 41, 42A,B).

Kak BumHo Ha momepeunbix cpe3ax (Puc. 26, 42A,B), mbimeynsie BoJIOKHA
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OpaxuanbHBIX MPOTPAKTOPOB  OPUEHTHUPOBAHBI  BJAOJb  MPOJOJBHOW  OCH
(bpoHTaNbHBIX KamMep. Y B3pOCIIbIX 0COOEH 3TH MBIIIIIBI JOCTUTAIOT 1 MM B JJIUHY U

0,2 MM B HIMpUHY.

Pucynok 40. Cxematndyeckne puCyHKH MyCKyJlaTypsl. A — oOmuMid BUJ C JOPCATHHON CTOPOHBI;
B — MBIIIIIBI, acCOMMpPOBaHHbIE C IBUKEHUSIMHU CTBOPOK PaKOBUHBI, BUA cripaBa; C — HenmapHas
Me/uanbHas MBIIINA, OCTAJbHBIE MBILIIBI HE IOKa3aHbl, BUA chpaBa. OOo3HaueHus: aal —
OCHOBHAs 4acTb MEPEJHUX AATyKTOPOB; 82 — BHYTPEHHSS 4acTh MEPEAHUX aJTyKTOpPOB; ap —
aHajlpHas nanuuia (coaeprkamias HaumOolee 3aJHIO 4acTh IHIIEBAPUTEIBHOIO TpakTa u
aHAJBHYIO [IEIOMUYECKYIO Kamepy); be — OpaxuaibHbIe 37eBaTopbl; DM — OpaxuaibHbIC MBIIIIIH;
bp — OpaxuanpHbie MPOTPaKTOPBL; OV — TOpcanbHas CTBOPKA PAKOBUHBI; § — MHIIEBAPUTEIHBIH
TpakT; IMW — mponosbHas Myckynarypa crerku tena; Iph — pyku nododopa; mc — mantuiinast
MOJIOCTh; Ol — BHYTPEHHHE KOCBIC MBIIIIbI, Ol — narepaibHble KOChIE MBINIIBI; Pa — 3aHUE
aJJlyKTOpbl; VV — BEHTpajJbHas CTBOPKA PAKOBHHBI; UM — HEMapHas MeAuajbHas MBbIIIIIA.

3Bé3z[0q1<a YKa3bIBACT HA PACHOJIOKCHUC BECHTPAJIBHOI'O BO3BBIIIICHU COEIUHHUTEIILHOM TKaHMU.

bpaxuanbHbie MBIIIIEI 3aHAMAIOT MPOKCUMATBHBIE 1 CPEHUE YaCTH KaK0TO
Majoro OpaxuajabHOTO CHHYCa, 3aHMMas B HUX BECh MPOCBET 3a MCKIIOUYECHHUEM
HeOo b0l nmepenneit yactu (Puc. 15A). DTH MBIIIIBI TPOXOIAT B IEPBOM BUTKE
pyk nododopa gopcaibHO (B COOTBETCTBUM C PACIOJIOKEHHUEM MaJIbIX

OpaxHuagbHBIX CUHYCOB) U MMOCTETIEHHO CYXalOTCs K AucTaabHOMY KoHILY (Puc. 39—
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41, 42A). VX npokcuMalbHBIA KOHEI| 3aKperuiéH B 3aJHEH CTEHKE MaJjbIX
OpaxMaJbHBIX CHUHYCOB, I'/l€ OHU MOJAXOAAT OJIMKE BCErO K MEPUBUCIEPATBHOMY
HEeJIOMY, U TA€ pyKu Jo(dodopa MmoBopaynBarOT K CAarUTTAILHOM MIIOCKOCTH, 8 MaJIble
OpaxMajbHbBIE CHUHYCBl MEPEXOAAT B COEAMHMUTEIbHBIE KAaHAJBI ILIYNAJIBLEBOTO
nenommuyeckoro kommaptmenTa (Puc. 3941, cp. ¢ Puc. 14A-C). Hecmotps Ha TO,
YTO OpaxualbHble MBIIIIBI Ha BCEM MPOTSDKEHWM 3aKIIOYEHBI B Mallble
OpaxuajbHbIe CUHYChI, OHU HE IPOAOJKAIOTCS BMECTE C MAJIbIMU OpaxualibHbIMU
CHHyCaMU B JUCTalbHble BHUTKH pyk Jododopa (Puc. 39-41); Taxxke He
IPOAOKAIOTCSI OHU U B COETMHUTEINIbHBIE KaHAJbI UTYAJbLEBOr0 [EJIOMUYECKOTO
KOMIIApTMEHTa W B Mepu330(]areanbHbIl 1I€JI0OM, YTO M IO3BOJISIET YCTAHOBUTH
YCIOBHYIO  TpaHUIly MEXAYy MalblMU  OpaxualdbHBIMH  CHHYCAMH U
COCMHUTENbHBIMA KaHajamu (cM. paszzaen 4.3). bpaxuanbHbple MBIIIBI — 3TO
OTHOCHTEIFHO MacCCHBHBIE MBIIIIIBI, JOCTUraomue 4 MM B JumHy U 0,8 B mupuHy

y B3pPOCJIBIX 0COOEH.

JlaHHBIE TPAHCMUCCHOHHOM 3JIEKTPOHHOM MMKPOCKOIIMM ITI0KAa3bIBAIOT, YTO
KJIETKH OpaxuaibHBIX MBIIII, 00pa30BaHHbIC BUTOM3MEHEHHON BBICTUIIKON MaJbIX
OpaxuanbHBIX CUHYCOB, JOCTUTAIOT 4 MKM B IIUPUHY U KAK MUHUMYM (BO3MOXKHO,
UX MOJIHYIO JUTMHY HE YAaJ0Ch MPOCIEANTD o cpe3am) 70 MM B miuHy (Puc. 43).
OHM TeCHO MPWIEraloT K CTEHKaM MajbIx OpaxuanbHbIX cuHycoB (Puc. 43A),
Oyayuu 3akperuieHbl B Heil reMunecmMocomamu (Puc. 43D). MbleyHbie BOJIOKHA
KJICTOK OpaxuajbHBIX MBIIII] onepeunononocarbie (Puc. 43B). SAnpa atux KieTok
3aHUMArOT MapruHanbHoe mnojoxenue (Puc. 43B). Capkomepbl OpaxuayibHOM
MBIIIIBI UMEIOT JuInHY okoJio 0,8 MxkM. Kak u npyrue mbimms N. anomala, onu He
OTJEJEHBI OT LEIOMUYECKON MOJOCTH, HEMOCPEACTBEHHO KOHTAKTUPYS C HEW Ha
oonpuieit yactu nosepxHoctu (Puc. 43B). UnTepecHo, 4TO B MecTax OTBETBJICHUS
OT MaJIbIX OpaxuaabHBIX CHUHYCOB HIYMAaJbIEBBIX IEJIOMUYECKUX KAHAJIOB YacTH
OpaxuanbHBIX MBI 3aX0IAT B U[YNAJbLIEBbIE KaHAIBI CO (PPOHTAIBHOW CTOPOHBI,

TakuM 00pa3oM AaBasi Hadajno (HPOHTAILHOM IIynanblieBol Myckynatype (Puc.

43C).
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«bpaxuanbHble pPETPAaKTOPBI», PACIHOJIOKEHHBIE B JaTepalbHBIX CTOPOHAX
IIEPHUBHCIIEPAIBHOIO IiejioMa ¢ JopcanbHoi croponsl (Puc. 39A,C,D, 41A, 42D) ,
HACTOAILIMMH MBIIIIIAMHA HE SIBJSIOTCS; TEM HE MEHee, X OO0IIyi0 MOp(orIoruio
CJIEyET PacCCMOTPETh B JAHHOM pa3jiele, TaK KaK HCTOPUYECKH OHU OTHOCHIINCH K
Myckynarype (cm. pasgen 5.4). Ha rucroiornyeckux cpes3ax BHJIHO, YTO
«OpaxuanbHbIE PETPAKTOPBD) MPEICTABISIIOT COOONW CEepUI0  MalbLIEBHIHBIX
BIISTYMBAHUI NEPUBUCLIEPATIBHOTO LIEJI0Ma B COSIMHUTENBHON TKaHU CTEHKHU Tea,
BBICTJIAaHHBIX MUOJIIUTEINEM, KaK yKe IMOKa3aHO U Ha yJIbTPaTOHKUX cpe3ax (Puc.
33); »TH BhsAYMBaHUS (LEJIOMUYECKHE KaHaJbl) pacmojaraircs mo 4-5 mryk B
onHoi momepeyHoi miockoctu (Puc. 42D); cpaBHUB pa3Meprl  BCero
«OpaxuanpHoro perpaktopa» (Puc. 41A) u otToenpHOro KaHaja, a TaKke
PacCTOSIHUS MEXIY HUMH, MOXHO NMPUOJIM3UTEIBHO OLEHUTh OOlIee KOIUYECTBO

KaHaJIOB B KaXKI0OM ((6anI/IaJ'IBHOM PETPAKTOPECH» B HECKOJIBKO ACCATKOB.

bpaxuanbHble 37€BAaTOPbl PACIIONAralOTCsl B TEX K€ JIATEPO-IOPCATBHBIX
BBIPOCTAX MEPUBHCIIEPATHLHOTO II€JI0MA, YTO U «OpaxuaibHbie peTpakTopsl» (Puc.
42D), caerka cuepeau ot mocneauux (Puc. 39, 41A, 44A), ogHako, B OTJIHYHE OT
«OpaxHalibHbIX PETPAKTOPOBY», TMPEACTABISAIOT COOOM HACTOAIIME OTHAEIbHBIE
MbImbl. OHM HAYMHAIOTCS B JOPCAJIbHOM CTEHKE Tella JlaTepajibHee MeECT
MPUKPETUICHHS K Hel K€ BHYTPCHHUX (MEHBIINX) YacTel MepeaHuX aIayKTOPOB,
IPOXO0Jsl HAMCKOCOK K COEIMHHUTEIbHOTKAHHOM TEPEeropojke, pasaeistomei
MEPUBUCIICPATIBHBIN 1IETIOM U MaJjible OpaxuaabHble CHHYCHI U IPUKPEIUIISCH K HEll
C 00paTHOM CTOPOHBI OT IPUKpEIUIeHUs OpaxuayibHbIX Mbil (Puc. 44, 45A). Takum
o0pa3oM, HMX MOXHO paccMaTpuBaTh KakK (YHKIIMOHAJIbHBIC MPOIOKCHUS
OpaxuanbHBIX MBIIII;, CIEAYET OTMETUTh, OJTHAKO, YTO CBSA3b UX HCKIIIOUUTEIHHO
(GyHKIHMOHAIbHAS, TaK KAaK MBIIIEYHbIE BOJOKHA OpaxXualbHBIX 3JIEBATOPOB WM
OpaxuanbHBIX MBIl  HE  MPOXOAAT  4Yepe3  OOO3HAYCHHYIO  BBIIIE
COEJIMHUTEILHOTKAHHYIO TEeperopoAKy. bpaxuanbHble 351€BaTOPbl OTHOCHUTEIHHO
HebOobIne, focturatoT 1,4 mm B yinHy 1 0,5 MM B IMPUHY Y B3pOCIbIX ocobeit. K

COCIMHUTEILHOTKAHHON  TMEPEropoJIKE  OHHM  MPEKPEIUIEHbl  MHOKECTBOM

140



remugecmMocoM (Puc. 45C). Mpiieunble BOJIOKHA OpaxvalbHBIX 3JIE€BaTOPOB
MIOTIEPEYHOIIONOCATHIC; CapKOMEPhl HECKOIBKO pa3luYaroTCs MO JJIMHE, HO B
CpemHeM uMEIT MHy 1,3 MKM; MHO3WHOBBIE (TOJICTBIE) (DrTaMEHTHI

OpaxHabHBIX 3JIEBATOPOB UMEIOT TONIIUHY 0K0JIo 31 HM (Puc. 45A,B).

Pucynok 41. 3D-peKOHCTPYKIIMM MBIIIL, ACCOLMMPOBAHHBIX C ABMKEHHAMM Jjododopa, 1o
JTAHHBIM KOMIIBIOTEpHON MUKpOoTOMOrpaduu. A — Buj ¢ 10pcabHOM cTopoHsl; B — Bu criepeny,
noKa3zaHbl JUCTKM MaHTHH. OOO3HaveHWs: aa — TMepelHHue aaayKTopbl, be — OpaxuanbHble
a5ieBaTopbl; bM — OpaxuasbHbie MbIIIBI; DP — OpaxuanbHbIe TPOTPAKTOPHI; DIT — «OpaxuaibHbIe
perpakTopbl»; ddV — nuieBapuTenbHbIe TUBEPTHKYIBI, dMf — nopcanbHbIil THcTOK ManTHI; VM
— JIOPCOBEHTPAIBHBIA ME3EHTEepHi; § — NMUIIEBAPUTEIbHBIA TPAKT; IPM — MiIeonapueTaIbHbIN
mesentepuit; Iph — pyku nododopa; 0 — BHyTpeHHHE KOCHIE MBIIIIBI; VM — BEHTPAIbHOE
BO3BBIIICHHE COSTUHUTEIILHON TKaHH; VM — BEeHTpasbHbIH JIUCTOK MaHTHHU. [IyHKTUPHBIC THHUH
Ha puc. 41A npubIU3UTENHHO MOKA3bIBAIOT IUIOCKOCTH COOTBETCTBYIOIIMX MOMEPEYHBIX CPE30B

Ha puc. 42A,B.
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4.4.2. Mbiuyvl, cesazanHvie ¢ paKkoBUHOU

Pucynok 42. [Tonepednbie THCTOIOTHYECKUE CPE3bI MBIIII, ACCOIUUPOBAHHBIX C JIBUKCHUSIMHU
nodpodopa. A, B — cpe3sl uepe3 (pOHTAIBHBIC IEIOMHYCCKHE KaMephl ¢ OpaxHalbHBIMU
npotpakropamu; C — cpe3 depe3 pyky Jiopodopa ¢ OpaxuanbHbIMH MbIIIaMu; D — cpe3 uepes
nepeHe-JIaTepAIbHYI0 CTOPOHY TEPHBHUCIEPATHHOTO (TYJOBUIIHOTO) II€JIOMa Ha YpPOBHE
«OpaxualibHBIX peTpakTopoBy». O0O03HAUeHHS: 8a — MepeiHUue AAnyKTophl; De — OpaxuaibHbIe
aneBaropel; bf — OpaxuanpHas ckiaagka;, bm — OpaxuanbHas Mbimina; bp — OpaxuanbHbie
IpOTPAKTOPHI; DIT — «OpaxuanbHbie peTpakTopbl»; bW — ctenka Tena; dmf — nopcanbHbIil THCTOK
MaHTHH; fC — ppoHTATBHBIC IIETOMUYECKHE KaMEPhl; § — MHUIIEBAPUTENBbHBIN TPakT; IC — GobIIon
OpaxuanbHblii cuHyc; Iph — pyka nododopa; MS — MaHTHHHBIE CHHYCBI; 00 — OOIMTHI, Sh —

OpFaHI/I“IeCKI/II\/’I MAaTpPUKC PaAKOBUHBI; [ rymnaibla, tc - H_[yrIaJIBI_IeBLII\/’I ICJIIOM.

[lepennue ammykTopbl — 3TO camble KpymHble Mbimmbl N. anomala; oxu
3aHUMAIOT TTOYTH TTOJIOBUHY 00bEMa OCHOBHOM YacCTH MEPUBHUCIEPATBLHOTO 1IeJIoMa
(He cuMTasi MAaHTUMHBIX CHHYCOB) U XapaKTEPU3YIOTCS CIO0XHOW Mopdoioruein.
[lepenune anayKTOpbl MNPOXOAST OT BEHTPAJIbHOM CTEHKM Tejla K JOPCAIIbHOM,
MPUKPETUISISICH U K TOUM U IpyToi Ha 6onbioi mmomasnu (Puc. 39, 40A,B, 44, 46A,B,
47, 48B). C BeHTpaibHOM CTOPOHBI 00JIACTh MPUKPETIEHUS TEPEAHUX AJITYKTOPOB
OTYACTH MPOXOJUT MO BEHTPAIbHOMY BO3BBIIICHUIO COCIMHUTENBHOUN TKaHu (Puc.
46C). C mopcalibHOM CTOPOHBI MEPEIHUE aITYKTOPhI OJU3KO MOIXOIAT K 00JacTh
MIPUKPEIUICHHUS] OpaXUaJIbHBIX 3JI€BATOPOB, KOHTAKTUPYS C HUMH, HO HE CIIUBASICh C

uumu (Puc. 42D, 44, 46B,C). MpimieyHbie BOJOKHA TEPEIHUX aTyKTOPOB
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OPUEHTUPOBAHBI JOPCOBEHTPAIBHO, MEPIICHIUKYIISIPHO CTBOpKaM pakoBuHbI (Puc.

46A) ¥ moYTH NEPHEHAMKYJIAPHO OPHUEHTAIMH OpaxuaibHBIX 3JeBatopoB (Puc.

44B,C).

Pucynok 43. YiprpactpykTypa OpaxuanbHbIX MbI, TOM. A — momnepedHslii cpe3 BOIM3H
CTEHKH Majioro OpaxuajbHOTO CHHYca; B — mpomonbHbIii cpe3 B cpenHeit yactu pyku jgodpodopa;
C — momepeuHblif cpe3, OTBETBIEHUE OpaxWallbHOW MBIl B LIYMAIbLEBbIA 11ETOMUYECKUI
KaHay; D — npomosibHBI cpe3, NPUKPENIEHUE MBIIIEYHbIX BOJIOKOH OpaxMalbHOM MBIIIIBI K
OazanmpHOU TuractuHKe. OOo3HaueHus: bl — OasanpHas rIacTHHKA; C — JKIYTHKH; €CM —
BHEKJICTOUHBIA Marpukc; fmt — dponTtambHas Myckynatypa mrymanbia; glc — riaoOymsipHbie
wietk; hmds — remuzecMOCOMbI; MD — MbIlIeuHBIe BOJIOKHA; N — si/ipa; PIC — HepUTOHEATbHbBIC
KJIEeTKH, SC — Maiblii OpaxmanmbHbli cuHyc. Crpenkamu  0003HaueHBl  Z-THHUAU

MOMEPCUYHOITOJIOCATHIX MBIIIICYHBIX BOJIOKOH.
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Pucynox 44. B3auMHoe pacrioyiokeHHe OpaxuajbHBIX MBbIIIL, OpaXUaJbHBIX 3JIEBATOPOB U
nepeaHux ajaykTopoB. A — 3D-peKkoHCTpYKLUS MO JaHHBIM KOMITBIOTEPHOM MUKpOTOMOTpaduH,
BU/J] C JOPCAJIbHOM CTOPOHBI Ha MEPUBHUCLEPAIbHBIN (TYJIOBUILIHBINA) LEIOM U MPOKCUMAIBHYIO
4yacTh mpaBoil pyku ododopa; B — COM, Ta xe 001acThb, GpOHTATBHBIN Cpe3, BUIHBI IBE YaCTH
nepeaHero ajaykropa; C — momepeuHbli TMCTOJIOTHYECKUN Cpe3 B MECTe COEAMHEHUS PYyKU
nopodopa ¢ TynosumeMm. OO603HauUeHHs: aa — NEpeAHUE aJAyKTOpbl; aal — OoCHOBHas yacTh
HepeHero aJIyKTopa; 82 — BHYTPEHHSS 4acTh NEPEIHEro ajayKTopel; De — OpaxuanbHbie
a5ieBaTopbl; bM — OpaxuasbHbie MbIIIBI; DP — OpaxuanbHbie TPOTPAKTOPHI; DIT — «OpaxuaibHbIe
perpakTopbl»; bw — crenka tena; ddv — numieBapurensHble quBepTHKYIIBL; dMf — mopcanbHbII
JUCTOK MaHTHH; dVM — JOPCOBEHTPAIBLHBIA ME3EHTEpUi; § — MUIIEBAPUTENbHBIA TpakT; IC —
Ooubitioil OpaxuanbHblil cuHyc; Iph — pykm nododopa; mC — MaHTHiItHAsS MOJNOCTh; PVC —
NepUBHCICPAIGHBIN (TYJIOBHUINHBIN) [enoM; Shr — opranuueckuii MaTPUKC pPaKOBHHBI;, {C —
mynaneieBblii  1enoM. IlyHkTUpHble JauMHMKM Ha puc. 44A mpuUOIM3UTENBHO TOKA3bIBAIOT
wiockocTs cpeza 44C. 3Bé3noukamMu O00O3HA4YeHAa IUIACTHHKA COCIMHUTEIBHOM TKaHH,

pazaenstonas nynaiblUeBblid U NEPUBUCIIEPATHHBIN IIETOMBI.
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Kaxaplii mepenHuii agayKTOp COCTOMT W3 ABYX YacTei, PacrloJOKEHHBIX
BIUIOTHYIO JApYyr K Jpyry. OTH 4YacTH XOpOIIO pa3IWYMMbl KakK Ha
MUKPOTOMOTPAQHUUECKUX TMPOCKIHUSAX, TaK Kak OHH O0Opa3yloT pasleibHbIe
MBIIIEYHBIE TyYkd pa3nuuHoi miuotHoctH (Puc. 46C), M Ha THUCTOIOTHYECKHX
cpe3ax IpHW OKpacke mo Matopu, Tak KaK OHHM OKPaKHBArOTCA opaHxkeM G ¢
pa3nuuHON MHTEHCUBHOCTHIO (Puc. 47). bonbias, 0osee mioTHas (1 moTomy Oosiee
spKas Ha MHUKPOTOMOTpadUYECKMX IMPOCKIHIX) YacTb 00pazyeT NepeaHIoro,
METUATBHYIO M 3aJIHIOI0 CTOPOHBI TIEPEIHETO aIAyKTOpa, ¥ YACTUYHO OKPY)KAeT
MEHBIIYI0 BHYTPEHHIOIO, KOJOHHOIOJOOHYI0 4YacTh, PAaCIOJIOKEHHE KOTOPOH
MO>KHO OMHcaTh Kak rnepeaHe-narepainbHoe (Puc. 46B-D, 47). BuyTpeHHss yactb
NEpeTHET0 aJTyKTOpa JIydllle OKpamuBaeTcs: opamxkeMm G npu okpacke mo Masiopu
(Puc. 47); npu sToM MHKpoTOMOTpaduuecKkre MPOEKIUU IMOKA3BIBAIOT, YTO ATa

JacTh MEHee IUIOTHas, yeM Ooubmas HapyskHas (Puc. 46C).

[Tepenane ammykTopsl MMerOT 000oBuaHYIO dopmy (Puc. 39, 40, 44A,B,
46B,D), cnerka 3akpyria€HHyro ¢ BeHTpaibHOM cTopoHsl (Puc. 46D). Ilo
MEAMOBEHTPAJIbHBIM CTOPOHAM MEPEAHUX aJAYKTOPOB MPOXOAST >KEJIOOKH, B
KOTOPBIX NOMENIAETCA NEpEefHss YacTh BHYTPEHHEW KOCOW MBIl TOM K€

croponsl (Puc. 46E).

[lepennue aaayKTophl 1OCTUTAIOT 1,8 MM B BBICOTY U 3 MM B JUIMHY (CHIEpeau
Hazan). [uamerp MeHblel (BHYTPEHHEN) YaCTH MEPEEro aJJlykTopa y B3pOCbIX

ocobOei nocutraet 0,4 MM.

BHyTpeHHHE KOChIE MBIIIIBI — 3TO caMble JuIHHBIC MbIIel N. anomala. Onu
HAYMHAIOTCSA B LEHTPE BEHTPAJIBHOTO BO3BBIIIEHUS COCIUHUTENbHON TKaHu (Puc.
39B, 40A,B, 48A,B,F). B mnepemgneit 4dactu, OKOJO 00JIACTH TPUKPEIUICHHUS,
OTHOCHUTEJIbHO TOHKUE BHYTPEHHUE KOCHIE MBIIIIBI IPOCTUPAIOTCS BAOJIb BEHTPO-
MEIUAJIbHBIX CTOpOH Tmepennux aaaykrtopoB (Puc. 48B). 3arem y 3agHux
MOBEPXHOCTEH MEePeTHUX aJTyKTOPOB OHU IIOBOPAYNBAIOT, HATIPABJISASACH JOPCATILHO
u natepasibHo (Puc. 48C). C3anu BHyTpEeHHNE KOCHIE MBIIIIIHI TPOXOSAT B BRIPOCTAX

NEPUBUCHCPAILEHOIO0 IMEJIOMa JIATCPaJbHCC 3aJHHUX aAAYKTOPOB MU JOPCAJIbHEC
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JaTepaibHbIX KOChIX MbIIL (Puc. 48D) u npukpernstoTcs K JaTepaibHbIM KpasM
JIOpCabHOM CTEHKH Tella U, COOTBETCTBEHHO, IOPCAIbHOM CTBOPKHU pakoBUHHI (Puc.
48E,F). ITo hopme BHYTpEeHHHE KOCHIE MBIIIIIEI OBAJIBHBIC WM OKPYTIIbIS; HA BCEM
MPOTSHKEHUU, KPOME CaMbIX MEPEIHUX YacTed, MMEIOT MPUMEPHO TOCTOSHHBIN

auametp B 0,5 mm. J[muHA 3TUX MBIIIL Y B3POCIBIX 0CO0€H TOCTUTaeT 5,5 MM.

JlaTepanbHbIE KOCBIE MBIIIIBI HAYWHAIOTCS Y 3aJHETO JATEPATbHOTO Kpas
BeHTpanbHOU cTeHku Tena (Puc. 39, 40A,B, 48EF), ux Havana pacnoyiaratorcs 4yTh
1103311 MECT NMPUKPETUICHUSI BHYTPECHHUX KOCHIX MBIIIII K TOPCaTbHON CTCHKE Tela
(Puc. 48G), B 000COONEHHBIX BBIPOCTaX IMEPUBUCIECPATHHOTO  II€JIOMA,
PaCIoJIOKEHHBIX JIaTepalibHEe 3aJHUX aJyKTOPOB M BEHTpaJbHEE BHIPOCTOB, B
KOTOPBIX PacIojIOXKeHbI BHYTpeHHHE Kochie Mbimisl (Puc. 39, 40A,B, 48D, 50A,B).
B cepenune oHM TiepecekaroTcs CO BHYTPEHHUMH KOCHIMH MbImmamu (Puc. 39,
40A,B, 48C) u 3arem, K mepeHeMy KOHILY, CJIE€rKa MOBOPAYMBAIOT K JOCAIbHOU
CTOPOHE W TPHUKPEIUIIIOTCS K TepeaHe-IaTepaibHOM CTEHKE Tela JOBOJIBHO
tonkumu myukamu (Puc. 39C,D, 40A,B, 48A,B). luameTrp natepalibHBIX KOCBHIX
MBIIIII] MEHBIIIE, YeM BHYTPEHHUX KOCBIX, U COCcTaBiseT He Ooee 0,3 MM, pu IJTMHE
y B3pOCIBIX 0co0ei 10 4 MM. B oTimune oT BHYTPEHHUX KOCHIX, 3TH MBIIIIBI HE
BBITJISAIAT HACTOJIBKO KOCBIMH, KaK UX OOSI3bIBAET UX HA3BAHUE; 11O OOJIbIIEH YacTH
OHH TIPOXOJST BIIOJIb JaTepaIbHON CTEHKHW TeJa, JIUIIL CJIeTKa TOBOpAaYMBas, BO

MHOT'OM IOBTOPsist U3ruObI camoii cteHku Tena (Puc. 40A, 48A,F).

3amHue aaayKTOPhI SBISIOTCS OJHUMHU M3 caMbIx Ooubmiux meiil N. anomala,
yCTymas o 00bEMY TOJIBKO MepeaHuM aaaykTopaM. OHM 3aHUMAIOT 000COOICHHBIC
KaMmephl 3anHux aaaykropoB (Puc. 12, 13, 39, 40), TecHO MpUMBIKAIOIIAE B 3aTHEH
YaCcTH TeJa K BEIPOCTaM MEPUBCULICPATHHOTO TIEJIOMa, COJIeP KAIUM BHYTPEHHUE U
narepanbHbie Kocbie Mbimiel (Puc. 39, 40A,B, 48D,E,G). [Tom00HO MBIIICUHBIM
BOJIOKHaM TIEPEAHMX aJTyKTOPOB, MEBIIICUYHBIC BOJOKHA 3aJHHUX aTyKTOPOB
OpueHTHpOBaHbl AopcoBeHTpanbHO (Puc. 48D,G). B oTiamume oT mnepemHux
aJUTyKTOPOB, 3aJHHE aJIyKTOPHl TMPEJACTABISAIOT COOOW EIUHYIO MBIIIIY, HE
paznenéHHyro Ha yactu. Dopma 3agHUX  aIIyKTOPOB  HEMPaBUILHO-
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UUJIMHAPUYECKAs, C MPSMBIMA BEHTPAJIbHBIMU TOBEPXHOCTSIMU MU TpeOHEM C
JIOPCAIBHOM CTOPOHBI, TOBTOPSIIOIINM OYEPTAHUS LETOMUYECKUX Kamep. 3aJHue

aJAAyKTOPbI JOCTUTAIOT 3 MM B BBICOTY U 2,5 MM B IIEpeIHE-3a/IHEM HAIIPaBICHUU.

Pucynok 45. VYapTpacTpykrypa OpaxuaimpHOro »sneBatopa, TOM. A — oOwmuil BuI Ha
OpaxuajbHYIO MBIIIY H OpaxualbHBINA AIIEBATOP, pa3caEHHBIC TUIACTHHKOW COCTMHUTEIBHOM
TKaHu; B — (QpoHTanmpHBIA Ccpe3, MbIIICUHBIE BOJOKHA OpaxuampHOro osieBaropa; C —
napacaruTTaJIbHBIA Cpe3, MPUKPEIUICHHE MBIIMICYHOr0 BOJIOKHA OpaxuajbHOTO 3JieBaropa K
0azanpHOM TutacTuHKe. O003HaueHus: be — OpaxuanbHbIi 31eBaTop; bemf — MbimeuHbie BOTOKHA
OpaxuaipHOro JeBaTtopa; bm — OpaxuanbHas MbIIIa; C — XKTYTHKH; €CM — BHEKJICTOYHBIH
MaTpukc; €CMS — BHEKJICTOYHBIH MATPHKC IEPEeropoJKA MEXIy IIYHNaJbleBBIM H

HePUBHCIEPATLHBIM LIeIoMaMu; N — siapa; Z| — Z-MuHuK NonepeyHOnoN0caTol MyCKyIaTypa.
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. anterior
1 mm

Pucynok 46. Mopdomnorus u JIokanu3anus nepegHux aaaykropoB. A — 3D-pekoHCTpykuus mo

JTAHHBIM KOMITBIOTEPHOI MUKpOTOMOTrpaduu, B cepend; B — 3D-pekoHCTpYKIUS 1O JaHHBIM
KOMITBIOTEPHON MHKpOTOMOTpaduu, BHJI C JOPCATBHOW CTOPOHBI, JEMOHCTPHUPYET B3aUMHOE
pacnoyoKeHHe TMEepeHUX aJIyKTOpOB M OpaxwanbHbBIX d3aeBaTtopoB; C — momepedHas
MHKpOTOMOTpaduuecKasi IPOSKIHs, JEMOHCTPHPYIOIIAsl TBE YaCTH MEPEIHUX aaTyKTopoB; D —
otaenbHas  3D-peKOHCTPYKIUS TMEpeJHUX  aJIYyKTOPOB IO  JAHHBIM  KOMITBIOTEPHOM
MHUKpOTOMOTpauu, BHI C BEHTpaldbHOH cTopoHbl; E — 3D-pekoHCTpyKIMsS 1O JaHHBIM
KOMITBIOTEPHOI MUKpoTOMOTpaduu, Bua c3aan. O003HaUYeHHs: aa — epeTHue alayKTopbl; aal —
OCHOBHAsl 4acCTh TEPEIHEro ajlyKTopa; 8a2 — BHYTPEHHsISI 4acTh MEpeaHero aanykropa; be —
OpaxuaibHbIe 3JeBaTopbl; DIT — «OpaxuajbHbIe pPETPaKTOpbl»; DW — crenka Ttema; ddv —
NUIEBApUTENIbHBIE  TUBEpTHKYIbl, OMf —  jgopcanbHbIii  JUCTOK  MaHTHH; dvm  —
JIOPCOBEHTPAILHBIN ME3CHTEPHIl; § — MUILIEBAPUTEIBHBIN TPAKT; Ol — BHYTPEHHHE KOCHIE MBIIIIIHI;
ol — narepanbHbIe KOCHIE MBIIIBI; Pa — 3agHHE AIAYKTOPBI; PVC — MEpUBHCLEPATBHBINA
(TYyJOBHINHBINA) IEIOM; VM — BEHTPAIbHOE BO3BBIIICHHE COCAMHUTEIbHOW TKaHu, vmf —

BeHTpaHBHBIfI JIUCTOK MAaHTHH.
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Pucynok 47. [lonepeuynble TUCTOJOTUYECKHE CPE3bl Yepe3 MEPEIHUE aJAYKTOPbI, OKpacKka Io
Masnopu. O603HaveHus: aal — OCHOBHAs YacTh MEPEIHET0 aAyKTOpa; 82 — BHYTPEHHSS 4acTh
HepeaHero aanykropa; bg — OpaxuanbHblii (muiLeBoi) xkenobok; bw — crenka Tema; ddv —
NHIICBapUTENbHBIC  AuBepTUKYydb;; Omf —  mopcambHblit  nmcTok  ManTHH; dvm  —
JIOPCOBEHTPAJIbHBIN Me3eHTepHid; Ip — coeuHuTeNbHAS TKaHb PYKH JIopodopa; MC — MaHTHITHAS
HOJOCTh; M@ — JKeIyJOK; MI — MaHTHHHBIA mpocBer; NPl — HepBHAasS «IUIACTHHKAY,
WHHEPBHUPYIOILAs IEPEAHUN aIyKTOp; Ol — BHYTPEHHHE KOChIE MBIIIIIBI; Ol — laTepaibHbIe KOChIe
MBIIIIIBI, PVC — MEpUBHCIEPATbHBII (TYJOBHUINHBIN) [eloM; SDJ — MOArIOTOYHBINA TaHIIIHI
(BeHTpaJIbHBII HEPBHBIN CTBOJ); SNI — OpraHUYECKHil MATPUKC PaKoBUHBI; t — mrynansia; tC —
LIYTTAJIBLIEBBIE LIETOMUYECKUE KaHAJIbI; VIM — BEHTPAJIbHOE BO3BBILICHUE COCINHUTEIBLHON TKAHU;

vmf — BeHTpaJ’IBHBIfI JIUCTOK MaHTHUH.

[{uTomorudeckasi opraHu3anus MEePeAHUX W 3aHUX AITyKTOPOB HECKOJIHKO
otnuyaeTcs B Aetansx. [lepeaHue ammyKTopbl COCTaBieHBbI Kak Tiankumu (Puc.
49A) MBIIICYHBIMH BOJIOKHAMH B OCHOBHOW (0OJbIIei) dYacTu, TaK W
MOTIEPEYHONONIOCAaThIMU BO BHYTpeHHel (Menbiei) yactu (Puc. 49C), Torna kak
3QJTHUE aJTyKTOPBI COCTABIICHBI NCKITIOYUTEIBHO TIaAKUMHU BoJiokHamu (Puc. 49B,
cM. pazzaen 5.4). Capkomep BHYTPEHHEH (ITONEPEYHOIIONIOCATON) YaCTH TIEPETHETO
aJIyKTOpa WMEET IJUHY MPUOIU3UTENbHO 1,6 MKM W TOJIIMHY MHO3WHOBBIX
¢dunamentoB okosio 22 HM (Puc. 49C). B ocHOBHOM (T71aaKOM) YacTH HEPETHETO
aJTyKTOpa MPEANOI0KUTEIEHO MHO3HHOBBIC (PMITAMEHTBI UMEIOT TOJIIIMHY OKOJIO
80 M. U mepemnme, u 3aaHUE AITyKTOPHl MPUKPEIUISIOTCS K JOPCAIBHOU H
BEHTPAJIBHOM CTEHKAM Tea TJIOTHBIMU IMyYKaMH TOHO(PHOPHIUT (IIPOMEKYTOTHBIX

(buIaMEHTOR), MPOXOASAIINX YEPE3 COCTMHUTEIBHYIO TKaHb U SITUJEPMIC,
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Pucynok 48. BzaumHoe pacrnonoxenue 1 MOpQoIorusi BHyTPEHHUX KOCBIX MBIIIILL, JIATEPATbHBIX
KOCBIX MBI U 3aJHUX aJIyKTOPOB. A — 3D-peKoHCTPYyKIMs 3aHEH YacTH Tesa MO JaHHBIM
KOMITBIOTEPHON MHUKpOTOMOTrpaduu, BUA C JOPCATBHONH CTOPOHBI, IOKAa3aHBI TOJBKO KOCHIE
MBI, B — monepeuHslil THCTOIOITMYECKU cpe3 uepe3 MepeiHue 4acTh KOchlx Mpil, C —
HOTIEPEYHBIN TMCTOJIOTHUECKUI Cpe3 uepe3 CpelHHMEe YacTH KOCBIX MbIIL; D — monepedHslii
THECTOJIOTUYECKUH Cpe3 uepe3 3aJHIE YaCTH KOCBIX MBIIII] U CPEAHIOI0 YacTh 3aJJHETO a/IIyKTOpa;
E — 3D-pekoHCTpyKIHMs IO TaHHBIM KOMITBIOTEPHOW MHUKPOTOMOTpaduu, MPUKPEIUIEHUS KOCBIX
MBI K MAHTUU M UX PACIOJ0XKEHHE OTHOCHUTENIBHO 3a/Hero ajnaykropa; F — ToT ke pakypc,
oOmui BUJ, MOKa3aHbl TOJIBKO KOChIE MBIIIIIBI; G — MOMEepeuHbld THCTOIOIMYECKHH cpe3 yepe3
3a/IHHE YacTH JIaTepajbHONU KOCOM MBILIIBI U 337HET0 annykTopa. O003HaYeHUs: aa — epeaHUI
ajIyKTopa; brr — «OpaxuallbHBIN peTpakTop»; bw — creHka Tena; ddv — mumeBapuTeIbHBIC
TUBEpTUKYIBI, dmf — mopcanbHBIN JUCTOK MaHTUU; g — MUIIEBAPUTENbHBIN TpakT; Iph — pyka
nododopa; mn — meranepuaAnii; Mr —MaHTHIHBIN MPOCBET; npl — HEpBHAS «ILTACTHHKA»; 01 —
BHYTPEHHHUE KOChI€ MBIIIIbI; 0l — jaTepanbHble KOChIE MBIIIIBI; 00 — OOLMUTHI; pa — 3aJHUE
aJJTyKTOPBI; pac — KaMephl 33 JTHUX aJITyKTOPOB; PVC — IIEpUBHUCLIEPATIbHBIH (TYJIOBUILIHBIN) LETOM;
sbg — MOArIOTOYHBIN TaHTIHi; Shr — OpraHUYECKHii MATPUKC PAKOBUHBI; t — IIyMMajibla; vin —
BEHTPAJILHOE BO3BBIIICHHE COCAMHUTEIHHONW TKaHW; vmf — BEHTpaJbHBIN JMCTOK MaHTHU.
[Tynktuphsle muHUM Ha Puc. 48A npubIu3nuTeNnbHO MOKA3hIBAIOT INIOCKOCTH COOTBETCTBYIOLIUX

MIOTIEPEYHBIX CPE30B.
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MOACTHIAIOIINNA PAaKOBUHY (Hapy>KHBIM MaHTUHHBIN ’ntuaepmuc; Puc. 49D). Kak B
nepenuux (Puc. 49A,E), tak u B 3aguux (Puc. 49F) amnykTopax cpeau 0ObIYHBIX
MBIIIIEYHBIX BOJIOKOH BCTPEUAOTCA aMOPQHBIE TSHKU C COACPKUMBIM CpEIHEN
AJIIEKTPOHHOM TUIOTHOCTH, B KOTOPBIX MPHU OONBIINX yBeludeHusx TOM MoXHO

YBUCTh TOHKUE HcUepueHHbIe pubOpuiuisl Hen3BecTHOU pupoasl (Puc. 49G).
4.4.3. Henapuas meouanibHas mviuiya

Hemapnast meamanpHas wmbimma (tepmua no Williams et al.,, 1997b; mo
Blochmann, 1892 — ananwHbIii 31¢BaTOp, levator ani) — eauHCTBEHHAs HemapHas
mbia B Mmyckymnarype N. anomala. Ona HaunHaeTcs y 3aJHeTro Kpasi TopCaibHOTO
JUCTKAa MaHTUM (BIEpPEAU IJIOCKU COEIUHEHUSI CTBOPOK, HO OJM3KO K HEH) u
CIIyCKAeTCsl BEHTPAJIBHO U BIEPEN K 38 THUM OT/eJIaM MUIIEBAPUTEITLHON CUCTEMBI
(Puc. 39A, 40A,C, 50A,B). Hemapuas meauanbHas MBIIIA CO BCEX CTOPOH
OKpYy)XKeHa 3aJlHUM HEMapHbIM BBIPOCTOM TEPUBHCLEPAILHOTO I€ioMa M|
MPEICTABIIAECT COOOM €ro pa3pocuIyiocs MHUOIIUTETUATbHYIO BRICTHIKY (Puc. 32,
50C,D). B cBs3u ¢ 3TUM yJIBTPACTPYKTypa HEMApHOW MEIUaTbHOW MBIIIIIEI

noApoOHO obOcyxkaaercs B pazzaene 4.3.
4.4.4. Moiueunvie omneuamxu

BoabIIMHCTBO U3 BBIIIEONMUCAHHBIX MBIIIII OCTABJISIOT HA CTBOPKAX PAKOBUHBI
TaK Ha3bIBa€MbIC MBIIICYHBIC OoTIeyaTku (Muscle scars). OTmeyaTku OJHUX U TeX
K€ MBIIII BapbUPYIOT MO (GopMe W OTYETIMBOCTH Yy pa3HbIx ocodei (Puc. 51).
OTnevyaTku TEpPeIHMX W 3aHUX aJAYKTOPOB, HAOJIOJaeMble Ha BCEX IISITH
WCCJICTIOBAHHBIX TIOPCABHBIX CTBOPKAX, B 3HAYMTEIILHON CTETICHU Pa3IMYaroTCs 110
dbopme. Hanpumep, oTnedyaTku 3aJHUX aJTyKTOPOB M3MEHSIOT CBOIO (OpMYy OT
HernpaBwibHO-sieBuaHONM (Puc. 51A) 1o npaktuuecku uaeanbHo kpyrioit (Puc.
51C) unmu kaprodeneodpasnoii (Puc. 51D). UHTepecHO, 4TO B HEKOTOPBIX CIydasx
JaKe OTIEUATKH aITyKTOPOB OJTHOM Mapbl y OJTHOM 0COOM MOTYT OTJIMYATHCS JAPYT
oT apyra (cp., HampuMep, OTIEeYaTKH JIEBOT0 U MPABOTO 3aJHUX aITyKTOpOB Ha Puc.

51A unu Puc. 51E). OTnedatku nepegHux ajlyKTOpOB MEHee BapHalelbHbI, YEM
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OTIICYAaTKHM 3aJHUX aAAYKTOPOB, U B OCHOBHOM JACMOHCTPHPYIOT BaprrJ'IéHHO-
OBAJIbHYIO (1)0pMy Ha BCCX HCCICAOBAHHBIX OOPCAJIBHBIX CTBOPKaAX. OTtneyaTku
BHYTPCHHHUX KOCBIX MBI BCCTAd OAWMHAKOBBI MW BBIIVIAAAT KaK OKPYIJIBIC

OTMETHHBI, PACIIOJIOKEHHBIE JaTepalibHee OTIEYaTKOB 3aJHUX aanykTopoB (Puc.

51).

B neiaoM HyXHO OTMETHUTh, YTO HAWOOJIEE MOIIHBIE MBI OCTABJISIOT
Haubosiee 3aMETHbIE M OTYETIMBBIC MBIIMICYHbIE OTIEYATKH; 3TO Kacaercs, B
YaCTHOCTH, OCHOBHOM 4YacTH NEPEIHUX aNAYKTOPOB M 3aJHUX aIIyKTOpoB. B
MECTaX NPUKPEIUICHUS TUX MBI MUKPOCTPYKTYpPa BTOPUYHOTO CJIOS PAKOBUHBI
CWJIBHO OTJIMYAETCS OT TAKOBOM B 00J1ACTAX, CBOOOAHBIX OT MPUKPEIUICHUS MBIIII]
(Puc. 52D). Manasi, BHyTpEHHsISI 4acTh MEPEAHUX aJAYKTOPOB, MPUKPEIUIAACH K
JOPCAJIBHOW CTBOPKE, HE MEHSAET MHUKPOCTPYKTYpPY BTOPHYHOIO CJOS CTOJIb

3HAYMTENIBHO, XOTS OTIEYaTOK e€ Takxke oTuériuBo BuacH (Puc. 52A,B).

Otnevyatku OpaxuajgbHBIX MPOTPAKTOPOB  HAOMIOAAIOTCS TOJBKO Ha
HECKOJBKHUX W3 MCCIICOBAHHBIX JOPCATBHBIX CTBOPOK. OHU HEOTUETIMBEI, OYCHB
HEMOCTOSIHHBI 10 ()OpMe M, B OTIWYHE OT MPOYMX MBIIICUYHBIX OTIEYATKOB,
MPECTABIAIOT COO0M KOPOTKHE TPEeOHU, OpUEHTUPOBAaHHbBIE criepean Ha3an (Puc.

52E). Y HeKOTOpbIX 0CO0€H 3T OTHEYATKH MOJHOCTHIO OTCYTCTBYIOT.

OTrneyarok HeNmapHOW MEIUAIbHOM MBIIIIBI B OOJIBIIUHCTBE CIIy4yaeB
HepazauuuM (Puc. 51). ¥V Tex ocobeil, y KOTOPBIX OH €CTh, OH MPEACTABIISIET COOOM
HEOOJbIION SMKY YIUIOHIEHHO-OBAJILHOM (POPMBI, PACHOJOXKEHHYIO OJHM3KO K
3aIHEMY Kparo JIOPCAIbHOM CTBOPKM MEXIY OTIE€YaTKaMU 3aJHUX aJJdyKTOpPOB

(Puc. 52F).

B pamkax pganHOM pabOThl HE HAWIEHO HHUKAKUX CIIEJIOB OTIEYaTKOB
OpaxualibHBIX dJIeBaTOpOB. BmecTe ¢ TeM, Ha OJHOM U3 HCCIEI0BaHHBIX
JOpCabHBIX ~ CTBOPOK  €CThb  HEOOJBIION  BBIPOCT, IO  PACIIOJIOKEHUIO

COOTBeTCTBYIOHH/Iﬁ HC ABJLIIOIIUMCSA HACTOAIIMMHU MBIIIIaMHA ((6anI/IaJ'IBHBIM
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perpaktopam» (Puc. 52B). HTEpecHO, 4TO 3TO BBIPOCT OTCYTCTBYET Ha JAPYIroOM

(MpaBoit) CTOPOHE TOM ke TOPCATBHON CTBOPKHU.

Pucynok 49. YasTpacTpykTypa nepeaHux 1 3aJHuX aJaykTopoB, TOM. A — nomnepeuHslii cpes3
4yepe3 NMepeIHUi y9acTOK OCHOBHOW YacTH MepeaHero ajaykropa; B — muodunamenTs 3aaHero
aJyKTopa Ha ydacTtke (poHTampHOro cpe3a; C — momepeyHblid cpe3 uepe3 CPeAHH y4acTOK
BHYTPEHHEH dYacTH NepelHero aaaykropa; D — mOpuKpersieHHue NepelHero aajaykropa K
JIOpCaJIbHOM CTBOPKE PAaKOBMHBI Y€pPE3 MAHTHIO, MOMEPEUHbIA cpe3; E — ydacTok momepedHoro
cpe3a B o0JacTH MepenHed 4YacTu MepeaHEero aaayKTopa, JAEMOHCTPUPYIOIIUN MpHUMbIKaHUE
OpaxualbHOTO 2JIeBaTopa K mepeaHeMy ajaaykropy; F — mpukperieHne amoppHBIX BOJIOKOH
3aIHETO aJAYyKTOpa K JOpCajJbHOMY JIMCTKY MaHTHM, IonepeuHbld cpe3; G — neranb
YIBTPACTPYKTYphl aMOP(HOTO BOJIOKHA 3aJiHero ajuykropa. O0o3HaueHus: be — OpaxuaibHBIMA

QJIEBATOP, csfaa — MOMEPCUHOIIOJIO0CATHIC MBINICYHBIC BOJIOKHA IMEPECAHCIO aaAyKTopa, €Cm —
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BHEKJICTOYHBIN MaTpuKC; hgaa — amopdHas yacTh epenHero aaaykropa; hgpa — amopdnas yacts
3aJIHETO aAYKTOPa; MCy — MapruHaIbHasl IIUTOIIa3Ma, CBOOOHAS OT MUO(DUIAMEHTOB; N — SIPa;
pac — kamepa 3agHEr0 aJAyKTOpa; pvC — TNEPUBHCLEPATBLHBIN (TYIOBUIIHBINA) 1enoMm; sfaa —
[JIaJIKU€ MBIIIEYHbIE BOJOKHA MEPETHEr0 aJAyKTopa; shr — opraHu4eckuii MaTpUKC BTOPUYHOTO

cJ10s pakoBHHBI, tnf — TOHOGUOPUILIBL, Z1 — Z-THHUM MTONIEPEYHOII0NI0CATON MYCKYJIaTypBhl.

200 pm

Pucynox 50. Mopdostorus 1 iokanu3anus HermapHoi MenansHo# MbImis! (levator ani). A —3D-
PEKOHCTPYKLMS 1O JaHHBIM KOMIBIOTEPHON MHKpoTOMOrpaduu, BHJ CIOpaBa HU3HYTpU
MaHTUHHOTO MPOCBETA, 3aJHUE aJTyKTOphl HE Moka3aHbl; B — 3D-pekoHCTpyKIMs MO JaHHBIM
KOMITbIOTEPHON MUKpPOTOMOTpa(uu, B3aUMHOE PACIIONIOKEHHE HEMapHONH MeIUaaIbHON MBIIIIIBI,
3aHUX aIIyKTOPOB M peKTyMa, BUJ c3aau; C — momepeyHblii THCTOJOTHUECKUI Ccpe3 uepes
CPEIHIOI0 YacTh HEMapHON MeInaabHOU MBIIIIEL, D — monepedHslii THCTOIOTHYECKUI cpe3 uepes
3aJHIOIO YacTh HEMapHOW MeauanbHON MbIIbl. O003HaUeHUs: da — NepeaHne aJIyKTOphl; ac —
aHaJbHas KaMmepa; bw — crenka tena; dmf — mopcanbHbI TMCTOK MaHTHU;  — MUIEBAPUTEIbHBIN
TpakT; Oi — BHYTPEHHHE KOChIe MBIIIIbI, Ol — JaTepaabHbIC KOCHIE MBIIIIGL, PA — 3aHUAC
aJTyKTOPBI; VM — BEHTPAJIbHOE BO3BBIINICHHE COCTUHHUTENBHON TKaHW; VM — BeHTpaibHBIN
JUCTOK MaHTHM; UM — HemapHas MeauanbHas Mblmma. [IyHKTUpHBIE TUHMM Ha puc. 47A

HpI/I6HH3HTCHLHO MOKAa3bIBAKOT IIJIOCKOCTU COOTBETCTBYIOIIUX IMONCPEYHLIX CPC30B.
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B anterior

N

Pucynok 51. O611ye Buabl MBIILIEYHBIX OTIEYaTKOB Ha JopcaibHOi cTBopke, COM. Pucynku A—
E nemoHCTpupyIOT pa3nuuusi B OTYETIUBOCTH M (POpME pazIMUHBIX MBIIIEYHBIX OTIEYATKOB.
O0o03Ha4YeHUs: 8aS — OTMEYATKH MEepeIHUX aJayKTOpoB; DpS — oTmedaTku OpaxuaibHBIX
HPOTPAKTOPOB; OIS — OTIEYATKN BHYTPEHHHUX KOCBIX MBIIIII; PAS — OTHEYATKH 3aJHUX aJTyKTOPOB;
UMS — OTHeYaTKH HEMapHbIX MEAUATbHBIX MBI, JKEATHIM MyHKTUPOM 0003HAYEHBI TPAHUIIBI

OTHCYATKOB PA3JIMYHBIX MBIIIII.
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Pucynok 52. Jleranu MbIlI€UHBIX OTHEYATKOB Ha AopcanbHOll cTBopke, COM. A, B — otnieyatku
nepennux aaaykropos; C, D — orneuatku 3amHux anmgykTopoB; E — oTmedaTkn OpaxuaabHBIX
MPOTPAKTOPOB; F — oTmeyarok HenapHO# MenuanbHON MBIIIIEL. O003HaYeHMS: aalS — OTIeYaTKH
OCHOBHBIX YacTeW MeperHEero ajayKTopa; aa2s — OTIeYaTKH BHYTPEHHHMX YacTell HepeaHero
amykropa; bps — oTrmeuatku OpaxuanbHBIX TPOTPAKTOPOB; OIS — OTIEYATKH BHYTPEHHUX KOCBIX
MBIIIIL; Pas — OTHEYAaTKU 33AHUX aUTyKTOPOB; UMS — OTIIEYAaTOK HEMApHON MEIHATbHOW MBIIIIIBI.
3BE3109Ka yKa3bIBaeT Ha TPeOHEBUIHOE MTOJHATHE TOBEPXHOCTH PAKOBHHBI, IPEAIONI0KUTETHHO

COOTBETCTBYIOIIEE «OpaxualbHOMY PETPAKTOPY».

[ToMuMoO mATH HOpCATBHBIX CTBOPOK, Ha MPEAMET MBIIICYHBIX OTIEYATKOB
Takke Oblla 0Oclie[JoBaHa OJHA BEHTpaJbHAsl CTBOPKA, OJJHAKO B paMKax JaHHOU
paboThl MbILIEYHbIE OTIEYATKU HAa HEW HE pacCMaTpUBAIOTCS H3-3a IJIOXOU
COXPAHHOCTH CTBOPKH M, COOTBETCTBEHHO, HEPEIIPE3CHTATUBHBIX PE3yIbTaTOB. B

CBsA3M C OTHMM HC pPACCMATPUBANOTCA OTIICHATKH JIATCPAJIbHBIX KOCBIX MBIIIII,
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KOTOpPBIC, Cyasd IIO PaCIOJOXCHHUIO COOTBCTCTBYIOIIMWX MBI, AOJIXKHBI OBITH

TOJILKO Ha BEHTPAIbHON CTBOPKE.
4.5. HepBHasi cucrema
4.5.1. Unnepsayus noghoghopa

OCHOBHBIE U caMble KPYITHBIE 3JIeMEHTBI HepBHOM crcteMbl N. anomala — ato
TJIaBHBIE OpaxuajabHbIE HEPBH, HWHHEpPBHpYIOmME pyku Jododopa u 10
PACIIONI0KEHUIO COOTBETCTBYIOIIME HAIIOTOYHOMY TaHTJIMIO JIPYTHX Opaxuomnos
(Puc. 53), ¥ MOATTOTOYHBIN TAHTIWH, TPOIOJDKAIOIMIUNACS BIOJb JIATEPATbHBIX
CTEHOK TYJIOBHIA MAapHBIMH JIaTEPalbHBIMH HEpBHbIMH cTBOJamu (Puc. 53).
[TOArIOTOYHBIM TaHTJIMM CBSI3aH C  IPOKCUMAJIbHBIMHU  YacCTSIMH  TJIaBHBIX
OpaxualibHbIX HEPBOB TOHKHUMH OKOJOTJIOTOYHBIMU KOHHEKTHBAMU; TJIaBHBIC
OpaxuabHbIe HEPBBI CBSI3aHbI APYT C APYTOM HAATIOTOYHOM Komuccypoii (Puc. 53).
Ot narepajbHBIX HEPBHBIX CTBOJIOB OTXOJUT TPU IMapbl HEPBOB, UHHEPBUPYIOUTUX
KPYITHBIE MBIIIIIBL: 3TO HEPBHI EPEIHUX aJAYKTOPOB, HEPBHI KOCBIX MBIIIII M HEPBBI
3aaauX aauaykTopoB (Puc. 53). I[Ipenmonaraercs, XoTs U He ObUIO YCTaHOBJICHO

TOYHO, CYIIIECTBOBAaHNE HEPBHOM CETH B DMUTEINU MUILIEBAPUTEIHHOTO TpakTa (Puc.

53).

HepsHas cuctema nododopa N. anomala cocrout u3 tpéx nap nepsos (Puc.

15A, 53, 54):

1) rnaBHble OpaxuanbHble HepBbl (JIEBBIM M  MpaBblii) MOPOXOIAT
OasmdNHUIepMAIBHO BEHTpaJIbHEe OO0bIIuX KaHaioB Jododopa c¢ mepeaHeit
CTOpPOHBI, BOJIM3M OCHOBaHUsl OpaxuanbHOW ckianku (Puc. 15A, 54), u umeroT

OKPYTJIO-TpeyroyibHYy10 hopMmy B ceueHuu (puc. 15A) u nuametp 10 10 MxmM;

2) noGaBouHble OpaxvalibHble HEpPBbI (JEBbI W MpaBblil) MNPOXOASAT C
0a3aIpHOM CTOPOHBI AIUACPMICA OpaxuaabHOTO (MUIEBOTO) Kemo0ka (Puc. 15A,
54) u Ha npoTskeHuu ododopa UMEIOT U3MEHUUBYIO (DOPMY U HEONpeeNEHHbIE

rpanuilsl (Puc. 15A);
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Pucynok 53. Cxema opranuzanuu HepBHOH cuctembl. O003HAUeHUS: aaN — HEPBHI MEPEIHUX
QJITyKTOPOB; COC — OKOJIOTJIOTOYHBbIC KOHHEKTHBBI; QNN — KHUIIEYHAas HEpBHas ceTh; Int —
JatepaabHble HEPBHBIC CTBOJIBI, MON — ri1aBHbIC OpaxuaibHbIC HEPBBI; ON — HEPBBI KOCHIX MBIIIIIL;
pan — HepBBI 3aTHHMX AJIYyKTOpOB; SDY — MOAMIOTOYHBIN TaHTIIHI;, SOC — HAATJIOTOYHBIC
Komuccypel; labn — mobGaBouHble OpaxuaibHbie HEpBbI, 2abn — BTOpHYHBIE 100aBOYHBIC

OpaxuajibHbIE HEPBBI.

3) BTOpUYHBIC J00aBOYHbBIC OpaxHaabHbIC HEPBHI (JICBBIH U MTPABbIi ) POXOIAT

1oJ, OCHOBaHUAMM BHYTpeHHUX mrynanel (Puc. 15A) u umerot quametp 4-5 MKM.

OTnenbHO TOKa3aH HAa PEKOHCTPYKLUMSAX TMMOJATJIOTOYHBIM «TaHTJIMN»: OH
MPEACTABIAET COOOM TOJICTHIA TYYOK HEPBHBIX BOJIOKOH, PAaCXOJSIIUXCS
JaTepalibHO Ha3aJ U3-T0JI MUILEBO/A €331 OCHOBHOM YacTH MepU330(areaibHOro
1I€JIOMA; B JTATEPAIBHBIX YaCTAIX OH MPOXOAUT B SMUAEPMHUCE BEHTPAIBHON CTEHKHU

TYJIOBHUIIA B MIEPEIHE-3aIHEM HAIIPABIICHUH, IOCTENEHHO yToHYasACh (Puc. 54).

Bce nepsubie amemenTsl N. anomala 3aneraror 0asudnuaepMaabHO, TO €CTh
MPOXOMAT MEXIy Oa3albHBIMH YaCTSIMH SIHICPMAIbHBIX KIETOK W 0Oa3albHOMN
iacTUHKOM. HepBol mododopa MMEIOT CXOAHYIO YIABTPATOHKYIO OPTaHU3AINIO U
OTJIMYAIOTCS IO TOJIIIUHE, KOTOpas ONMPEACNIICTCS YHUCIOM HEPBHBIX BOJOKOH H
MEPUKAPUEB, BXOAIINX B X COCTaB, TUIIAM TIEPUKAPHEB M MX MHOTOYHCIICHHOCTH,

H 110 HAJIMYHIO I'NTMAJIbHBIX KJIICTOK.
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Pucynok 54. 3D-pekOHCTpYKIIMH HEPBHOI cCHCTEMBI IO MOJyTOHKUM cpe3aM. A — BUJ| CIIEpEeIH;
B — Bun ¢ nopcanpHo# ctoponsr; C — BUA ¢3a14, TIOKa3aHbI IIETIOMUYECKHE MTOJIOCTH JTododopa;
D — Bun cmnepenu, crenka yodpodopa He mokaszanHa. O6o3nadyenus: dpbloph — mopcanbHbie
BBIPOCTbl OCHOBAaHHUSl OCHOBaHHUS (COJEpXKalllie COOTBETCTBYIOIIUE BBIPOCTHI  OOJIBLIMX
OpaxualbHBIX CHHYCOB); OPC — AuBepTHKYIIBI epud3odareanpHoro neiaoma; dplc — nopcanbHbie
BBIPOCTBI OOJIBIINX OpaxuaibHBIX CHHYCOB; IC — Oonbline OpaxuanbHble CHHYCHI, Iph — pyku
aopodopa; mbn — riaBHbIl OpaxuanbHBIA HEPB; OrC — IETOMUYECKHE KaHAIbl OKOJIOPOTOBBIX
(opanbHBIX) wIynasen; pPC — mepud3odareasbHbli I1eIOM M COEAMHUTENbHBI  KaHal
IyATBIIEBOrO [ETOMHYECKOr0 KOMIAPTMEHTa; SO — MOArIOTOYHBINA TaHINWil; SC — Maiblie
OpaxuainbHble CUHYCBI; 1abn — o6aBouHbIN OpaxuanbHbIH HEpB; 2abN — BTOpUYHBIN 100aBOYHBIN

OpaxuanbHbIN HEPB.

Bce ocnoBHbie HepBbl N. anomala MoryT ObITh OXapaKkTepU30BaHbI KaK B TOW
VI MHOM CTETICHU CTPATU(UIIMPOBAHHBIN HEHPOATTUTENHIA, B KOTOPOM Pa3IMUHbIC
AJIIEMEHTHI pacrnoiaraiTcs sgpycamu. Haumydmmm oOpa3zom  crpaTuduxanus
BBIPDOKEHA Y TJaBHBIX OpaxuanbHbix HepBoB (Puc. 55A), mo sToil mpuunHe

cTpatuuKanus Jajaee pacCMaTpUBAECTCS UMEHHO Ha UX MPUMeEpeE.

AnuKanbHBIA Apyc oOpa3oBaH TelaMH KJIETOK MOKPOBHOro snurenus. Mx
CTPOEHUE MOJKET pa3jInyaTbCsi B JETAAX, HO B ILEJIOM JIOBOJIBHO CXOJHO. JTO

BCPCTCHOBHUIHLBIC BBICOKHC KIICTKH C pacmnpeHHoﬁ alnMKaJIbHOM YaCThIO U Y3KUMHU
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0a3ajdbHBIMM OTPOCTKAMHU, MPOXOASIIMMH MEXAY HEPBHBIMU BOJIOKHAMU H
JOXOMSAIMMH A0 Oa3zaiibHOM macTuHkU. lluTomnasma 0as3anbHOrO OTPOCTKA
3aloJHeHa IyYKaMd TOHOGUOPWIUT (MPOMEKYTOYHBIX (DUIAMEHTOB), KOTOPHIE
NPUKPEIUISIIOTC K 0a3albHOW TUIACTUHKE MPU TMOMOIIM T€MHUAECMOCOM. OTHU
(dbuIaMeHThI TTPOXOAAT CKBO3b BCIO KIIETKY, HAUMHASACh HEOOJBITUMHU TMyYKaMH B
OCHOBAaHWU MUKPOBOPCHHOK aNUKaJIbHOW MOBEPXHOCTU W CIUBASICh B KPYIHBIE
My4kd B 0a3aIbHOM OTPOCTKE. ATMKaJIbHASI MOBEPXHOCTh KJIETOK HECET NJIMHHBIC
MUKPOBOPCUHKUA U KTryTUK. CpeqHIOI0 4acTh KIJIETKHM 3aHUMaeT KPYIHOE SJpo,

BBITAHYTOC B alMKaIbHO-0a3aJIbHOM HaIIpaBJICHHUMH.

Bropoii spyc cTpaTUUUHUPOBAHHOTO HEWPOINUTENUS 3aHUMAIOT —Tella
HEPBHBIX KJIETOK — mepukapuu. I[lo 0COOEHHOCTSIM  yIBTPACTPYKTYpHOU
OpraHu3allid Tejla HEWPOHOB, BXOJMSAIIME B COCTaB HEPBOB, MOTLYT OBITh
nojapasneneHsl Ha Tpu tuna (Puc. S5A). Tena HEHPOHOB MEPBOTO THIA JTOCTUTAIOT
7 MKM B TUaMETPE, PO OKPYIIIOE, KPYITHOE, UMEET 00JI€€ OTHOCUTENBHO TUIOTHYIO
KapuoIUia3My M 3HAYUTEIIbHOE KOJIMYECTBO MPUCTEHOYHOIO KOHJACHCHUPOBAHHOIO
xpomatrHa. HelpoHbl BTOPOro TUIIA UMEKOT KPYIHYIO COMY, IHAMETP KOTOPOU
JOCTUraeT 8§ MKM. Teno KJIETKH MOJHOCTBIO 3aHATO KPYMHBIM SIAPOM, KOTOPOE
JUIICHO S/APBIINIKA, COAEPXKHUT HEOOJNbIINE TJI00YNbl SJIEKTPOHHO-TFIOTHOTO
XpoMaThHa MW HMEET JJIEKTPOHHO-CBETIYIO KapuoruiasMmy. Bokpyr sapa
pacrojararoTcsi MHOTOUHCIICHHbIE MUTOXOHJIPUM OY€Hb HEOOJIBIIIOrO AUaMeTpa ¢
AJIEKTPOHHO-TUIOTHBIM MaTpukcoM. HelpoHbl TpeThero Tuma MMEroT HeOOJIbIINe
pa3Mepsbl Tena (€ro JuaMeTp He MPEBBIIAET 5 MKM), COAEPXkAIIEro HeOOJbLIoe
BBITSIHYTOE SIJIPO C DJIEKTPOHHO-TUIOTHOM KapHOILJIa3MOU U OOJIBIIIUM KOJIMYECTBOM
KOHJEHCUPOBAHHOIO XpoMaTtuHa. HeMpoHbl BCceX TPEX TUIIOB MHOTOYHCIICHHBI B

COCTAaBE IJIaBHBIX OpaxHUajibHbIX HEPBOB.

Cnenyromuii  sipyc  CTpaTU(UIIUPOBAHHOTO HEHUPOIMUTENUS COCTABIISET
HEHWPOIITb — CKOTJICHUE HEPBHBIX OTPOCTKOB HEHPOHOB. B rimaBHBIX OpaxuaabHBIX
HEpBaX HEPBHBIC OTPOCTKH MPOXOAAT MPOJOJBHO, BIOJL OpaxuansHOi ocu (Puc.
55A). Heiiponuib Bcex OpaxuaibHBIX HEPBOB BKIIIOYAET HEHPHUTHI PA3HBIX THIIOB,
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KOTOpbIE pa3IUYalOTCs MO JuaMeTpy (KpyIMHble M MEJKHE) M IUIOTHOCTH
UTOTIa3MBbI (3JIEKTPOHHO-CBETJIAS U CPETHEN DIIEKTPOHHOM TIIOTHOCTH). HelpuTsl
OO0JBIIOTO AMAMETpa, KaK MPaBWIIO, UMEIOT CBETIIYIO IUTOIIa3My, Oojiee MelKue

HEHPUTHI IMEIOT OTHOCHUTENIBHO 3JICKTPOHHO-IIOTHYO ItuToruiasmy (Puc. 55, 56).

Pucynok 55. YibTpacTpyKkTypa HeHTpalbHOW HEpBHOU cuctembl, TOM. A — nomnepeuHsiii cpe3
yepe3 IJIaBHbIM OpaxuanbHbI HEpB (=HAATJIOTOYHBIN raHrmi); B — momepeunsiit cpe3 uepes
JaTepalbHYI0 4acTh IMOAIVIOTOYHOIO TaHIJIHUS B MECTE €ro Iepexofa B BEHTPOJIATEPalbHBIN
HEepBHBIA cTBOJI. OO0O3HAa4YeHWs: C — OJKTYTHKH; €CM — BHEKICTOYHBIH MaTpukc; epd —
sMUAepMalbHbIe KIETKH; [N — KpymHble HEHPUTHI, MV — MHKPOBOPCHHKH; N — sjpa
SMUACPMATBHBIX KIIETOK; NP — Heitponuib; pkl, pk2, pk3 — pasniunbie THITBI EpUKapUeB; SNI —

Menkue HerpuThl; tnf — mpoMexxyTounbie pumamMeHnTs! (TOHOGUOPHILIBI).
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['maBHble OpaxualibHbIE HEPBBI CBS3aHBI C J00ABOYHBIMU OpaxualbHBIMU
HEpPBAMM MHOTOUYMCIIEHHBIMHM IONEPEUYHBIMU HEPBHBIMHU ITyYKaMH TOJIIMHON HE
oomnee 5 mxm (Puc. 56A, 57A). DIeKTpOHHO-CBETIIBIC HEHPUTHI B HUX OKPYKEHBI
OTPOCTKAMHM MAPIMHAJIBHO PAaClOJOXKEHHBIX MPOCTHIX IUIMAJIBHBIX KIETOK C

KPYITHBIMH, JT0 2 MKM, 3JIEKTPOHHO-TUIOTHBIME BKitoueHusiMH (Puic. S6A).

PucyHok 56. YbTpacTpyKTypa MonepeyHbIX HEPBOB M J00OaBOYHOTO OpaxuaabHOTO HepBa, TOM,
NOTIepEeYHBIE Cpe3bl uepe3 pykKy Jododopa. A — MpoaOIBHO Cpe3aHHBIN MONEPEYHbI HEPB B
TOJIIIE COEAMHUTENBbHOW TKaHM pyKu Jododopa; B — noGaBouHblii OpaxuanbHBIA HEpPB.
O6o3nauenus: bl — GazanpHas ruactunka; CNf — momepedHble HEpBHBIE OTPOCTKH; €CM —
BHEKJICTOUHBIN MaTPHKC; epd — snuaepMalibHbIe KIETKH; JC — ITHajibHas KieTka; glco — oTpocTok
ruanbHON Kietkw; INf — mpomonbHBIE HEpBHBIE OTPOCTKH; MV — MHKPOBOPCHHKH; NP —

HEHpONUIIb; SI — ncuepueHHbIe Kopemku; tnf — mpomexyrounsie GprmaMeHThI (TOHOPHOPHUILITEI).

Jlo6aBoUHBIM OpaxvaibHBII HEPB HAaXOAUTCS B OCHOBAaHUU CTOJIOYATOTO
snuaepMuca OpaxuaibHON ckIaaku (dnuaepmuca | tumna), B obmactu 100aBOYHOTO
OpaxuanbHOTO HEpBAa YCTPOEHHOTO AaHAJOTMYHO OSIHMACPMUCY HaA TJIaBHBIM
OpaxuansHeiM HepBoM (Puc. 56B). B no6aBounom OpaxuaibHOM HEpPBE MOXKHO

Pa3IMIuTh MHOXKXCCTBO HCPBHBIX OTPOCTKOB PA3JIMYHBIX THIIOB: KPYIIHBIX
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MPOAOIBHBIX C AJIEKTPOHHO-CBETJION IUTOIIA3MON, MEITKUX MPOJIOJIBHBIX ¢ OoJiee
IUTOTHOM IIMTOILIA3MOM U TaKuX ke rmonepedHbix (Puc. 56B, 57A). ToHkHe HEHPUTHI
pacmnoioKeHbI Oa3aabHEee KPYITHBIX. Tena HEpBHBIX KIETOK B T0OABOYHOM HEPBE HE

OBl 0OHAPYIKEHBI.

Bropuunbiii  1006aBoYHBIM  OpaxuaabHBIH  HEPB, PACIOJIOXKEHHBIM Ha
JOpCaIbHOM CTOpOHE OpaxvalbHOW CKIaaku y ocHoBaHuwil mrymaner (Puc. 15A,
57B), crpatuduuupoBan cxoxuM 00pa3oM ¢ TJIaBHBIM OpaxuajibHBIM HEPBOM: B
HEM TaKXe€ €CTh AalWKaJIbHO pACIOJ0XKEHHBIE TeENAa SIHUICPMAIBHBIX KIETOK,
CpeIHUHN CJIOW M3 TepuKapueB W Oa3albHBIM CIOH, COCTABICHHBI HEPBHBIMU
OTPOCTKaMHU U 0a3ajbHBIMH OTPOCTKAMH 3IHJIEPMATIBHBIX KIJIETOK, TSHYIIUMUCS K
0azanpHOU TUIacTrHKE (Puc. 57C). HepBHBIC OTPOCTKH B HEM OPHEHTUPOBAHBI, KaK
U B 100aBOYHOM OpaxuajbHOM HEpBE, U MPOAOJIHHO (B OCHOBHOM), U TIOTIEPEUYHO

(Puc. 57C). B HuUX 3aMETHbI CHHANTHUYCCKUE MY3BIPbKH HEOOJBIIOTO JUaMETpa

(Puc. 57C).

Tak HazbiBaemblii moArinoToyHbli ranrauit (Puc. 54B,D), xak mokasbiBaeT
TPAaHCMUCCUOHHAS 3JIEKTPOHHAs! MUKPOCKOIIHSI, B IEUCTBUTENBHOCTH IPEICTABIISET
co0o0#l He raHryvii, a o4eHb KpynHoe (10 40 MKM B BBICOTY) CKOIUIEHHE HEPBHBIX
OTPOCTKOB, 3aJICTalONINX IO ANUKAJIBHBIM JMHIEPMaTbHBIM sipycoMm (Puc. 55B).
Tena snugepManbHBIX KIETOK OOpa3yloT CJIOW TONIIUHONW OO0 7 MKM, Ha
MOBEPXHOCTU Helponuis. ba3aibHble OTPOCKU AMUTEIHAIBHBIX KIETOK MPOXOASAT
MEXIy HEHpUTaMHU M UX LUTOIUIa3Ma COACPKHUT MPOMEXYTOUHbIE (DUIAMEHTHI,
TOTJ1a KaK COBOKYIHOCTb HEPBHBIX ITYYKOB 3aHMMAET BCE IPOCTPAHCTBO MEXKIY
0a3aIbHO TJIACTUHKON U TeJIaMU dMUACPMaIbHBIX KIETOK U uMeeT Tonmuuy 30-35
MKM (puc. 51B). Ctpatudukanus HEHPUTOB MO TUAMETPY U HATUYHUIO BKIIOYCHUN
OTJIMYAETCSl OT TAKOBOM OpaxualbHbIX HEPBOB; MOYKHO BBIJICIHTH: 1) HEUPHUTHI
HeOosboro auametpa (100-150 HM), comepxalirie MHOKECTBO MUKPOTPYOOUEK U
OTHOCUTENIFHO  HEOOJNBIIOE  KOJMYECTBO  DBJIEKTPOHHO-IUIOTHBIX  TpaHyl,
pacrnosiararoTcsi B OCHOBHOM alMKajibHO, HO UX TaKK€ MHOTO U B 0a3aibHOM 4acTu
HEHPOSNUTENUS, TAE OHU YEPEAYIOTCS C HEHpUTaMH CpPEAHUX pPa3MEpoB; 2)
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KpyIHbIE HEUpUTHI (10 1,5 MKM), pacmnoioxKeHHbIe 0a3alibHee MaJlbIX HEHPUTOB U
COJIeprKalle 3IEKTPOHHO-CBETIYI0 LUTOIIa3My, B KOTOpPOW OOHapyKUBaKOTCA
JUIIb CUHANTUYECKUE MY3bIPbKH; 3) HEHpHUTHI cpeaHero pasmepa (mo 500 HM),
pacrojoKeHHbIE B 0Aa3aJIbHOM 4acTH HEUPOSIUTENNS U COJIEPIKALUE MHOKECTBO
MUKpPOTPYOOUEK U 3JICKTPOHHO-IJIOTHBIX TpaHyid. Tena HEpPBHBIX KJIETOK B

noarnorouyHoM ranrauu N. anomala Hamu He ObUTH OOHAPYIKEHBI.

A7

ST

Pucynok 57. YiupTpacTpykTypa 100aBOYHOTO U BTOPOro J00ABOYHOrO OpaxualbHBIX HEPBOB,
TOM, nomnepeunsle cpe3bl. A — 1o0aBOUYHBIN OpaxuaabHBIM HepB; B — B3aumopacmonoxxeHue
J00aBOYHOTO W BTOPOTO JOOABOYHOTO OpaxwalibHBIX HEPBOB B OpaxmaibHOM jkenoOke; C —
BTOPO# 100aBOYHBIN OpaxuanbHbIi HepB. O003HaueHus: bl — Ga3zanbHas mIacTUHKA; C — KTYTHKH;
CN — MOTIepEYHBI HEPB B TOJIIE COSTUHHUTEILHOM TKaHu; CNf — Menkue monepevHsie HEHPUTEHI,
€CM — BHEKJICTOYHBIH MaTpukc; edg — 3JeKTPOHHO-IUIOTHBIE BKIIFOUeHUs; €pd — snuaepMaibHbie
KJIETKH; MV — MHKPOBOPCHHKH; MV — MHKpoBopcuHKH; PK — mepukapuu; SIn — menkue
NPOJIOJIbHBIC HEWPHUTHI; SNV — CHHANTHUYECKHE My3bIphKH; INf — mpomexyTouHble (HIaMEeHTHI
(ToHOGMUOPUILIBL); VSC — KPYMHBIE BE3UKYJIbI C 3JEKTPOHHO-TIPO3PAYHBIM Co/iepKuMbIM; labn —

n00aBOYHBIN OpaxuaibHbIil HepB; 2abn — BTOPOit 100aBOYHBII OpaxHanbHbIil HEPB.
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Pucynok 58. YnbTpacTpykTypa IIynaibleBbIX HepBoB, TOM. A — mpoJoibHBIN cpe3 uepes
OCHOBaHHMe IIynaibiia; B — monepeunsiii cpe3 yepe3 PpOHTATBHBIN HEPB HAPYKHOTO IIyMajblia.
O6o3nauenus: afepd — abdponranbublii sruaepmuc; afn — adbhpouTanbHbIe HEWPHUTHI IIYyTTATBIIA;
C — KIyTUKHM; CNI — monepeuHble HeHpuThl, Ctf — coeqMHUTENBPHOTKAHHAS IJIACTHHKA,
COEIMHSIONIAs] BHEKJICTOYHBIH MATPHKC IMynanblia C MIyMajdblEeBBIM COCYJIOM;  €CM —
BHEKJIETOUHBIH MaTpukc; fepd — dponTansusiii snuaepmuc; fmt — GponransHas Myckyaarypa
mynanbia; fn — GpoHTaIBHBIA NIyNANBIEBBI HEPB, MV — MHKPOBOPCHHKH; INr — KpymHbIe
HEWpHTHL; N — si7ipa; PNN — MepUTOHEaTbHbIE HEHPUTHI; PIC — MepUTOHEaNbHbIE KIeTKH; PtCo —
OTPOCTKH TIEPUTOHEATBHBIX KJIETOK; SNI — MEIIKUEe HEHPHTHI; tV — IIymaibleBbli cocy T
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OTnenpHO ceIyeT pacCMOTPETh MHHEPBAIUIO ITynajel. Bo Bcex mrymanbiiax
XOPOIIO BBIPAKEH M 3aMETeH KaK MUHUMYM (PPOHTAIBHBIA NIyMAaabIICBBIA HEPB
(puc. 23A,D, 57), pacnonoxxeHHbIH Oa3WdNMUAECPMATHHO BO (POHTATHLHOM
SMHUICPMHUCE W BKIIOYAIOIMINNA B CceOsl KPYMHbIE HEHPUTHI, OPUCHTHPOBAHHBIC
MIPOJIOJIBHO, M METIKUE HEHPHUTHI, OPUEHTUPOBAHHBIC TIPOOJILHO U TIoniepeyHo. EcTh
TaK)XK€ OYEHb TOHKHWE HEPBHBIE OTPOCTKH, MPEANOIOKUTEIHLHO COOTBETCTBYIOIINE
a0(poHTaILHOMY IIyIaJblieBOMY HEpBY Apyrux Opaxmomnoj (Puc. 58A). Kak B
HapY>KHBIX, TaK 1 BO BHYTPEHHHUX IIyTajbllax B 0a3aJbHON YacTH IEJIOMHYCCKON

BBICTHJIKU TIPOXOJIAT MepUTOHEaNIbHbIe HelpuThl (puc. 23A-D; cMm. paznen 4.3).
4.5.2. Unnepsayus myckynamypol

B pamkax manHOW paboThl ObLIa M3y4Y€HAa WHHEPBALUS TOJHKO HEKOTOPBIX

MBIIIIII;: 6anI/IaJ'IBHBIX MBIIIIIT, 6anI/IaJIBHBIX 9JICBATOPOB M IICPCAHUX AATYKTOPOB.

bpaxuanpHble MBIIIIBI W OpaxWalbHBIE 3JIEBATOPHl HMMEIOT  OOIIYIO
WHHEPBAIINIO Ye€pe3 COeNMHUTENBHOTKAaHHYIO TutacTuHKY (Puc. 59), paznensronryio
MaJible OpaxualibHbIe CHHYCHI M TIepUBHUCIIepalibHbIN 1ieioM (Puc. 44, 45A). B Hux
MPOXOJAT MONEPEYHBIE HEMPUTHI TUAMETPOM 10 4 MKM CO CBETJION ILIUTOILUIA3MOM
(Puc. 59); HexoTophle M3 HUX IUIOTHO 3alOJHEHbI MHUKPOTPYOOYKaMH M TaK
Ha3biBaeMbIMHU «dense-core»-sesukynamu (Puc. 59). HepBHBIC OTPOCTKH OKPYKEHBI

rIMaibHBIMU KieTkamu (Puc.59A).

[lepennue aaayKTOpbl MHHEPBUPYIOTCS Y€pe3 HEPBHYIO IJIACTUHKY (TEpPMHUH
no Blochmann, 1892) — BeIpoCT cOEIUHHUTEIBHON TKAaHU, OTXOMASAIIHA OT
noarinotouHoro ranrmums (Puc. 60A,B). Ha yapTpaToHKHX cpe3ax XOpoIio BUAHO,
KaK MPOTSHKEHHBIA HEPBHBIM OTPOCTOK MPOXOAUT YEPE3 TOMIILY COCIAUHUTEIBHOU
TKaHU T0J] MOATIOTOYHBIM TaHTmeM (Puc. 60A) u 3aTreM IpOXOIUT IO HEPBHOM

wiactuake (Puc. 60B).
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Pucynok 59. VYnpTpacTpyKTypa HEPBHBIX OTPOCTKOB B COCIMHHUTEIHHOTKAHHOH TEPETOpPOJIKE
MEXly LIYNAJIbLEBBIM LETOMUYECKMM KOMIIAPTMEHTOM M NEPUBHUCLIEPAIBHBIM LieJIoMOM, TOM.
O6o3Hauenus: dcv — «dense-core»-Be3uKyIibl; €CM — BHEKJIETOUHBINA MaTpukc; glCO — oTpocTku
TIHATBHBIX KIETOK; ¢IN — sIpo TiHanbHOM KIEeTKW; SN — IIoNepedHble HEeWpuThl, SNV —

CHUHAIITUYCCKUC ITY3bIPHKH.
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Pucynok 60. MuHepBamus mnepeaHux amamaykropoB, TOM. A — HepB MepeaHEro ajIyKropa,
OPOXOJAIIMIA B TONIIE COCIAWHUTEIBHOW TKAaHM OT MOATJIOTOYHOrO raHrnusi; B — HepBHas
«IJIACTUHKA» C HEpBOM HepefaHero aanykropa. O0o3HadeHHs: €CM — BHEKIETOYHBIH MaTPHUKC;
mfaa — MbIlIeYHbIC BOJIOKHA MEPEAHEro aJayKTopa; Naa — HepB mepeaHero aaykropa; npl —

HEpPBHAs «IUTACTHHKA»; SDY — MOATTIOTOYHBIN TaHTIIHIA
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5. OBCYKIEHUE
5.1. YabTpacTpyKTypa 3nujepMuca TyJ0BUIIA 1 MAHTHH

B snuaepmuce nododopa BbIABICHB MOHOIMIMAPHBIE MUKPOBWLISPHBIC, B
TOM YHCJIE CEKPETOPHBIE, SMUTETUATbHBIC KIETKH, PACIOJIOKEHHbIE B OJIUH CJIOM.
DTO COOTBETCTBYET NMPUBEAEHHOMY B 0030pHBIX padoTtax (James, 1997) onucanuio
snuaepmuca Jododopa 3a OAHUM HCKIIOYEHHEM: HE ObUIM  BBISBICHbI
MOHOIIMJIUAPHBIE AMUTEIUONUTHI 0€3 alnuKalbHbIX MUKPOBOPCUHOK — BCE KJIETKH
snuaepmuca Jododopa SBIAIOTCS MHUKPOBWUIApHBIMHU. KieTku snuaepmuca
coJiep>kKaT MHOTOYUCIICHHBIE TpaHyJbl U BKIIOYCHUS PA3IUYHON DIIEKTPOHHOM
MJIOTHOCTH, KOTOPBIE MOTYT SKCKPETHUPOBATHCS HA MOBEPXHOCTh MUKPOBOPCUHOK; C
ITUM, BEPOSITHO, CBA3aHO 00OpPa30BaHME TIMKOKAIMKCA U3 MYKOIOJIMCAXapUIOB U
IJIMKO3aMUHOTIIMKaHOB (James, 1997). Tot ¢akr, uro snuaepmMuc GpoHTaNIbHBIX U
JaTepaIbHBIX CTOPOH IyMajell ropasao Bbllie a0(QpOHTATBHOrO, TAKKE MOXKHO
CBS3aTh C HEOOXOAMMOCTbBIO YBEIMYUTH KOJIMUYECTBO PECHUYEK Ha ITOBEPXHOCTH, TaK
KaK 3TH 30HBI TUIEPMUCAB OOJIBIIICH CTETIEHU BBITTOIHSIIOT CEKPETOPHYIO (DYHKIIUIO
s TpaHcnopTupoBku muiieBbix uvactuil (Atkins, Rudwick, 1962). Ha
UCCIICIOBAaHHBIX yyacTKax Tena u jododopa N. anomala Hamu He ObLT 0OHAPYKEH
MHOT'OCJIOWHBIN SMHUJICPMUC, ONMMCAHHBIN B OJHON U3 paHHUX palbOT MO 3aMKOBOM
opaxuonone Laqueus californicus (Reynolds, McCammon, 1977) u He
nOATBEePKAEHHBIA BriociencTsun HU y artoro Buga (Reed, Cloney, 1977), vu y
JIPYTUX BUJOB Opaxuoroja; TakuM o00pa3oM, CYIIECTBOBAHHE MHOTOCJIOMHOTO

SIIMACPMHUCA Y 6anI/IOHO,Z[ npeaAcTaBsACTCA COMHUTCIIbHBIM.

B pamkax Hactosimieir paboThl ObUTO OOHAPY>KEHO JBa THUIIA BHYTPEHHETO
MaHTUHHOTO SMUAEPMHUCA — IIIOCKUI MUKPOBUJUISIPHBIN U KEJIE€3UCTHIN CTOJIOYATHIN
MUKPOBWULIPHBIA. HU OIMH M3 3THX THUIIOB 3MMAEPMHCAa HE COOTBETCTBYET B
MOJIHOM Mepe MPUBOAUMBIM B JIUTEpPAType JaHHBIM [0 PUHXOHELTUPOMHBIM
opaxuonomam (James et al., 1992; Williams et al., 1997a; PatHoBckas, 2022) ¢
OINKCAaHUEM BHYTPEHHETO MAaHTHITHOTO 3MHIEPMHCA KaK JKEJIE3UCTOro KyOU4ecKoro

MUKPOBUJUISIPHOTO. YWIBSIMC € COaBTOpaMU OTMEYaloT TpaHchopmaiuio
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KyOMUYECKOro SMIuTeluss B croyouareiii BONM3u kpas mantuu (Williams et al.,
1997a). Opnako B Hacrosimed padboTe cTonOYaThlii BHYTPEHHUNW MAaHTHUHHBIN
AMUACPMHUC ObUT OOHApYXKEH JAJIEKO OT Kpas MaHTHH, B OO0JacTH TEPEIHUX

AOpPCAJIbHBIX MaHTHUHHBIX CHUHYCOB.

Hannuue B smuaepMuce JOPCATBHON CTEHKH Tejla B 00JacTH MaHTHHHOTO
MpOCBEeTa OOJIBIIOTO KOJMYECTBA KPYMHBIX SJIEKTPOHHO-TUIOTHBIX BKIFOUCHUN
pasITuYHBIX (GOPM MOXKET TOBOPUTH 00 aKTUBHOM (DaroruTo3e MHINEBBHIX YaCTHUIL
HETIOCPEICTBEHHO ATHUM JIHICPMHICOM; ITOX0XKEE SBJICHUE HEJABHO OBLIO OMMCAHO
y axuypun (Kuznetsov, Temereva, 2021). Bmecte ¢ TeM, CTOUT OTMETHTH, YTO

HCIIOCPCACTBCHHO

CrtpoeHue u yIbTpacTpyKTypa MaHTHUMHBIX LIEKYMOB B 1I€JIOM COOTBETCTBYIOT
€IMHCTBEHHOMY B JIUTEpAaType IOJHOMY OIHMCAHUI0O MAHTHUIHBIX [EKYMOB ¥y
KpaHuua, cjaeidanHoMy Ywuiaesimcom wu  Paiitom (Williams, Wright, 1970).
[ToaTBepkaaeTcss Takke, YTO IIEKyMbl MAaHTHM KpaHUHUJ pa3BETBISIOTCS B
Hanpasienun nepuoctpakyma (Williams, Wright, 1970; Nielsen, 2002), B otiuume
OT OOJBIIMHCTBA PHHXOHETHPOpPMHBIX Opaxuomnon (Owen, Williams, 1969).
3aMeTHBIM OTJMYMEM JIaHHBIX, TPUBEACHHBIX B HACTOsSIIEH paboTe, OT
JUTEPATYPHBIX SBJSETCS HATWYME B DIHUIECPMHCE MaHTHU, M B YaCTHOCTH B
OCHOBAaHMSIX IIEKYMOB, TaK Ha3bIBA€MbIX TJIOOYJISPHBIX KJIETOK, OMUCHIBAEMBIX Y
Opaxuornoa o0bvHO B coeauHuTeNbHOM TKaHu (Ky3pmuna u ap., 2006; Kuzmina,
Malakhov, 2009; Temereva, Kuzmina, 2017), B Tom uucie mantuu (Kuzmina,
Malakhov, 2009; PatHoBckast, 2022). EquHcTBeHHOE YIIOMUHAHUE O TIIOOYIISIPHBIX
KJIETKaX B COCTaBE€ SMUIAEpPMHUCAa MAaHTUU COJEPKHUTCS B padore A. PaTHOBCKOU
(2022) o Buay H. psittacea. B pabote Yunbsmca u PaiitTa KiieTKd B OCHOBaHHU
MaHTHIHOTO [I€KyMa MPEACTaBICHBI KaK OOBIYHBIE KYOMYECKHE ATUTEITUOLUTHI C
HeOoubM KoruectBoM BimtoueHuid (Williams, Wright, 1970). Takum o6pazom,
B Hacrosmiel paboTe BIEpBHIE TMOKa3aHbI TIO0YJSPHBIE KIETKH B MaHTUHHOM
smuaepMuce kpaHuund. llpeamonaraercsi, 49To TIOOYJSpHBIE KIETKH TOJBKO
co3peBatoT B snuaepMalibHOM cioe (PatHoBckas, 2022), HakaniauBasl 3amacHbIE
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BEIIECTBA W 3aT€M IMEePEMEIasCh B COCAMHUTENIbHYIO TKaHb MAaHTUHU, YTO
JTIOKa3bIBAETCSI, B YACTHOCTHU, 00Jiee KPYITHBIMU pa3MepaMu II00YIISPHBIX KIETOK B
coenuHuTenbHON TKaHu (PatHOBckas, 2022). C apyroil CTOpPOHBI, BO3MOKHO,
MOXXET MPOUCXOAWTh U HAOOOPOT: TIIOOYJSpHBIE KIETKH CO3PEBAIOT B
COCIMHUTENFHOM TKaHMW, a WX MEHbBIIME pa3Mephl B COCTAaBE HIHUAEpMUCA
OOBSCHSIOTCS TeM, 4YTO B wLUTHpyeMoil pabore (PatnoBckas, 2022) onHH
HAOJMIOAQIUCh B JIUTEIUSAX YKE IOCIe TOro, Kak MMH ObUla CEKpeTHpOBaHa
Oonplass 4YacTh 3amacéHHBIX BemlecTB. B  pamkax naHHOM paboThl 3TH
IPEINOJIOKEHNSI HE MOMJIEXAT OOCYXKIEHUIO0, TaK KaK CpaBHEHHE pa3MepoB
rJ100YJISIPHBIX KJIETOK B HapY>KHOM 3MUJEPMHUCE MAHTUU U TJI00YJISIPHBIX KJIETOK B
JIpYrUX MecTax He MpoBOAWJIOCh. Hamuume riaoOynspHBIX KIETOK B OCHOBAHHUU
EeKyMa 3acTaBisieT MPEANOJOKUTh Y LEKyMOB 3alacarollyio (QyHKIHIO,
npenoiaraeMyro JJjisi HUX B HEKOTOphiX padotax (Owen, Williams, 1969; James et
al., 1992). B nanno# paboTe He OOHAPYKECHBI HEPBHBIC OTPOCTKH, MOAXOIAIINE K
MaHTUIHBIM IIeKyMaM, Kak 3To omucaHo y toBeHmieid N. anomala (Temereva,
2020a); TakuM 00pa3oM, MBI HE MOXEM IOATBEPIUTH JUIS IIEKYMOB CEHCOPHYIO
dyukuuto (Thayer, 1986; cm. taxxe oocyxaerue B Rudwick, 1970). BepositHo, ux
OTCYTCTBHE Yy B3POCIBIX 0COOE MOXKHO CBS3aTh C TE€M, YTO Y B3POCIBIX OCOOEH
paKoBUHA 3HAYUTEIHLHO TOJIIE, YTO 3aTPYAHIET PEUEMIINIO U JATBHEITYIO Iepeaady
HepBHOrO curHana. JlpixatenpHast (ynkius (Thayer, 1986) mekymoB Takxe
MIPEJICTaBISIETCS] MATIOBEPOSTHOM, TaK Kak, BO-TIEPBBIX, IIEKyMbl HE KOHTAKTUPYIOT
C BHEIIHEW Cpeoll HEMOCPEJACTBEHHO, OyIy4d OTIEIEHHBIMH OT Heé
HIepUOCTPaKyMOM, a Bo-BTopbiX, Y N. anomala u apyrux Opaxuornon ects qpyrue
MeCTa, KOTOpBIC, MPEANOJIOKUTEIHHO, MOTYT JIYYIE CIPABIATHCS ¢ (yHKIMEH

razoo0MeHa, Harpumep, JoPpodop u MaHTHSI.

5.2. Opranu3anusi 1eJOMHYECKOH cHCTeMbl M KOMIAPTMEHTAJIU3ALMs

TEJAa

AHaTOMHMSI TEJIOMHUYECKOW CHCTEMBbI KpaHUHUJ oO0CyXJajdach paHee B
HecKoNIbKUX pabotax (Joubin, 1886; Blochmann, 1892; James, 1997; Robinson,
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2014). TlpencraBieHHblE B HACTOSIIEM HCCIEAOBAHUU PE3YJbTAaThl B IIEJIOM
corjacyercs ¢ JaHHBIMH Jpyrux aBTopoB. OIHAKO, HEKOTOPbIE OCOOEHHOCTH
I[EJIOMHYECKON KOMIIAPTMEHTAIM3AIIUN U CAMUX 1IEJIOMOB paHee He ObLIH OTFCAHBbI.
B ywactHOCTH, HE ObUIM paHee ONMUCAHBI OTIIEJIbHbIE (PPOHTATILHBIE 1IETIOMUYECKUE
KaMepbl, XOTsI B JIMUTEpAaType YNOMHHAIOTCS HAXOASAIIMECS B HUX OpaxwalbHbBIE
npotpakTopsl (Joubin, 1886; Blochmann, 1892; Bulman, 1939; Robinson, 2014).
He coBcem sicHO poucxoxaeHne GpOoHTAIbHBIX IIeToMUYecKux kamep. [Tockombky
OHHM CBSI3aHBI C MAaHTHEH, I COSAMHUTEIIPHOTKAHHAS 000JI0YKA ATUX IETOMUIECKUX
KaMep MEPEXOJUT B COCIMHUTENBHYIO TKaHb MAaHTHUU, MOKHO MPEIOJIOKHUTh, YTO
OHH MOTYT OBITh IPOU3BOIHBIMU CUCTEMbI MAHTHUIHBIX CUHYCOB, OTICIISIOIIUXCS OT
MOCJIEIHUX B OHTOr€HE3e mocie MeraMopdo3a, U SBIAIOTCS TakKUM 00pa3oM
OPOU3BOJHBIMU  TYJIOBUIITHOM  IEIOMHYECKOM  CHUCTEMbI, a  HMEHHO
nepuBHcIepaibHOTO 1eiomMa. C JIpyrod CTOPOHBI, OHU MOTYT MPOUCXOJUTH OT
JIOPCATBHBIX BBIPOCTOB OOJIBIINX OpaxWadbHBIX CHHYCOB, OT KOTOPBIX OHH
OTZIEJICHBl BCETO JIMIIb TOHKON meperopojikoil. HakoHen, ectb BEPOSITHOCTh, YTO
dbpoHTaIbHBIE KaMEPhl UMEIOT HE3aBUCUMOE MPOUCXOKIeHHE. TecTupoBaHue BCcex
ATUX THUIIOTE3 HEBO3MOXKHO 0€3 MPOBEJCHUS COOTBETCTBYIOIIMX MCCIIEIOBAHUMN
oHTOreHe3a. To ke caMoe KacaeTcsl U KaMep 33JJHUX a/IyKTOPOB, BEPOSTHEE BCETO
OTIENSIOMUXCS OT NEPUBUCLEPAIBHOIO IIeJIoMa B pe3yJibTare 000COOICHHUS
3aKTIOYEHHBIX B HUX MBIIIII, HO C HEKOTOPON BEPOSTHOCTHIO TAKKE WMEIOIIUX
HE3aBUCUMOE TPOUCXOXKJCHUE, HAlpUMeEp, OT YETBEPTOM Maphl IETOMUYECKHUX
MEIIKOB JUYKMHKH, omucaHHbix Humbcenom (Nielsen, 1991). MurepecHo Takxe
OTMETHUTh, YTO 3aJHHE YaCTH WJICOMAPUETATHLHOTO ME3EHTEpUsl BIUBAIOTCS B
CTEHKH, pa3JIeJIaIolue MePUBUCLICPATIbHBIN 1IEJIOM U KaMephl 3aJHUX aJlTyKTOPOB,;
B CIEKYJATUBHOM TOPSAKE MOXHO TIPEINONOKUTh, YTO Kamepbl 3aJHHUX
aAIyKTOpOB M  000COOMIUCHh B  pe3yJbTaTe CHJIBHOTO  pa3pacTaHus
WJICOMTApUETATBHBIX ME3CHTEPHEB, HE OTMEUYCHHOTO Yy JIMHTYJIH(POPMHBIX M
puaxoHeuGopMHBIX Opaxuonos (Blochmann, 1900; Kysemuna u mgp., 2006). 5

Ipeanojaraim, 4ro 000co0JieHne KaMep 3aJHHUX aJIyKTOpOB, KakuM Obl 00pazoM
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OHO HU IIPOUCXOJNIIO, UMECT (bYHKLII/IOHaJIBHOG SHAYCHHUEC IS MCXaHHU3Ma 3aKPbITHA

paKkoBUHHI (0IpoOHEE CM. pazaen 5.4).

Poouncon (Robinson, 2014) omnuchIiBacT «IEPEIHION IEIOMUYECKYIO
KaMepy», PAacIlONIOKEHHYIO BIEpPEIH «I0sica KOJbIIEBOW MBIIIIBD B OCHOBAHUU
aodocdopa. DTO ommMcaHWE COOTBETCTBYET TepudI30dareaqIbHOMy IEJIOMy B
HACTOALIEH paboTe, U 5 MPEANOYNUTAI0 TEPMHUH «IIEepH330(arcabHbII eI0OM» T0
JByM TIpUYMHAM: BO-TIEPBBIX, 3TO HAa3BaHHME€ B TOYHOCTH WILTIOCTPUPYET
pacIoyioKeHUe JaHHOM IIeJIOMUYECKON KaMephl (BOKpYT MUIleBoaa — esophagus);
BO-BTOPBIX, JAHHBIH TEPMHUH MMEET ropasao OOJBIIYI0O UCTOPHIO YHOTPEOICHUS:
TEPMUHBI  «mepud3odareaqbHbIi  1EIOM» 11  OCHOBHOM  TOJIOCTH U
«repud3odareanbHble MPOCTPAHCTBA» JUIS JTUBEPTHKYJOB BOKpPYT MHIIEBOJA
yHoTpeOIsoTes 110 MeHbIer Mepe ¢ 1892 rona u jurs kpanuu (Blochmann, 1892;
Hyman, 1959), u ana apyrux Opaxwonon (Kyspmuua u mp., 2006; Kuzmina,
Malakhov, 2011). C npyroii CTOpOHBI, TOAXOISAIIMM HA3BaHUEM JUISI ITOU
[EJIOMUYECKON TOJIOCTH BUJUTCS TaK)Ke€ TEPMHH «OCHOBHAs 4acTh ME3OIIEIIsD,
npemioxkeHHbpld  Xaiiman (Hyman, 1959); HegoctaTkomM 3TOTO — SIBISIETCS
HEOJTHO3HAYHOCTh aPXUIIEJIOMATHOW KOHIENIMH (C BBIACICHUEM MPOTOIEIs,
Me30LIeNIsi W MeTaledsl KakK OCHOBHBIX IEIOMHYECKHX KOMIApTMEHTOB) B
NpUMEHEHUU K OpaxuomnonaMm (CM. HUXKE), a TaKXKe TO, YTO K ME30LEII0
TPaIWIIMOHHO  OTHOCSTCS  Takke Oonblie  OpaxuajabHble  CHHYCHI, C
nepus3oareaibHbIM LIEJIOMOM HE CBS3aHHbIE HU HANIPSIMYI0, HU ONIOCpeloBaHHO. B
CBSI3M C OTUM s TMpeajararo 0003Ha4aTh COBOKYMHOCTh MepH330(dareanbHOTO
1[eJIOMa, COCIMHUTENBHBIX KaHAJIOB W MalblX OpaxWallbHBIX KaHAJIOB Kak
«IIyNanbleBBI 11eTIOM» (paHee He WCIOJb30BABIIMIICS TEPMUH), a B KadeCTBE
albTEPHATUBHOTO  O0O3HAaueHMs I nepud3odareaJbHOro  IejomMa 10
HEOOXOJMMOCTH HCIOJIb30BaTh KOHCTPYKIHIO «OCHOBHAs YacTh IIyHaJIbLIEBOIO
[eJIOMa» — HECMOTpS Ha TO, YTO OHA BHUIUTCS HECKOJBKO TPOMO3AKOW, OHa
HAWIy4IIuM OoOpa3oM OMHMCHIBAET COOTHOIIEHHE Mepul3odareaibHOro LeioMa u

JIPYTUX Pa3JeNioB IEIOMHUYECKor cucTembl jododopa. TepmMuH «urymanbieBbiid
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LEJIOM» XOpOIIO OTpaxaeT TOT (akT, 4YTO OT BCEX MOAPA3AEICHUM 3TOro
LEJIOMUYECKOT0 KOMITAPTMEHTAa OTXOAST KaHajlbl B IIynaiblia (BHYTPEHHUE,
HapyXHbIE, OKOJIOPOTOBBIE), U IMEHHO COOOIIEHHE LIyMajel] ¢ IPYTUMHU YacTIMU
TeNa SIBISIETCA, MO-BUAMMOMY, OCHOBHBIM HAa3HAY€HHEM 3TOr0 LEIOMUYECKOTO
KOMITapTMEHTA (B YACTHOCTH, KaK MOKa3aHo B pa3zaenax 4.3 u 4.4, B 1ynaabLEeBbIe

KaHaJIbl U3 IyHIaJIbICBOI'0O ICJIOMA 3aX0AAT MBIIIIBI 1 COCYI[BI).

Kak yxe Obu10 HamucaHo B paszfaene 4.3, nepuBUCHEpaIbHBIN 1IEJI0M, CaMblil
Oonpiroir menmommyeckuit kommaptMeHT N. anomala, obnamaer mnpuvyAIHBOI
MopdoJiorue ¢ JByMs MapamMd BBIPOCTOB, 3AKIIOYAIOLIIMX MBIIIIbBI, 3aJHUM
HEIapHbIM  BBIPOCTOM, COJAEpXKAIIMM HENapHYI0 MEIHAIBHYI0 MBIIIY, U
Pa3BETBIEHHOU CUCTEMOU MaHTHMHBIX CUHYCOB. ®opmupoBaHUE
10iyoO0OCOOJIEHHBIX KaMep JUIsl BHYTPEHHUX M JIATEPAIbHBIX KOCBIX MBIIIII,

BCPOATHO, CO31a€T st YIOMAHYTBIX MBIIII AOIIOJIHHUTCIIBHYIO OIIOPY.

AmnanibHas Kamepa, panee onucanHas bioxmannom (Blochmann, 1892) u ¢ tex
MOpP COBEPILICHHO HE YIIOMUHAEMas B TUTEPATyPHBIX UICTOUHHUKAX, 32 UCKIIOYEHUEM
HEKOTOPBIX 0030pOB, Takke, Kak U (PpOHTaNbHBIE KaMepbl M Kamepbl 3aJHHUX
aJIyKTOPOB, TPEACTaBIACT cO000ii 000COOIICHHBIM 1ETOMUYSCKUN KOMITAPTMEHT,

HE CBSI3aHHBIN C NEpUBHUCHCPATIbHBIM LICJIOMOM.

Takum 00pa3omM, reomMuueckas cuctema Tyjouina y N. anomala Bxirodaer B
ceOs dYeThlpe LIEJOMHUYECKUX KOMIApPTMEHTa, U3 KOTOPbIX JBa IapHbIE
(ppoHTanbHBIE KaMephl W Kamepbl 3aJHUX aJAyKTOPOB) W JBa HEMapHBIE
(mepuBUCLEPATIBHBIA 1IEJIOM U aHallbHas KaMmepa), a B COBOKYNHOCTH, C y4ETOM
OJTHOTO TIAPHOTO M OJHOTO HEMapHOIo LEIOMUYECKUX KOMIAapTMEHTOB Jododopa,
nenomuyeckas cucrema N. anomala sigisiercst mecTHyacTHO# (reKcanapTUTHON), U
HUKAKUE M3 LEJIOMUYECKHX KOMIIAPTMEHTOB IPU 3TOM HE SIBIISIFOTCS IOJIHBIMHU
cepualibHbIMU ToMosioramu. [lono6Has ¢pparmeHTaIs HETOMUYECKONW CUCTEMBI HE
OblJIa paHee ONMHCAHA HU Yy OpaxuomoJl, HU y KaKUX-TUOO APYruX >KMBOTHBIX. C
y4E€TOM TOT'0, YTO OHTOI'€HE3 KPAHUU/I U3YUEH B OCHOBHOM Ha JINYMHOYHBIX CTAIHSIX

(Nielsen, 1991; Freeman, 2000; Lter, 2007), a 0 pa3BUTHH HOCT-METaMOP(HO3HBIX
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IOBEHWJIEH W3BECTHO MaJlo, CJIEAYET MPEIIONIOXKUTh, YTO KOJIWYECTBO 3a4aTKOB
[[EJIOMOB MOXET COCTaBJISAITh MEHbIIIE IIECTH Map, a pa3lieJIeHUuEe IEJIOMOB, B
YaCTHOCTH TYJIOBHUIIHBIX, TPOUCXOIUT YXKe mocie Mmetamopdosa. BoamMoxHO Takke,
YTO U OTACJICHHE IIEJIOMUYECKUX KOMIIAPTMEHTOB Jododopa Ipyr OT Apyra
MIPOUCXOUT HAa FOBEHWJIBHBIX CTAIUAX, TaK KakK, MO HEKOTOPHIM JaHHBIM, Y
JUYMNHOK, B TOM YHCIIC KOMIIETEHTHBIX, IETOMHYECKas TOJOCTh OJHA W HE
paszaencHa Hukakumu reperopogakamu (Freeman, 2000). YcraHoBieHHe CyIb0bI
ATOTO €IWHOTO IEJIOMUYECKOTO 3adaTka TpeOyeT JATbHEUIINX OHTOTCHETHUSCKIX
UCCJIeI0BaHUM Ha IOBEHUJISIX. CTOUT MPOBEPUTH TAKXKE, B IEUCTBUTEIILHOCTH JI Y
KpaHuUJ 00pa3yeTcsl eUHbIN 1IeIOMUYECKUN 3a4aTOK, a HE YEThIpe, KaK OMUCAHO
Hunbecenom (Nielsen, 1991), tak kak JaHHBIX B TOJB3y W TOH, W Jpyrou
WHTEpHpETallud B  HACTOSIIMM  MOMEHT HEMHOTo:  (paKkTUYeCKd, OHU

OIrpaHUYIUBAIOTCA COOTBCTCTBYIOIIUMHU CTATbAMUA Hunncena n CDpI/IMeHa.

OTCyTCTBHE HCCICAOBAHMN MOCTIMOPHOHAIBHOTO Pa3BUTHS IEITOMUYCCKON
CUCTEMBI TAaKK€ CHJIBHO 3aTPYAHSET CpaBHEHHE KoMMapTMeHTanu3anuu Tena N.
anomala u apyrux Opaxuoro/, a TakKe POACTBEHHBIX UM (OPOHM U MIIaHOK. B
pamkax apxuienomatHod rumote3sl (Masterman, 1898) cuwraercs, 9To
Opaxuomnojapl WMMEIOT JBYXYAaCTHbINH (OMMAPTUTHBIA) IIEJIOM, COCTOSIIIHN U3
nododopansHoro u TynosumrHoro meaoma (Nielsen, 1991; Temereva et al., 2015);
y L. anatina ommcaHa TpunmapTUTHas IEJIOMHYSCKAas CHCTEMa C OTJACIbHBIM
11€JIOMOM B OpaxuaabHOM CKIIaJKe, TOMOJOTU3UPYEMBIM B paMKaX apXHUIeJIOMaTHON
koHIenmuu ¢ npotomueiaem (Yatsu, 1902; Temereva et al., 2015). Bnpouewm, ectsb u
UCCIIe0BaHMsI, TpoTHBOpeYarnre 3tuM aanubiM (Liter, 1998, 2007), u kpome TOrO,
B HEKOTOpPHIX paboTax y JHHTYJIHJ TPEArnojaraeTcsa Jgaxe CBs3b MallbIX
OpaxMajdbHBIX CHHYCOB C IepHBHCIEpantbHbIM 1eaomoMm (Blochmann, 1900;
Trueman, Wong, 1987). Takum o0pa3oMm, B pa3iduYHbIX HHTEPNPETALUAX UYUCIIO
000COOJICHHBIX METOMUYICCKUX KOMITAPTMEHTOB KOJICOJIETCS OT OHOTO A0 TPEX UITH
4yeThIpEX. Pa3BuTHe 11€TOMUYECKON CUCTEMBI Y JIMHTYJIN, KaK U B CIIydae KpaHHUH/I,

MPAKTUYECKA HE H3y4YeHO. B pamkax Hacroduen [IuccepTaldd ONUCAHBI
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JMBEPTUKYJIBI TIEpHI30(areaabHOro IejioMa y OpaxvajibHOW CKIIAJAKK B 00JacTH
pTa, MO PACIHOJI0KEHHIO COOTBETCTBYIOIIUE MPEAPOTOBOMY IIEIOMY JIMHTYIIU]T
(«TIpOTOLIENIO»), OJHAKO, B OTIUYHE OT TMPEIAPOTOBOTO IEIOMa JIMHTYIIU]L
(Temereva et al., 2015), atu guBeptuky/asl y N. anomala npuypodeHsl TOIBKO K
OKOJIOPOTOBO# 00JIACTH, U HE MPOJOJIKAIOTCS B OpaxwajbHOW CKIIAJKE B PyKax.
[ToCKONBbKY 3TH JUBEPTUKYIIBI SIBHO CBSI3aHBI C IepU330(arcaabHbIM I[IEIOMOM,
3aHMMAIOIIMM  ITOCTPOTOBOE  IMOJIOXKEHHWE, OHH TOYHO HE MOTYT OBITh

TOMOJIOTHU3HWPOBAHBI C KIIPOTOLCIICM)).

TpunaptutHas opraHuzalys ETOMUYECKOM CHUCTEMbl, MO TMOCJICIHUM
JIAHHBIM, sIBIIsETCS TUie3noMopdHoit ueproit ¢oponun (Temereva, Malakhov,
2011b; Temereva, 2015a) — rpymibl, KOTOpast O JAHHBIM MHOTHX MOJICKYJISIPHO-
CUCTEMATHUYECKUX pPabOT sBISETCS ONMXKAWUIIKMM POACTBEHHHUKOM Opaxuomno
(Cavalier-Smith, 1998; Cohen, Weydmann, 2005; Hausdorf et al., 2010; Cohen,
2013). Cuwuraercs, 4TO TPUIMAPTUTHAS OpraHU3AMS IEJIOMUYECKOW CHUCTEMBbI
SBIIETCA IUIe3noMopdHoi u mas Bcex jododopar (Emig, 1984), o Bo Becex
rpynmnax Jsododopar MUCXOIHAs TPUMAPTUTHOCTh TAK WIM HMHA4YE TMOJABEPraeTcs
penykuuu (Bartolomaeus, 2011; Gruhl et al., 2005, 2009; Temereva, 2015a, 2017;
Temepena, Manaxos, 2006; Temereva, Malakhov, 2015; Temereva et al., 2015).

CTouT OTMETHTh, UTO IIeJIOMHUYecKas cucrema Opaxuomoa B obOmem u N.
anomala B dYacTHOCTM C TPYyJOM BIHCHIBAETCS B PaMKH apXHIICIOMATHOM
kouuenuuu. Kak ormeuaer Jlrotep, TpuMepust (apXHIIeIOMUs) UMEET CMBICII TOJIBKO
B TOM CJIy4ae, KOT/1a OHa UMEET KaKoe-JIn00 OTpaKeHNE B PA3BUTHH OPAXUOTIO]T HITH
B OpPTaHU3AIMU B3POCIBIX 0cO0eH, MPUTOM HH TOTO, HU JPYTOro B peajbHOCTH HE
naomomaercs (Liter, 2007). He naOmiogaeTcsi BBIpaKEHHON apXUICJIOMUUA U Y
B3pocibix ocobeir N. anomala, Tak kak WX IeJOMHUYecKas CHCTEMa COCTOMT W3
IIECTU MOJHOCTBIO Pa3AeIEHHBIX EJIOMUYECKUX KOMIAapTMEHTOB. Takoe CI0XHOe
YCTPOUCTBO TEM OoJiee TSIKEIO COMOCTABUTH C TPAAUIIMOHHO TPUMEHSIEMON K
Opaxuonojam «OUMapTUTHOW» CXEMOM, COTJIACHO KOTOPOW y OpaxruomnoJi UCXOAHO
JIBa IETTIOMHUYECKUX KOMIAPTMEHTAa — «Me30Ieb» B J0dodope U «METaIelb» B
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Tynosuile. C Apyroi CTOPOHBI, Takasi TOMOJIOTrK3als OyJIeT BIOJHE OMpaB/iaHa,
ecinu Mbl, B otimuue ot K. Jlrorepa (Luter, 2007), OyaeM yuuThIBaTh HE TOYHOE
KOJMYECTBO  TOJHOCTHIO  OTACNEHHBIX JAPYr OT JApyra  IEJIOMHYECKHX
KOMITAPTMEHTOB, a TOJIbKO UX PACIIOJI0KEHHUE B XOPOLIO pAa3IMUMMBbIX OTJIeIaX Tela,
corjacHo obOmenpuHaTor cxeme (Mamaxos, 2004), — B TakoM ciydae OOJIbIITHE
OpaxuanbHbIC CHHYCHI ¥  IMyHAJBIEBBIA  I1€JIOM, PAcCIHOJIOKCHHBIE B
bunbTpaliioHHOM ammapare — Jiododope, COOTBETCTBYIOT «ME30LEIIO», a
MIEPUBUCIICPATBHBINA IIEJIOM, KaMepbl 3aJHUX aJIyKTOPOB W aHAJbHAs Kamepa,
pacroyioKEHHbIE B TYJOBHINE — «MeTareno». llomoxkenne (pOHTAIBHBIX
[EJTOMUYECKUX KaMep OCTaETCsl B TAKOM CXeMe HEeONpeneEHHBIM; OJTHAKO, MOKHO
IPEANOJIOKUTh, YTO BBIJCICHHE UX B Kaue€CTBE OOOCOOJIEHHOIO LETOMHYECKOrO
KOMITAPTMEHTA, KaK U B Clly4ae KaMep 3aIHUX aJITyKTOPOB, CBSA3aHO C 00ecIieueHue
ooJibiel 3¢ (HEKTUBHOCTH PACIIOIOKEHHBIX B 3TUX IIEJIOMUYECKUX MOJIOCTIX MBIIIII]
(OpaxuanbHBIX TPOTPAKTOPOB W 3aJAHUX  aJJYKTOPOB  COOTBETCTBEHHO).
@®poHTanbHBIE KaMepbl, BEPOSTHEE BCEro, TAKXKE SBISIOTCS MPOU3BOJHBIMU
«MeTarels», Tak Kak MepPeTHEed CBOSH YacThIO CBSA3aHBI C MAaHTHEHW M Ha Cpe3ax
BBITJIAAT KAaK CHJIBHO 000COOJIEHHbIE MAHTHIHBIE CHUHYCBHI (JUBEPTHKYJIBI
TynoBuIIHOTO 1enoma). [Ipeanonoxenue IIpocca (Pross, 1980) o coorBeTcTBUM
OONBIIIMX OpaxuabHBIX CHHYCOB MPOTOLEIIO MPEICTABIICTCS HEBEPHBIM, TaK KaK
Oonpivie OpaxuaibHbIE CHHYCHI TOJTHOCTBIO PACHOJIOKEHBI I03aJd pTa H
OpaxuanbHOU CKIaaKu. KpoMe Toro, ciaeayer OTMETHUTh, YTO HACTOSIIAS apXUMEPHS
[IEJIOMOB HAAEKHO TMOKa3aHa JUisl OMKaWIIMX POJCTBEHHUKOB Opaxuomnoj —

doponng (Temereva, Malakhov, 2006; Temereva, 2015).

Crnemyer OTMETUTH HEKOTOPBIE CXOCTBA B IEJIOMUYECKOI cucteme ododopa
N. anomala u punxonemmpopmHoi Opaxuomnonsl H. psittacea. Bo-niepsbix, u Te, 1
IpyTue WMEIOT BBIPAKEHHBIC JIOPCATBHBIE BBIPOCTHI OOJBINNX OpaxHaTbHBIX
cunycoB (Ky3pmuna u ap., 2006) noxoxxei GopMbl U CXOKHE MO PACTIOTIOKEHHUIO.
@OyHKIUS OTUX BBIPOCTOB, MPEINOJIOKHUTEIBHO, COCTOMT B  3alacaHuu

[IEJIOMHYECKON JKUJIKOCTH, TO €CTh OHU MOTYT pa00TaTh KaK pe3epByaphl, HyKHbIC
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JUTST HAaKa4MBaHUS JOTOJHUTEIHLHOTO O00BhEMa IETOMUYECKOW >KHIKOCTH B PYKHU
nododopa, crocoOCTBYSI BBIMOJHEHHUIO OOJBIIMMU OpaXUabHBIMH CHHYCaMU
bynkmuu rugpockenera (cMm. pazgen 5.3). Bo-BTopbix, 00a yIMOMSHYTBIX BHIA
o0namarT mepud3odarearbHbIM IIETOMOM, OTBETBIISIOIIUM ITUBEPTHKYIIBI BOKPYT
numiesona (Kuzmina, Malakhov, 2011). Ecte Takke W 3HAUMTEIbHBIC OTIMYUS
nepus3ogareasbHOrO enaomMa MEXITY STUMH BUIAMH: MOJIOCTh
nepud3odareanpHoro  1enmoma  H.  psittacea  mo-gpyromy  pacmosioeHa
OTHOCHUTENFHO MUIIIEBOA, HE MPO0IKACTCS BHYTPh BEHTPAIHHOTO ME3EHTEPHS U
B OpaxuanbpHyto ckiaaky (Kuzmina, Malakhov, 2011). Otu maHHbIe MOTYT OBITH
HCIIOJIb30BaHbI B aHANIM3€ (DUIIOTEHETUYECKUX OTHOIICHUM MeXIy Opaxuornojgamu,
KOTOpBIH, kKak oTmedaer Kapicon (Carlson, 2016), nomkeH BKIIOYaTh B ceOs U
MOP(OJIOTUYECKHE, U MOJICKYJISIpHBIC MPU3HAKU; BIIPOYEM, HHTEPIPETUPOBATH ITU
JAHHBIC B TOJB3y Kakoi-mubo w3 dunorenermdeckux rumore3 («Calciatay wmm

«Inarticulata») B oTpbIBE OT OCTANIBHBIX JaHHBIX HE MPEICTABISACTCS BO3MOXHBIM.

B pamkax naHHoW pabGoThl MPOJAEMOHCTPUPOBAHO, YTO TAMETOTCHHAs TKaHb
(«roHamei») N. anomala paBHOMepHO pacmpezieicHa B JBYX OONacTsaX: B
MAHTUWHBIX CHUHYCAaX M HA WJICONAPUETAIBHBIX ME3CHTEPUSX. TakOW XapakTep
pPacroJIOKEHUs] TAMETOTeHHOM TKaHU ObLI paHee OoTMedeH y Kpanuuj JKybenom
(Joubin, 1886; Williams et al., 1997a). [To pacmoyiokeHHI0 TaMETOTCHHON TKaHH,
TaKUM 00pa30oM, KpaHUUILI OKAa3bIBAIOTCS CXOXHUMH OJHOBPEMEHHO U C
JUHTYIUGOPMHBIMA ~ OpaxuomojaMu, Yy  KOTOPBIX  OHA  pacloJioKeHa
UCKITIOUNUTEITLHO B TIEPUBUCLECPATHHOM IIEJIOME, M C PUHXOHEIUTH(POPMHBIMU
OpaxuornojamMu, y KOTOPhIX «TOHAbD» PACIOIO0KEHB B OCHOBHOM B JIaTE€PAJIbHBIX
MaHTUWHBIX CHHYCaX W TOJHKO OTYACTH B TMEPUBHUCIICPATLHOM IIEJIOME BOJIM3U
BOPOHOK MeETaHEe(ppUIUEB, Yepe3 KOTOphIC, BEPOSATHEE BCETO, BBIBOIATCS BO
BHeIo cpeay cospesine ramersl (Williams et al., 1996; Kuzmina, Malakhov,
2009; Harper et al., 2017; Temereva, Kuzmina, 2018). 13 sToro HalOmoacHUS
MO>KHO BBIBECTH HECKOJIBKO MPEIITONIOXKEHUH. Bo-TIepBhIX, pacnoioxkeHne TOHA ] B

PaBHOM CTEIEHM W B MAHTUWHBIX CHHYCaX, M B OCHOBHOW IIOJIOCTH
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NIEPUBHUCIICPATIBHOTO II€JI0Ma MOXKET OBITh IJIE3UOMOP(HBIM COCTOSIHUEM, KOTOPOE
coxpanmiock y Craniiformea, torma xak y Rhynchonelliformea u Linguliformea
HaTTePH PACIIOJIOKCHHSI TaMETOTEHHOW TKAaHW MEHSETCS B CTOPOHY MaHTHHHBIX
CHHYCOB M MEPUBUCIEPATHBHOTO I€JIOMa COOTBETCTBEHHO. BO-BTOPBIX, BO3MOXKHO,
910  Hamboyiee  TPUMUTUBHBIM  SBIIICTCS  PACIOJNIOKCHHWE  «TOHAI» B
nepuBuciepanbHoii mosoct 'y Linguliformea, torma kax Craniiformea u
Rhynchonelliformea B Tol wuaM HWHOH CTCICHH «CMEIIAIOT» JIOKAIU3AINIO
TraMETOICHHON TKaHU B MaHTHHHBIC CHHYCBI, 9TOOBI OCBOOOINTH IMPOCTPAHCTBO B
OCHOBHOW TIEPUBHUCIIEPATBHON MOJIOCTH. B-TpeThUX, MOKHO MPEAIIOIOXKHTD, YTO
pacroJio)keHue rameroreHHor Tkanu y Craniiformea sBisieTcs «IpoMeKyTOYHBIM
cocTostHHeM» MexIy e€ pacrmonoxenneM y Linguliformea u Rhynchonelliformea.
Bce 3t ipeanonoskeHus HYKIAr0TCS B BepUPUKALUK TOpa3ao 0oyiee OOIMHMPHBIM
(UITOTCHETUYCCKUM aHAJIM30M, B KOTOPBIH HEOOXOAMMO BKIIIOYATh M TaKHE

NpHU3HAKW Kak Jokanu3anus rametoreHHor Tkanu (Williams et al., 1996).
5.3. YabTpacTpyKTypa 1eJJOMU4eCKON BHICTHIKHU
5.3.1. Qynkyuonanvuvie acnexmol

Kak noka3zano B pasnene 4.3, 6ombliine OpaxvaibHbIE CHHYCHI B 3HAUUTEILHON
CTEIMEHU BBICTIIAaHBI MUOAIIUTEINEM, MUO(DUIAMEHTHI KOTOPOTO OPUEHTUPOBAHBI U
BJIOJIb OpaxualbHOW oOcCH, W momnepék pyku Jododopa (MOIyKOJIbIIOM). IDTO
MOATBEPKIACT MPEANOIOKEHNE O TOM, UTO OOJIBIINE OpaxuaabHbIe CHHYChl MOTYT
BBINOJIHATh OMOPHYI0, THUApocTatuueckyro ¢ynkmuio (Kuzmina et al., 2018;
PatHoBckast, Ky3pmuna, 2022), Oyaydd yCTPOEHBI O MPUHIMITY KIACCHYECKOTO
rugpockenera (Trueman, Wong, 1987) u moaHOCTBIO U30JUPOBAHBI U OT APYTHUX
KOMMAapTMEHTOB I[EJIOMUYECKOM CHUCTEMBbI, U APYr OT Jpyra, Kak U JApPYyrux
opaxuonoz (Pross, 1980; Temereva et al., 2015; Temereva, 2017¢; Kuzmina et al.,
2018; PartnoBckas, Kyspmunua, 2022). MOXXHO MNpEaNOIOXKUTh CIAETYIOUTUN
xapakTep padoThl O0JIbIINX OpaxuaaIbHBIX CHHYCOB KpaHUMI: PeTpakius Jododopa
OCYIIECTBIISIETCS OpaxuagbHBIMU MBIIIIIAMH C HEKOTOPOW MOMOIIBIO CO CTOPOHBI

OpaxualibHBIX 3JIeBaTOPOB (CM. pazaen 5.4) U mpoI0JIBLHON MHUOIMUTEIUATBLHOMN
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BBICTHJIKA OOJIBIIMX CHUHYCOB; LIEJIOMUYECKas AKHUAKOCTb B OOJBIINX OpaxHabHbIX
CUHYcCaX, Oyay4M IMpaKTUYECKHU HECKUMAEMOM, U, HE UMEs BO3MOKHOCTH MEPEUTH
B JIpyTHE LIEJIOMHUYECKHE KOMIIAPTMEHTAMHU B CBSI3U C M3OJSLUUEN OT MOCJEIHHX,
NEPEKauYnBAETCS B MPOKCUMAJIbHYIO 4acTh OOJBIINX CUHYCOB U B YaCTHOCTU B MX
JopcajbHble BBIPOCTHI. IlpH 3TOM mEepUTOHEATbHAs BBICTUIIKA BEHTPAJIbHOU
CTOPOHBI, BEPOSATHO, MOKET B ONIPEIETEHHBIX MPEEIaxX pacTAruBaTbcs 0€3 pa3pbiBa
3a C4€T Oa3aJbHBIX BBIPOCTOB KIIETOK, NIYOOKO 3asKOPEHHBIX BO BHEKJIETOYHOM
matpukce. OOpaTtHas mnpoTpakius (pacmpaBieHue) pyk Jododopa, BEpOsSTHO,
OCYIIECTBIISIETCS MPOCTO 3a CUET paccialiIeHus] BCE MPOIOJIIbHON MYCKyJaTyphl,
U3-32 KOTOpPOTo OoJjbline OpaxualibHble CHHYCBhl, a BMECTE€ C HUMH H PYKH
gopodopa UENMKOM, BO3BpaAlAlOTCA K HCXOJAHOMY, pacClpaBICHHOMY U
HEHANpsHKEHHOMY COCTOsSiHUIO. HekoTopyro posib B pacrpaBieHHMHM OOJIBLIMX
CHUHYCOB MOKET UTPATh UX IOJIYKOJIbLIEBAs» MBIIIIEUYHAs BHICTUIIKA, CIIOCOOHAS, TIO
BCEU BUJIMMOCTH, IPOKAYNBATH LIEJIOMHUYECKYIO )KUJIKOCTh BIepEN. C BEHTPAIBHOU
CTOPOHBI TaKasi BBICTUIIKA OTCYTCTBYET; 3Ta CTOPOHA BBICTIIaHA MEPUTOHEATBHBIMU
KJIETKAMH, 3asSKOPEHHbIMH B TOJIIE COEAUHUTENBHOW TKAaHU JJIMHHBIMU
oTpocTKaMHu. Takasl opraHuszanus, IPEANoI0KUTEIbHO, MO3BOJSET CIOK KIETOK
BEHTPAJIbHOM BBICTUJIKA OOJIbIIMX OpaxualbHBIX CHHYCOB pPaCTATUBATHCA IPHU
MPOKAYMBAHUU LIEJIOMUYECKON KUIKOCTU BHEpEn 0e3 HapyIIeHHs LETOCTHOCTU
CJI0s1, YTO OCOOEHHO BaXKHO B CBSI3U C TEM, UTO C BEHTPAJIBbHOI CTOPOHBI OOJIbIINE
OpaxuanbHble CHUHYCBl OTIEJIEHbl OT CTEHKH TeJa JIMIIb HEOONBIIMM CIOEM
COEIMHUTENbHON TKaHW. DNMUJEPMHUC U LEIOMUYECKasi BBICTUIIKA B 3TOW 00JacTH
TaK)K€ HEBBICOKAS, YTO 3aCTaBIISIET MPEAIOI0KUTh, YTO B 3TOM MeCTe (BO3MOXKHO,
Cpelld HEKOTOPBIX APYTHX ), IPOUCXOAUT ra3000MEH MEXAY 1IEJIOMOM U MAaHTUHHOMN

nosocteio (Hyman, 1959).

JlnBepTUKYIIBI nepud3odareaibHOro 1eJIoMa, 3aII0JTHEHHBIE
MHOSMUTETUAIBHBIMA ~ KJIIETKAMU C  XOPOIIO PA3BUTOM MBIIIEYHOM YacCThIO
(0coOEHHO B AMBEPTHKYJIAX BHYTPEHHETO Psa), BBHIMOJIHSIIOT POJIb KHUIIEYHOU

MYyCKyJaTypbl,  oOecneumBasi  MEPUCTAIBTHKY,  MOJAO0HO  aHAJIOTHYHBIM
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JTUBEPTHKYJIaM rnepud3odareaabHoro neiaoma H. psittacea (Kuzmina, Malakhov,
2011). UuatepecHo, uto y H. psittacea quBepTuKyJbl Iepu330dareanbHOro 1eaoMa
pacIiojIoXKeHsbl B TpH ciios, a He B aBa (Kuzmina, Malakhov, 2011). V H. psittacea,
takoke kak y N. anomala, BuyrpeHnue (OJMKHHE K IMHIIEBOAY) IUBEPTHUKYJIBI
oOnamaroT 60Jee MOIITHON MYCKYJIATypOU; IIPU ITOM pa3/ejeHUE TUBEPTUKYJIOB Ha
TPH psiia BMECTO JBYX CBsI3aHO y HUX ¢ nuddepeHnuanumeit 3Toi MycKyJaTyphbl Ha
KOJIBIIEBYIO U oTCyTcTBYIOIIyI0 y N. anomala npomonsuyio (Kuzmina, Malakhov,
2011). TlockonbKy pa3aeiaeHue OKOJOMUIIEBOAHON MYCKYJNAaTyphl Ha JiBa CJIOS C
pa3IMYyHOM  OpUEHTalued  JOJDKHO  IOCIOCOOHOCTBOBATH  YBEJIHMUYEHHUIO
3G (HEKTUBHOCTH TEPUCTAIBTUYECKUX U AHTUNEPUCTAIBTUYECKUX JBUKEHUH,
CJIeyeT MpHU3HATh OOJBIITYI0 TPUMUTHBHOCTh OpTaHU3AINH TeprI30(areasbHOTO
nenmoma N. anomala B srom acmekrte. MHTepecHO Takke, MmovyeMy BOOOIIIE
NepUCTATBTHYECKAs MYyCKyJIaTypa B 00JIaCTH TUIIEBOIA Y KPAHHUH]I OpraHU30BaHa
TaKUM HEOOBIYHBIM 00pa3oM (B JIMBEPTUKYJAX), TOI/Ia KAaK MEpPUCTAIbTUUYECKas
MyCKyJaTypa >KelyJKka W TMOCIHSAYIOIMMNX OTACNIOB MUIIEBAPUTEIHLHOTO TpaKTa
MPEJICTABICHA MPOCTO MUOIMUTEIUAIBHON BBICTUIKOW OCHOBHOHM LEIOMHYECKOU
noinoct  (cM. pasgen  4.3). MOXHO MNpPEAnojoXuTh, UYTO 3aKIIOUYEHHUC
MEePUCTATBTHYCCKOW MYCKYJIaTyPhl B TUBEPTUKYJIBI CBSI3aHO C MOIITHBIM Pa3BUTHEM
COCIMHUTEIHLHON TKaHW BOKPYT MHINEBOJA, KOTOPOE B CBOIO OUYEPEIb CBSI3aHO C
HEO0OXOMMOCTBIO CO3JJaHUSI MOIITHOM OMOPBI B OCHOBaHUU Jododopa; u3-3a 3Toro
nepud30¢arcalibHpI 1[EJIOM pa3pacTaeTcs BOKPYT IHINEBOJAa MMEHHO B BHUIE
JTUBEPTUKYJIOB, a HE TIOJXOIUT K HEMY €IMHOM MoI0CThI0. ENE o1HIUM HHTEpECHBIM
acleKTOM CTpOeHHs Tmepud3odareanbHoro meiaoma H. psittacea sistores
IIEPEeropoJIKK, IMEepeceKaronue ero B IepeaHe-3aaHeM HamnpasieHun (Kuzmina,
Malakhov, 2011). ¥ N. anomala Takux neperopoaok He 00HapyKE€HO; BMECTO HUX
IIPEAIojaraeTcs CyecTBOBaHUE CX0KUM 00pa30M OPUEHTHPOBAHHBIX MBIIIICYHBIX
TSDKEW, 3afAKOPECHHBIX B TOJIIIE COCAUHUTEIBHOM TKAHU, OKPYKAIOLIEH
nepud3odarealibHpId  1IEIOM. DT TSHKA MOTYT CXKHMaTh Tepud30darcaibHbIN
IIeJI0M, TIepeKaunBas KUIAKOCTh 4Yepe3 COCAMHHUTEIIbHBIE KaHaJIbl B MaJlble

OpaxuanbHBIE CHHYCBI, YTO MOXET CIIOCOOCTOBATh PACHpPaBIICHUIO pyK Jododopa
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1ocJie peTpakuud (OCHOBHYIO pOJib B MPOIECCE PACHpPABICHHS PYK CIeayeT

pUAaTh, TEM HE MEHEe, OOJBIITNM OpaxualbHBIM CHHYCaM ).

YapTpacTpyKTypHasi OpraHu3aius IynajibleBbIX KaHAJIOB, IPE/ICTABIICHHAS B
HacToAIIEeH paboTe, B LIEJIOM COOTBETCTBYET TOMY, UYTO HM3BECTHO U3 MOCIEAHEN
KpymHOH paboTel Ha 3Ty Temy (Kuzmina, Temereva, 2021a). Kak u3BecTHO H 1Jis
KpaHUHUA, W Uid APYyrux Opaxuornoja, HauOosblliee pa3BUTHE B LIYMATBIEBBIX
[EJIOMUYECKMX KaHajdaX MoJydaeT (QpoHTalbHAs MYyCKyJaTypa, HeoOxoaumas
OOBIYHO [JIS PEeTpaKiuM IIymnajien; a0dpoHTalbHAs MYyCKylaTypa y BceX, 3a
UCKJTFOUEHUEM JIMTOPaJIbHBIX JIMHTYJIHI, pa3Buta cimadee (Kuzmina, Temereva,
2021a). JIuarynuasl BOOOIEe JEMOHCTPUPYIOT 3HAUUTEIBLHOE OTIUYHE OT JIPYTUX
Opaxuonon B cMbiciie (DYHKIIMOHAJIBHON OpraHM3aly IIyrnaiel, TaKk KaK OHHU
UCTIONB3YIOT JBUTATENbHYI0 aKTUBHOCTH HIymajen Oojee s OYMIICHHS UX OT
HQJIUIIIUX [EeCYMHOK, a HE JUIsl PEeTPaKIUM IMPU OMNACHOCTU U TMOCIEAYIOLIETO
pacmpaBieHHs, U W3TM0AIOT WX MPH 3TOM Kak Ha (POHTalIbHYI0, TaK U Ha
a0ponTanbHyo croponbl  (Chuang, 1956; Kuzmina, Temereva, 2021a);
OCTaJIbHBIM OpaxuornofaM a0dpoHTabHAasE MyCKyjaTypa IIynajien Hy>XHa JUis
pacmpaBieHHsl IIynaiel] mocie peTpakiui U MOJAepKaHs UX B paclpaBIeHHOM
coctossuuu (Reed, Cloney, 1977; Kuzmina, Temereva, 2021a). Yro kacaercs
KpaHUHJ, JaHHBbIE HACTOSIIEH pabOThI, MOATBEPKAAIOT, BO-TIEPBBIX, OTCYTCTBHE
BeIpaKeHHOW aOdpoHTanpHOM Myckynarypel (Kuzmina, Temereva, 2021a).
Crnenyer, OJHaKO, OTMETHTb, 4YTO aOQpoHTaNbHAs MyCKyJaTypa Ulynajien y
WCCIICIOBAaHHBIX B paMKax JaHHOW pabOThI SK3EMIUIIPOB BCE K€ MPHUCYTCTBYET,
NycThb U B CWJIBHO PEAYLHPOBAHHOM BHJE, MO KpallHEH Mepe BO BHYTPEHHUX
HIyNaibliax U B OCHOBAHMH IIIyIaJIELl, Yero paHee He ObUIO OTMEUEHO B JINTEPATYPE.
3HaunTenpHas peaykuus aO@poHTanbHOW IIynanbleBodl Myckynarypsl y N.
anomala, B03MOXHO, CBsi3aHa C CHJIBHBIM Pa3BHTHEM PACIOJOKEHHBIX TaKKe
a0(dpoHTaIbHO MepuTOHEa bHBIX HelipuToB (Kuzmina, Temereva, 2021), pyHkuus
KOTOPBIX CBsI3aHA C OBICTPOM peTpakuuel IIynajiel Mpu OMacHOCTH, BEIb KaK W3

naHHbIX npeasinynmx et (Atkins, Rudwick, 1962; Temereva, 2022), Tak 1 TaHHBIX
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HacTosIeH paboTel U3BecTHO, yTo N. anomala npu GpuIbTpaIuy BEICTABISIET CBOU
nlynanblia 3a Mpeaesbl MaHTUWHON moJIoCTH. Bo-BTOpBIX, Yy KpaHUHUA OYEHb
OoJIbIlIOE  pa3BUTHE  MOJy4YaeT  IIyHajblieBas  COCAUHUTEIbHAS  TKAHb;
MpeAnojaraeTcs, 4T0 MMEHHO OHAa WMIpaceT BEAYIIYI0 pOJib MPU paclpaBiICHUU
mymanery 'y KpaHuupa, a aOdpoHTanmpHas MycKyJaTypa peaynupyercs 3a
HeHaoOHocThI0 (Kuzmina, Temereva, 2021a). B cBsa3u ¢ ropa3no OOJIbIIAM
pPa3BUTHEM TOJIIM COCAVMHUTEIBHOW TKAaHU IO CPABHEHUIO C IIPOCBETOM
IEJIOMUYECKUX TojiocTeld B miymaibiiax N. anomala, poss ruapocTaTHYIecKoro
HampsDKeHUss B mrynajibiax B ux pacnpaeineHun (Clark, 1964) ckopee
BcrioMorarenbHas. [loaTBepkaaeTcss Takke HalW4hMe OTPOCTKOB W JIaXKe Tell
MHUOSIUTEIUATIBHBIX KJIETOK ¢ PPOHTATBHOM U JIaTepalIbHBIX CTOPOH IIYTAJIBIIEBOTO
CoCyJia; BEPOSITHO, 9TO HYXKHO JIsi HEMOCPEJICTBEHHOTO CHAOXEHUSI aKTHUBHO
paboTarollel mynaablieBO MyCKyJIaTypbl MUTATEIbHBIMU BemiecTBaMu (11BaHOB,

Heraun, 1997; Kuzmina, Temereva, 2021a).

BriepBble I KpaHMU] OMKCaHA pa3BUTas MHUOSIUTENMAIbHAS BBICTHIIKA
NEPUBUCIIEPATBHOTO IIEJIOMa C MPOJOJIBHO PACIIONIOKEHHBIMI MHO(UIAMEHTAMH .
PaHee Ha OCHOBaHMHM TPEINOIATAEMOTO OTCYTCTBHUS TAKOW BBICTHIIKH JICNIAJICS
BBIBOJ] O TOM, YTO Y KPaHUH]I HEBO3MOKEH I'MIPOCTATUYECKII MEXaHU3M OTKPBITHS
crBopok (Rudwick, 1970), momoGHsIi TOMy, uTO ecTh y JmHTY M (Gutmann et al.,
1978; Trueman, Wong, 1987). JlaHHbIe, mpeacTaBACHHBIC B HACTOSAIIEH padoTe,
3aCTaBIIAIOT MPEANOJIOKUTh, YTO MOIIHO pa3BUTas MPOJOJbHAS MYCKyJaTypa
CTCHKH TeJa MOXET CIOCOOCTBOBATh COKPAICHHUIO TYJIOBHUIIA B MEPEIHE-3aHEM
HAIpaBJICHUU U BHITAJKUBAHUIO CTBOPOK, XOTS OCHOBHAS POJIb B 3TOM JIBUKECHUU
JI0JDKHA TIPUHAIICKATh J1aTepalibHBIM KOCBIM MBIIIIAM (ITOIPOOHEE CM. pasnen
5.4). Poyib OTHOCUTEIHHO MOIIHO Pa3BUTOM JOPCO-BEHTPAILHOW MYCKYJATYphl B
3aJHEe YacTH TYJIOBUIIA OCTa€TCs HESICHOW;, MOXHO TIPEAIOJIOKUTh, YTO 3Ta
MYCKyJiaTypa JCUCTBYET CHUHEPTHMYHO C aJIyKTOpaMu. KOJIbIEBBIC MBIIICYHBIC
BOJIOKHA B BBICTHJIKE JKEIyAKA W IMHIICBAPUTEIBHBIX ITUBEPTUKYJIOB, OYEBHUIIHO,

BBHITIOJIHAIOT TEPUCTATBTUYECKYI0 (YHKIMIO (a B Ciydae MHUIIEBAPUTEIHHBIX
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AUBCPTUKYJIOB, BEPOATHO, CHOCO6CTBYIOT HX CKATHIO N BBIXOAY HCIICPCBAPCHHLBIX

OCTAaTKOB ITNIIIH 06paTHO B KI/IHIC‘IHI/IK).

IToka3aHo, 4TO aHaJIbHAS KaMepa TaKXKe BBICTIIaHA MUOSIIUTEIIUEM, [IPUTOM OH
OTYETIIMBO pa3lesieTcsl Ha MPUCTEHOYHYI0 4YacTh C MHOQUIAMEHTaMH,
OPUEHTHUPOBAaHHBIMM KOHLIEHTPUYECKH, U HA 4aCTh, IPWIETAIOUIYI0 K PEKTyMY, C
IIPOJI0JIBHO OPUEHTUPOBAHHBIMU MUO(HIIaMeHTaMu. I [0CKOJIbKY IPOCBET aHAIBHOM
KaMEpbl CPAaBHUTEJIBLHO HEOOJIBIION, a NPHUCTEHOYHbIE KOHUEHTPUYECKUE
MBIIIEYHbIE BOJOKHA Pa3BUThl HACTOJBKO CWJIBHO, YTO MECTaMH IPUMBIKAIOT K
BHYTPEHHEMY IPOJOJIBHOMY  CIIOK, CIEAyeT IMpeANoyIoKHUTh, YTO o00a
MUOBIUTEIHAIBHBIX CJI0S B KOHEYHOM CUETE€ UIPAIOT POJIb B NEPUCTAIBTHKE
NPsMOM KUIIKH M YJAJICHUM M3 HErO0 HENEepEeBAPEHHBIX OCTATKOB MUIIA — JIMOO
HEIMOCPEJICTBEHHO (B CJy4yae BHYTPEHHEW KOHUEHTPUYECKOW YacThblO), JMOO
MOCPEACTBOM CHKATHS CTEHKU M CO3JaHUs TAKMM 00pa30M IOBBIIIEHHOT'O 1aBJICHUS
LEJIOMHYECKON KUIKOCTH Ha MPAMYIO KHILIKY (B Cllydae Hapy»HOU MPOJIOJIbHON

4acTu).

5.3.2. CpasneHnue opeanuzayuu yearoMuyecKou GblCMUIKY 6 PA3HbIX 2PYNNAX

opaxuonoo

OnuTennanbHas BBICTHIIKA PA3MYHBIX IEIOMHUYECKHX KOMIapTMEeHTOB N.
anomala nemoHcTpupyeT Oousblioe pa3HOOOpasue; BCTpedaroTcs: 1) mpocToi
MUO3MUTENNNA (HAa (POHTAIBHBIX CTOPOHAX IIYyHAJbLIEBBIX KaHAJIOB, B CTEHKaX
MaibIX U OOJBIINX OpaxuaabHBIX CHHYCOB, MEPHBHUCIIEPATBHOTO IEJI0OMa, B TOM
yucie B OOKiajgke Oousbllell YacTW MNUIIEBApUTEIBHOIO TpakTa, B aHaJbHOU
Kamepe); 2) MHOIIUTENHUH, NPeoOpa3oBaHHBIA B KPYIMHBIC MBIIIBI  (BO
(GpOHTaNbHBIX KaMmepax M AUBEPTHKYJNAX Mepud3odareasbHOro — 1ejioma);
HeNoTeNraabHas MPUPOAA ATHUX MBI JOKA3bIBAETCS TMPUKPEIUVICHHEM HX K
0a3aJIbHOM TUTACTHHKE, PACIOJIOKEHHWEM MBIIII] HETOCPEICTBEHHO B MPOCBETE
[EJIOMUYECKOW TOJIOCTH U OTCYTCTBHEM KaKOTroO-THOO TMEePUTOHEATHHOTO CJOs
HOBEPX MBIIIII; 3) YepelOBaHUE MHOSIUTEINATIBHBIX U ICPUTOHCATBHBIX KIETOK B

npejenax oOJHOTO HEeCTpaTU(UIIMPOBAHHOTO CJI0s (MaJjible OpaxualibHbIE CUHYCHI);
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4) mpOCTBIM TIEPUTOHEATBHBIM SIUTEIUEM (Ha JIaTepajbHBIX U a0(PPOHTAIBHBIX
CTOpOHAaX UIyNaJIbLIEBBIX KaHAJOB, MECTaMH B JAPYIMX YacTsIX IIyHallbIIEBOTO
IIEJIOMHYECKOTO KOMIMApTMEHTa, OCOOCHHO B Tepmd30darcajbHOM IeJIoMe, Ha
BEHTPAJIBHBIX CTOPOHAX OOJBIINX CUHYCOB Jododopa, B MPOKCUMAILHON YacTu
3aJTHETO MEIHAJILHOTO BBIPOCTA TEPUBUCIEPATBLHOTO 1ejioMa). CTOUT OTMETHTh,
4TO HamOoJjiee pacnpocTpaHéH B IeoMudeckor BeicTHiIKe N. anomala mmenno
HaunbOonee apxauwunbiii (Rieger, Lombardi, 1987) mnpocToii MOHOIMIMAPHBIN
MHO3NUTENNNA. Bce 3T TUNBI LETOMUYECKOM BBICTUIKH COOTBETCTBYIOT pPaHEe
onucaHHbIM y L. anatina (Temereva, 2017c) u H. psittacea (Kuzmina et al., 2018)
U 10 HUMEIOIUMCS PEKOHCTPYKUUSIM HBOJIOLMH IEJIOMUYECKON BBICTHIIKU
COOTBETCTBYIOT OTHOCHTENIbHO NpuMHTHBHBIM ThraM (Rieger, Lombardi, 1987,
Kuzmina et al., 2018). C omHOW CTOPOHBI, 3TO MOXET CBHUICTCILCTBOBATH O
MPUMUTUBHOCTHU IIUTOJIOTMYECKOTO CTpoeHust Opaxuonona. C Apyroil CTOpOHBI, Kak
MOKa3aHO B HACTOAIICH paboTe W B NpPEIbLIyINUX HccieaoBanusx (Temereva,
2017c; Kuzmina et al., 2018), menomuueckass BBICTHIKA OpaxHOIOI OYCHBb
BapualesibHA U, BEPOSITHO, €€ CTPOCHUE HE HECET (PUIOTCHETHUECKON 3HAYMMOCTH
(TO ecTh CpaBHEHHWE, HAPHUMEP, Pa3HBIX OTPSAOB OpPaxHUONoO[a WU Opaxuornoj C
npyrumu  Triploblastica mo crtpoeHuio 1enOMUYECKOW BBICTHIKHM HMEET Mallo
CMbICJa), YTO, BIPOYEM, HE OTMEHSET T[OKa3aTeJIbHOCTH MPUMUTUBHON
OpraHM3allid 1EJIOMUYECKOW BBICTHIIKM B CBeTe HBojonuu. Clrenyer Takke
IIOMHHTH O TOM, 4TO B HOXKke L. anatina omucana u HejJoMHUYECKas BBICTHIIKA,
MOJIHOCTBIO CTpaTU(UIIMPOBAHHAS U pa3zesiéHHast 0a3aJbHON TJIACTUHKON Ha JIBE
30HBI: ATUKAJIBHYIO MEPUTOHEATbHYIO U 0a3aiibHyI0 MbleuHyro (MacKay, Hewitt,
1978). Takas opraHuzanus COOTBETCTBYET HauOoliee «IpPOJABUHYTOW» B
umeromuxcs knaccudukanusax (Rieger, Lombardi, 1987; Kuzmina et al., 2018).
Brpouem, stu nanubie (MacKay, Hewitt, 1978) Hukem He mpoBepsUIHCh, U UX
CJIeyeT MPOBEPUTH MEPEa TeM, KakK JeiaTh OKOHYATEIbHbIE BBIBOJBI 00 «ypOBHE

OpraHu3aluy» 1eJIOMUYECKON BBICTUIIKUA OpaxHoIoI.
5.4. Opranuszanus MyCKYyJIaTypbl
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5.4.1. I[Ipobarema mepmunonio2ul, C8A3AHHOU C MYCKYIAMYPOU

Tepmunoorus, Kacaromiascs MyckyaaTypsl Craniida cumsHO pasnnyaercs B
pasnnuHbIX ucTouHukax (Joubin, 1885; Blochmann, 1892; Bulman, 1939; Williams
etal., 19973, b; Robinson, 2014, 2018). CpaBHeHHE TEPMHHOIOTHH JUTS Pa3IHUHBIX
MBIIIII TIOKA3bIBACT PA3IHYHBIE ITOAXO/bI, PA3INYHBIE POJHBIE SI3BIKH aBTOPOB H,
camMoe TJIaBHOE, Pa3IMYHOE MOHHMAHHE JIOKAIM3alud W (DYHKIHUH pa3sIddHbIX
mbiil.  Kparkoe cpaBHEHHE TEPMHUHOJIOIMH II0 PAa3IUYHBIM HCTOYHHKAM

npejacTaBiieHo B Tabmutie 3.

Hcnonp3oBaHue pa3iuyHbIX HAaMMEHOBAHHWM MBI HEMOCIEI0BaTENbHO, U
NOTEHIIMAJIBHO MOXET BBECTH B 3a0JIyKICHUE HEUCKYIIEHHOTO YHUTaTEelIs.
TpyAHOCTH BO3HUKAIOT MPU MONBITKE CPAaBHUTH WJIM FOMOJOTM3UPOBATH MBIIIIIBI
KpaHUUJ C MBbIIIaMi Jpyrux 0e33aMKoBbIX Opaxuonoa. Ilomumo 3toro,
HEKOTOpBIE Ha3BaHUsI MBIIII] BBOJAT B 3a0IyKJICHUE caMu 10 cele, JaxKe €Clid He
OpaTh B pacu€T BapuadEIbHOCTh 3THUX UMEH. Tak, y KpaHHUU] ONUCHIBAIOTCS
«OpaxualibHbIE TPOTPAKTOPb», «OpaxuajabHbIE >JIEBATOPbD», «OpaxHalibHbIE
PETPaKTOPBI», PACIIONIOKEHHbBIE 3a MpeaesiaMu pyk jJododopa (brachia), u B To xe
BpeMsI MPOCTO «OpaxuabHbIE» MBIIIIBI, PACTIONOXKEHHBIE B MAJIBIX OpaxuaabHbIX
cuHycax. Hu ofHO W3 Ha3BaHMiA, MPEIJIOKEHHBIX UISI TaK HA3bIBAEMBIX KOCBIX
MBIIII, HE OTPa)kaeT aJeKBATHO JaXe UX JIOKAJIU3aluio: TepMUHBbI biroxMaHHa
(Blochmann, 1892), «Bepxuue» (superiores) m «uwxkaHe» (inferiores) koceie
MBILIBI, HEOJHO3HAUYHBI, TaK KaK B CBOMX IEPEIHUX YACTAX «BEPXHUE» KOCHIE
MBILIIBI PACTIONOKEHBI HUXKE (OJIMKE K BEHTPAIBHON CTOPOHE), YEM «HHUKHHUEM.
Tepmunsbl, Bomreamme B 00uxoj B neppoit mosioBuae XX Beka (Thompson, 1927;
Bulman, 1939), «BHyTpeHHHE» U «IaTepaIbHBIC» KOChIC MBIIIIBI, €ABA JIN JyYIIIE,
TaK Kak B CBOMX 3aJIHUX YaCTAX «BHYTPEHHHE» KOCHIE MBILIIbLI PACIOIOKEHBI
jJaTepajibHee  «JiarepaibHbIx». ClieqyeT 3akioudTh, YTO TEPMHHOJIOTHA,
Kacalolascs MYCKyJaTypbl, JOJDKHa OBITh MEpecMOTpEHa B COOTBETCTBUHU C
(GYHKIMSIMHU 3TUX MBI — TMOIXOJ, BIepBble npuMeHEHHBIN JKyOenom (Joubin,
1886), HO HE YCTOSIBIIHMICS B JIMTEpaType, MOCBIIMEHHONW Opaxuomnoaam, B TOM

186



YKClie, MO-BUAMMOMY, B CBSI3U C HEYJAYHOCThIO HEKOTOPHIX Ha3BaHuil. Kak B
pasaene «Pe3ynbraThl», Tak U Aaliee 37eCh UCIIOJIb30BaHbI TEPMUHBI, IIPUHATHIC B
«Tpakrate mo maneoHTosornn Oecmo3BoHOUHBIX» (Williams et al., 1997a, b);
KOHKPETHBIC MPEII0KEHHUS M0 IIEPECMOTPY TEPMHUHOJIOTHK OyayT IpPEaCTaBICHbBI

nocie moApoOHOro 00CYKAeHHS (PYHKIIMOHAIBHON HArPY3KU U3yUEHHBIX MBIIIII.

5.4.2. Jlsusicenus noghoghopa

Kak 0b110 TTOKa3aHo B pa3Hbix padotax (Atkins, Rudwick, 1962; Chuang, 1974;
Robinson, 2014), pyku tododopa N. anomala npu nutaHum BEICTABIISFOTCS BIIEPET
TaKUM 00pa3oM, 4TO LIymnajbla MPOKCUMAJIBLHOTO BUTKA CHUPAIBHO 3aKPyUE€HHBIX
PYK OKa3bIBAIOTCS 3a4aCTyIO 3a IIPEAEIaMy MAaHTUMHOW ITOJIOCTH, CTAHOBSICh, TAKAM
o0pa3oM, KpaliHe ys3BUMbIMU KO BHEIIIHUM yrpo3aM. BeiieacTBre 3TOro BO3HUKAOT
BOTIPOCHI, KacalolIHecs MBIIIEYHOTO MEXaHW3Ma pPeTpakiuuu pyk Jododopa u
HIynajel B OTBET Ha yIpo3y, a TaKkKe 00paTHOro pacrpaBieHus (IPOTPAKLHUH) PYK

H IyIajacH 1mocCJIC TOro, Kak yrpo3a MMHOBAJIA.

Kak cnenyer u3 JaHHBIX, NPEACTABICHHBIX B pasaene 4.4, n1Be mapbl MBI
MOTEHIIMAIBHO MOTYT BBINOJHATh (YHKUUIO PETPAKIUU PYK, B COOTBETCTBHH C UX
MOJIO’)KEHUEM U OpUEHTAIEe MBIIIEYHBIX BOJIOKOH: 3TO OpaxualibHbI€ MBIIIIBI U
OpaxuanbHble AneBaTopbl. CHHEpru4Hasi padoTa 3TUX ABYX Map MBIIIL MOXKET ObITh
JI0OKa3aHa TE€M, YTO OHU B3aWMHO PACMOJIOKEHBI KaK MPOJOJLKEHUS NPYyT NpyTa,
Oyayun pa3le’a€HHBIMH TOHKMMH COEIMHUTEIbHOTKAHHBIMHU TE€PETOPOIKAMHU.
WNuuepBanys 00enx mnap MBI YePe3 TE K€ COCTUHUTEIbHOTKAHHBIE MEPErOPOAKU
TaK)K€ 3aCTaBJISIET MPEINOJOKUTh UX COBMECTHYIO (M OJHOBPEMEHHYIO) paboTy.
O0e MBIIIIBI, KaK MOKa3bIBAIOT AaHHbIE TOM, SBISIOTCS MOMEPEUHONOIOCATHIMUA U
CIIOCOOHBI K OBICTPOMY COKpAILEHWIO B ciyyae pasapaxkenus. Kpome Toro, B
00JacTh TPUKPEIUIEHUS K COEAMHUTEIbHOTKAHHOM MEPEeropojiIke MbIIICUHbIE
BOJIOKHA OpaxuaibHBIX MBI M OpaxuaidbHBIX 3JEBATOPOB OPHUEHTHPOBAHBI

napaienbHo. OCHOBHAsI poJib B PeTpakmuu pyk Jododopa MPUHAIICKUT, TO-
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BUJMMOMY, OpaxXuaJIbHbIM MBIIIIAM, TaK KaK 3TH JUTUHHBIC, MOIIHBIC MBIIIIIIbI
pacroiarafoTcss HEMmOCPEJACTBEHHO B MPOKCUMAJIBHBIX YacTsIX caMux pyk. Jlamee
IPOKCHUMAIIbHBIX YacTell pyK OpaxuajbHbIC MBIIIIBI HE MPOXOIAT, MOCTEIIEHHO
YTOHBINASACH 70 ¢a00 BBIPAXKEHHOTO MUOSIUTEINS, TI0 BCCH BUIUMOCTH, TIOTOMY,
YTO HET HUKAKOW OCOOEHHOW HEOOXOAMMOCTH peTparupoBaTh B MaHTHUHHYIO
HOJIOCTh JHMCTAbHBIC CIUPAIbHBIC BUTKH PYK — Jae B (UIBTPYIOIICH MO3UIMH
OHHU HE BBICTABJISAIOTCS 3a mpeaenbl ManTuitHoi mostoctu (Atkins, Rudwick, 1962).
YuuThIBas PacloyioKeHHE M H30THYTYIO0 (opMy OpaxHalbHBIX MBI, MOKHO
NpPENONI0KNUTh, YTO PETPAKIHMS PYK COMNPOBOXKIACTCS  HE3HAUYMUTEIIbHBIM
U3rubaHueM HX MPOKCUMAIBHBIX YacTeH K CaruTTaJbHOW IIOCKOCTH Tela.
PeTparupyromniasi akTHBHOCTb STHX MBIIII] JOBOJIBHO OYEBUIHA U IMOATBEPIKIACTCS
npeapiaymMu  uccnenaosanusmu  (Blochmann, 1892; Robinson, 2014). Ilpwu
BTATMBaHUU pyK Jjododopa Iymanblia TakKKe CKHMAIOTCS, CKPYyYHBasCh Ha
¢dponTanbHbie cToponbl (Kuzmina, Temereva, 2021a; cm. Beime). [Tokazano, 4uro
OpaxuayibHbIC MBIIIIBI W (DpOHTANbHAS MYCKyJaTypa IIymHajel] aHATOMHUYCCKU
CBSI3aHBI, YTO IO3BOJISIET MPEANOI0KHUTD U UX (PU3HOJOTHUYCCKYIO CBSI3b (4 MMEHHO

OJTHOBPEMEHHOE COKpAIICHHUE).

[TockonbKy OpaxuaibHBIE AJIEBATOPHI PACIIONIOKEHBI B MEPUBHUCIICPATEHOM
1IeJI0OME, a HE B CAMUX PYKax, a TAK)KE B CBS3H C UX MAJIOH MPOTSHKEHHOCTHIO, HY)KHO
MIPENOJIOKUTD, UYTO UX POJIb B PETPAKIIUU PYK JIohodopa ckopee BCrioMoraTeibHas
u noanepxuBaroiias. Kak nokazano nHa Puc. 44B,C, no3zanu o6actu npukperieHus
MBIIIIEYHBIE BOJIOKHA OpaxWallbHOTO dJeBaTopa Pe3Ko M3THOaloTCs, TOBOpadnBas
CHayajlla TmMapajulelIbHO CaruTTaIbHOM TUIOCKOCTH, a 3aTeM JOpCalbHO, W
MPUKPETUISIIOTCS K IOPCATbHOM CTeHKE Tea. Ecim ucXoauTh U3 3TOro HaO o eHUS,
BO3MOJXKHO, 4TO OpaxuajibHbIE AJIEBATOPHI C OMPEICTIEHHBIM TPEILIOM «BKUMAIOT
pyku nododopa BBEepX, B JaTepalbHbIC BBIPOCTHI TYJOBHUIINA, TaKUM 00pazoM
JEHCTBUTEILHO BBITTOHSSA (QYHKIIHIO «3JIeBaTopoB». OaHAKO, TaKOe ABMKCHHUE HE
MMEEeT HUKAKUX PAIMOHATLHBIX 00BSICHEHUH, TaK KaK PETPAKIIMU U U3THOAHUS PYK

aododopa BIOITHE IOCTATOYHO MJIs TOTO, YTOOBI CHPATATh WX W IIyHaiblla B
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MaHTHUIHOM nojiocTr. KpoMe TOro, Takue ABUKEHUS OYIyT CHIIbHO JIUMHUTHPOBAHBI
OrPaHUYCHHOW PaCTSHKUMOCTBIO COCTUHHUTEIBHOTKAHHOW I1acTUHKU. Cremyer
Tak)Ke OTMETHUTh, YTO U B JAHHOM Cydae pedyb He MAET 00 3ieBaruu (MOTHITHH)
pyk nododopa, a TOIBKO O €ro OCHOBAaHHHM, HECMOTPS HAa TO, YTO Ha3BaHHE
npeanoyiaraeT aieBanuio uMeHHO pyk (Blochmann, 1892). B camom nerne,
OpaxuaybHbIe DJIEBATOPHI MPHUKPEIICHBI K OCHOBaHMIO J0(odopa 3HAYMTEIHHO
o337 IICHTpa TsoKecTH Jododopa; KpoMe TOro, OIMATh Ke, OpaxualibHbIC
9JIEBATOPBI HE BBITJISAAT AOCTATOYHO UTMHHBIMUA M MOIIHBIMH I TOJHATHS PYK

nododopa HETUKOM.

Tak Ha3bpIBaeMble «OpaxuaabHbIC PETPAKTOPHDy OBLIM TaK Ha3BaHBI JKyOeHOM
(Joubin, 1886) mo mpeamooxkeHHoW UM ke QyHKIHH. Bee paboThl 10 MBITIIEYHOMH
cHCTEeMe KpaHHH]I, BBIIOJIHEHHBIE TTocTe uccienoBanus JKyOeHa, 1100 BeIpakaroT
COMHEHHMsI B CYIIECTBOBaHUM OpaxuanbHbIX peTpakrtopoB (Blochmann, 1892;
Robinson, 2014), mu6o He ynomuHatot ux B aerainsax (Williams et al., 1997a, b).
Pesynbrarel HacTosimield pabOThI TONTBEPXKIAIOT HAOIIOACHHS, CJCIaHHBIC
npeasiayimumMu ucciemoatenmsimu (Blochmann, 1892; Bulman, 1939; Robinson,
2014): «OpaxuasibHbIE PETPAKTOPHDY HE SABJISIIOTCS 000COOJIEHHBIMU MBIIIIAMU, a
NPEJICTABISIIOT COOOM ICJIOMUYECKHE KaHAJbl, 3allOJIHEHHBIC CJ1a00 pPa3BUTHIM
muosnurenareM (Blochmann, 1892). HecMoTpst Ha noniepeyHy 0 OpUEHTALIUIO ATHX
KaHaJ0B, MUO(QUIAMEHTBI B HHUX PacCMOJIOXKEHBI MPOJOJIbHO; (PYHKIIMOHATBHBIN
CMBIC]I TaKOTO HECOBIAJCHUS W (QYHKIIMOHAJIbHAs Harpy3ka, KOTOPYI HECYT
IEJIOMHYECKUE KaHAIbI «OpaxuallbHbIX PETPAKTOPOBY», OCTAIOTCSI HEH3BECTHBIMH.
OyHKIHUS peTpakIyM, 10 KOTOPOW OHW OBUTM Ha3BaHBI, MPEICTABIISACTCS
COMHHUTEJIBPHON B CBSI3M C TE€M, YTO «OpaxHalIbHBIC PETPAKTOPHI» PaCIOAraroTCs
JIOBOJIBHO JAJIEKO OT pyk Jododopa, mo3aau OpaxuaibHbIX 31eBaTopoB. POOMHCOH
(Robinson, 2014) npemnoxun mas «OpaxdallbHBIX PETPAKTOPOB» BPEMEHHOE
Ha3BaHUC «IOIJCPKHUBAIOIINE CTPYKTYpbD». CKOpee CTOMT COTJIACHTHCS C TaKUM
Ha3BaHHWEM, TaK KaK OCHOBHAs 4YacCTh «OpaXUaJbHBIX PETPAKTOPOB» - 3TO CHIBLHO

paspocmasacsa COCAMHUTCIIbHAA TKaHb CTCHKH TCJIa, HCACHO, OAHAKO, YTO MMCHHO
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MOTYT TOJAJEPKUBATh 3TH CTPYKTYPbI, TaK KaK HE ObLJIO OOHAPYXKEHO MX MPSMOU

CBsI3U HU € J100dOpOM, HU C KAKUMH-JIUOO IPYTUMHU CTPYKTYPaMHU.

JlanHast paboTa MOATBEPKIAET OTCYTCTBHE MBIIIIII, KOTOPHIM MOXKHO OBLTO OBl
OJTHO3HAYHO MPHUIHACATh (HYHKIMIO MPOTPAKIUKU (BBICTABICHHUS) PYK Jododopa 10
TaKUX MpPEAEIOB, YTO MNIyHaJblla OKA3bIBAIOTCS CHAPY)XM MAHTUIHOHN IOJIOCTH
(Robinson, 2014). Kak npeanonaraer PoOuHCOH, BhIcTaBiieHue J0dodopa MOXKeT
POBOJUTHCS 32 CUET THUAPABIMYECKOTO MEXaHW3Ma. JTa (YHKIHS HAWTYYIINM
00pa3oM MOKET BBITIOJIHATHCS OOJIBIIMMU OpaxualbHBIMH CHHYCAMH — KPYITHBIMU
U I[IUPOKOMMHU IICIOMUYCCKMMH KaHAJIaMH B BEHTPAIBHBIX CTOPOHAX PYK,
CHA0)XEHHBIMUA CBOOOJHOM IIEJIOMUYECKOH TIOJIOCTBI0O W  MHOSIUTEITUAIBHON
BBICTHJIKOH (CM. BbITIIe). [1o/1ep>KUBaIOIIYIO POJIh B IPOTPAKIIUU PYK MOKET UTPATh
TaKXe TUIOTHAs W YIpPyras COSJIMHUTENbHAS TKaHb, 3aHUMAIOIAsl 3HAYUTCIHHYIO

4acTh 00bEMaA PYK.

BpaxuaibHble MPOTPaKTOphI, Ha3BaHHbIe Tak JKyOeHom (Joubin, 1886), B
COOTBETCTBHHM C OPHUCHTAIMECH MBIMIEYHBIX BOJOKOH, TAKKE MOTYT BBITIOJHSTH
BCIIOMOTATENIbHYIO POJIb B MPOTPAKINH pyK. OHAKO, TaK KaK OHU TPUKPETUISIFOTCS
K 3a7Hel obnactu ocHoBaHUs Jododopa, BOIU3M MepeHel CTEHKH TYJIOBHUIA U
BOJIM3M THUINECBOJIA, COKPAIICHWE ATHUX MBI JOJHKHO TPHUBOAHWTH CKOpee K
OPOTPAKIIMM U TOAHSATUIO TEPEAHUX OTACIIOB MHUIEBAPUTEIHHOM CHUCTEMBI,
nepeHel CTEHKH TYJI0BHUIIA, B MEHBIIIEH CTENEHU — OCHOBaHUs Jiopodopa, u B emé
MEHbIIIeH cTeneHn — pyk Jododopa. MOXHO 3amMeTHTh, UTO OpaxuanabHBIC
MPOTPAKTOPHI, TakuM 0Opa3oM, pabOTalOT CHHEPTUYHO C OpaxuaabHBIMHU
aneBaTopaMu (B CMbICIIE MOAHITHS OCHOBaHUSA JOPOoQPopa) U aHTATOHUCTHUYHO C
HUMHU K€ (B CMbICIEe TpoTpakuuu/perpakiuun). M3 3TOro cieayer JIOTHYHOE
MPEANOJIOKEHNEe, YTO OpaxwallbHbIC MPOTPAKTOPHI M OpaxuaibHBIC 3JIEBATOPHI,
JEUCTBYSI COBMECTHO, MOTYT B KaKOW-TO CTENEHH CTaOmiIn3upoBath Jiohodop B
MIPUTIOTHATOM TIOJIOKEHHUH, MOBBITIAIONEM 3P(HEKTUBHOCTh GUIbTpAlUU (TaK Kak
YacTh IIyIayel] HampaBjcHa K BEeHTpalbHOMY JUCTKY ManTuu — Atkins, Rudwick,
1962). OnHako, Takoe B3aUMOACHCTBHE MBIIII] TOTPeOOBaIO Obl HATMYHUS TJIaIKHX
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MBIIICYHBIX BOJIOKOH, CIOCOOHBIX JOJTO MojanaepxuBarh cokparienue (Rudwick,
1961; Eshleman et al., 1982) kak B mpoTpakTopax, Tak ¥ B 3JICBaTOpax; U3BECTHO,
YTO M3 ATUX JABYX Map MBI KAK MUHIMYM OpaxwuaJlbHbIC JIEBATOPHI COCTABJICHBI
IOTIEPEYHOIIOI0CATON MbIleuHO TKaHbio. HabOmiogaenne Poouncona (Robinson,
2014), cornacHo KOTOpoMy OpaxuaibHbI€ MPOTPAKTOPHI C3aU MPUKPEIUISIOTCS K
«TI0SICY KOJIBIIEBOW MBIIIIIED, HE MOXKET OBITh HU TIOJITBEPKACHO, HU OTIPOBEPTHYTO
B paMKax JaHHOH paboThl, TaK KaK KOJIbIIEBas MBIIIIA HE OblIa OOHapy)eHa (CM.

HIDKE).
5.4.3. J[suoicenusi pakogumwl

B npenpiaynmx onucaHusx mepeaHux aITyKTOpPOB M PACIIOIOKEHHBIX PSIOM
C HUMHU OpaxMaJbHBIX 3JIEBATOPOB HAKOMWJIOCH HEMaJ0 MPOTUBOPEUHIA
(Blochmann, 1892, 1900; Bulman, 1939; Joubin, 1886; Robinson, 2014). XXy6en
(Joubin, 1886) u Poouncon (Robinson, 2014) onuceIBalOT MepeIHNUE aTyKTOPHI KaK
COCTOSIIIUE M3 JBYX ITyYKOB, OOJIBIIUN M3 KOTOPBIX COCTABJICH MEIJICHHBIMU
(rmagkuMu)  MBIIMIEYHBIMA ~ BOJIOKHaMHM, a  MEHbIIUM —  OBICTPHIMU
(monepeunomnonocareiMu; Robinson, 2014). broxmann (Blochmann, 1892) wne
OMKCHIBACT TIEPEIHUE AITYKTOPHl KAK COCTOAIIME M3 JIBYX YacTei, HO MPU ITOM
BBIJICIISIET OTJCNIEHO OpaxualibHbIC AJIEBATOPHI, He yroMsHyThIe JKyOerom (Joubin,
1886) wu BocnpunsaTeie PoOunconom (Robinson, 2014) xak MeEHbIIIHE
(TIOTIepEYHOITION0CAThIC ) YaCTH MEPETHUX A IyKTOPOoB. Kak mokazaHo B pe3ybTaTtax
JTAHHOM pabOThl, HUKTO W3 BBIIICIIEPEUYUCICHHBIX aBTOPOB HE OBLI TMOJHOCTHIO
HEIpaB B CBOMX MHTepIpeTanusix. B camom jene, nepeaHuit ajyiyKTop COCTOUT M3
nByx yacteir (Joubin, 1886; Robinson, 2014), Ho u OpaxuaabHBIC 3JCBATOPHI
CYIIECTBYIOT W SIBIISIIOTCSI OTACJIBHBIMUA OT TEPEAHUX aTyKTOPOB MBIIIIAMHU C
camocTosTenbHol QyHkuueit (Blochmann, 1892); dbyHkumi0 axayKTopoB OHU HE
MOTYT BBITIOJIHATH B CBSI3M C IPYTOM OpUEHTAIIMEH MBIIIICYHBIX BOJIOKOH, a TAKXKE C
TEM, YTO OHH JIAJIEKO HE TOXOST 10 BEHTPAIbHON CTBOPKHU pakoBUHBI. K moxoxum
BBIBOJIAM TI03)KE€ TPHUIIET W bioxmaHH, cpaBHHMBas OPTaHHM3aIldI0 aITyKTOPOB
Kpanuuz, Juarynua u guctmaag (Blochmann, 1900). JIBe dactu mepemHux
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aJlyKTOPOB B PE3yJIbTaTaX HACTOSIIEH paOOThl BBIAEISIIOTCS BCEMU METOJIaMU — U
0 MHUKpOTOMOrpauM, M Ha THUCTOJOTMYECKHX Cpe3aXx, U C IOMOIIbIO
CKAHUPYIOUIEH M TPAHCMHMCCHOHHOM JJIEKTPOHHOM MHKpockonuu. Kpome Toro,
meTogoM TOM nokaszaHo, 4TO NEpEeIHUIN aJlyKTOp COCTABIIEH KaK 00Jee 4acThIMU
[JIaJIKUMU (B OCHOBHOM 4acTH), Tak U 0oJiee peJKUMH NONEPEYHONOJI0CATHIMU (BO
BHYTpPEHHEH  YacTH) MBIIIEYHBIMU  BOJOKHamH. JlaHHble  HaOMIOAEHUSA
COOTBETCTBYIOT Touke 3penus Poouncona (Robinson, 2014), coriacHo koTopoit
MEHbIIME, BHYTPEHHUE YACTH a/1TyKTOPOB, BU3YaJIbHO MEHEE IJIOTHBIE, COCTABJISIOT
NONEPEYHONOI0CATYI0 MyCKynaTypy. CTOUT OTMETUTB, YTO HA TMCTOJOTUYECKUX
cpe3ax JIB€ 4acTH aJAyKTOpPOB BBIACISIFOTCS TOJIBKO IPU OKpacke 1no Masiopu:
CTaH/JapTHas OKpacKa reMaTOKCHIIMHOM-303MHOM HE BBISBIIIET HUKAKUX Pa3Inuuil

MCIKIY OCHOBHOM YacCThIO U BHYTPCHHHUM ITY4YKOM.

CorocraBlieHHE TUaMeTpa TOJICTHIX (PHMITAMEHTOB B OCHOBHOM (TJIaIKOM ) YaCTH
MEPEIHET0 AAAYKTOPa, JOCTUTAOMIEr0 Kak MHUHUMYM 80 HM, C W3BECTHBIMHU
JaHHBIMHA 110 ApyruM Opaxuomomam u Apyrum xuBotHbIM (Winkleman, 1976;
Eshleman et al., 1982; Kuzmina, Temereva, 2021a), 3acTaBjiseT MPeaAroJ0KUTH
HaJIM4YMe B OTUX (UIaMeHTax 3HAYMTEIBLHOTO COJCP’KaHWUS TapaMHO3WHA —
HEOOBIYHOTO OejKa, XapaKTepHOTO0 TOJBKO ISl TJIaAKOM MYCKYJATypbl

0ecrio3BoHOYHBIX kUBOTHBIX (Winkleman, 1976).

[ToMmuMo TepeaHUX W 3aAHUX AAMAYKTOPOB, y4acTHE KOTOPHIX B 3aKPHITHH
CTBOPOK BIIOJIHE OYEBUIHO W HE MOJICKUT COMHEHMIO, 32 JBMXKCHUS CTBOPOK
OTBETCTBEHHBI TAKXKe €II€ JBE Mapbl MBIIII; BHYTPEHHUE U JIaTepajbHbIe KOCHIC
MBIIIIBIL, (YHKIMA KOTOpbIX Oonee mnpoOiseMaruyHbl. CuMTaercs, YTO MpHU
paszenpHOM paboTe JieBas W mMpaBas BHYTPEHHHUE KOCBIE MBIIIIBI BpaIIaroT
JOPCANBHYI0 CTBOPKY OTHOCHTEIBHO JOPCOBEHTPAIBHON TUIOCKOCTH Tela W3
CTOPOHBI B CTOPOHY, a P COBMECTHOM paboTe BeIBUTatOT €€ Brepén (Blochmann,
1892). 310 MHEHHME TOMJIEPKUBACTCS HECKOJIBKUMH TMOCIEIYIONMMUA paboTaMu
(Bulman, 1939; Robinson, 2014). Yyanr (Chuang, 1974) takxe HaOmroman
«IPOCKATB3bIBAHNE) JTOPCATBHON CTBOPKH BIEPEN Mepes] OTKPHITHEM PAaKOBUHBI,
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XOTS ¥ HE MPUMKCAI 3TO JABM)KEHUE HUKAKUM KOHKPETHBIM MbIIIIaM. Pe3ynbrarhl
HACTOSIIIEH paboThl TaKKe COTNIACyIOTCA C MPEbIAYIIMMU JTaHHBIMU: BHYTPEHHHE
KOCBIE MBIIIIBI UMEIOT KECTKYIO ONOPY B BHUAE BO3BBILICHUS COEIMHHUTEILHON
TKaHU TI0J JKEIYJKOM, Ha HEMOJABUXKHOW (LIEMEHTUPOBAHHOW) BEHTPAIbHOU
CTBOPKE, M MPUKPEIUIAIOTCS K JIATEpAIbHBIM KpasiM MAaHTUU U CTBOPOK C3aJH; UX
COKpaIIeHHEe, TAKUM 00pa30M, JOJKHO CMEIIaTh BIEPE 100 JOPCATbHYIO CTBOPKY
HEIUKOM, JIU0O0, MpHU pa3fesbHONW padoTe, OJMH U3 KpaéB JOPCAIbLHONW CTBOPKHU.
BeposiTHO, Tpy BEINIOJHEHNUN JaHHBIX (DYHKITUI BHYTPEHHHUE KOCHIE MBIIIIIIBI TAKKe
MOJIy4aroT OMOpPYy B JKeJI0O0Kax (BbIPE3Kax) MEpEeIHUX aIayKTOPOB, U€pe3 KOTOPbIE
OHU TIPOXOJIAT. YUUTHIBAsK PYHKIIUN BHYTPEHHUX KOCBIX MBIIIII, MOKHO 3aKJIOUHUTH,
YyTO HamOoJiee yJayHOe, XOTS M HEe TNPUKUBIIEECSH, Ha3BaHHE UM ObUIO J1aHO

XKy6enom (Joubin, 1886): «poTpakTopsl AOPCATBHON CTBOPKID.

Haubonee HMHTEPECHO MOJIOXKEHUE JATEPAIbHBIX KOCBIX MBI, KOTOpBIE
NEepeHUMHU KOHLIAMHM TMPHUKPEIUIIOTCA K Mepe/lHe-TaTepaIbHBIM CTEHKaM Tela, a
3alHIMH — K 3aJHe-JIaTepajbHbIM KpasM HENOJBH)KHOM BEHTPAJIBHON CTBOPKH.
CBsi3b JaTepalbHBIX KOCBIX MBI C MOJBM>XXHOW JOpPCaJbHOW CTBOPKOM
OTCYTCTBYET; TAaKUM 00pa3oM, JiaTepajbHble KOCHI€ MBIIIIbI MOJIHOCTHIO JIUILIEHBI
BO3MOXKHOCTH CJBHMraTh CTBOPKHM HampsmMyto. [IpenmonoxurenbHo, ux QyHKIUS
3aKJII0YAeTCsl B ONOCPEJOBAHHOM OTKPBITUM PAKOBUHBI MO MEXaHU3My, paHee
nperoiaraBieMycss U JUIsl JIMHTY A, ¥ g kparauug (Gutmann et al., 1978;
Gorjansky, Popov, 1986; Robinson, 2014), Ho, B ciay4ae KpaHuu, 0¢3 HaAEKHOTO
000CHOBaHUSI CO CTOPOHBI (YHKUHOHATBHOU Mopdonoruu Meimi. CokpaileHue
JATEPATBHBIX KOCBIX MBI CJIETKA COKpAaIlaeT NEPUBUCLEPAIbHBIA IIEJIOM B
NEpeIHE-3a/IHEM HAINPABIICEHUU. YUYHUTHIBAas, 4YTO JABJICHUE B LIEJIOMUYECKON
KUJKOCTH OCTA€TCS TPU ATOM TEM K€, O0BEM MEeIOMUYECKON KUAKOCTU (U
LEJIOMUYECKOW TMOJIOCTH) TaKXke He JODKeH H3MEHUThed. Takum oOpa3om, B
pe3yJibTaTe MepeIHEe-3aJHEr0 COKPAILECHUS TEPUBUCLEPATIBHBINA 1IEJOM JOJIKEH
pacIIMpATHCS B IPYTHE CTOPOHBI. JIaTepalbHO pacIIMPUTHCS OH HE MOYKET, TaK Kak

TaKoe pacIIMpeHue OyneT CIAEPKUBATHCS WJICOMApUETATbHBIMH ME3EHTEPUSIMU
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(Gutmann et al., 1978). CiaenoBaTelIbHO, €IUHCTBEHHONH BO3MOKHOCTBIO OCTAETCSI
pacimpeHe MepPUBHUCIIEPATHHOTO IIEJIOMa B JIOPCO-BEHTPAIHLHOM HAmpaBlICHUH,
9TO  pacHIMpeHHe BIIOJHE BO3MOXKHO, TaK KaK BEHTpaJibHas  4acTh
JOpcoBeHTpanbHOr0 MezeHTepuss y N. anomala ckimamyaras M OCTaBIsET, TaKUM
o0Opa3oM, HEKWH «3amacy» JUId paclIupeHus. Pe3ynbTaToM JTOPCOBEHTPAILHOTO
pacIMpeHnsl MEePUBUCIICPATHHON TOJOCTH M SBIISETCS PACKPBITHE CTBOPOK, a
TOYHEE, BBITAJKUBAHUE JIOPCATbHOW CTBOPKH HaBepX, TaK KaK BEHTpaJbHas
CTBOpKA, [IEMEHTUPOBaHHAs K CyOCTpary, B IIOOOM CiTydae OCTaETCsl HETOIBUYKHOM.
Hy>XHO OTMETUTH, UTO MEXaHU3M PACKPBITUS PAKOBHHBI, TAKUM 00pa3oM, CBs3aH
TOJILKO C TICPUBHCIIEPAIBHBIM I1eJIoMOM. llepruazodareabHbIi 11€I0M, KOTOPOMY
(GYHKIUS PACKPBITHS PAKOBHUHBI MPHUITUCHIBACTCA B OJHOH W3 HEAaBHUX pPadOT
(Robinson, 2014), B camMom 1eje He CmocoOeH K 3TOMY, TaK Kak, BO-IIEPBBIX,
MIOJTHOCTBIO OTJICIEH OT MEPHUBHCIICPATBHOTO, B KOTOPOM HAXOSATCS JaTepaibHbIC
KOCbIC MBIIIIIBI, & BO-BTOPBIX, OTACIEH OT JOPCAILHOW CTBOPKH, OyIydn
PaCTONIOKEHHBIM ~ MPEUMYIIIECTBEHHO BEHTpallbHEee TMHUIIeBOJa. Takke He
MOJITBEPIKIIACTCS PACKPBITHE CTBOPOK MYTEM COKpAIICHHS 3aJHHUX aTyKTOPOB
(Thompson, 1927; Bulman, 1939), tak kak OHH KpensTcs K JOPCabHON CTBOPKE
BIICpEIM JIMHUK coeauHeHust cTtBopok (hinge axis). B To e Bpems, 3aaHue
aJITyKTOPBI BIIOJIHE MOTYT BBIMOJHATH BCIIOMOTATEIBHYIO POJb B TOACPKAHUH
CTBOPOK PACKPBITBIMH YK€ IOCJIC UX PACKPBITHS C MMOMOIIBIO0 THIPABIHYECKOTO
MEXaHU3Ma, HM3-32 YIPYTOCTH pPaccialleHHBIX MbIIIeYHBIX BoiokoH (Rudwick,
1961, 1970; Robinson, 2014). BciomoratebHy0 poJib B PACKPBITHH CTBOPOK H
MOJIICPYKAaHUM WX B PACKPBITOM COCTOSSHUM TAaKXX€ MOTYT WIPaTh MPOIOJbHBIC
MUO(HIAMEHTBI B I[EJIOMUYCCKOW BBICTHJIKE IMEPUBHUCIICPATBHOIO IIeJoMa (CM.

BBIIIIE).
5.4.4. 3a0nss Henapras meiuiya

HenapHoli MeManbHOW MBIIIIE, €AMHCTBEHHOW HemapHoW Mbiiie B Tene N.
anomala, mpunwuceiBactcs ¢yHkius nomHsaTHs anyca (Blochmann, 1892). Eé
JOKaJIM3alys BIOJHE COTJIACYeTCs C 3TOM (PYHKIIMEH; CTOUT TOIBKO 100aBUTh, YTO
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COKpAILIEHUE 3TON MBIIIIBI IOJKHO MPUBOAUTH K TIOJHATHIO HE TOJIBKO aHyca WM
peKTyMa, HO M Bcell 3aaHeit yacTu TysnoBuila. DyHKIIMOHANBHBINA CMBICH TaKOTO
JBIDKCHUSI HE BIIOJIHE siceH. [IpeamonoXuTenbHO, MOAHSATHE 3aJHUX OTEJIOB
MUIIEBAPUTEIBHOIO TpPaKTa CHOCOOCTBYET MoNajaHuio (eKanuii B MaHTHHHBINA
IPOCBET — MPOMEKYTOK MEXKIY NOPCAIBHOM CTEHKOW TYJIOBHUILA W MAaHTHUEH B
cepenune u c3aau (Chuang, 1974), u TakuM 00pa3oM CIIOCOOCTBYET BBIBEICHHIO
HETepeBapeHHBIX OCTATKOB B MAaHTHIHYIO TOJOCTh M Janiee Hapyxy (Robinson,
2014). B otnuumMe OT CXOXKHUM O0Opa3oM pACMOJOKEHHBIX MBI HEKOTOPBIX
Opaxuoro/i, BKJIOYas HEMapHBIM aJIyKTOp JUHTYIHI W HEMapHbIe JUIYKTOPHI
HeKOTOpBIX BeiMepmux rpymm (Blochmann, 1900; Bulman, 1939; Norford, Steele,
1969; Gorjansky, Popov, 1986; Williams et al., 1997b), HemapHyto MeaHaaIbHYIO
mbimiy N. anomala se mosyuyaetcs CBA3aTh HH C 3aKPBITUEM CTBOPOK (TaK Kak OHa
HE CBs3aHA C BEHTPAJIBHOW CTBOPKOW), HU C OTKPBITHEM CTBOPOK (Tak Kak K

JTOpCAIbHOW CTBOPKE OHA KPEMUTCS CIIEPEN OT OCU COSTUHEHUS CTBOPOK).
5.4.5. llpeonacaemas mepmuronocust

TepmuHonorus, Kkacarom@as MYCKyJIaTypbl, B HACTOSIIEM HCCIICIOBAHUN
COOTBETCTBYeT oOmienpuasToMy Habopy tepmuuos (Williams et al., 1997a, b).
OnHAaKo, YYHTHIBas BBIMICONMUCAHHBIC TEPMUHOJIOTHUYCCKUE 3aTPyJAHEHUS U
NpUHUMas BO BHUMAaHHE MPOBEAEHHOE 37€Ch yTOUHEHHE (YHKIMHA Pa3IMIHBIX
MBIIIIII, TIPeIaraeTcss MEPEeMMEHOBAHUE MBIIIII B COOTBETCTBUU C MX (DYHKIMSIMHU

Tabmuma 6).

[Tonumasi, yTo TepMUHONIOTHS, TpUBEAEHHAs B « Tpakrare 0 MajieoOHTOIOTHI
6ecrnio3zBoHOUHBIX» (Williams et al., 1997a, 6) siBasieTCSt YCTOSIBIIECIHCS U MIUPOKO
ynorpeoisieMoil, Mbl HE HacTauBaeM Ha 0053aTebHOM  YNOTpeOJeHUun
BBHINIICTIPUBEIEHHBIX HOBBIX TEPMHHOB M TPUBOAUM HX TMPEXKAEC BCEro B
WUTIOCTPATUBHBIX LEISIX — ISl JyYIIero MOHUMaHus (PyHKIUNA MBI, KaK OHU
OTKCaHbI B HacTosMIeH paboTe. Tem He MeHee, HOMEHKIIATypa, IpUMeHsIemMast JIst
MBI «0€33aMKOBBIX» (KpaHUU(DOPMHBIX U JIMHTYJIM(POPMHBIX) Opaxmuornoj, Ha

HalI B3IJIA0, HCﬁCTBHTGHBHO HYKXIACTCA B IIEPECMOTPE B CBA3U CO MHOKCCTBOM
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HpOTPIBOpG"II/II\/’I B UX YHOTp€6J'I€HI/II/I H CBA3U C TEM, YTO CaMH TCPMHUHEBI 3a49aCTYIO
BBOJAT B 336Hy>K,ZI€HI/I€ OTHOCHUTCIIBHO PAacCIIOJOKCHHUA U q)YHKHI/IOHI/IPOBaHI/IH

Pa3JIMUHBIX YacTel MyCcKyJIaTypsl (cM. pazaen 5.4.1).

Blochmann, 1892 Williams et al., Robinson, 2014 IIpennaraemsble
1997a, b TePMUHBI
OpaxuanbHbIH OpaxuanbHBIN Majias epeanss OpaxuanbHbIHA
MIPOTPAKTOP MPOTPAKTOP MBILIIBI IPOTPAKTOP
OpaxuaiabHas OpaxuanbHas OpaxuanbHas BHYTpPEHHUH
OpaxuaabHbII
peTpaKkTop
OpaxuanbHBIHA OpaxuanbHBIHA nepeIHui aiTyKTop | BHEUIHUI
3JI€BaTOP 2JIEBATOP («ObIcTpask» yacTp) | OpaxuayibHbII
peTpaxTop
IepEAHUN OKKIIIO30p | NepeaHui IIEPEAHUN aJIyKTOp | MEpEeaHUN aJayKTOp
(enuHBIIT) agayKTOp («MensieHHas» 4acTh) | (OCHOBHAs YacTh,
(mepeaHss 4acTh) r1ajiKas)
nepeHui NepeIHui aiTyKTop | MepeIHui aayKTop
aanyKTop (3amaHss («ObIcTpast yacTb» | (BHYTpEHHSIS 4acTh,
YacTh) MOTIEPEYHOII0JIOCATAs )
BEPXHSIS KOcast BHYTPEHHSS KOCasi | BHYTPEHHsIS KOocast aJKYCTOP
JIOPCaJIbHON CTBOPKH
HUKHSS KOocast JatepajgbHast JatepaigbHas Kocast IPOI0JIbHBIN
Kocast KOMIIpECCop
(cxumaTenp)
3aJTHUHA OKKITI030p 3aJJHUHA aAyKTOp | 3aAHUN aJTyKTOp 3aJHUH aJTlyKTOp
3JIeBaTOp aHyca HemapHast HemapHast 3aTHHIA DIIEBATOP
MeauaabHas MeauaabHas (mogHMMAaTens)
(=apneBarop anyca)

Ta6auua 6. HaumeHnoBanus, npeanaraemMble JUIsl MyCKyJIaTypbl KpaHHH]] COTJIaCHO Hanbosee
BEPOSTHBIM (DYHKIUSAM pa3IMYHBIX MBIIIL], B CPABHEHUH C Ha3BAaHUSIMU, IPUHATHIMU B

HCKOTOPBIX MPCABIAYIIUX pa60Tax.

HekoTopbie MBIIIIBI, OMUCAHHBIE B TPEABLAYIIMX padoTax, HE BOILIM B
JAaHHYIO TaONUITy, TaK KaK He ObUTM OOHApY>KEHBI B paMKax JaHHOU pa0doThl. Tak,
He ObLTH O0HApYIKEHBI aHATIbHBIE TIPOTPY30pHI (protrusor ani, Blochmann, 1892) u
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obopayuBaromye BCE TEIO BO (DPOHTAIBHOM IUIOCKOCTH «KOJBIIEBBIC» MBIIIIIbI
(Robinson, 2014). IIpoxonpHast MaHTHIHAS MyCKyJIaTypa, KOTOpas €CTh Y JTHUYNHOK
N. anomala (Altenburger, Wanninger, 2010), oTCyTCTBYIOT y B3pPOCIBIX OCOOCH;
BEPOSITHEE BCETO, 3TO CBA3aHO C TEM, YTO MPH PA3BUTHU PAKOBUHBI y B3POCIIBIX
oco0eii HeoOXOIMMOCTh B MAHTUIHBIX peTpakTopax ucuesaet. KosbiieBas Mbliiia
(Robinson,  2014) 1o  pAacHONOKEHUIO  COOTBETCTBYET  YTOJIICHUSM
COCIMHUTEILHOTKAHHOTO CJIOS CTCHKH TYJIOBHIIA B MEPEIHEH 4acTH U, MO BCEH
BUJIUMOCTH, ObUla oOmucaHa POOMHCOHOM ONMIMOOYHO (CTOUT OTMETUTh, YTO

PoOMHCOH OCHOBBIBAJICS HCKITIOUMTEIIBHO Ha JaHHBbIX aHATOMHWYCCKHUX BCKpLITPIﬁ).
5.4.6. 3nauenue mviuieuHvix OMNeuamKos

MpbiieuHble  OTHEYATKA HA  HKCCIEIOBAHHBIX  JIOPCATIbHBIX  CTBOPKAax
JEMOHCTPUPYIOT BBICOKYIO BapHaOEIbHOCTh B CMBICIIE pa3MepoB M (popM. IT1a
BapraOCIbHOCTh paHee OblJJa OTMEYEHA B HEKOTOPHIX pabotax (Brunton, 1988;
Logan, Long, 2001; Robinson, 2018). B wactHoctu, Pobuncon (Robinson, 2018)
COOOIIAET O TaK HAa3bIBAEMBIX «JIATEHTHBIX» (HE COOTBETCTBYIOUIUX PEATLHOMY
PACIOJIOKEHUIO MBIIIIIBI) MBIIICYHBIX OTMEYaTKaX Ha PAaKOBUHAX BBIMEPIIHX
Opaxuoro/] ¥ MPU3bIBAECT HE MPEYBEIMUMBATh UX TAKCOHOMUYECKOE 3HaUYEHUE, TaK
KaK OHM MOTYT BapbUpOBaTh JIa)K€ B MpEeiax OJHOr0 BUAA M3-3a pa3inyui B
JETAISIX CTPOCHUSI MATKHAX TKAaHEW B MECTax NPUKPEIUJIEHUs MbIL. B naHHOU
paboTe TakXke OTMEUEHBbI Pa3IuyMsl MEXIY pa3HbIMU OOpas3liaMH U JaKe MEXIY
OoTHEeYaTKaMH OJHUX M TEX K€ MapHbIX MBI Ha OJHOM cTBOpKE. MOXKHO
MPEANOJIOXKUTh, YTO TakKas 3HAYHMTENIbHAs pa3HHIla B oOpa3liax, COOpaHHBIX W3
OJIHOTO MECTOOOUTaHMs, OOBACHSETCS pasznuuusiMu B cyoOctpare. BuusHue
cyOcTpaTa Ha paKOBUHBI KpaHUU]T (B TOM YHCIIC HA TEOMETPHIO PAKOBUHBI U CTETICHD
e€¢ MUHepanu3aluu) paHee OblUIa OTMEYeHa NPUMEHUTEIBHO K BEHTPAJIbHBIM
ctBopkam  (Brunton, 1988), Tak Kak WMEHHO BEHTpPaJIbHBIE CTBOPKHU
B3aMMOJICUCTBYIOT € CyOCTpaTOM HampsiMylo, IIEMEHTHUPYsACh K Hemy. A
Mpeanojaral, OJHAKO, YTO CyOCTpaT MOXKET OINOCPEJOBAaHHO BIMATH U Ha
JIOpCabHYI0 CTBOPKY, OCOOEHHO Ha XapakTep MPUKPETJICHUS K HEH aJayKTOPOB U
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BHYTPEHHHUX KOCBIX MBI, CBA3BIBAIOIIUX 00€ CTBOPKU. DTO BIMSHUE CBS3aHO, B
YaCTHOCTH, C PAa3IMYHbIMA OHMOMEXaHMYECKMMHU YCIOBUSMHU Ha CyOCTparax
pa3nuuHBIX (OpM; OCOOEHHO AITO KacaeTcs CyOCTpaToB HENPaBUIBHOW (POPMBI,
HaIpuMep, peOPUCTHIX PAKOBHUH JIBYCTBOPYATHIX MOJUTIOCKOB WM C Kpasi KaMHEH —
C Takux cyOcTpaToB OblIa cOOpaHa YacTh MaTepuaa, UCIOIb3yeMOT0 B HACTOSIIEH
pabote. YuuteiBas 3T0 U BeIBOALI PoOomHcoHa (Robinson, 2018), s npeanomnararo,
YTO Takue MPU3HAKU, KAaK HAJIM4Me, MECTOpACIONOXKEHUE U (opMa pazTudHbIX
MBIIIEYHBIX OTHEYATKOB, HWHOTJA WCIOJIb3YyEeMble B JUArHO3aX BBIMEPIIMX U
coBpeMeHHBIX Kpanuun (Hampumep, Rosenkrantz, 1964; Lee, Brunton, 1986;
Smirnova, 1997), moJKHBI HCHOJIB30BATECA C OCTOPOXKHOCTHIO M TOJBKO B TEX
ClIydasiX, KOrJa pa3inuds B XapaKTepPEe MBIIMICYHBIX OTIICYaTKOB HE MOTYT OBIThH
OOBSICHEHBI pa3IUuYusIMU B Xapaktepe cyocrtpara. Takum oOpa3oM, MOKHO
KOHCTAaTUPOBaTh COMHHTEIIBHOE TaKCOHOMHYECKOEC 3HAYCHHE  MBIMICYHBIX

OTIIEYaTKOB.
5.4.7. Ilpobaema eemepocenHocmu moluiy

Kak BHIHO U3 BBINICHPUBEACHHBIX JaHHBIX, Myckyiarypa N. anomala
MIPE/ICTaBIICHA KaK TIaJKUMHU, TaK U, B MEHbIIICH CTETICHH, MOMIEPEYHOIIOI0CATHIMU
Mmelamu. [lonepednomnonocatass MyCKyJiaTypa BBIpaKeHa TOJBKO B TEPETHEM
aaIyKTope (YaCTUYHO) M B MBIIIIAX, CBSI3aHHBIX C PETPAKIUEH PyK M IIymalyiell
nododopa: OpaxraibHBIX MBIIIIAX,0paXualbHBIX 2JIEBATOPAX U OTUYACTH TAKXKE BO
(bpoHTaNBEHON MYyCKYJIaType HIynayiell. DTO CBA3aHO C TeM, YTO UMEHHO 3TOT Habop

MBIIIIIT 00ECTIeYMBACT YKPHITHE MSTKOTO TeJia B 3aKPHITON PAaKOBHHE IIPU OMTACHOCTH.

HyHO OTMETHTBH, YTO pa3jieicHHe cokparuMbix Tkaned N. anomala na
MUOBMUTENANIbHBIE BBICTUJIKU LIETOMOB U O(OPMIIEHHBIE MBIIIIIbI, MPUHATOE B
Oonbllell yacTH JaHHOM pabOThl, B HEKOTOPOM CTEMEHHU YCJIOBHO, IMOCKOJBKY
LATOJIOTUYECKH OHHM YCTPOECHBI OYEHb CXO0XKE, W JaXKE KPYIHBIC MBIIIIbI
MPECTABIAIOT COOOM CUIIBHO paspociiuiics Muosnurenuid. [lokazano, 4To 3TH
KPYIHBIE MBI (B TOM YHCIIe OpaxuajibHBIE MBIIIIEI, 00€ Mapbl alTyKTOPOB,

HemnapHasi MeJiuaabHasi MbIIIIa) KOHTAKTUPYIOT € LIETOMUYECKOM MOJIOCTHIO HA BCEM
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NPOTSHKCHUH M TIPUKPETUIIFOTCS K 0a3aJIbHOM TUTACTUHKE IEeNOTENHS TaK JKe, KaK U
OOBIYHBIC KJICTKH IIEJIOMUYECKON BBICTHIKH. TakuMm o00pazoMm, pasfeiieHne
MYCKyJIaTypbl HAa MHODIHUTEIUATBHBIC BBICTHJIKM W O(GOPMIICHHBIC MBIIIIIHI
NPOBOJNUTCA C IENbI0 yAOOCTBA W B COOTBETCTBUM C TPEIACTaBICHUSIMH OO0
opranm3anuu Myckynatypbl N. anomala, mpuHATEIME B NPEABIAYIIMX padoTax
(Blochmann, 1892; Bulman, 1939; Williams et al., 1997a, b; Robinson, 2014), a
HacTosmel (00ocoOaeHHOM) Mblmieunoi Tkanu y N. anomala wer, 4to
MIPEACTABIISICTCS KpailHE MPUMHUTHBHBIM MPU3HAKOM, XapaKTEPHBIM B TOM YHCIIC

HJIsL, HAIIpUMCECP, CTPCKAIOIIHX.

VY IbTpacTpyKTypHBIE JaHHBIE TOKA3bIBAIOT, YTO, TOMUMO OOBIYHBIX TTIaJIKUX U
MOTIEPEYHONONOCATHIX MBIIICYHBIX BOJIOKOH, KaK B MEPEIHUX, TaK U B 3aJHHUX
aJTyKTOpax MPHUCYTCTBYIOT CPAaBHHUMBIE MO AMAMETPY C MBIIICYHBIMU KIETKAMHU
TSKH, 3al0JHEHHbIE aMOPQHBIM COAEPKMMbBIM, HAMIOMUHAIOUIMM HCUYEPUYEHHBIN
KOJUTareH. OTH TSHKU, KaK M HACTOSAIINE MBIIICYHBIE KIETKH aIJIyKTOpOB,
HOPUKPEIUISIOTCS K A0PCATBbHOM U BEHTPAIbHOM CTBOPKAaM IyYKaMu TOHO(PUOPHUILIT
(mpoMexyTOYHBIX (DUIaMEHTOB). ApTedaKTOM 3THU TSKU HE SIBISIOTCS, TaK Kak
OTMEUEHBI Y pa3Iu4HbIX 0c00eil u3 pa3inuuHbix cOopoB. IIpupona naHHBIX TxKEH
HEU3BECTHA, €€ TOYHOE YCTAHOBJICHHE, MO-BUIUMOMY, IMOTPeOYyeT OTIAEIbHOIO
OMOXMMHYECKOTO MCCIE0BaHMsI. MOXHO MPEAMOI0KUTh, YTO OHU UTPAIOT HEKYIO
OTIOPHYIO POJIb, YBEIWYHBAs YIPYTOCTh ayKTOPOB M, TaKUM 00pa3oMm, MpH UX
pacciablieHuu TOJJEpXKUBasi PAKOBHHY B PAaCKPbITOM COCTOSHMM. Takas
JIOTIOTHUTEbHAST (PYHKIHS aJyKTOPOB Obljla paHee MpPeaNnoioKeHa Pa3IndyHbIMU
asropamu (Rudwick, 1970; Robinson, 2014), Ho He Oblia CBs3aHA C
BBIIICONMCAHHBIMU  TsDKamMu.  OJQHAaKO  3TO  MPEIINOJIOKEHHWE  BBIMJISIAUT
CTHEeKYJIATUBHBIM H, 0€3yclIOBHO, TpeOyeT nanbHeimer mpoepku. NHTepecHO
OTMETHUTbh, YTO CXOXKHE THKM OTMEYAroTCs OpaxuanbHOi Myckynatype L. anatina
kak Mmbitreynbie kiaetku || tuna (Temereva, 2017c¢). ¥ N. anomala takue Tsoxu ObLu

OoOHapy>KEHBI TOJIBKO B aJIyKTOpax.

5.5. Opranuszauus HEPBHOW CHUCTEMBbI
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5.5.1. CpasHnenue anHamomuu Hep8HOU CUCMEMbl 6 pPA3HbIX NOOMUNAX

bpaxuonoo

OOmuii maaH opraHu3aiuu HepBHOU cuctembl N. anomala, omucaHHbBIN B
HacTosIel paboTe, B OOMIMX dYepTax COBIAAAeT C JAHHBIMH IPYTHX aBTOPOB
(Blochmann, 1892; James, 1997), 3a HEKOTOPBIMU HCKIIIOUCHHUSAMHU: 1) B JTaHHOM
pabote He OOHApy)KeHbI HEPBBI MAaHTHH, 2) B JaHHOW paboTe MPOIOJKCHUSIM
HOTJIOTOYHOTO TaHT/IMs Ha3a 1 (BIOJIb JaTePaIbHBIX CTEHOK TYJOBHIIA) IIPUCBOCHO
COOCTBEHHOE Ha3BaHWE — JIATEpalbHbIE HEPBHBIC CTBOJBI. HEpBBI, CBS3aHHBIE C
MaHTHEH He ObLIM OOHApPYXKCHBI, BEPOSTHEE BCEr0, BBHIY OIPAHHYCHMIA

HCIIOJIB3YCMBIX MCTOJOB.

['maBHBIe OpaxuanabHbIE HEPBHI CBS3aHBI C JOOABOYHBIMH OpaxHUabHBIMU
HEpPBAaMU MHOTOYHCIIECHHBIMHU IMONEPEYHBIMU HEPBHBIMHU IyYKaMH TOJIIMHOW HE
Ooonee 5 MkM. Hamumume 53TUX HEPBOB SBISIETCS OOUIMM MPU3HAKOM BCEX
COBPEMEHHBIX KJIACCOB OpaxHOIo/1 — paHee OHU ObLTH Noka3aHel y Linguliformea u

Rhynchonelliformea (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017).

[To HamM4KIO BTOPHIX NOOABOYHBIX OpaxHalbHBIX HEPBOB HEPBHAs CHUCTEMa
nopodopa N. anomala (Craniiformea) cxoxa ¢ HepBHOU cucTtemoii ododopa H.
psittacea (Rhynchonelliformea); y L. anatina (Linguliformea) nauublii HEpB

orcytctByeT (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017).

CTOUT OTMETHUTH, UYTO Y 000MX YIIOMSHYTBIX BUJOB OpaxuoTO]] Ha JOPCATBHBIX
CTOpoHax pyk Jododopa TPOXOAUT TaKKEe HIDKHHN OpaxWallbHBIA HEPB, HE
OMKMCHIBAEMBI B HACTOAIIEH paboTe, Tak Kak HE MOXKET OBITh OJHO3HAYHO
UACHTH(HUIIMPOBAH HY Ha MOJIyTOHKHUX, HU Ha YJIBTPATOHKHX cpe3ax. B imreparype,
OJIHaKO, HIKHUEM HepB omuckiBaeTcss 'y N. anomala (James, 1997; Temereva,
20204, 2022).

5.5.2. Cpasnenue ynempacmpyxmypul nepgos y paziuunsix 1riploblastica

VapTpacTpykrypa HepBoB Jjododopa Opaxuomnoy Obuta omnucaHa s

npejcTaBUTeNIell ABYX Ipyrux Oousbliux rpymm Opaxwmomox: Linguliformea (L.
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anatina) u Rhynchonelliformea (H. psittacea) (Temereva, Tsitrin, 2015; Temereva,
Kuzmina, 2017). ¥ Bcex U3y4YeHHBIX BUJIOB OpaxuaabHbIe HEPBBI OPraHMU30BAHBI 11O
TUITY CTPAaTHU(UIIMPOBAHHOTO HEHPOINUTETUS. DTO OYCHb NMPUMUTUBHBINA THII
OpraHu3allid HEPBHOW CHUCTEMBbI, XapaKTEPHBIH JUIsI HUBIIUX MHOTOKJIETOYHBIX
(Hejnol, Rentzsch, 2015) u HEKOTOpHIX Tpymm OHIATEPaTbHO-CUMMETPHUYHBIX
KUBOTHBIX: 0a3aJbHBIX TpyIIT aHHeIua 1 MoJuttockoB (Rimskaya-Korsakova et al.,
2016, 2018; Helm et al., 2017; Beckers et al., 2019a), dopounn (Temereva,
Malakhov, 2009; Temereva, 2015b, 2017a, 2020b), npuanyaux (Helm et al., 2017),
kumeyHoapimamux (Kaul, Stach, 2010) u urnokoxux (Mashanov et al., 2015).
HNuTtepecHo, 4To y Opaxuoroa HE TOJbKO OpaxuaibHble HEPBbI, HO U TJaBHBIC
HEpPBHbIE UEHTPbl (TaHIJIMK) MPEACTABISIIOT €000  CTpaTU(UIIMPOBAHHBIN
HeHposmuTenuii. ITo OBLIO MOKa3aHO U s moArioToyHoro ranriaus N. anomala
(Hacrosiiee WCCIeOBaHKME), W ToamioTouHoro ranriaums Coptothyris grayi
(Kuzmina, Temereva, 2020): Bo Bcex cily4asiX HEpPBHbIE KJIETKH YHOMSHYTBIX
TaHIJIMEB SIBJISIFOTCSL YacThIO MOKPOBHOIO »MMTENus. Takoe cTpoeHue HEpBHOU
CHUCTEMBbl MOKET paccMaTpUBaThCs Kak wucxonHoe s Bilateria BooOme, u
HeWposNUTenuaibHasi MPUPOAa TIABHBIX HEPBHBIX IICHTPOB B COBOKYMHOCTH C
00CYXKIAIOIICICsl BBIIIE apXau4YHOW OpTraHu3aledl IEeJTOMUYECKOW BBICTHIIKH U
MYCKYJIaTyphl, MOXET CBHUJETEIbCTBOBATh O MPUMUTUBHOM ITUTOJIOTHYECKON

OTaHM3alNK OPaxrUOIOI.

ApxuTekTypa HeiposnuTenus OpaxuanbHbix HepBoB N. anomala waunbosee
CXOJIHAa C TAaKOBOW HEPBHBIX IIEHTPOB (POPOHUJI U UMEET HEKOTOPHIC CTPYKTYPHBIC
OTJINYMS OT OPTaHW3alMH HEUpOANIUTENHs aHHeNua. Tak, u y (QopoHUI, W Yy
OpaxuoIo] B COCTaB HEMPOAUTEINS BXOAAT HECKOJIBKO TUIIOB HEHPOHOB, KOTOPHIS
pacrojaraloTcsi Ha pa3HbIX YPOBHSIX OTHOCUTEIBHO TEJI SMUACPMAIbHBIX KJIETOK U
0azanpHOM uractuHku (Temereva, Malakhov, 2009; Temereva, Tsitrin, 2014). V¥
oenuni u mareinonua (Beckers et al., 2019a, b) B Tak Ha3piBaeMOM MO3Te
BBISIBJISIFOTCST HEUPOHBI TOJBKO OAHOrO Twma. IIpu 3TOM Tena HEMPOHOB Bcerja

pacCIlOJOKCHBI B OIHWH CHOﬁ, HCIIOCPCACTBCHHO II0A TCJIaMHU OJSIHNACPMAJIbHBIX
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KJIETOK. HUKaKuX Tes KIIETOK Cpel HEMPUTOB HEMPOIUIIA Y OBEHUHU]T U MAreJIOHH/T
He oOHapyxuBaeTcsi. IHTEpeCHO OTMETUTh, YTO Y BCEX MKUBOTHBIX, JJII KOTOPBIX
OMMMCAaH CTPATU(OUIIMPOBAHHBIN  HEHUPOATUTENHNA, SIUIAECPMAIBHBIC  KICTKH
0o0JaatoT CXOJHBIMH XapakTepucTukamu. Tak, y HUX HUMEIOTCS JUIMHHbBIC
0a3abHBIC OTPOCTKH, COACPIKAIIHIE ITyYKH FJICKTPOHHO-TIIIOTHBIX (PUITaMEHTOB. DTO
TaK Ha3bIBAEMBIC MPOMEKYTOUHBIC (DMUIAMEHTBI, XapakTEepPHBIC ISl paguaibHOU
IJIMY, KOTOpas B IMOCJEIHee BpeMs Obljla BBISBICHA MPU MOMOIIU CHEIUATbHBIX

AKCIIEPUMEHTOB y 1Ie0ro psaga 6ecno3BoHoyHbIX (Mashanov et al., 2015; Helm et

al., 2017; Beckers et al., 2018, 2019a,b).

VY wm3ydeHHbIX BHJ0B Opaxuomox (L. anatina u H. psittacea), o6iagaromumx
CIOXHBIM  criuposopHbIM  J0hodopoM, B COCTaBE HEHUPOMMWIS TJIABHOTO
OpaxuanbHOTO HEpBa OBLIU BBISIBICHBI HEHPUTHI, UMEIOIIUE OOIBIION AUAMETP — O-
10 mxMm (Temereva, Tsitrin, 2015; Temereva, Kuzmina, 2017). Takoit kpymHbIit
pa3Mep MO3BOJISIET paCCMATPUBATh ATH HEUPUTHI KAK TUTAHTCKHUE aKCOHBI, (yHKITHS
KOTOPBIX — OBICTpOE MPOBEACHUE HEPBHOTO MUMITYJIbca. BO3MOXKHO, 3TU KPYITHbBIE
aKCOHBI MPETHA3HAUCHBI U1 OBICTPON MHHEpBAIIMU MBI Jogodopa, KOTOphIE
obOecrnieunBaroT peTpakiuio Jododopa u mrynanen npu onacHoctu. B nodpodope N
.anomala Takux TMraHTCKUX aKCOHOB He 00HAPYKEHO. ITO MOKET OBITh CBS3aHO C
HeOoNbIIMMU ~ pa3Mmepamu  Jiohpodopa y  HCCIENOBAaHHBIX HAa  MpPEIMET
YIBTPACTPYKTYPhl 0COOCH — BO3MOYKHO, THTAHCKHE aKCOHBI (POPMHUPYIOTCS TpH
yBeIUYEeHHH pa3zmepoB Jododopa. Bmecte ¢ TeM, Hy’)KHO OTMETUTh, YTO aKCOHAMU
CXOXKETO JraMeTpa OT JIaTepajJbHOTO HEPBHOTO CTBOJA MHHEPBUPYIOTCA Yepes

«IUTACTUHKY» COEAUHUTEIbHON TKAaHU NIEPEAHUE A TYKTOPBHI.
5.6. /laHHbIE B M0/1b3Y THNOTE3bI KCKJIAABIBAHUS

3D-pekoHCTpYKIIMK B3pOCibiXx ocobeit N. anomala mo3Bosimin BBISBUTH
HEKOTOpPbIe MOP(HOIOTHISCKHE 0COOCHHOCTH, KOTOPhIE MOXXHO WHTEPIPETUPOBATH

B ITIOJIB3Y TUIIOTE3bI «CKIIAABIBAHU ).
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HCpBLIM APryMCHTOM B II0JIb3Y OTOU THUIIOTE3bl ABIMIETCI HAJIUYUE U
PaCIIOJIOKCHUC HUIICOIIAPUCTAJIBHBIX MC3CHTCPHUCB. CoryacHo HCKOTOPBIM pa60TaM
(Gutmann et al., 1978; Manaxos, Ky3emuna, 2006; Temereva, Malakhov, 2011a),
uieonapueTagbHbIe, a TaKXKe racrponapueTaibHble (OTCYTCTBYIOIIUE Y KPAHUUT)
JaTrcpaIbHbIC MCE3CHTCPHUHN PACCMATPUBAIOTCA KaK ITPOU3BOAHBLIC HUCCCIIMMCHTOB
OJIMTOMEPHOTO TMpeaka Opaxuonon. MeramepHas NpUpoa 3TUX ME3EHTEPUEB
JOKAa3bIBACTCA UX Q)YHKHI/ICI;'I: JAaTCPAJIbHBIC MC3CHTCPUU ITOAACPKUBAIOT BOPOHKHU
MCTaHe(l)pI/II[I/IeB, HOI[O6HO JUCCCIIMMCHTAM HACTOSAIIUX MeTaMepHBIX KHNUBOTHBIX
(Gutmann et al., 1978; Manaxos, Ky3ssmuna, 2006; Temereva, Malakhov, 2011a).
CoracHo NpcaACTaBJICHHBIM B H&CTOHHICI?I pa60Te HJaHHBIM, Y N. anomala
I/IJIeOHapI/ICTaJ'IBHBIC M€3€HTepI/II/I HpOT)IFI/IBa}OTCH MG)KI[y HI/II_HCBapI/ITeJIBHBIM
TPAaKTOM H CTEHKOH Tejia IO OCTPBIM YIJIOM K KHIICYHHKY, YTO MOIKCET ABJIATHCA
CBUJIETEIBCTBOM HCKPHUBJIEHUS MCXOJHOM TNEpPEIHE-3aJIHEM OCHU B pE3yJbTaTe

«CKJIAJIBIBAaHUS HA BEHTPAIbHYIO CTOPOHY.

BTopbiM apryMeHTOM SBIIIETCS B3aMMHOE PacCIOIOKEHNE WIeONapreTalbHbIX
Me3eHTepueB U MeTaneppuaneB. OCOOEHHOCTHIO MeTaHe(PpUIUEB B JTAHHOM ClTydae
SBIISIETCS. TO, YTO WX TPOKCHMaJbHBIE 4YacTH (BOPOHKH) TPUKPEIUICHBI K
uieonapyueTaibHbIM ME3EHTEPHSIM, B 3a/JHEH YacTH NEPUBUCLEPAIBHOTO LEI0Ma,
TOTJla KaK WX JUCTalbHbIe 4YacTU (He(Qpomophl) OTKPBHIBAIOTCA B JIaT€pajbHBIX
CTEHKaX TeJia BIEPeIr OT BOPOHOK PSIIOM C TIEPETHUMHU MOJTOBUHAMH JIaTE€PATbHBIX
KOChIX MbIl. Takas opueHTanuss MeTaHeppuaueB (c3aau BHEpEN) JIETKO
oOHapyxuBaeTcs B ciydae N. anomala B cBsi3u ¢ HajauuueM OTHOCUTEIHHO
JUITMHHOTO KaHalla MeTaHehpuaus. Y JOpyrux Opaxuomoja Takxke HaOIogaeTcs
cxoxasi opueranusi metanehpuaues (James, 1997; Manaxos, Ky3smuna, 2006),
XOTSl OHA M HE CTOJIb O4YeBHIHA, kak y N. anomala. ¥ TUnuyHbIX MeTaMepHBIX
JKUBOTHBIX (TakWX, KaK aHHETHUIbI), BODOHKH METaHEe(PpPUIMEB PACIOJIOKECHBI B
NepeHEM CETMEHTE M3 JIByX, TOT/Ia KaK KaHaJbl MeTaHe(QpUAMEB MPOXOIAT B

3aJJHHMI CETMEHT U OTKPBIBatOTCs Hedpomopamu B HéEM (Schmidt-Rhaesa, 2007).
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B Tom, 4TO Kacaercs JaHHBIX MO SKCIPECCUHU T€HOB B JTMUNHOYHOM Pa3BUTHH
N. anomala (Martin-Duran et al., 2016), uHTEpIPETUPYEMBIX MIPOTHB THUIOTE3bI
«cknageiBanus» (Altenburger et al., 2017), cnenyeT oTMETUTh, YTO YNOMSHYTHIC
UCCJICIOBAaHMsI HE KacaloTCs METaMOp(GU3HPYIOMIUX >KUBOTHBIX WM FOBEHUJICH.
[MpuBenéunnie nanusie (Martin-Durdn et al., 2016; Altenburger etal., 2017) rosopsit
JIHIIE O TOM, YTO TIEpeaHe-3aqHss OCh Y ImdrHOK N. anomala B gelicTBUTENbHOCTH
npsiMasi, Kak ¥ y OOJIBITMHCTBA JKUBOTHBIX, U Ha CaMOM JieJie HE MPOTHBOpEYAT
THITOTE3€ «CKJIABIBAHUS, COTJIACHO KOTOPOU MCKPHUBIICHHUE TIEPEIHE-3aIHEH OCH Y
N. anomala naGmomaercst y »HBOTHBIX Tocie Meramopdosa. HoBbie naHHBIE O
metamopdose N. anomala, mpeacrasiieHHbie B pabote Tex xe aBTopoB (Altenburger,
Wanninger, 2013), uHTepmpeTHpyeMble B TOM € KJIIOYe, TaKXkKe TpeOyroT
KPUTUYECKOTO OCMBICIICHHUSI C YYETOM TOTO, UYTO €€ METOHOJIOTMYECKUI ypOBEHb
BrosiHe cpaBHUM ¢ paboroit Huibcena (Nielsen, 1991). Takum ob6pasom, s
yTOYHEHUs xapaktepa Metamopdosa N. anomala u obcyxaeHHs ero B KOHTEKCTE
TUIIOTE3bl  «CKJIA[BIBAHUS)»  TPEOYIOTCS  JIOTIOJHUTENbHBIC  HCCIIEIOBaHMA,
npoBepsonye naHHple kak Huascena (Nielsen, 1991), tak u AnmpTeHOyprepa u

Bannunrepa (Altenburger, Wanninger, 2013).

OCHOBBIBasICb Ha BBIIICHPUBEAEHHBIX COOOPAXKEHUAX U MPEIbIIYLIUX
paboTax, BBIOJIHEHHBIX B paMKax THIOTe3bl «ckianbiBanus» (Nielsen, 1991;
Holmer et al., 2002; Cohen et al., 2003), MbI IpeiIaraeM reHepaTM30BaHHY 0 CXEMY

9BOJIIOIMHM TIIaHA CTPOCHUS KpaHuupopMHbIX Opaxuono (Puc. 61).
5.7. O npoucxoxKaeHUH 1 IBOJIOUNHA HOKKHU Opaxuonos

OTHOCHTEIBHO TPOUCXOXKICHHUS W DBOJIIOIMU HOXKH B Pa3HBIX TPYyIIax
OpaxHuoMo/ CYIIECTBYIOT Pa3InUHbIC TUIIOTE3bI. BhIpaykeHHAS HOKKA €CTh TOJIBKO Y
Linguliformea u Rhynchonelliformea, y kxpanundopMHbIx Opaxuomno1 oHa 00bIYHO
cuutaercs pexyuupoBanHoi (Rudwick, 1970; Williams et al., 1997a). Kpome toro,
HOXKKH JTHHTYJIH(OPMHBIX U PUHXOHEUIH(MOPMHBIX OpaxHOIOJ HE CUHUTAIOTCS
TOMOJIOTHYHBIMH CTPYKTypaMu 1o HeckoibkuM mnpuuuHam (Rudwick, 1970;

Williams et al., 1997a): Bo-1niepBbIX, HOXKa TUHTYJIH(MOPMHBIX OpaxHuomo 1 ooiagaet
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LIEJIOMOM C Pa3BUTOM MBIILIEYHON CTEHKOM, TOTJa KaK HOXKKa PUHXOHEIITU(POPMHBIX
OpaxuonoJl MOJHOCTHIO 3allOjHEHA COEJUWHUTENIbHON TKaHbIO; BO-BTOPBIX, C
OHTOTE€HETHUYECKON TOYKU 3pEHUS] HOKKA JTUHTYIU(POPMHBIX Opaxromo] CUUTACTCS
IIPOU3BOTHOU BEHTPAJILHOT'O MaHTUIHOTO DIIUTEINA, a HOXKa
PUHXOHEIUTU(POPMHBIX — TPOU3BOAHBIM JUCTATHHOW YACTH HOXKHOU JIOMACTH
JUYUHKU. ECTh, OIHAKO, W aJbTEpHATUBHBIE TUIOTE3bl, HCTOPHUS KOTOPBIX

HaynHaeTcs ¢ pabotsl Ctapoboratoa (1979).

CrapoboratoB (1979) BnepBble TOMOJOTU3UPOBA HOXKKY C aHaJIbHOU
NanIIon KpaHuuA (BBIPOCTOM TYJIOBHUINA, COJEPKAIMM aHAIBHYIO KaMepy Hu
pektyM). Dta rumnote3a Obuta mojajepxkana ['opsackum u [lonoBeiM (["opsiHCKHIA,
[Tomos, 1985; Gorjansky, Popov, 1986) u cuipHO MoaudunrpoBana ManaxoBbIM
(ManaxoB, 1995). ManaxoB (1995) BBIBOAMT MOSBICHHE HOXKH B HBOJIOIUN
Opaxuoro/| U3 aHaJTLHOM MANWILIbIL, U CBSI3BIBAET ATO COOBITHE CO «CKIIAJILIBAHUEM)
Ha BEHTPAJIbHYIO CTOPOHY (CM. npeapiaymuii pasznen). Cormacno ManaxoBy (1995),
HAJIM4YME€ aHyca B AaHAJIbHOW TANWie y KpaHUHUA SBISETCS HMCXOJHBIM
(mnesuomopdubiM). Y Linguliformea B cBsi3u ¢ mpuKpeIvIieHHEM K cyOcTpary u
3apbIBAHUEM B HETO C TOMOILBIO ObIBILIEH AHAJIbHOM MaNUIIIbl AHYC CMECTHIICS C HEE
BIIEPE] U BIPABO, M aHAJIbHAS MANUJIIa CTajla HOXKKOU (CHIIHBHO YBEIMYHUBIIUCH IPU
aToM B pazmepax). Y Rhynchonelliformea B pesynbrate npukpemnenus k cyoctpary
aHaJbHOM ManmuJUIoOl aHyc BoBce penaynupoBaics (Manaxos, 1995). Takum
obpazom, ananpHas mamwuia Craniiformea wu  Hoxku Linguliformea wu
Rhynchonelliformea B pamkax Takoii (DUIOTEHETHUECKOW PEKOHCTPYKIUU
CUMTAIOTCS TOMOJIOTUYHBIMU CTpyKTypamu (Manaxos, 1995). 3amena obOmmpHOi
HEJIOMUYECKOW TMOJIOCTH C MBIIIEYHONH OOKJIaJAKOW Ha CIUIOMIHYIO TOJIILY
coequnuTensHoi Tkanu y Rhynchonelliformea B nannom cityuae o0bscHseTCs, MO-
BUJIMMOMY, OTCYTCTBHEM HYXKJbl B THUIPOCKENIETE, YaCThIO KOTOPOTO SIBISETCS

IIeJIOMHYECKAs MOJIOCTh HOXKKM y juHTY I (Trueman, Wong, 1987).
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Pucynok 61. ['mmoreTnueckas peKOHCTPYKIMS SBONIOIUH TUIaHA CTPOEHHUS KPaHUU(POPMHBIX
Opaxuomnoj. A — THIOTETUYECKHI OTUTOMEPHBIH MpeIok Opaxuomno; B — mpomexxyTounast cranus
B TPOIECCE «CKIAIbIBaHUS» Ha BEHTpalbHYI0 cTopoHy; C — Opaxuornoga, Oau3Kas
KpaHUH()OPMHOW, TIOTHOCTBIO «CJIOKEHHAs» Ha BEHTPAIBHYIO CTOPOHY U oOiajmaromas
CHI)KCHHBIM KOJIMYECTBOM IOJIYOTJENEHHBIX CerMeHTOB. OO0O03HaueHus: av — TepeaHss
(opcanbHast) CTBOPKA;  — MUIIEBApUTEIBHBINA TPAKT; ipm — HIIeOTaprueTalIbHbBIN Me3eHTepuii; Iph
—nododop; mn — metanehpuauii; pv — 3a1Hss1 (BEHTpaIbHas) CTBOPKA; Sb — MyYOK METUHOK; vin

— BEHTPaJIbHBIN ME3EHTEPHI.
['unore3a, BbickazanHasi CrtapoOoratoBeiM (1979) u pa3Buras ManaxoBbiM
(1995), npencraBisieT HECOMHEHHBIM MHTEpeC, NPU OTOM SBISACH YHUCTO

yMo3puTenbHOW. He oTBepras e€, Mbl mpejjaraeM BBIABHHYTH JPYIYIO, TAKKE

noOoJIbIIel YacTH YMO3PHUTENIbHYIO, THUIIOTE€3y, COTJACHO KOTOPOM HOXKKHU
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JUHTYJIU(GOPMHBIX U PUHXOHEIUTM(HOPMHBIX OpaXHUOMOJl TOMOJIOTUYHBI HEMAPHOMY
3aJIHEMY BBIPOCTY TYJIOBHIIA KpaHUU(POPMHBIX Opaxuornoj U, KpOME TOro, Kak
HOXKKH, TaK W YIOMSHYTBHIA 3aJHUN BBIPOCT TYJIOBHUINA, HUMEIOT o00IIee
MPOUCXOXKJIEHHE OT aHUECTpaibHOM (OpMBI, cojaepX alleil MpoJoJIKEHUE

nepuBucLepanbHoro ueaoma (Puc. 62).

Linguliformea

T'anmoreTmaeckoe

TIPEZIKOBOE COCTOAHHAE
NopcajkHas CTROpPKa

Rhynchonelliformea

Craniiformea

PﬂcyHOK 62. 'mnorernyeckas cxema OBOJIOIMNH HOKKH 6anI/IOHO,I[. qépHHM OBCTOM BBIACIICHBI

CTBOPKH PaKOBUHBI, 3€JIEHBIM — MIEPUBUCIICPATHHBIN (TYJIOBUIIHBIN) IIETOM.

B nons3y 370 runote3sl MOKHO NPUBECTH CHEAYIOIINE JOBOIBI:

1) memoMuueckasi MOJOCTh B HOXKE JUHTYJIU(POPMHBIX Opaxworno]] TaKxKe
NpeCTaBIseT COO0H BRIPOCT MepUBHCIIepaibHOTrO 1esioma (Trueman, Wong, 1987);
TakKUM  00pa3oM  YCTpaHSETCS  CYIISCTBYIOIIIEE B  paHHEW  THUIIOTE3e,
TOMOJIOTU3UPYIONIEH aHaIbHYI0 Manuuly KpaHUU(OPMHBIX OpaxuoIoj HOXKE
npyrux Opaxuomnon (ManaxoB, 1995), 3aTpyaHeHue, CBS3aHHOE C HaIW4YHEM B
aHaJpHOM mManwuie KpaHUUPOPMHBIX Opaxuono]l o000COOJEHHONW aHaIbHOMN

LIEJIOMUYECKOU KaMePBl;

207



2) camMa HOXKKa JUHTYIU(GOPMHBIX OpaXxHOIo, TAKUM 00pa3oM, IIPEICTaBIISAET
co00l Tako#l ke HeMapHBbIM 3aJHUI BBIPOCT TYJIOBMINA, KaK Yy KpaHUH(POPMHBIX

Opaxuonon;

3) uemoMuuecKas BBICTUIIKA KaK B HOXKKE JIMHTYJIN()OPMHBIX Opaxuomo/l, Tak
U B HENApHOM 3a/JHEM BBIPOCTE NEPUBHUCLEPAIBHOIO ILIEJIOMa KPaHUU(POPMHBIX
Opaxuonof, COCTaBJICHA  MHUODIMTEIIUEM, MUO(pUIAMEHTHI KOTOPOTO
OpPUEHTHPOBAHBI MPOJOIBHO; TAKUM 00pa30M, 3TH CTPYKTYPbl TOMOJIOTMYHBI IO

KPUTCPHUIO CIICOHUAIIBHOT'O Ka4CCTBA,

4) HemapHBIM 3aJHUNA BBIPOCT KPAHUU(POPMHBIX OpaxXHUOMNOJl MOXKET ObITh
TOMOJIOTU3UPOBAH C HOXKAMH JUHTYJIUGOPMHBIX W PHHXOHEUTH()OPMHBIX
Opaxuoro/ Mo KPUTEPHIO MOJIOKEHHUS; TIPU ITOM NMPOBEJCHUE TAKOW TOMOJIOTHH, B
otinune ot KoHueniuu Crapo6orarosa (1979) u Manaxosa (1995), He BcTpeuaer
3aTPyAHCHHUS B BHUJAC Pa3IMIHOTO PACIOIOKEHHUS aHyca B Pa3HBIX TPYIIIax

OpaxuoIo.

Bce rumoTe3sl OTHOCHTEIBHO SBOJIIOLUN HOXKU Opaxwomoj, B TOM YHUCIIe
Npe/CTaBICHHAS B HACTOsIICH paboTe, OCTAIOTCS YMO3PUTEIBHBIMU JI0 TEX IIOP,
NOKa TMOJHOCTBIO HE JIOKa3aHa TOMOJIOTHSI HOXKHA PHHXOHEIUTU(POPMHBIX |
JMHTYIU(POPMHBIX Opaxuomnoj, oTiHyaroImuxcs kak mo ¢ynknusm (Richardson,
1979, 1981; Trueman, Wong, 1987), Tak 1o pa3BUTHIO W PACIOJIOKECHHUIO
oTtHOocuTeNbHO JucTKOB MaHTHu (Yatsu, 1902; Rudwick, 1970). Tem He MmeHee,
NPEJCTABISACTCS, YTO MO KpalHEH Mepe, TOMOJIOTHSI HOXKKH JHHTYJIHU(POPMHBIX
OpaxvomnoJ, ¥ 3aJHEr0 HEMapHOr0 BBIPOCTA TYJIOBHUINA KPAHUU(POPMHBIX

OOCTATOYHO HAJIEKHA.
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6. SAKJIIOYEHUE

B xone peanuzanuu auccepTallMOHHON pabOThl MPOBEACHO aHATOMHYECKOE,
THCTOJIOTHYECKOE M IUTOJOTMUYECKOE MCCIIeoBaHue cucTteM opraHoB Novocrania
anomala, uMeronyx 3Ha4eHUE B KOHTEKCTE HBOJIONUHN U (DUIIOTEHUU OpaxuoIo.
Onucanbl PpoHTATBHBIE IETOMUYECKUE KaMephl U KaMepbl 33 JHUX aJITyKTOPOB —
LEJIOMHYECKHE KOMIIAPTMEHTHI, paHee He omnucaHHble y Opaxuonon. IlokazaHo,
TaKUM 00pa3om, 4To meromMudeckas cuctema N. anomala siisiercst mecTiuacTHOM;
Takas KOMIIAPTMEHTAIM3AIMs TeJla SBISETCA YHUKAIBHOU U C TPYJIOM MOAIAETCA
CPABHEHUIO C IITAHOM CTPOEHHUS IPYTUX UEIOMHUYECKHUX )KUBOTHBIX. DpOHTAIbHBIE
LEJIOMUYECKHE KaMephl U KaMepbl 33AHUX aJITyKTOPOB, II0-BUJIUMOMY, OTAEIISIOTCA
oT 0oJiee KPYMHBIX HETOMUYECKHX KOMIIAPTMEHTOB C TEM, UYTOOBI 00ECIEeUnTh 00JIee
a3 PekTUBHYIO0 padOTY 3aKITIOUEHHBIX B HUX MBIIII. 3HAYUTEIbHOE BHUMAHUE ObLIO
YAEIEHO (PYHKIIMOHAIBHBIM aCleKTaM, CBSI3aHHBIM C OpraHU3alUel 1IeJIOMOB U MX
ANUTEIHATIBHOM  BBICTWIKA. Ha  OCHOBaHMM  TOJYYEHHBIX  JAHHBIX O
MOP(}OJIOrHYECKON U YJIbTPACTPYKTYPHON OpraHU3aluu OOJbIINX OpaxHalbHBIX
CUHYCOB MPEANOI0KEH THAPOCTATUYECKUI MEXaHU3M MIPOTPAKIUU pyK Jododopa:
PYKHM BBICTaBJISIIOTCS BHEPEN MPHU paciabieHnu OpaxvallbHbIX MBI Oyaroaaps
YOPYTOCTH L[EJIOMUYECKON KUIAKOCTU B OOJBIINX OpaxualbHbIX CUHYCaX; OTYaCTH
POTPAKIIMKA MOXKET CIIOCOOCTBOBATH MEpPEKayKa 1IEJIOMUYECKON KUIKOCTU BIEPEN

HYTéM COKpalCHUA HOJ'IyKOJ'IBL[CBOfI MHUOSIHUTECINATBHON BBICTHUIIKH CHUHYCOB.

[IpeamnonoxkeH Tra3000MEeH MEXAYy MAHTUHHON TMOJOCTbIO M  OOJBIIUMU
OpaxuaibHBIMM CHHYCAaMH. DTO MPENOJIOKEHHE OCHOBAaHO Ha TOM (pakTe, 4To C
BEHTPAJIbHOM CTOPOHBI OOJBIINX OpaxuaabHbIX CUHYCOB IEJIOMUYECKasi MOJIOCTh
OTAENSAETCS OT MAHTUMHOM IOJIOCTUA CJIOEM COEIMHUTEIIBHOM TKAaHU 3HAYMTEIIBHO
MEHBIIIMM TI0 TOJIIMHE, YeM B JIPYTMX MECTax, W JIUJICPMUC C BEHTPAIbHOU
CTOpPOHBI JJoodopa TakKe UMEET MEHBIIYIO TOJIIUHY (TI0 CpaBHEHUIO, HATTPUMED,

C IepeaHEN 4acThlO).

BrepBoie nmsi kpaHUMGOPMHBIX OpaxHOMOJl OMHMCAHBl MHOSUTEITUATHHBIC

BBICTWJIKM Tepun30(areaibHOr0 M MNEPUBUCUEPATHHOIO IIEJIOMOB W aHAJIBHOMN
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LICJIOMUYECKON KaMCphbl, IpHICTAIOIME K [MHIICBAPUTCILHOMY TpPAKTy H

06CCHC‘II/IBaI-OHII/I€ MNCPUCTAJIbTUKY PA3JIMYHBIX €TI0 OTACIIOB.

[ToxazaHo, YTO XOPOIIO Pa3BUTHIE MPOJIOJIbHBIE MBIIIIBI CTEHKH TEJla, paHee
HE ONHCAaHHbIE Y KPaHUU(POPMHBIX OpaxWOMOJ, SBISIOTCA YaCThIO MEXaHH3Ma
PacKpbITUSL CTBOPOK PaKOBUHBI, IMOCKOJIBKY OHHM, Kak W JaTepajbHble KOCHIE
MBIIIIBI, CIHOCOOHBI CXKUMATh TEPUBHUCLEPANBHBIN IIEIOM B MEpeaHE-3aHEM
HanpaBlIeHUW, Onarojgaps 4YeMy OH paclupsercai B JOpPCO-BEHTPAIbLHOM
HAIpaBJICHUU M BBITAIKUBACT JOPCAIBHYIO CTBOPKY BBepX. Poiib NpoJI0JIbHBIX
MBIIIIL] CTEHKH TeJla B 3TOM JBUKEHUH, OJJHAKO, CKOpPEEe BCIIOMOraTelIbHA, TaK Kak
OHHM MEHEE Pa3BUTHl MO CPABHEHHUIO C JaTepajlbHBIMU KOCBIMU MBILILIIAMH, JJIS
KOTOPBIX CJEAYET NPEAINOJIOKUTh OCHOBHYIO pPOJb B MEXaHHU3ME PACKPBITHS

PaKOBHHBI.

BnepBble B HcclieioBaHMM 1O OpaxuornojaM MpoBeAcHa JieTalibHas
PEKOHCTPYKIMSI MYCKYJaTypbl. YTOYHEHBl M TIPOSICHEHBl MHOTHUE acCIEKTHlI,
Kacaromuecs: PyHKIMOHATILHONW HAarpy3Kd MBIIIL. B 4aCTHOCTH, yCTaHOBIJIEHO, YTO
perpakius Jo0¢odopa OCYIIESCTBISICTCS COBMECTHO pabOTarOIUMU OpaxuaabHBIMH
MBIIIIIAMA U OpaxuajibHBIMH JJIEBATOPAMH, MBIIMICYHBIE BOJOKHA KOTOPBIX
OPUEHTUPOBAHBI BJIOJL OpaxuaibHOW OCH, a HE OpaxualbHBIMU PETPAKTOpPaMHU,
KOTOpbIE B JICMCTBUTEIBHOCTU TMPEACTABISAIOT C000il c1abo BBIpaKCHHBIN
MHUOSIUTENIUNA Malb4aThiX BBIPOCTOB MEPUBUCIEPATBLHOTO II€JI0OMa. Y TOYHEHO
B3aMMOPACIIONIOXKEHNE U (YHKIIMOHATHHBIC B3aUMOOTHOIIIEHHU S MBIIIIIT, IO KOTOPHIM
JUTEpATypHBIC JIaHHbIE HanOoJiee MPOTUBOPEUMBDI: OpaxHabHBIX MPOTPAKTOPOB,
OpaxualibHBIX 2JIEBATOPOB U MEPEIHUX AITYKTOPOB. Y CTAHOBJICHO, YTO MEPEIHUN
aIIyKTOP COCTOWT W3 JBYX YacTed — OOJbIIed TIAaJKOW W MEHBIIeH
MONEPEYHONOJI0OCaTON, a OpaxuajabHble D3JICBATOPHI SBJSIIOTCS  OTJEIbHBIMU
MBIIII[AMHA, HE CBS3aHHBIMU C BEHTPAJbHOMW CTBOPKOM M, TakuM oOpa3om, He
CIIOCOOHBIMH K 3aKPBITHIO PAKOBHUHBI, B OTIMYHE OT aITyKTOPOB. JleTanbHo onrcan
MEXaHHU3M PACKPBITHS CTBOPOK Y KpaHUM(POPMHBIX Opaxyomoja: 3TOT MEXaHWU3M
OCHOBaH Ha COBMECTHOM JAECHCTBHUM JaTEPaJbHBIX KOCBIX MBIIII U MPOAOIbHBIX
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MBIIII] CTEHKU TEJIa, CKUMAIOIINUX ITEPUBUCLIEPATIBHBIA LIEJIOM B IIEpEAHE-3aJHEM
HAaIpaBJICHUU, 4YTO, BBHUJY HEHU3MEHHOCTH OOBEMA LIETOMUYECKON KHUIKOCTH,
IPUBOJUT K JOPCO-BEHTPAIBHOMY PACIIMPEHHUIO TYJOBHUILNA W BBITAIKWBAHHUIO
JIOPCaJIbHOM CTBOPKU BBEpX. PU3HMOIOTrMYECKYI0 HAarpy3Ky MBIIIL IPEIIaraeTcs
B35Th 32 OCHOBY JJIA IIEPECMOTpPA 3allyTAHHOM U IPOTUBOPEUYUBONA TEPMHUHOJIOTHUH,

CBSI3aHHOM ¢ MYCKYJIaTypoi 0€33aMKOBBIX OpaxuOMO/I.

OOHapyXeHO Takke, 4To (opma MbIIIeYHbIX oTrmedatkoB y N. anomala B
HIMPOKUX TpeAenax BapbUPYET B IpeAenax OJHOM MOIMYJSUUN, U3 YErO0 MOYKHO
CAenaTh, YTO ATOT NMPHU3HAK HENPUTOACH I COCTABJIEHHsS OUArHO30B POJIOB U
BUJIOB, 10 KpailHell Mepe, B cilydae KpaHUU(POPMHBIX OpaxuoIoj, Tak Kak y HHUX
MOP(OJIOTHs paKOBUHBI U MYCKYJIaTyphbl CUJIBHO 3aBUCUT OT XapakTepa cyocTpara,
K KOTOPOMY OHM LIeMEHTUPYIOTCs. [loaTBep)KeHa MHHEPBALKs MYCKYJIaTyphbl Yepes

HEOOBIUHBIC «HEPBHBIE IJIACTUHKNY, onmucaHHbie B XX Beke.

[TogpoGHOE ucciaeoBaHKe YIBTPACTPYKTYphl cucteM opraHoB N. anomala
MIO3BOJIWJIO  BBIIBUTH HMX IPUMHUTHUBHYIO [MTOJIOTMYECKYIO  OPTAHU3ALMIO.
[ToKkpOBHBINM AMUTENHNN XOTh U MPETEPIIEBACT PA3IUUHbIE MOIUDUKAIIUN B Pa3HBIX
y4acTKax Tena, HO BCerja IPEICTaBICH OIHOCIOWHBIM, MUKPOBWUISPHBIM
MOHOLIWJIMAPHBIM 3MUTENIMEM, KOTOPBIA OTpakaeT Haubosee MPUMHUTHUBHBINA THUI
OpraHu3alMi TOKpPOBOB Yy Oecro3BOHOUYHBIX. llemomuueckas BbICTUIIKA Y
MCCJIEIOBAHHOTO BH/IA MTPEICTABIICHA MO OOJbIIEH YACTU POCTHIM MUOIIUTETUEM.
OTO0 B MOJHOW MEpPE KAacaeTcs U CHEUATN3UPOBAHHON MYCKYJIaTypbl, KOTOpasi BHE
3aBUCHUMOCTM  OT CTEIIEHHM CIELUAIM3allMM  COXPaHSAET LUTOJOTUYECKYIO
OpraHu3alyi0 MHUO3NUTENus. Bce rinaBHble 37€MeHThl HEpBHOW cucteMbl N.
anomala  pacnonararorcss  OasudIHMAECPMAaIbHO M MPEACTABIAIOT  COOOM
NICEBIOCTPATU(PUIIMPOBAHHBIA  HEUPOIMUENHA, UYTO  CBUACTEIBCTBYET O
YpEe3BbIYaHO NPUMHUTUBHOU LIMTOJIOTUYECKOM OPraHU3aliyd HEPBHOM CUCTEMBI B

OcJI0OM.

Kpowme Toro, ObL11 BBISIBIICH 33 THAN HEMAPHBINA BBIPOCT TYJIOBHIIA, KOTOPHIH 11O

MOJOKEHUKD W TUCTOJIOTMYECKOMY  CTPOEHUIO  COOTBETCTBYET  HOXKKE
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PUHXOHEITU(GOPMHBIX U JIMHTYIHU(GOPMHBIX Opaxuomnoa. Y B3pocisix N. anomala
OOHApYKCHBI JIOCTOBEPHBIC AHATOMHUYECKHE CBHJICTEIBCTBA «CKIAIBIBAHUS» B
dbunorenese. IT0O TOKA3BIBACTCS, B YACTHOCTH, TEM, UTO BBIICTUTEIbHBIC OpraHbl N.
anomala pacrosoXeHbl B 33 He-TIepeTHEM HAlpaBJICHUH, a HE B TICpEAHE-3aHEM

HaIpPaBJICHUH KaK y TUIIMYHBIX MeTaMepHBIX (onuromepHsix) Triploblastica.

[TommydyeHHbIe aHATOMUYECKUE U YIBTPACTPYKTYPHBIE PE3yIbTaThl MOTYT OBIThH
MOJIC3HBI JJIS1 ITUPOKOTO (PUIOTEHETHYECKOTO aHaIM3a OpaXxHomo/l, U B YaCTHOCTH,
JUIs. TECTUPOBAHUS OCHOBHBIX THIIOTE3 (PUIOTEHETHMUECKUX OTHOIICHUN MEXIy

opaxmononamu: «lInarticulata» u «Calciata».
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7. BBIBO/bI

1. B cocrae Ttema Novocrania anomala omucaHbl —LEIOMHYECKHE
KOMIApTMEHTHI, paHee HE YIOMHHAeMble B JHUTepaType: (pOHTaIbHbBIE
LIEJIOMMYECKHE KaMEphl U KaMepPbI 33 JHUX aJlyKTOPOB.

2. BrepBbeie mMeTtomamu 3D-pEKOHCTPYKIMH MOKA3aHO, YTO LEIOMHYECKAS
cucrema Novocrania anomala siBisieTcst miecTnyacTHOW (TeKCamapTHUTHOM), YTO
ABJISIETCA YHUKAJIBbHBIM Cpeau Opaxuomnoji. Bo3MOXHO, BHEpBbIE ONUCAHHbBIC
000COOJICHHBIE 1IEIOMUYECKHE KaMEPhI SBJISIOTCS JIEpUBaTaAMU METAIICIA.

3. BmepBbie nns Opaxuomoj TpoBeAeHA JAeTajbHas PEKOHCTPYKLHUS
Myckynatypel Ha mpumepe Novocrania anomala. I[IpemiokeHO HCIOIB30BATH
(YyHKIHMOHATIBHYIO Harpy3Ky MBIIII] JJI1 COCTaBJIEHUS HOMEHKJIATYpPbhl MBIIICYHOM
CUCTEMBI Yy Opaxuomno/.

4. O6HapyxeHo, 4To y ocobeli omgHoro Buma (Novocrania anomala) ¢opma
OTIICYATKOB MBIIII BapbUPYET B HIMPOKHX MpejeaX, uTo JeJacT 3TOT MPU3HAK
HETIPUTOIHBIM ISl OTTMCAHKS HOBBIX TAKCOHOMHYCCKUX CMHHIL.

5. Ananm3 pacnoniokeHuss U QyHKIIMOHUPOBaHHUS MycKyJaaTypbl Novocrania
anomala BrmiepBBIe MO3BOJIMJ TPEINOJIOKATE MEXaHH3M PACKPBITHS CTBOPOK Y
KpaHUU(OPMHBIX Opaxuomnoja. ITO THAPABIUYECKUNA MEXAHU3M, OCHOBAHHBIN Ha
COBMECTHOM JICWCTBUM JIATEPAJIbHBIX KOCBIX MBI WU BIEPBBIC OIMCAHHBIX
MPOJOJBHBIX MBIII CTEHKH Tena. PacciabiieHHble MBIIIIIBI-aJAyKTOPhl MOTYT
MOJJIEPKMUBATh PAKOBUHY B PACKPBITOM COCTOSIHUM.

6. JletasibHOE UCCIIEIOBAHKE YIILTPACTPYKTYpHI crcTeM opraHoB Novocrania
anomala mo3BoMII0 BBISIBUTH MPUMUTHBHOE CTPOCHHE TOKPOBHOTO AIHTEINMS,
HEPBHOM CHCTEMBI, LIEIOMUYECKON BBICTUIIKM U MYCKYJATYypbl, YTO MOXKET OBbITh
CBUJETEIBCTBOM AHIIECTPAIBHOMN [IUTOJOTMYECKON OpraHU3alnu.

7. Hcnonb3zoBanne wmerona 3D-pEeKOHCTPYKIMHM TO3BOJIAJIO BBISBUTH Yy
Novocrania anomala 3aguuii HemapHbBI BBIPOCT TYJIOBHINA, KOTOPBIA IO
MOJIOKEHUIO M THUCTOJOTUYECKOMY CTPOCHHMIO MOXET ObITh FOMOJIOTM3UPOBAH C
HOXKKOM JIMHTYJM(DOPMHBIX U pUHXOHEIUTU(HOPMHBIX Opaxuomno/I.

8. OOHapy»eHbl JOCTOBEPHBIC CBUJICTEIILCTBA «CKJIAJIBIBAHUS) B CTPOCHUU
COBPEMEHHBIX B3pOCIBIX Opaxwonon Ha mnpumepe Novocrania anomala: 3amme-
NepeIHEE PACIOJIOKEHUE METaHE(DPHUANEB SBISETCS CBUJICTEIHCTBOM W3THOAHUS
NepeHe-3aIHEN OCH TeJla TUIIOTETUYECKOTO OJIMTOMEPHOTO MPEAKA.
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BJIAT'OJAPHOCTHU

S BbIpakaro CBOIO UCKPEHHIOI 0JarofapHOCTh HAYYHOMY PYKOBOAMUTEIIO —
Enene HukomaeBne TemepeBoi, 3a pPyKOBOJCTBO JaHHOW paboToi, oOydeHHe
pa3NUYHBIM METOJaM, BCECTOPOHHIOIO IOMOIINb M MNOAAEPKKY. S TiryOoko
npusHareseH T.B. Ky3sMuHo# 32 nosie3Hbie 00CyxkaeHUsT Opaxuoro] B X0Ae MOETO
oOyueHus B aCIIUPAHTYPE U 3a 3aMEYaHMusl, BhICKa3aHHbIC MPHU MOJATOTOBKE paOOTHI
K Ipea3almre. 3a TOMOIIb B OCBOEHUU METOJ0B TPAHCMUCCUOHHOM AJIEKTPOHHOMN
MUKpPOCKOTIMU M 3D-peKkoHCTpyKIMi, a Takke 3a Hay4dHble JHUCKYCCHM Ha
cBoOOaHBIE Tembl, s mnpusHareneH b.B. Ocaguenko u II.A. Kysnenony. A
OnmarogapeH KoJuleKTuBaM MexkadenpanbHOl  1a00opaTOpUu  AIIEKTPOHHOM
MUKpOCKOIuu Ounonornyeckoro ¢akyiapreta MI'Y u lleHTpa KOIEKTUBHOTO
M0JIb30BaHUs AeKTpoHHON MuKpockonuu IbBB PAH 3a Bo3MoxHOCTH paOOTHI Ha
TPAHCMHUCCHOHHBIX M CKaHMPYIOIIMX 3JIEKTPOHHBIX MHUKpockomax. S Omaropapro
H.E. bynaesy u H.H. Pumckyro-KopcakoBy 3a momonis B cOope U (ukcanuu
MaTepuaia, UICI0JIb30BaHHOTO B HacTosIel padore, M. A. Kobenerkyto 3a momoIipb
B 1oAOOpe LBETOBOM HAIUTPBI, HCHOJB3yeMOWl B 3D-pekoHCTpyKUusX, W 3a
noanepxky, B.B. Manaxosa, E.B. boromonoBy, ®.B. bonsmakosa, JI.I1. Kopzyna
n H.A. IlosipkoBa 3a mepBbl€ ONBITHI MOTPYKEHUS B CPAaBHUTEIBHYIO AHATOMUIO
*uBoTHBIX, E.O. lllepOakoBa 3a ero Tpysl MO MOJJAEPKAHUIO KUZHECTTOCOOHOCTH
tomorpada, E.K. Jertapésy u E.JI. Hukurenko 3a npyxkeckue coBetbl, A.B.
PaTHOBCKY!O 32 03HAaKOMJIEHHE C HHTEPECHBIMHU JaHHBIMU 110 MAaHTUU OpPaxXHOMO/,
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npernojiaBarenieid, 3a OECIHEHHBIH ONBIT OOy4YeHHs Ha Kadeape B TeueHHUe
OakanaBpuata, Maructparypsl u acnupanTypsl, FO.1O. [Tnanauny u A.C. [Inanguna

3a MOSIBJIICHHE aBTOPa 3TOW PabOTHI HA CBET.
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MNPUJIOKEHMUE |. JonoJiHUTEIbHBbIE HILTIOCTPAIIMA

anterior ) - ' . anterior )

JlonoiHuTeAbHbI  pUCYHOK 1. 3D-peKoHCTPYKIHMM MBIIIEYHOW CHCTEMBI 10 JIaHHBIM
KOMITHIOTEPHON MUKPOTOMOTpadru, MOKa3aHbl JOPCATbHBIN M BEHTPAIbHBIA JTUCTKH MaHTUU. A
— BUJ] C JOpcabHOM CTOpOHBI; B — By ¢ BeHTpasibHOM cTopoHbl. O003HauUeHMs: aa — MepeHue
aJUTyKTOPBI; bP — OpaxuasibHbIe IPOTPAKTOPHI; he — OpaxuanbHbIe 21eBaTopbl; bm — OpaxuanbHbie
MBIIIIBL; DIT — «OpaxuanbHbie peTpakTopbDy; ddV — muieBapUTeNbHbIC TUBEPTUKYIIBE, dvm —
JIOPCOBEHTPAJIbHBIN ME3eHTEepHi; § — MUINEBAPUTEIbHBIA TPAKT; IPM — WIconapueTaIbHbINA
meseHtepuil; Iph — pyku nododopa; 0i — BHyTpeHHHE KOChie MbIIIIbI; Ol — aTepanbHbie KOChIe
MBILLIBL; Pa — 3aJHUE aJyKTOPBI; VM — BEHTPAJIbHOE BO3BBIIICHUE COCAUHUTEIBHON TKaHU; UM

— HeIIapHasd MEAraJIbHas MbIIIA.

234



JlonosiHUTeIbHBIA pucYHOK 2. [lomepeyHo-OpueHTHPOBAHHBIE MHUKpPOTOMOTrpaduueckue
NOPOEKIIMM Ha pa3HbIX YPOBHAX. A — cpe3 dYepe3 JKeNyJO0K U IepeJHUEe YacTh NepeIHux
aJTyKTOpoB; B — cpe3 uepes obnacTe nepeceueHust KOchIx MbIL; C — cpe3 uepes 3a1HIO 4acTh
nepuBHcLepabHOrO 1eaoMa; D — cpes uepe3 aHanbHYI0 KaMepy U 3aJHUNA HEMapHBIA BBIPOCT
HEepUBUCIEPAIBHOTO 1iesioMa. O003HaUeHUs: aa — NepeaHue aJayKTopsl; dal — OCHOBHbIE YacTH
neperHuX aJayKTOpoB; aa2 — BHYTPEHHHE 4YacTH MepeiHuX ajnykropos; ddv —
NHIIeBAPUTENbHBIE  TUBepTHKYNbl; Omf —  jgopcanbHblii  JmcTOok  MaHTMH; dvm —
JIOPCOBEHTPAILHBIN ME3CHTEPHIA; § — MUIIEBAPUTEIBHBIN TPAKT; M — raMeTOreHHAasl TKaHb; IPM
— WIeonapreTalbHbII MEe3eHTEepHid; MC — MAHTUHHAS MIOJIOCTh; Ol — BHYTPEHHUE KOCBIC MBIIIIIIHI;
0l — naTepanbHbIE KOCBIE MBIIILBI; Pa — 33AHHE aATyKTOpBbI; VMF — BEHTpanbHbIH TMCTOK MAHTUH;

um — HemmapHas MeaualibHast MBIIIIIA.
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JlonoIHuTeIbHBI pUCYHOK 3. @DpOHTaNbHO-OPUEHTHPOBAHHBIE MHUKPOTOMOTrpaduueckue
IIPOEKIIMY Ha pa3iInyHbIX ypoBHAX. O003HaueHus: adl — OCHOBHAs 4acThb MEPEIHETO aJyKTopa;
aa2 — BHYTPCHHSS YacCTh MEPEIHEro aJayKTopa; § — MHIICBapUTEIbHBIN TpakT; Iph — pyku

agododopa; MC — MaHTHIHAS TTOJIOCTh; Ol — BHYTPEHHUE KOCHIE MBIIIIIBI; PA — 33 JHHE a//TyKTOPBI.

JlonosiHUTeIbHBIA pucyHOK 4. [lapacaruTraibHO-OpUEHTUPOBAHHBIE MUKPOTOMOTpadHruecKue
MPOEKIIMY Ha Pa3InYHbIX YpoBHsX. OO03HaUeHMs: ad — NepeaHue aaayKTopsl; aal — ocHOBHas
YacTh MEpPEeJHEro aJIyKTopa; 8a2 — BHYTPEHHsS 4acTh MEPEAHEro aJIyKTopa; ac — aHajbHas
kamepa; be — OpaxmansHbie aneBaTopsl; bM — OpaxuansHbie MbIbL; ddV — MUIEBaApUTENEHBIC
IuBepTUKYIbl; OMFf — mopcanbHbIA JHCTOK MaHTHH;  — TMHIIEBAPUTEIBHBIA TpakT, gm —
raMeToreHHasi TKaHb; IC — OoJbIION OpaxualbHBI CHHYC; MC — MaHTHUIHAs MOJOCTH;, Oi —
BHYTPEHHHE KOCBIE MBIIIILIBL; Pa — 3aJJHAE aITyKTOpBI; t — mynanbua; VMf — BeHTpaibHBINA JTUCTOK

MaHTHH, UM — HeIapHas MEeAUalbHas MBIIIIA.
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HNPUJIOKEHHUE Il. IIporokojbl H3roToBjieHusi (uKCaToOpoB,

KpacuTejeil U IPyrux pacTBOPOB

A. MzrotoBiieHue d)I/IKcaTODa Ha OCHOBC I'TYTAPOBOT'O aJIbACTHU A

B pacuére Ha 10 mn ¢ukcartopa:
-1 M1 25% TiIyTapoBOro anpaeruaa;
-2,5 M 0.2M kakogunatHoro Oydepa
-0,5 M1 0,5% xnopua Maraus
-230 Mr xjopuaa HaTpuUs
-6 MJI BOJIbI (JIMCTUIUIMPOBAHHOM)

B. U3rorosnenue dhukcaropa Ha ocHoBe nmapadhopManpaeruaa (PFA)

B pacuére na 10 mn puxcaropa:
-2 M1 4% napadopmanbaeruaa
-2,5 M 0.2M kakoaunaTHoro Oydepa
-0,5 mu1 0,5% xyopuga Maraus
-230 Mr XJ0pHIa HATPHUS
-5 MJI BOJIBI (IUCTUIUTUPOBAHHOM )

B. M3roroBiieHHE pacTBOpa alleTaTa ypaHuiIa Juisd KOHTPaCTUPOBAHHS CPE30B

B pacuére na 50 mu 1% pactBopa:
-0,5 r aneraTta ypaHuia
-noBectu 10 50 M 5% 3TaHOIOM

['0TOBBII PacCTBOpP XPaHUTh B TEMHOTE.

I'. U3rotoBiicHue pacTBOpa IIUTpAaTd CBUHIIA AJIA KOHTPACTUPOBAHHNS CPE30B

B pacuére Ha 21 mi 0,4% pactBopa:

-84 Mr uMTpaTa CBMHIIA
-21 mu1 BoAbI (AUCTHILTUPOBAHHOM )

BOI[y H€O6XOI[I/IMO ITPOKUITATHUTL B TCUCHUC ABAAIATH MHUHYT C TCM, YTOOBI

YAQIUTH PUMECH YTIECKHUCIIOTO Ta3a. PacTBOPSITH IIUTPAT CBUHIIA B TEILION BOJIE
(~40°C) Merath 10 pacTBOPEHHMsI, BMECTE C TEM IO KaruisiM q00asisth 10H
ruApokcu HaTpus (4 r ruapokcuaa HaTpust Ha 10 M1 BOJIbI AUCTUILIMPOBAHHOM )
JI0 T€X TOp, TIOKa pacTBOP HE CTaHET MOJHOCThIO po3payHbiM. Uepes 1-2 yaca
MIPOBEPUTH FOTOBBIM PACTBOP HA HAJIMUKE OCAJKA.

['0TOBBII pacTBOpP XPaHUTh B TEMHOTE, HE BCTPSIXUBATD.

J1. UsrotoBnenue pactsopa DHTA g nekaabIUHUPOBAHUS
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B pacuére Ha 50 mn 7% pactBopa:
-3,5 r nunarpueBoit conu JITA
-noBecTH 10 50 MJI AUCTUILIMPOBAHHOW BOJIOU

[Tocne cmemmBanus STA ¢ Boo# cietyeT B Ty %€ EMKOCTb IO KaIlisiM
no0aBiaTh 1M rugpokcu HaTpusi, IpU ATOM UHTEHCHUBHO MEpEMEIINBasi pacTBOP
(Jryuire Ha mieiikepe) 10 Tex nop, noka: a) PH ne noseicutcs no 7,2-7,4; 6) OATA
HE pacTBOPUTCS.

E. N3roroBienune xxuakoctu bysHa

B pacuére Ha 52,5 Mt pactBopa:
-37,5 MJ1 HaCBIIIIEHHOTO BOJHOTO PacTBOpa TPUHUTPO(DEHOIa
-12,5 M 40% dopmanuna
-2,5 MJI yKCYCHOM KUCIOTHI (JIEASHOM)

K. M3roToBiicHHE KpaCKH JJIA ITOJIYTOHKHX CPC30B HAa OCHOBC
TOJYHUANHOBOT'O 1 MCTHJICHOBOI'O CMHETO

B pacuére Ha 50 M1 rOTOBOTO KpacUTEN:
-0,5 r Terpaboparta HaTpus
-0,5 T TOTYHUANHOBOTO CUHETO
-0,1 r METUJIMHOBOT'O CHHETO
-noBecty 10 50 Mi1 BOAOH (AUCTUILTUPOBAHHOMN )

3. U3roroBieHune pukcaropa Ha OCHOBE TETPAOKCHUIIA OCMHUS

B pacuére nHa 10 M ¢ukcaropa:
-2,5 mu1 4% TeTpaokcuaga OCMHUs
-2,5 M 0.2M kakoaunaTHoTO Oydepa
-2’75 MT XJI0pHUIa HATPHUS
-5 MJI BOJbI (IUCTHILTMPOBAHHOM )
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MHNPUJIOKEHHUE Il11. ITpoTokoabl NOATOTOBKH 00beKTa

A. 3anuBKa MaTteprajia B rapariacT

1) oT™MBITH OT uKcaTopa (OTMBIBKA 3aBUCUT OT BUAA (PUKcaTopa)

2) 30% stanon — 30 MUHYT

3) 50% stanon — 30 MUHYT

4) 70% »tanon — 1 yac (MOKHO XpaHUTb)

5) 96% sranon — 10 MuHyT

6) 96% stanon — 15 MuHyT

7) 6yranon — 10 MuHyT

8) OytaHosn — 15 MuUHYT

9) kcuion — 10 MUHYT

10) kcumon — 15 MUHYT

11) mapamnact — 3 gaca (60°C)

12) mapamnact — 12 gacos (60°C)

13) npuroToBUTH (OPMBI AJI 3ATUBKU

14) 3anonHUTH (POpMY ropsuMM NaparuiacToM Ha 74 U OBICTPO OXJIAJIUTh Ha
XOJIOJTHOM CTOJIUKE

15) pa3mMecTuTh U OPUEHTHPOBATH OOBEKT B 3AJIMBOYHOM (hopMme

16) 3amonHuTh (POpMYy TOpsSYUM MaAPAIIACTOM JI0 KOHIA (C BBIMYKJIBIM
MEHHCKOM, TaK KaK IPU OCTHIBAHWH TMAparuiacT yMEHBIITUTCS B 00bEME)

b. IIpoBoaka MaTepuaia Juid DOCIEAVIONIEW CYIIKHA B KDUTHUYECKOU TOYKE

1) oT™MBITH OT uKcaTopa (OTMBIBKA 3aBUCUT OT BUAA (PUKCATOPA)
2) 30% atanon — 10 MuUHYT (ABaXIbI)

3) 50% nstanon — 10 MUHYT (IBaXK1bI)

4) 70% stanon — 10 MUHYT (ABaXbl; MOKHO XPaHUTB)

5) 96% sTanon — 15 MUHYT (IBaXK1bl)

6) cmech 96% 3tanoia u ynctoro anerona (1:1) — 15 MunyT

7) YMCTBIN aleTOH — 15 MUHYT (TPUKIBI)

B. OrMmbIBKa 0T hHUKCATOPOB

Ot rinyTtapanbaeruia Marepuasl OTMbIBaeTca B TpEX-msAth cMeHax 0.05M
kakomunatHoro Oydepa (12,5 mn 0.2M kakomunmatHoro Oydepa + 37,5 mn
JUCTWILIUPOBaHHOM BoabI + 1,15 r xnopuna Hatpus). [IpogoKUTeIbHOCTh CMEH
BO3pacTaeT B cieayouleil mociaenoBaTenbHOCTH: 15 MunyT — 30 MunyT — 1 wac — 1
yac — 12 gacos).
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Ot xuakoctu bysHa Marepuan ormbiBaeTca B cmeHax 50% sranona no 30

MHHYT JI0 T€X IOpP, IMOKAa OTMBIBOYHBIA CHUPT HE MEPECTAHET OKPAIIMBATHCA B
JKENTHIN.

Ot TCTPAOKCHIa OCMHA MATCpUaJl OTMBIBACTCA B lICTI)IpéX CMCHAax
ﬂHCTHHHHpOBaHHOﬁ BOJBI 110 1 qacy.

I'. dukcanusa riyrapajgibIeTruIoM

[lepen ¢uxcamueir HEOOXOAMMO pacciiadieHne >KUBOTO Martepuana B 7%
XJIOpUJIe MarHusi Ha (DUIBTPOBAHHOW MOPCKOW BOJIE B TeucHHMe 4daca. Dukcamus
IPOBOJMUTCS B TEUCHUE OJHOM HEISIH PAcTBOPOM TJyTapaiblerujaa (CM.
[Tpunoxenue I11) mpu remnepatype 4°C.

J1. [Toctdukcarus TETPAOKCHIOM OCMHUSI POBOAUTCS B TeUCHHE 1-2 4acoB mpu
KOMHATHOM TeMIiepaType.

E. 3aauBKa MaTepuaia B JHOKCUIHYIO CMOJY

1) 15% sranon — 10 MunyT

2) 30% atanon — 10 MuHyT

3) 50% stanon — 10 MuHyT

4) 70% »tanon — 15 MUHYT

5) 96% stanon — 10 MuHyT

6) 96% sranon — 10 MUHyT

7) cmech 96% 3TaHoa ¥ YuCTOTO TIporanona-2 — 10 MuHyT

8) mpomnanon-2 — 10 MuHYT

9) nmpomanon-2 — 10 MuHyT

10) cMech pomanosia-2 1 3MoKCUIHON cMoutbl (3:1) — 2 yaca Ha mieiikepe

11) cmech nponanona-2 u 3nokcuAHON cMoubl (1:1) — 2 yaca Ha meiikepe

12) cmech mponanona-2 u 3nokcuaHou cMoubl (1:3) — 4 yaca Ha meiikepe

13) uncras snokcuaHas cMojia — 2 yaca Mpyu KOMHATHOM Temriepatype u 12
gacoB 1ipu 4°C

14) mepemMecTUTh MaTEepHal B CHUIMKOHOBBIE (DOPMOYKH, 3TUTH ATTOKCUIHON
CMOJIOHN, COPUEHTUPOBATH; ajiee BeiaepxkaTh mpu 60°C B TeueHue 2 CyTOK

K. Jlekansimmaanug B pactBope DJATA

B Tedenne Heckonbkux 1-3 cyTok (Bpemsi moaOUpaeTCsi ONMBITHBIM IyTEM MPHU
KOMHATHON TemmepaType, NEepUOANYECKH CMEHssi pacTBop. KoHTpomupoBaTh
CTEIEeHb JICKAIbIIMHAIIMY IO BCIUIBLITUIO MaTepUalia Ui MEXaHUYECKHU.

3. Oxpacka HOJYTOHKHUX CPE3OB
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OxpammBath cpe3bl PacTBOPOM METHUIICHOBOTO/TONYHINHOBOTO CHHETO B
teueHue 30-60 cexkyHI (3aBUCUT OT BO3pacTa KpacUTelisd) Ha HarpeBaTelIbHOM
cToimke, paszorperom no 60-65°C, oOpamias BHUMaHHWE Ha BpEMs TOSIBICHHS
«000/1Ka» BBICOXIIIETO KPACUTEJIS 110 KParo Karutk. 3aTeM OBICTPO YIaTUTh U3JIAIIKH
KpacuTells, TPOMBITh CTEKJIO JUCTUUTMPOBAHHON BOJOW, BBICYIIHTH Ha
HarpeBaTeIbHOM CTOJIMKE. 3aTeM OKpamuBaTh 1% KUCIBIM (YKCUHOM B TEUCHHE 5
CeKYH]I; OTMBIBKa IO TOMY € MpHHIUITY. KOHTpOIMpPOBaTh HHTEHCHBHOCTH
OKPACKH 0T MUKPOCKOTIOM.

. OKDaCKa TUCTOJOTMYCCKHNX CPEC30B I'CMATOKCUJIIMHOM-303UMHOM

1. Hucxopsmas npoBojika: keusion (3 MmuH) — Oytanon (2 MuH) — OytaHon (2
MHH) — 96% sTanon (2 muH) — 96% »Tanon (2 mun) — 70% sTanon (2 mun) — 50%
stano (2 MmuH) — 30% 3Tanou (2 MUH) — Boja IUCT. (2 MUH)

2. Oxpacka rematokcuiimHoM Kapauun: 4-5 MuH

3. BeicTpoe crionackMBaHue NPOTOYHOM BOJIOM Uit AU hepeHInatud OKpacKu
(20-30 cexk)

4. Bocxopgsmias npoBoaka: 30% stanon (2 mun) — 50% stanon (2 mun) — 70%
3TaHoJ (2 MUH)

5. OxkpammuBanue B 0,2% pactBope r03uHa Ha 96% sTanoine (40-60 cexkyHn),
KOHTPOJHUPOBATh HHTCHCUBHOCTH OKPAIITHBAHMSI.

6. CnonackuBanue B 96% cnupre (30-40 cek)

6. Bocxopsias npoBojika (nmpoaoskenue): 96% sranon (1 muH) — Oytanosn (2
MUH) — OyTaHoJ (2 MUH) — KCHJION (2 MUH)

J71st yckopeHust ipoliecca MOXKHO CKIIaAbIBATh CTEKIIA CO CPE3aMU «CITUHKAMID)
Ipyr K Apyry. be3 mepenepkuBaHus B KpacHTENIX yJIaéTcs BECTU B MPOBOJKAX
oaHOBpeMEHHO 18-20 cTéko.

K. Oxpacka riCTOJIOrH4YeCKUX CPE30B MO METOY Mayuiopu

1. ITpurotoBuTth 1% pactBOp KUCHOTO HyKCHHA (HA AUCTHUILTUPOBAHHON BOJIE).

2. IlpurotoButh 1% pactBop (ochopHO-MOIMOIEHOBON KHCIOTHL (Ha
JTUCTUTUPOBAHHOM BOJIE)

3. IIpurotoBuTh OCHOBHOM KpacsllUi pacTBOp CIEAYIOIIETO COCTaBa: 2 T
opamxka G, 0,5 T aHWJIIMHOBOrO CHHEro, 2 T IIaBEJICBOH KHUCIOTHI Ha 50 M
JTUCTUITUPOBAHHON BOJIbI

4. Hucxonsmias npoBojaka ctanaaptHas (cM. [Ipunoxenue V. 1)

5. OkpammuBaHue B KUCIOM (PyKCHMHE B T€UEHWE 2 MUH, CIIOJIACKUBAaHUEC B
TUCTWLIMPOBAHHOM BOJE

6. Huddepenunanus B pactBope (HochopHO-MOIUOACHOBON KUCIOTHI B
TE€UeHHE 3 MUH, CTIOJJACKUBAHKE B JUCTUUTMPOBAHHOM BOJEC
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7. OkxpallluBaHUE B OCHOBHOM KpacsllleM pacTBOpPE B TEUYEHHE 2 MUH,
CIOJIACKMBAHUE B JUCTUILUIMPOBAHHOU BOJIE

8. Bocxoasmas npoBoIKa aHAJOTUYHO BOCXOIAIIEH MPOBOJKE MOCIIE OKPACKH
reMaTOKCHIMHOM-203MHOM, HaunHas ¢ 96% 3TaHoua.

JI. 3akimroueHne CTEKOJI CO Cpe3aMu

[TokpeITh TIPEAMETHOE CTEKJIO CO CPe3aMH HEOOJBIITUM KOJIMYECTBOM CHIIBHO
pa3BeIEHHOTO Ha KCUJIOJIE KaHAACKOTO Oalib3ama (HAHOCUTh MEJTKUMHU KarulsiIMH, HE
pa3Mas3blBaTh), HAKPBITh IMOKPOBHBIM CTEKJIOM, OCTaBUTh MPU KOMHATHOU
TemIieparype Ha 4-5 qHel.

ATNbTEpHATUBHBIN BapHAHT: IOKPBITh MPEIMETHOE CTEKIO MOHTHPYIOLIEH
CMeChI0 «BuTporensy», HaKpbITh OKPOBHBIM CTEKJIOM, OCTABUTh IIPU KOMHATHOMN
TeMIlepaType Ha 2 Jaca.

M. N3rorosieHue MOUIOXKEK JUII VIBTPATOHKHX CPE3OB

1. OTMBITH OJIEHABI B YUCTOM arl€TOHE.

2. IloaroTroBUTh YHMCTBIE HOXKEBBIE CTEKJIA, HECKOJbKO 4yamek Ilerpn,
(GuIbTpOBaANIbHYIO Oymary, Hape3aHHYIO Ha KPY’KKH IO AMaMETPY YalleK, pacTBOP
(dopMBapa, CTEKJISHHbIE CTAaKaHbl, NMUHLET, CKaJIbIEAb (WIH JIE3BUE), HMIMPOKYIO
EMKOCTB, ITOJIHOCTHIO 3allOJTHEHHYI0 Boou, Parafilm.

3. OKyHyTh HOXEBOE€ CTEKJIO B pacTBOop (opMBapa, IUIABHO BBIHYTH,
BBIJIEpKaTh B mapax ¢popmBapa B TeueHue 30-50 cexyH1 (3aBUCUT OT KOHIIEHTpAIUU
dbopmBapa)

4. Tlogpe3ats (popMBapHOE MOKPHITHE HA CTEKJIE CKAJIbIIEIEM WU JIE3BUEM CO
BCEX CTOPOH.

5. IlnaBHO W aKKypaTHO CHATb (popMBapHble IUIEHKM Ha Boay (TUIEHKa
CHUMAETCS 3a CYET CUIIBI TOBEPXHOCTHOTO HATSHKEHUS BOJIbI)

6. IIpocMmoTpeTh mnodyuyuBIIMECS IUIEHKA Ha TpeaIMeT apTedakToB U
YTOJIILIEHUH.

7. I1010XUTh OTMBITBIE B alleTOHE OJ€H/1bl Ha (POPMBAPHYIO IIEHKY.

8. Bripe3aTh Kycok nmapaduibMa Mmionaibio NOBEPXHOCTH Uy Th OOJIBIIIE, YeEM
dbopmBapHas TIEHKA, YACTON CTOPOHOM MapaduiibMa aKKypaTHO CHSTh OJICHIIBI C
MOBEPXHOCTH BObI (IUIEHKH ), HE IPUTAIIIIMBAS UX

9. Tonoxute ¢GopmBap B uamky lleTtpu, 3acreneHHy0 (UIBTPOBAILHON
Oymaroi, 61eHaamu BBepx Ha 8-10 vacos

10. Beikonote OneHabl w3 (OpMBApHOW IUIEHKA C TIOMOIIBIO JIBYX
MpenapoBajbHbIX WIOJOK, CJIOXKHTh HMX B KOpPOOOUKY st OJeH[, 3apaHee
COOPUEHTUPOBAB X OJIMHAKOBO.
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H. KOHTDaCTI/IDOBaHI/Ie YIBTPATOHKHUX CPE30B

1. HabpaTp OUIUCTHIIMPOBAHHON BOJBI B HECKOJIBKO YUCTHIX CTAKaHOB

2. HaMouuTh Kpy>XOK U3 (PUIBTPOBAIBHOM OyMaru v MoOJOKUTh €r0 B YaIIKy
ITeTpu

3. BripeszaTh Kycodek napaduiibMa M MOJIOKHUTH €ro B Ty e vamky [lerpu
YUCTOM CTOPOHOM BBEPX

4. Hanectn Ha MOBEPXHOCTh MapaduibMa HECKOJIBKO (5-8 Karens) pacTBopa
ypaHWIaLerara

5. IlookuTh B KaIljid ypaHWIaleraTa MmojyloxKKu sl Cpe30oB (CTOPOHOH, Ha
KOTOpO# HaxoauTcsi hopMBapHasi MIIEHKA, BHU3)

6. 3akpeITh Hamiky [letpu u moctaBuTh €€ B TepMocTar, pazorpersiit g0 37°C,
Ha 30 MmuH

7. lloAroToBUTH KalulM LUTpaTa CBHUHIIA TaKUM k€ o00pa3oM, Kak
ypaHWJIaLeTaT; yamky [leTpu ¢ uuTpaTtoM CBHHIIA 3aKPBITh OT CBETA.

7. OTMBITH OJ€HBI OT ypaHWJIALIETaTa, CIIepBa OIYCTHUB UX B BOAY, a 3aTEM
OBICTPBIMU KaIJISIMUA BOJIbI (HE CTPYEN)

8. AKKypaTHO BBICYIIMTH OJIEHIbI (PUIBTPOBAJIBLHONW OyMaroi, Hape3aHHON B
(opMe TpeyroJbHUKOB C OCTPBIMU yTIIaMH.

9. Beut0kUTh OJI€H/BI B ITUTpAT CBUHIIA Ha 10 MUH.

10. OT™MBIBKA OT UTpaTa CBUHIA — aHAJOTUYHO OTMBIBKE OT ypaHUIaleTaTa

[Ipn KOHTpAacCTHpOBAaHWM LUTPATOM CBUHIA HEOOXOAUMO CIEAUTH 33 TEM,
yTOOBl LMTPAaT CBUHLA W JeKalMe B HEM OJIGHIbl KaKk MOXHO MEHbIIE
MOJIBEPrajich BO3JEHCTBUIO CBETA U YIIJIEKUCIIOTO ras3a.
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