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PACIIPEJEJIEHUE KAJIBIIUI-CBA3BIBAIOIIIUX TIPOTEMHOB
1 AKTUBHOCTHU LIUTOXPOMOKCHUJIA3BI B TPOEKIIMOHHOM 30HE (WULST)
TAJIAMO®YTAJIBHOI'O 3PUTEJIBHOI'O IIYTU I'OJIYBA. OBCYXK/IEHUNE
B CBA3MN C COBPEMEHHBIM ITPEJICTABJIEHUEM O TOMOJIOT'A WULST
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B Hacrosii1Iei cTaTbe TaHO COBPEMEHHOE MpeCTaBIeHe 00 OpraHU3alluy TMITePIaUIMaIbHOTO MPOEKIIMOHHOTO
noJist TamamodyranbHoro mytu niruil (Wulst) o pacriipenesieHny Kaablnii-CBSA3bIBAIOIINX TPOTEMHOB MapBaIb0y-
muHa (PV), kanounouna (CB) u aktuBHOCTH 1tuToxpoMokcuaasbl (CO), BKiIoYast Halllv JaHHbBIS, ITOIyIeHHBIC Ha
rony6e. MccnenoBaHue MpoOBOIUIOCH C MOMOIIBI0 UMMYHOTHCTOXMMUYECKOTO M TMCTOXMMUYECKOTO METOIOB.
B rnmaBHOM TanamopenuneHTHOM oTnesne Wulst — n. interstitialis hyperpallium apicale/hyperpallium intercalatum
(IHA/HI) o6GHapy>eHbI 3 TMCKPETHbIC 30HBI: ABE, COAepKallle TOUSUHbII PV-ir HeiiponwiIb U TUIOTHYIO ITOMYJIsI-
LIMIO TTPEUMYIIIECTBEHHO MEJIKMX PV-ir KJIeTOK 3Be314aToro 1 rpaHyJIsipHOro TUIIOB, OfHa — ToYeuHbIii CB-ir Heii-
pormwib U B ocHOBHOM CB-ir kitetku. O6macts IHA/HI Boiaensiiach Beicokoit aktuBHOCThI0 CO. B hyperpallium
apicale (HA) u hyperpallium densocellulare (HD) muddy3no paccessabl PV- u CB-ir KiieTku pa3HbIX MOP(OTHUIIOB
B Helipornuiie, yMepeHHO UMMYHOPEAKTUBHOM K 00OMM MpoTernHaM. sl 3TUX OTIEI0B XapaKTEPHO COAep>KaHUe
KPYIHBIX IMTUPAMUAIOIIOA00HBIX ¥ MYJIETUHONSIPHBIX PV- 1 CB-ir HEfipOHOB C INIMHHBIMU JSHIPUTHBIMI OTPOCT-
Kamu, GOPMUPYIOIIMMHU B MOBepXHOCTHOM oTnesne HA kierouHo-(huOpo3Hsblii cioii. CienaH BbIBOA O HAJIMYKUU B
TajTaMO(yTaTbHOM 3PUTEILHOM ITyTH TOTy0s1 mapauieibHbIX PV- n CB-cnienndmyHbIX KaHaioB. JlaH cpaBHUTEIb-
HbIiT aHAJTN3 BapraOeTbHOCTU 3THX KAHAJIOB Y pa3HbIX BUIIOB MTULL, KOTOPasi 00yCIOBIEHA 3KOJIOTO-alalITUBHBIMU
akTopamu. B paMkax coBpeMeHHOTO MpeACTaBIeHUs 00 OpraHU3alMy U 3BOJIOLIMOHHOM TpoucxoxaeHun Wulst
MOTULL U CTPUAPHOI 3pUTEIBHOI KOPBI MJIEKOIMUTAIOIIUX O0CYKIAETCSI TOMOJIOTHSI 3TUX CTPYKTYP.

Karoueswie crosa: TamamodyrajabHas 3puTeibHasI CUCTEMa, ToJyOb, MapBaJlbOYMUH KAJIOMHIWH, IIUTOXPOMOK-

cumasa, romoJiorust Wulst
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BBEAJEHUWE

3puTenbHasi cUcTeMa IITULL, TaK Xe KaK APYTrux am-
HUOT (PEenTUINM, MJIEKOIUTAIONINE), BKIIOYAaeT IBa
TMapaJUTeTbHBIX TTYTH: TalaMO(yTaTbHBIN C TIePEeKITIO-
YeHWEeM B OPCAJTbHOM sIIpe HApy>KHOTO KOJEHYATOTO
tena (GLd) u ero mpoekuueil B 3pUTebHBINA TUTIEP-

[Ipunsmote coxpawerus: CaBPr — kanbIuii-cBsI3pIBatOIINEe MPOTE-
nHbl, CB — kanounauH; CO — muroxpomokcuaasa; DLA — n. dor-
solateralis anterior; DLAIr — n. dorsolateralis anterior, pars rostrolat-
eralis; DLAmc — n. dorsolateralis anterior, pars magnocellularis;
DLL — n. dorsolateralis anterior, pars lateralis; DVR — mopcanbHbIii
BEHTPUKYJISIpHBII rpebeHb; GLd — n. geniculatus lateralis, pars dorsa-
lis; HA — hyperpallium apicale; HD — hyperpallium densocellulare;
HI — hyperpallium intercalatum; IHA — n. interstitialis hyperpallium
apicale; -ir — umMyHopeakTiBHbII; HL — hyperpallium laterale; LA —
n. lateralis anterior thalami; LAN — nucleus pallialis laminaris;
LdOPT — n. lateralis dorsalis nuclei optici principalis thalami; PV —
napBakoymMuH; Rot — n. rotundus; SPC — n. superficialis parvocellu-
laris; SpRot — n. suprarotundus; V — xenynodek; Va — vallecula.

namnuym (Wulst), 1 TekTodyraabHbIii, Oepyiiuii Havya-
JIO B TEKTYME, C IIEPEKIIIOUEHMEM B KPYIJIOM SIIpE Tajia-
myca (Rot) Ha yTM B ero MpOEKIMOHHOE TEIdHIIE-
danpHOe moJjie 3HTOnamauyM [1—5]. Jlo Hacrosiiero
BpPEMEHHM COXPaHsSIETCSI MHTEpeC K IIPobieMe 3BOJIIO-
LIUM 3TUX CUCTEM, MX TPeNIIeCTBEHHMKAM Y HUSIINX
MO3BOHOYHBIX, TOMOJIOTMU C TaJlaMO-TeJ3HIehaTb-
HBIMHU 3pPUTEIBHBIMU CUCTEMAaMU MJIEKOITUTAIOIINX U K
daxkTopaM, OIpemeNsdoIINM WX HpeoObpa3soBaHUs B
duitoreHe3e. B MHOrounciaeHHBIX padoTax N3yJaianuch
MX pa3jIn4YHbIe XapaKTepUCTUKU (MOp(POJIorndecKue,
XOJIOJIOTUUECKHUE, SMOPUOTEHETUUECKUE, HEMPOXUMMU -
yeckue, reHeTuyeckue, GyHKIIMOHaIbHbIE, TTOBEAEH-
YecKue), UCIONb3yeMble IUISI OLIEHKM KOHCEpPBAaTUB-
HBIX YepT U IJIACTUYECKUX IIPeodpa3oBaHUil TEKTO- U
TalaMO(yTaIbHBIX MyTeil cpeau IIUPOKOTO Kpyra
MIpeacTaBUTENIC IMO3BOHOYHBLIX. MccnemoBaHus Ha
MNTULAX TPUBEIIN K PEBU3UU MPEKHETO MPeaCTaBICHUS
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0 TOMOJIOTUH 3HAYUTEIbHOMU YaCTU UX KOHEYHOTO MO3-
ra, paccMaTpMBaeMOro [OJroe BpeMsd KaK TOMOJOT
CcTpMaTyMa, K HOBOII MHTepIIpeTalluK, COIJIACHO KOTO-
poli mop3ajJibHasg 4YacTb CTpMATyMa, JOP30BEHTPAJIb-
HbIl TpedeHb (DVR) saBasercst najummagibHbBIM 00pa3o-
BaHWEM. B cOOTBETCTBUU C 3TUM ObLJIa U3MEHEHA HO-
MEHKJaTypa Ha3BaHU CTPYKTYp KOHEYHOro MO3ra
nTul, [6, 7]. CoGCcTBEeHHO cTpUaTyM, Ga3ajibHBIEC TaH-
IJIMU KOHEYHOI'O MO3Ta, 3aHMMAlOT MO HOBOM HOMEH-
KJIaType CXOJHOE TTOJIOKEHUE, UMEIOT TAKME K€ CBS3H,
OTHOCHUTEJIbHBIN 00beM U MOJICKYJISIPHBIE CBOICTBA C
TaKOBBIMU MJIEKOMMUTAOIIUX [7].

B cpaBHUTENBHBIX MCCICOOBAaHUSIX 3PUTEIbLHBIX
LIEHTPOB aMHMOT LIMPOKO MCITOJb3yeTCs MCCienoBa-
HUE pacnpeneIeHNS KaJIblINii-CBI3bIBaIOIINX IPOTECU-
HOB (CaBPr) u akTUBHOCTH OKHCIUTEIBHOTO METa00-
nudeckoro dpepmenTa uroxpomokcuaassl (CO), oT-
pakarolx CBOMCTBA U YPOBEHb MX (DYHKIIMOHAJIBHO
aKTUBHOCTU. Y NOTUILl ObUIM OOHAPYKEHBI pa3IdIMs
ATUX XapaKTEePHUCTUK B ILIEHTPax TajaMoO- M TEKTO(y-
ragpHOTO TyTeit [8—12]. Hammaue skernpeccnn PV uc-
KJIIOUUTEIbHO WU TPEUMYIIIECTBEHHO B LIEHTPax TeK-
TodyraapHoOU cuctemMnl, a CB B LeHTpax TajaMody-
rajbHOM CUCTEeMBI Y BbIOpKa MPUBEJIO K 3aKJIIOUEHUIO,
9TO TeKTO(dyrajibHass CHUCTEMa y 3TOIO BMAA IITHUII
PV-cnietudnunas, a tanamodyranpHasgs CB-crenm-
¢duaHag. OmHaKO y APyroro BUIa NTHII, TOJIyOei, B
TekTodyrajabHoOI cucteMe 66U OOHapyKeHbl U PV- u
CB-crneuguuHble KaHalbl, MOPEANOJOXUTEIbHO
CBsI3aHHBIE ¢ UX QYHKIMOHAJILHBIMUA OCOOCHHOCTSI -
MM, 00YyCJIOBJIECHHBIMU 00pabOTKOI pa3HOMOAAIbHBIX
3pUTEIBHBIX cuTHaJIOB [12—14]. B Tamammaeckom pe-
JIEMHOM LIEHTpPe TaJaMO(MyraJjbHON 3pUTEIBHOM CH-
ctembl GLd Takke oOHapyKeHa BapuadEeIbHOCThb CO-
nepxaHust PV- u CB-ir KJIeTOK y pa3HbIX BUAOB ITHIL
[9, 12, 14—16]. B Hamreit npensinyiieit padote [ 12] 6b1-
J10 moka3aHo, uto GLd rony0st He siBistercss CaBPr mo-
HoCITeIM(UYHBIM 00pa30BaHMEM: B €r0 pPa3INYHBIX
noabpsIpax, mpoenupylommxcesa B Wulst, cogepxarcs n
PV- u, CB-ir neiiponsl. IIponomxkas n3ydeHue taja-
MoyrajabHOM CUCTEMBI, B HACTOsI1Iei paboTe MBI UC-
ciienoBanu pacrnpenenenue PV, CB uMmyHopeakTuB-
Hoctu 1 aktTuBHOCTH CO B 3puteibHOM Wulst ToJry0s].
PacrnipeneneHue B HeM 3TUX IPOTEMHOB y TOJIyOsI paHee
He wu3ydanoch. IIpoBeneH CpaBHUTEIbHBIM aHAIU3
MEXBMIOBOI BapuaOeJIbHOCTU 3TUX XapaKTEPUCTUK Y
pa3Hbix BUIOB ntull. Obcyxmnaercss romojiorus Wulst
MOTULL U CTPUAPHOM 3PpUTEJIbHON KOPbI MJIEKOITUTA0-
II1X B CBETE COBPEMEHHOTIO IIPEACTABIIEHUSI 00 X Op-
TaHM3alU1 1 3BOJIIOLIMOHHOM IIPOMCXOXICHUMN.

MATEPUAII U METOAMKA

Marepuan noirydeH Ha 11 rony0six, KOTOpbIe OBLIN
WUCIOJIb30BaHbl JJII UMMYHOTHUCTOXMMUYECKOTO U
b1yopeclIeHTHOMMMYHOTUCTOXUMUYECKOTO W3YYEHUS
pacripenencHust CaBPr, 1 rucroxuMmmuyeckoro onpene-
neHus aktuBHocTu CO B sHTOMNauyMe [13]. Dkcne-
PUMEHTBI TPOBOJAMIMCH B COOTBETCTBUU C OMO3TUYE-
CKUMU TpaBWIaMU, YTBEPKIEHHBIMU KOMUTETOM I10O
oxpaHe XUBOTHbIX UDDB PAH. IMox rmy6oKkuM HeM-
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OyTaJIOBBIM HapKO30M MPOU3BOJNIN UHTPpaKapAalb-
HO Trepdy3uio Mo3ra 4%-HbBIM pacTBOpoM mapadop-
MaJIbIETUIA U 3aTeM B TeueHre 24 9 U30JIMPOBAHHBIN
MO3T MHKYOupoBaiii B 20%-HOM pacTBOpe caxapo3bl
Ha 0.1 M ¢docharHom Oydepe, pH 7.4. N3 kaxknoro
MO3Ta TOTOBWJIM 3aMOPOXEHHBIE CpPe3bl TOJIIUHON
40—50 mxMm. CBoOOmHO mJIaBalOIIME Cpe3bl MO3ra
4 ronybeit oOpabaThIBaIM TTapalIeIbHO C TTOMOIIBIO
CTaHIAPTHON aBUANH-OMOTUH-TIEPOKCUIA3ZHOM WM-
MYHOTUCTOXUMMWYECKON TEXHUKU B OIHOM CEpUM ISl
BoIsiBJIeHUsT PV, B npyroii mns BeisiBiieHust CB. Mc-
MOJIb30BaJIM MOHOKJIOHAJIbHbIE aHTUTeJa MPOTUB PV
(mouse anti-PV, Sigma, CIIIA) B pa3Benexnun 1:5000—
7000 n monukitoHanbHBIe aHTUTeNIa npotuB CB 1 CR
(rabbit anti- CB/CR, Swant, [lIBeiitiapust) B pazBene-
Huu 1:3500—5000 (metanu metoguku cMm. [13]. Cpesbl
KOHEYHOTO MO3ra OJIHOTO Trojy0sl OKpallMBaIu TIO
Huccmo (tmonun). Ilpu nBoitHOI diryopeciieHTHOM
MMMYHOTUCTOXMMUHU (1Ba Toi1y0si) PV BEIIBISLIIM C T10-
MOILIbIO UMMYHOTJIOOYJIMHOB, KOHBIOTUPOBAHHBIX C TET-
paMeTwIponaMuH nsotuonronaroM (Sigma, CIITA), na-
IolIIero 3ejieHoe cBeyeHue, a CB — ¢ moMolso ¢Jiroo-
pocueuH uzotuouunoHata (Vector, CIIIA), maroiiero
KpacHO€ CBeueHUe METKU (IeTau MeToauKHU cMm [13]).
Buisgsnenue akruBHocTr CO (4 T0OJIy0s1) ¢ MCIIOJIb30Ba-
HUEM OUTOXpoMa ¢ 13 Obrybero cepaua (Sigma, CIIIA)
MPOBOJMUJIM TaKXKe Ha CBOOOJHO TJIaBaIOLIUX 3aMOPO-
JKEHHBIX cpesax ToJuHoi 40—50 MKM C IIOMOIIbIO
CTaHAAPTHOM F'MCTOXMMUYECKON MeToauKu [17], mpu-
MeHsBIIelicsa Hamu paHee [11]. IIpocMoTp MaTepuaia
U (oTocheMKa MPOU3BOJMINCH HA MUKpPOCKOIe Zeiss
Axiolmager Al (I'epmanust). Konokanuszaius aBoOR-
Horo JI0OPECEHTHOTO MEYEHUSI aHaIU3UupoBaiach
Ha KoH(okanpHOM Mukpockorne Leica SP5 MF. (Leica
microsystems, I'epmanust). O603HaYEHUST CTPYKTYP KO-
HEYHOIro MO3ra royiyost 1aHbl B COOTBETCTBUU C HOBOIA
HOMEHKJIaTypoii [6], Tamamudeckux simep — 1o [ 18].

PE3VYJIBTATDHI

Pacnpenenenve CaBPr u aktuBHoctr CO usyyanu B
CJIOSIX 3PUTEJIBHOTO TUIICpHA/UIMyMa, MMEHYEMBIX KakK
HA, THA, HI, HD coracHo HOBOif HOMEHKIIaType |6,
7]. Cion IHA n HI tpynHo pasnemmMmsl y roiryoeit. [1o-
3TOMY B Hailleii pabore Mol paccmarpuBaeM IHA/HI kak
eIMHYIO 30HY, COOTBEeTCTBYIOIIYI0 Hyperstriatum inter-
calatum superior (HIS) B crapoii TepmMunHosoruu [19].

AxmueHnocmo uumoxpwworccudcwbl

Ha cpe3ax mosra, okpamreHHbix mo Hwcchio, B
Waulst HeueTKO BbIACISETCS TOPCO-BEHTPAJIbHO OpHU-
€HTUPOBAHHBII CJION MJIOTHO YITAaKOBAaHHBIX, IIPEUMY-
LIECTBEHHO MEJIKMX, OKPYTJIBIX KJIETOK, TOIIOTpaduye-
cku coBmagatomuii ¢ IHA/HI. B morpaHm4HbIX ¢ HUM
MmemmanbHo HA n narepanpno HD comepxmutcsa cme-
maHHag nonyasauusg anddy3Ho pacrnpeneieHHBIX
MEJIKMX 1 00Jiee MHOTOUMCIEHHBIX, CPETHEr0 pa3Mepa
W KPYIHBLIX KJIeTOK (puc. la). JIeHTOBUAHBINA CIIOM
IHA/HI otyetrnmBO BhIACIsICS Oyiaromapsi BEICOKOM
aktuBHOCcT CO. OHa pe3ko ymeHbmanack B HA u HD
(puc 16; puc. 2a). Heiipormuns B IHA/HI cocrosin u3
Ne 4
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IUIOTHOTO CKOIUICHMSI TOYEUHBIX (TEpMUHAIBHBIX) U
NpeTepMUHAIIBHBIX CTPYKTYP, CPEAN KOTOPHIX pacces-
HBI CO-aKTUBHBIC KJIETKH, HE BCETIa pa3IndnuMEbIe N3-
3a BBICOKOM MJIOTHOCTU Hefiponuis (puc. 1B).

Kanvyuti-cesazviearoujue npomeumvl

CxemaTu4decKH ITIpencTaBJIeHHOe Ha puc. 20, B pac-
npeneneHue PV u CB nMMyHOpeaKTUBHOCTU OCHOBaHO
Ha 00BbeIMHEHHBIX JAHHBIX, TTOJIYYEHHBIX C TTOMOIIBIO
OOBIYHOM U (PIIyOpPECLIEHTHO UMMYHOTMCTOXUMUM.

PV ummynopeaxmuenocms. B o61actu mexxmy HA n
HD, 3anumaemoii IHA/HI, BbISIBIEeHBI ITapajuieiib-
Hbl€, TOPCOBEHTPAJIbHO OPMEHTUPOBAHHbIE JlaTepasib-
Has U MeaualibHasl JIEHTOBUIHBIE 30HbI, COAEpKalllue
PV-ir Heliponuib 1 KiIeTKU (B JaJbHEMIIIEM COOTBET-
CTBEHHO MapBaJIb,OYyMUH-TTO3UTUBHBIE 30HBI B TEKCTE,
1 u 3 Ha prcyHKax), pa3aelieHHbIe 00Jiee Y3KOil 30HOIA,
mumeHHoun PV-ir Heiiponmis (2 Ha pucyHkax). Jlare-
pajibHasl MapBaJIbOYyMUH-TTO3UTUBHAS 30HA, TpaHUYa-
masa ¢ nomiexamwmM HD, oTyeTnMBO BbIpakeHa Ha
BCEM JIOPCOBEHTPaAILHOM MpoTskeHuu. Ee 6oee Mmac-
CUBHBIM TOPCAJIbHBIM OTIE MOBOPAYUBACT JlaTepasib-
HO, pacIipoCTpaHsISICh NapajljieIbHO MOBEPXHOCTU MO-
nymapus no yriyoiaeHus (vallecula, Va). Menee 3Ha-
YUTEIbHAs MeIuaibHas MapBaibOYMUH-TIO3UTUBHAS
30Ha, pacriojJiokeHHasl 1o rpanune ¢ HA, He Bcerma
MpocyeKrBaach Ha BCeM JOPCOBEHTPAIbHOM ITPOTSI-
JKEHUU, U 60Jiee TIOCTOSTHHO BBISIBIISLIACH B €€ TopCaib-
HoM otaene (puc. 26; puc. 3a). 1o opme u pacmnosno-
JKEHUIO MapBaJIbOYMUH-TTIO3UTHUBHbBIE 30HbI COBMAIAIOT
¢ obmacTthio BeicoKoii akTuBHOCTH CO (cMm. puc. 10;
puc. 2a). JlatepanbHas 30Ha (1) cogep:kana TOUYeUHbIA
Helponuib U MHOTOUMCIeHHbIe PV-ir KIeTKU, UMeB-
e OOMBIIYIO TUIOTHOCTh B €€ JOPCAILHOM OTHAEE.
Cpenu HuX nipeobJiagaiv B OCHOBHOM YMEPEHHO U MH-
TEHCUBHO OKpallleHHbIe MeJIKue, 3Be3q4aTO-T10100-
Hbl€ KJIETKU C IUJIOXO BbISBJISIBLIMMUCS MPOKCUMAIb-
HBIMU OTAEJaMU JE€HAPUTOB, U OYEHb MEJIKME, KPYT-
Jble (TpaHyJSIpHOTO TUIIA) KJIETKU 0e3 OTPOCTKOB.
Pexe BcTpeyanuchk 60j1ee KpyIHbIC U 601ee MHTEHCUB-
HO OKpallleHHbI€ KJIETKH C MPOKpaIlleHHbIMU MTPOKCU -
MaJIbHBIMU AeHAapuTamu (puc. 30, B; puc. 5a, 6). B me-
IUaIbHOM 30HE (3) INIOTHOCTh MMMYHOPEAKTUBHOIO
HEUPOMUIS U KJIETOK MEHBIIIE, YEM B JIaTEPAJIbHOM 30-
He. B Hell cogepxxanuch Te ke Tunbl PV-ir KJ1eToK, HO
KOJIMYECTBO MEJIKMX KJIETOK ObLIO 3HAYUTEIbHO MEHB-
111e, YeM B JiaTepajibHOl 30He. Mejkue KJIeTKU ObLIu
ciabee oKpallleHbI, YeM 0oJiee KpyIHbIe KJIETKH C IIPO-
KpallleHHBIMU OeHAPUTHBIMUA OTpOCTKaMu (puc. 3rT;
puc. 50). B nonocke, auiieHHoit PV-ir Heliponuis (2),
pa3aensouen JaTepalbHy0 U MEIUAJIbHYIO MapBajib-
OYMUH-TIO3UTUBHBIE 30HbI, HAOJIOAATNCH EATUHUYHBIC
PV-ir xnietku (puc. 26; puc. 3a, 6). [Ipu umMmmyHoby-
OpECLIEHTHOM 00paboTKe Cpe30B MOXHO BUAETh OoJiee
BBICOKYIO TIJIOTHOCTL HeWpomuiists U Meiakux PV-ir
KJIeTOK B jatepanbHoil 3oHe ITHA/HI, yem B mMenu-
albHOM, a TakxKe peakue PV-ir KjieTKu B pa3aeisiio-
mieit ux 3oHe 2 (puc. 20; puc. 3a, 6; puc. 5a, 0, ). B
HA, B o6nactu, norpanuvyHoit ¢ IHA/HI, ymeHbla-
Jlach IIJIOTHOCTh HEHPOMWJIS, BO3pacTaBlliasi B HaIpaB-
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BEJIEXOBA u ap.

Puc. 1. Pacnipeaenenue B Wulst akruBHoctu CO.

Ha mnomnepeyHbIX cpezax KOHEYHOro Mo3ra: a — OKpacka Io
Huccmo, HeyeTKo ouepueHHbBII CI0i MEIKMX OKPYIJIbIX KiIe-
TOK B o0sactu, cootBerctBytonieii IHA/HI (ouepuen); B HA u
HD nipeo6nanaror 6osiee KpyIHble 1 MTHTEHCHBHEE OKpallleH-
HbIE KJIETKHU. 6 — BbICOKast akTMBHOCTb CO orpaHnyeHa obja-
ctbio IHA/HI. B — ripu 66s1b111eM yBEJIMUEHUU B TUIOTHOM TO-
YeyHOM Helipornuie BUIHBI OTAeIbHbIe CO-aKTUBHbBIE KIETKH.
Ha 3TO0M 1 ocTabHBIX prcyHKax: M — menmuainbHasi, D — mop-
caJibHast cTopoHbl. O003HAYEHUSI CTPYKTYP CM. B CITUCKE TIPY-
HSITBIX COKpaltieHuit. Maciirab B MkM: 100 (a, B), 500 (6).

JIEHUU ero nepudepudecKux OTaeJ0B B 3HAUUTETbHOMN
CTeIreHu Onarogapsi OTPOCTKAaM MMMYHOPEaKTUBHBIX
KJIeToK (puc. 20; puc. 3a, u, ¢). B HA nuddys3Ho pac-
npenesieHbl KISTKM pa3HbIX MOp(hOoTHUIOB. XapaKTep-
Ne 4
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Puc. 2. Cxematuueckoe nzobpaxeHnue pacrnpenenacHust aktupHoct CO (a), uMmmMyHopeakTuBHOCTU K PV (6) 1 CB (B) B Heiipommie

u HelipoHax Wulst.

ITonepeunblie cpe3bl MOIYILIapUsi KOHEYHOrO MO3ra Ha ypOBHeE, Te IpeacTaBieHbl Bce ero otaensl: HA, IHA/HI u HD, a takxke
norpaHnuHble ¢ HD He3puTenbHble nayuranbHble cTpyYKTYphl HL 1 LAN. Okpacka poHa oTpaxkaeT ypoBeHb UMMYHOPEAKTUBHO-
ctu K PV, CB u aktuBHoct CO B Helipomnuiie: TeMHOCepasi — BICOKasl, CBEeTJIocepasi — yMepeHHasl, 6eJblit (PoH —cirabasi/oTcyT-
crBue. Touyku U cuMBOJIbI HeiipoHOB — PV-ir, CB-ir u CO-akTuBHbIe KJIeTKU. JINHNU — (hparMeHThI MEUYEHBIX BOJIOKOH. BumHo
orpaHn4eHre MakcuMmanbHoU aktuBHOCTH CO 1 PV-uMmmyHopeakTuBHOCTH o6s1acThio IHA/HI. 1 — naTepanbHast napBaibOyMuH-
TMO3UTHBHAS, 2 — KAJIOMHINH-TIO3UTUBHASI, 3 — MeIuaibHasl MapBaJibOyMUH-TTO3UTUBHAST 30HBI.

HOIi yepToii aToro otaena Wulst IBIsI0TCS SIpKO OKpa-
1IEHHbI€ KPYITHbIE U CPEAHETO pa3Mepa MUpamMuIono-
JOOHBIE U MYJIBTUIIOJSIPHBbIE HEMPOHBI C TJIMHHBIMU,
BETBSAIIMMUCS JeHApUTaMU. B caMOM MOBepXHOCTHOM
otnene HA oHu ¢dopMupoBav TUIOTHBINA KJIETOYHO-
GbuOPO3HKIN cioii. Menkue, OKpyrible KJIeTKU ¢ pas-
HOI CTeNEeHbIO OKPAILlIMBAHUS U C HETIOCTOSIHHO MPO-
KpallMBaBIIMMUCS  NPOKCUMAJIbHBIMM  OTIEIaMu
IEHIPUTHBIX OTPOCTKOB TakKKe TN (Py3HO paccesTHEI B
HA (puc. 26; puc. 3a, 1, e; puc. 56). B HD Ha ¢oHe
cJlabo MMMYHOpEaKTUBHOTO Heliponwisi AudEPy3HO
paccessHbl PV-ir ki1eTKu pa3HbIX MOP(MOTUIIOB, CXOI-
Hble ¢ KieTkamMu B HA: KpymnHbIe U cpeHero pa3mepa,
WHTEHCHMBHO OKpallleHHblE TUPaMUIONONO0OHbIE U
MYJBTUIIOJISIDHBIE C IJIMHHBIMU ACHAPUTHBIMU OT-
pocTKaMU, a TaKxKe MEJIKME, OKpyTJble, ciabee okpa-
IIeHHbIe KJIETKH (puUc. 20; puc. 3a, X, 3).

CB ummynopeaxmuenocms. Pactipeneneaue CB-ir
Heiipormmia B IHA/HI Gb1o B OCHOBHOM ajlbTepHa-
TUBHBIM T10 OTHOIIIeHWIO K PV-ir Heliponmiio. Y3kasa
MOPCOBEHTPAJILHO OPMEHTHPOBAHHAS JIEHTOBUIHAS
30Ha TOYEYHOTro, yMepeHHO okpanteHHoro CB-ir Heii-
porwis (KaJOMHAWH-TTO3UTHUBHAS 30HA, 2 HA PUCYH-
Kax) coBnagaet ¢ JullleHHo# PV-ir HeiiponuJst monoc-
KO MeXnay JaTepalbHOM W MeOWaJIbHOU IapBalibOy-
MUH-TIO3UTUBHBIMM 30HaMu. OHA 4eTKO OTrpaHUYeHa
OT TIoAJIexKalleil JaTepaqbHON ITapBaTbOYMUH-TIO3M -
TUBHOM 30HBI | M MeHee YeTKO OT MeauabHOM
MapBaIbOYMUH-TIO3UTUBHOM 30HHKI 3 13-3a HAJIMUUS B
nocieaHeil cnabo okpaiieHHoro CB-ir Helipornuis.
HopcanbHo CB-ir Heliponuiib KaJIOMHIWMH-ITTO3UTUB-
HOM 30HBI HETIPEPHIBHO IIEPEXOAUT B ITOBEPXHOCTHBII
otoen HA (puc. 2B; puc. 4a, 6; puc. 5B, r). Kanoun-
NUH-TO3UTHUBHAS 30HA CONEPKUT HE TNIOTHO PACIIONO-
JKEHHbIE CpeIHero pasMepa 3Be314aTo-MOd0O0HBIE
KJIETKH C IEHAPUTHLIMU OTPOCTKAMM PAa3HOI CTEIIEHU
OKpalllMBaHusI, 1 0oJyice MeJIK1Ee, KpPYIble (TpaHyIsip-
HOTIO THUIIA), Yallle cIab0 OKpallleHHbIE KIEeTKN 0e3 OT-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

pocTkoB (puc. 2B; puc. 46, B; puc. 5a, B). HemHoro-
YUCJIEHHBIE TI0 cpaBHeHUUIO ¢ PV-ir knerkamu, CB-ir
KJIETKU pacCesiHbI U B MapBajJbOYMUH-TTO3UTUBHBIX 30-
HaX: B JaTepanabHOM, nuineHHOo CB-ir Helipormis, n
B MeAuaIbHOI, comepxallieil crabo okpaieHHbI CB-
ir HeMponwb (puc. 2B; puc. 4a, 0; puc. 5a, B, r). B HA
B YMEpPEHHO OKpameHHOM TouedHoM CB-ir Heliponn-
Jie BBISIBJIECHBI MHOKECTBEHHBIC MMMYHOPEAKTUBHEIC
BOJIOKOHHBIE CTPYKTYpbl. IIJTOTHOCT M WMHTEHCUB-
HOCTb OKpalllMBaHUSI HEHMPOIMJISL Bo3pacraja B Ha-
IpaBJIeHUU K IIOBEPXHOCTU IIOJNYIIApHs, HTOCTUTasl
3HAYMUTEJIbHOI CTETIEHU B €r0 IMTOBEPXHOCTHOM OTIIEe
(puc. 2B; puc. 4r, 1, €; puc. 5B). MHOTOUMCIEHHEIE SIP-
KO OKpallleHHbEIe KPYIIHEIE M CpeITHETOo pa3Mepa Imupa-
MUIOMOAO0OHBIE U MYJIbTUIIONSIpHBIE CB-ir KJIETKHU ¢
IUIMHHBIMHU, BETBSAIIUMUCS OEHIPUTHBIMUA OTPOCTKA-
MM, TAKOTO Xe TUTIA KaK JIoKan3oBaHHBIe B HA PV-ir
HelpoHbl, nuddy3Ho paccessHbl B HA. B moBepxHoCT-
HoM otaneine HA oHm ¢opmMupoBanm TJIOTHBINA KJle-
TOYHO-(GuUOpo3HEI ciaoit. B HA comepxanuchk Takxke
MEJIKME, KPYTJble KJIETKU C pa3HOI CTENEeHbIO OKpa-
IIMBaHUSI TeJl KJIETOK M NPOKCUMAaJIbHBIX OTIEIOB
neHapuTtoB (puc. 4r, 1, e; puc. 58). HD xapakrepu3zo-
BaJjicsl cilabo okpallleHHbIM TodyedHbiM CB-ir Helipo-
MIEM U Te€TePOTeHHBIM COCTAaBOM HMMMYHOPEAKTUB-
HBIX KJIETOK, CXOTHBIM C TAKOBBIM B IIEHTPaJIbHOM OT-
nene HA. OH comepXal SpKO OKpallleHHbIE,
mddy3HO paccessHHBIE KPYITHBIEC U CPETHETO pa3Mepa
IUPaMUIOIION00HbBIE M MyIbTUIIONSIpHBIE CB-ir KiteT-
KM C IJIMHHBIMU, BETBSIIMMUCS ACHIPUTHBIMU OT-
poCTKaMM, a TakKxKe MeJIKME, OKPYIJble KJIeTK! C Ba-
pBHUPYIOLIEH MHTEHCUBHOCTBIO OKpalllMBaHUsI
(puc. 2B; puc. 4a, x, 3). JlatrepanbHas rpanuua HD c
LAN u ero mopcambHbBIM ITpomoinkeHueM HL yeTko
ouepuyeHa, Ojlaromapsi COASPKAHUIO B MOCJIETHUX WH-
TEHCUBHO OKpalueHHoro CB-ir Heiiponuiass 1 MHOTO-
YUCJICHHBIX CPETHETO pa3Mepa U KPYITHBIX MYJIbTUIIO-
nsapHBIX CB-ir k1eTok. PV-ir HelipoHHBI B 3TUX OTIenax
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Puc. 3. Pacnipenenenurie PV-uMMyHOpeakKTUBHOCTU B HEl-
ponwiie u HelipoHax Wulst, TeMOHCTpUpPyeMOe Ha MUKPO-
doTorpadusix mornepeyYHbIX CPe30B KOHEYHOTO MO3Ta.

a — ob1as KapTuHa pacrnpenejieHuss PV-nMMyHopeakTuB-
Hoctu B Wulst; B nopcansHom otnene IHA/HI BunHbl nBe
rnapaJuieJibHble TapBajbOyMUH-TIO3UTUBHBIE 30HbBI: JlaTe-
panbHas (1) u MmeauanbHas (3), BBIISISIOMIMECS COIepXKa-
HMEM MHOTOYMCIeHHBIX PV-ir KiIeToK u Heiiponuisi, pa3-
JIeJICHHBIE CBETJION TIOJIOCKOU (0003HauYeHa CTpesKaMu),
conepxalieit penkue PV-ir kieTku. 6, B — 60JIbIIIast IIOT-
HOCTb MEJIKMX UMMYHOPEAaKTUBHBIX KJIETOK B JlaTepabHOI
30He | (B — mpu OOJIbLLIEM YBEJIUYEHUM). T — IIJIOTHOCTh
KJIETOK MEHbllIe B MeuaIbHOM 30He 3. 11, ¢ —B HA ymepeH-
HO OKpAaIlleHHBIM HEWpONWIb, IIpeodiiamaHue KPYITHBIX
PV-ir HeiipOHOB ¢ JUIMHHBIMU JE€HAPUTHBIMU OTPOCTKAMU
U GoJiee peikue MeJIKMe KIIETKU C pa3HOU MHTEHCUBHOCTBIO
OKpAILIUBaHYsI T U OTPOCTKOB (€ — MPU GOJIbIIIEM YBETHUE-
HUM). X, 3 — B HD ciabo okpalnreHHbIi HEWPOTITIIb, TETEPO-
TeHHBII cocTaB PV-ir Ki1eToK, cXOmHbIi ¢ TakoBbIM B HA (3 —
npu 66blleM yBelndeHnn). Ha 1—3 KpymnHble KJIETKU T10-
Ka3aHbl JBOMHBIMU CTpEJIKaMU, MEJIKUEe — OIVWHAPHBIMU.
MacmmTa6 B MkM: a (250), 6, T, 1, Xk (50), B, e, 3 (25).

OBbLIM MEHee MHOTOUYMCJIEHHBI, a Helponuib PV-um-
MYHOHeraTuBeH (puc 20, B; puc. 50, B). B ombiTax ¢
IBOMHBIM MMMYHOMIYOPECIIEHTHBIM MapKHPOBaHM-
eM Habmioganach kosnokanusauusi PV u CB B yactu
KJIETOK: TIPEMMYIIIECTBEHHO KPYITHBIX, B OOJIBIIIEM KO-
JINYECTBE B MOBEPXHOCTHOM oTnesie HA, pexe B Mer-
kux kiaetkax IHA/HI (puc. Sa—r).

ITonydyeHHble maHHBIE MOKa3ajiu, YTO 3pUTEIbHAs
npoekiiMoHHasi obaacte Wulst ronyost IHA/HI nony-
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Puc. 4. Pacnipenenenre CB-mMMyHOpPeaKTUBHOCTH B Heli-
poriwiie U HeiipoHax Wulst, IeMOHCTpUpyeMOe Ha MUKPO-
¢oTorpadusx nonepeyHbIX Cpe30B KOHEYHOTO MO3Ta.

a — ob1as kaptuHa pacrnpeneiaeHusi CB-uMMyHoOpeakTHUB-
Hocty B Wulst, B IHA/HI y3kas nmosnocka (KatGuHINH-TIO-
3UTUBHAs 30Ha 2), conepxaiiass CB-ir Heifipormib 1 KieT-
KM, OrpaHUYEHA MapBaJibOyMUH-TTIO3UTUBHBIMU 30HamMu 1
u 3 ¢ HemHorounciaeHHbiIMU CB-ir kiretkamu. 6— retepo-
TeHHBIN coctaB CB-ir KJ1eToK B 30He 2; B — TIpu 0OJIbIIIEM
YBEJIMYEHUU. T, 1, ¢ — B HA yMepeHHO OKpallleHHbI Heil-
ponuiib, ipeodaanaHre KpynHbix CB-ir HelipoHOB ¢ MJIUH-
HBIMU IEHIPUTHBIMU OTPOCTKAMU U 00JIee peaKue MeIKUe
KJIETKM C Pa3HOM MHTEHCUBHOCTBHIO OKpAallMBaHUSI TEI U
oTpocTKOB. [Ipu 66nblIeM yBeTUYEHUU B TMTOBEPXHOCT-
HoM (1) u rirybokom (e) otnenax HA. x, 3—8 HD B cirabo
OKpallleHHOM Helipornuie nuddy3HO paccesiHbl Te Xe TH-
bl KpynHbix U Menkux CB-ir kierok, uro u B HA; npu
O06bIeM yBenmmyeHun (3). Ha B—3 KpyImHBIe KJIETKH TTOKa-
3aHbl JBOWHBIMU CTpEIKAMU, MEJIKUE — OIUHAPHBIMU.
Macmrab B Mxm: a (250), 6, T, x (50), B, 1, €, 3 (25).

yaeT 1 PV- u CB-crieunduyHyio TalaMU4ECKYIO MH-
HEpBALIMIO, PACHPENCIEHHYIO aJlbTEPHATUBHO COOT-
BETCTBEHHO B MapBaTbOYMUH-TO3UTUBHBIX U KaJTOWH-
IUH-TIO3UTUBHOM 30HAX, XOTS HE WCKIIOYEHBI U
Ipyrue (TeKTajbHble, MpeTeKTallbHble) WCTOYHUKU
aT0it nHHepBauuu. PV- nu CB-ir Ki1eTku B 3TUX 30HaxX
pacripeniesieHbl C MEPEKPBITUEM, HO B MapBAILOYMUH -
MO3UTUBHBIX 30HaX MPeobdIafaeT MIOTHAs TTOMYJISLIMs
PV-ir MenKux KjeToK 3Be3nuaro-rpaHysspHOTO TUIIA,
a B KaJIOMHAWH-TTO3UTUBHON — 00Jiee KpYIHbIE U MEJ-
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PV 4+ CB

Puc. 5. Pacnpenenenne PV- u CB-uMmMmyHopeakTuBHOCTH B Wulst, BBISIBIEHHOE C TIOMOIIBIO IBOMHOM MMMYHOMIIyOPECLICHIINH.

a — JBa MapaJuleIbHBIX 108 B BeHTpaibHOM otneie IHA/HI: natepanbhbiii (1), comepalimii mpenMyIecTBeHHO PV-ir Helipormiib n
KJIETKM, U MeAMAJIbHBIM (2), conepaiinii B ocHoBHOM CB-ir Helipornwib U KJIETKU. 0, B, T — TpH 30HbI B 1opcayibHoM otaeie IHA/HI:
MapBaJIbOYMUH-TIO3UTUBHBIE JlaTepasibHas (1) m MennaiibHast (3), KanomHauH-Tio3uTrBHA (2) Mexny Humu. B HA nuddysHo pacmipe-
neneHbl PV- u CB-ir kiieTku pa3HbIx pa3MepoB. Ha a, r cTpesikamMu oTMeueHbl KJIETKU ¢ KoJlokanin3auueit PV u CB. 3eneHoe okparim-
BaHue — PV, kpacHoe okpammBaHue — CB, keiaToe okpammmBanue — konokanu3auust CB u PV. Macmta6 B mxM: 100 (a), 500 (6—r).

kue CB-ir kimetku pasHbix Tunos. B HA u HD Ttakke
nepexpreiBaoTcst nugdy3Ho pacnpenencHHble CB- u
PV-ir xnetku cxomHbIX MOpMOTUIIOB. [IjIs1 3TUX OTHEe-
JIOB XapaKTepHO HaJIMYNE KPYIHBIX ¥ CPETHETO pa3Me-
pa MMPaMUAONOAOOHBIX M MYJIbTUITOJSIPHBIX KJIETOK,
nMMyHopeakTuBHBIX K CB mian PV, u ¢ xomokanu3a-
1IMell B HEKOTOPBIX M3 HUX 00OMX ITPOTEUHOB.

OBCYXIEHHE

Cmpykmypuas opeanuzayus Wulst nmuy

TensHuedanpHasa mpoeKIIMOHHAs 001acTh (3aTHUMN
otnen Wulst) TaaMUYeCKOTO OITUYECKOTO IIEHTpa
(GLd) TanamodyraabHOro myTU COCTOUT U3 HECKOJIb-
KMX pagvalibHbIX, MEIMO-JaTepajbHO PaCIIOJIOXEH-
HBIX CJIO€B, OPraHMU30BAaHHBIX II0 SIIEPHOMY THITY
(nceBmonamuHapHas opranmsanus): HA, THA, HI,
HD [6, 7]. Pa3sHble BUAbl NTUL] OTJIMYAIOTCS Pa3HBIM
ypoBHEM pa3BuTus Wulst 1 cTeTrieHbI0 TUCKPETHOCTH
€ro cJ1I0€eB. Y NTULL C 00KOBBIM, ITPEUMYIIIECTBEHHO MO-
HOKYJISIPHBIM 3peHueM — (roayou, Kypbl) HEUYETKO
pasneneHbl IHA n HI, XOTsI OHM MOTYT OBITh BbIASIEHBI
MO pacHpeaesIeHUIO Pa3InIHbIX OMOJIOTUYECKU aKTHUB-
HBIX BEIIECTB. Y BUIOB C (DpOHTAIBHBIM PaCIIOIOXe-
HMEM IJ1a3 U OMHOKYJISIpHBIM 3peHrueM Wulst nMmeeT He
TOJILKO OOJIbIIIME pa3Mephbl, HO U 00Jiee BLICOKYIO CTE-
MneHb JamMmuHapHocTH [3, 4, 19—25]. B IHA y aTux Bu-
OB XOPOIIIO BbIpaxkeHbl HAPYXHBIM 1 BHYTPEHHUIA
HOACION, MMeEIOIINe OOJIBIIYI0 IUIOTHOCTH KIIETOK,

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

yeM B IHA nituir ¢ 6okoBbIM 3peHueM [24]. B mocnen-
Hee BpeMs Ha OCHOBE HOBBIX MOJICKYJISIPHOT€HETUYC -
CKMX TaHHBIX B 3pUTeIbHOM Wulst BBIOpKA BBIACIISIIOT
mBa otdena: Hyperpallium (H), cooTrBeTcTByIomiumii
HA, u Hyperpallium intercalatus (IH), coorBeTcTBYIO-
muit IHA u HI, a HD oTHOCST K mopcajbHOMY OTHEITY
MesonamuyMa [26, 27]. B ¢cBsI3u ¢ HEOOGXOAMMOCTBIO
CpaBHEHUSI HAlIUX JAHHBIX C pe3yJibTaTaMu UCCIeA0-
BaHUI1, UCITOJB3YIOIIUX HOMEHKIIATYPY, MPEII0XKEH-
HyI0 B peBu3nu nmayumyma ntuil 2004 r. [6], MBI TIpH-
JIep>KUBaeMCsl 3TOIM HOMEHKJIATYPHIL.

FeHulcyﬂo—eunepnaﬂﬂuaﬂbele npoexkuu

Waulst niosryyaeT Tonorparuuecku OpraHu30BaHHbIC
MPOeKIUU 13 PETUHOPELUNUEHTHBIX Toabsaep GLd.
OHM IpOoeLUPYIOTCSI UIICH- Y KOHTpaJlaTepaJbHO B pa3-
HEIe oTaelIbl Wulst, cBsI3aHHBIE C IPEACTaBUTEILCTBAMU
pa3HBIX noJieit ceTuyark. Hambosbimme pasMepsl 1 KO-
JIMYECTBO Mpoenupyomuxcsa B Wulst HelipOHOB UMEIOT
Moabsiipa TepeaHero gopcoaarepaibHoro sapa (DLL,
DLAmc, DLAIr). BeHTpasibHBII 1 JOpCaIbHbIi OTAEJIbI
DLL cpaBauBaor ¢ A u Al ciiossmu GLd Mitekonmraio-
mux. OCHOBHOII mpoeKIIMoHHOoM 30H0i1 GLd siBsteTcst
IHA/HI. Menee 3HauurensHbl ipoekunu GLd B HA n
HD [3, 4, 18, 28—39]. Jlokayiu3alus 1 XapakTep IpoeK-
umii B Wulst npyrux noabsinep GLd (LA, LAOPT, SpRt,
SPC) He o KOHIIa BbISICHEHbI; MPearoaraeTcs, a iist
HekotopbIx 13 Hux (LAOPT, SpRot) nokazaHo, 4To oHI
TakKe MMEIOT JUCKpeTHHIe mpoeKiy B Wulst u cBsi3a-
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HEI ¢ 00pabOTKO 3pUTEILHOI 1 MATHUTHOM MH(pOpMAa-
uu [29, 32, 34, 40—42].

Kanvyuii-cesazviearouyue npomeunst 8 YeHmMpax
manamogy2anvHoi cucmemsl HMUY,.
Meosceudosas eapuabenvHocmo

EctectBenHo paccmarpuBats CaBPr cnemuduy-
HOCTb MHHEpBalLMK 3puTeabHOoro Wulst B CBSI3U € CO-
IepxKaHueM ITIpoeuupypomuxcsas B Hero PV- u CB-ir
HelipoHoB B GLd. ITockonbKy paHee y BBIOPKOB U Io-
ny6eit B GLd 6pu11 o6HapyxeHbl CB-ir, Ho He PV-ir
kietku [9, 10, 14], TanamodyraibHasi cucremMa TITULL
paccmatpuBaiiack kKak CB-cneumdpuunas [9, 10]. B
HaIewn npenbiayineil padore [12] Mbl OOHAPYXWIN B
noabsapax GLd rony0st KjieTkn, UMMYHOpPEaKTUBHEIE
K 00ouM npoternHaM: B DLL u DLAmc Hapsiay ¢ rpe-
obmananueM CB-ir KJI€TOK MeHee 3HAaYMTEeIbHOE KO-
nndectBo PV-ir ki1eTok, B LA X CMelIaHHYIO TTOITYJIsI-
nuio u uckimountelbHo PV-ir kitetku 8 LAOPT. Tak
KaK BCe 3TU mombsiapa npoeuupyrcs B Wulst, MOxXHO
MpU3HATh CYIIIECTBOBAaHUE MO KpaliHeil mepe nByXx, PV
1 CB, KOMIOHEHTOB TE€HUKYJIO-TUIMEPIIAINATIBHOMN
cucteMbl To1y0si. Bo3MOXHO, IpUYMHA PaCXOXICHUS
HaINX YU IIPUBEICHHBIX BBIIIE TaHHBIX 00 OTCYTCTBUM
PV-ceunpnyHOro KOMIIOHEHTa TalaMO(yraJbHOIO
IyTH Y BBIOPKA 1 TOIy0sI COCTOUT B TOM, YTO M3y4ajlach
MMMYHOPEaKTUBHOCTh He Bcex moabsiaep GLd, a cina-
00 okpameHHble PV-ir kiietku B GLd He ObLIM MaeH-
TUUIMPOBaHBl KakK 3kcrpeccupyromue PV. MHaue
KaK OOBSICHUTBH, 4TO Yy Bhiopka, B GLd kxoTroporo He
ObUIM HaiimeHbl PV-ir Ki1eTku, I1aBHOE TaJlaMOPELI-
nreHTHoe Toe Wulst IHA, cogepXnT TepMUHaTBHBIN
PV-ir weiiponmasb [8, 10]. ¥ nTHII ¢ BHICOKO pa3BUTOMI
TajmaModyrajJbHOM cucTeMoii, Takux Kak coBbl, GLd
conepXuT PV-ir HelipoH®sl [ 15], B HE3HAUYMTETLHOM KO-
JmaecTBe oHM HavimeHbl B GLd xyp [9, 16], uTo cBUIe-
TEIBCTBYET O CYIIeCTBOBAaHUM B TaJdaMOQpyraJabHOI CH-
creMe y Tux BuaoB PV-crnenunduyHoro KoMnoHeHTa.

MexBunoBast BapuadelIbHOCTb conepxaHust B GLd
PV- 1 CB-ir HeiipoHOB IT03BOJISIET IIPEAITOIATaTh, YTO
GLd armecTpaabHBIX TITULL COJIEPKaI0 00a TUTIA 3TUX
HEUPOHOB, a TaKKe KJIETKU, SKCIIPECCUPYIOIIUE IPY-
rue CaBPr, Hannpumep, CR, HalineHHble B GLd nTuig
[9, 10, 16]. B xome 3BOJIOLIMU IITULL B TUBEPIE€HTHBIX
JIMHUSIX TIOJI JaBJICHUEM Pa3IMIHbIX TPeOOBaHMI K 00-
paboTke crienn(UUEeCKUX CUTHAJIIOB OKPYKAIOIIETo
3pUTEJIBHOIO MUpPa B Pa3JIMYHBIX 9KOJOTUYECKUX HU-
max B GLd Bo3HUMKajo npeobiagaHre Wi MogaBiie-
HHE BIJIOTHb IO UCYE3HOBEHUS TOTO WJIM MHOTO THUIIA
CaBPr-akcrnpeccupyronx HepoHOB, YTO OOBSICHSIET
MEXBHMIOBYIO BapuaOeIbHOCTh MX COIepKaHus. DTa
naes ObLIa BhIcKa3aHa B oTHolneHuu PV- u CB-ir Heii-
poHoB B GLd MnekonmuTarommnx Ha OCHOBAaHUY 3HAYU -
TeJIbHOU BapMaOeJbHOCTU MX pacIpeiesieHus y pas-
HbIX BUIOB [43] U MOXeT ObIThH CITpaBelIMBa B OTHO-
meHnu GLd .

B 3putenbHoM Wulst TITUIL 10 HACTOSIILIETO BpeMe-
HU HET ASTAJIbHOTO U3YyYEeHUS B OOHOM padoTe MMMY-
HOpeaKTUBHOCTH K pa3HbIM TuitaM CaBPr. ¥V Bblopka
PV-ir Menkue Ki1eTKy, BOJJOKHA U TOYECUHBIE CTPYKTY-
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pul oncaHkbl B hyperstriatum accessorium (“area a” 1mmo
[44], coBmaparomeit ¢ IHA [8]; CB- u PV-ir xnerkn
HaliaeHbl Y BbIOPKOB 1 Kyp B 00J1aCTSIX, COOTBETCTBYIO-
mux THA, HA u HD [9]. OTu maHHble mpuBencHBI
TOJIBKO B TeKCTe U Tabiuue. B 0ojee mo3mHeil padote
[10] y BblopKa PV-ir Heliponuib ObLI BBISIBJIEH BO BCEX
tpex otaenax (HA, IHA, HD), xora PV-ir xinetku B
GLd se obutn 06HapyxXeHBI. CB-ir Heliponniab CXOI-
Hoit mnotHocTH coaepxurcst B HA m IHA. PV-ir xirer-
K1 HaiimeHsl ToJbKO B IHA, Torna kak CB-ir kineTku —
BO Bcex oTaesiax (cMm. ta6a. 1 [10]). OmHako Ha MpUBO-
IUMBIX MUKpodoTorpadusx ¢ MajabiM YBeJIUUYCHUEM
TPYIHO Pa3IdYUTh UMMYHOPEAKTUBHOCTb HEMPOIMIIS
M KJIETOK K 3THUM IIpOTeMHAM B pa3HbIX oTaeiax Wulst.
CB nMmyHOpeakTUBHOCTE B Wulst neTanbHO n3yJyaiach
y Kyp IO MEpe CO3pPEBaHUSI €T0 OTACIOB B IIPOLeCcCe UH-
JNVUBUAYAJILHOTO Pa3BUTHS. Y B3POCJBIX OCOOE Hau-
bosbiiast aoTHocTh CB-ir Heliponuist u CB-ir kieTok
Habmoganack B IHA, nosiBasitoliemMcst Ha 6osiee 1o3/-
Hel ctaguu aMOpuoreHesa, 1mo cpaBHeHuio ¢ HA, HI u
HD [22]. Hammume KanOMHIWH-TIO3UTUBHOM MHHEPBA-
uuu THA kyp cornacyercs ¢ cogepxkanuem CB-ir kie-
TOK B ero npoekuunoHHoM siape GLd [9, 16, 22]. PV um-
MYHOPEAKTUBHOCTD B 3TOM paboTe He U3yJaiach.

Haiuu nanHble Ha TOTy0e YaCTUYHO COBIAIAIO0T C pe-
3yJpTaTaMM, MOJYYEHHbBIMM Ha BbIOPKax M Kypax.
IMpuHUMITHAIBHOE CXOACTBO COCTOUT B TOM, 4TO Wulst y
9TUX BUIOB MTUIL, TaK Xe Kak y rojyost, monydaeT u CB,
u PV unHepBaumio, conepxut u CB-, u PV-ir kieTku,
XoTs1 pacnpeneieHue u xapakrep CB u PV mmmyHope-
aKTUBHOCTU B cJIosix Wulst ToJIy0sT He TTIOJTHOCTBIO COB-
MagaoT ¢ ONMWCAHHBIMM Y BhIOpKa U Kyp. OOHapyXeH-
Hoe Hamu Hanmuue B IHA/HI rony6st tMCKpeTHBIX 30H
PV- u CB-ir ToueyHOro (TepMUHaILHOIO) HEUPOIUIIS
MO3BOJISIET CYUTATb TOT OTAEJ 30HOM IMPOEKLIUNA HEM-
poHoB GLd coorBercTByIOILIEH CIIEIUMPUIHOCTH, XOTS
HEeJIb351 UCKJIIOYUTh U APYTUe UCTOYHUKU (TTpeTeKTalb-
HBI U TEKTAJILHBIN) 3TOI MHHepBanuu. BaxkxHo oTMe-
TuTh, YT0 PV- 11 CB-ir HelipoHbI coaepKaTcs B IPOeK-
LIMOHHOI ceHCOMOTOpHOI obiacTu Wulst roy0st, ipu-
YyeM HauOOJIbIIYIO TIJIOTHOCTh B TaJaMOPELIMITUEHTHOM
cioe HI mmeror PV-ir xierku [45], Tak Xe Kak B
IHA/HI 3putenbHoii obaactu Wulst B HaIlIMX ONbITaXx.

OmnucanHble uutoapxutekronmueckue (Hwucchap,
Tonbmxu) Mop@dOTUNBI HEHPOHOB B 3PUTEIBHOM
Waulst nTui Ha HOpMaJIbHOM MaTepuaJie ITO3BOJISIIOT CO-
nocTaBuUTh Ux ¢ Mopdortunamu PV- u CB-ir kieTok.
PV- n CB-ir xknetkm majoro pa3mepa B IHA/HI rony6s
COOTBETCTBYIOT KOPOTKOAKCOHHBIM 3Be314aTOIOI00-
HBbIM HelipoHaM, OYeHb MeJIKMEe MMMYHOPEaKTUBHbIE
KJIETKU — chepuIeCKUM TpaHyJISIpHBIM HelipoHaM; Ha
KJIeTKaX 00OMX TUIIOB OKAHYMBAIOTCSI TEPMHUHAIN aKCO-
HOB ITpoeKLMOoHHBIX HeripoHoB GLd (DLL) [3, 20, 30,
46—48]. PV- u CB-ir xierku 3TUX MOpP(OTUIIOB B
IHA/HI oTHOCATCA K T€HMKYJOPELUUIIMEHTHBIM Heu-
pOHaM, COIIOCTaBUMBbIM C TaJlaMOPELMITUEHTHBIMU
KJIeTKaMu cjiost 1V riepBUYHO 3pUTEIbHON KOPhI MJTe-
KonuTalomux [48]. BMecTe ¢ TeM KJIIETKU 3TUX TUIIOB C
MeHbIlIell MI0THOCThIO, 4yeM B IHA, comepxkarcs Takke
B HA u HD [30, 47]. KpynHble 1 cpenHero pasmepa
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kireTk HA 10o1y0s1 ¢ IIMHHBIMU, BETBSILLIMMMCS OTPOCT-
Kamm, comepxartne PV wym CB, mim o6a mporenHa, co-
OTBETCTBYIOT MYJIbTUIIOISIPHBIM M IIMPAaMHIOTIOTO0OHBIM
HEeWpoHaM C JUIMHHBIMU AEHAPUTAMU, OMMCAHHBIMU B
HA 1rtug [30, 47]. Tlo nokanu3zauuu, pa3mepam u popme
OHU MOTYT OBITh OTHECEHBI K 3(hpepeHTHBIM HeiipoHaM C
HUCXOISIINMM MPOESKIIMSIMUA B TEKTYM U TaJlaMyC U CO-
MOCTaBUMBI C KJIeTKaMu HHGparpaHyJSIpHBIX CIIOEB
(Vu VI) 3putenbHoli KOpbl MiIeKOIUTaomux [48, 49].
PV- u CB-ir xitetku cxogHsix TiunoB B HD comnocraBu-
MbI C MYJIBTUIIOJIIPHBIMUY U TMPaMUIHBIMUA HEPOHAMU
cnoes 11 u 111 3putensHoOit KOpHI [48].

IIpuBeneHHbIE JaHHBIE TO3BOJSIOT YTBEPXKIATh,
yto Wulst rony6st nonyyaet u3s GLd u PV u CB unHep-
Baluio, a Takxe couepxxut PV- u CB-ir reHukynope-
OUITMEeHTHBIE U 3¢ depeHTHBIe HEMPOHEL. 11 BhIsIC-
HEeHUS Borpoca, Kakue nombsapa GLd ¢ pasHBIM co-
nepxannemM PV- m CB-ir KJIeTOK IIpoelMpyroTCsS B
COOTBETCTBYIOIIME 30HBI Wulst, HEoOXOoAUMO uccie-
JOBaHME C MCITOJIb30BaHUEM KOMOMHALIUM Tpeicep-
Holt TexHuku 1 PV/CB UMMyHOTMCTOXUMUM.

Tomonoeuss Wulst nmuy,
CO CMPUApPHOLL 3pUMENbHOU KOPOL MAEKONUMAIOWUX

Ve B cTaphIxX, a 3aTeM U B IOCJIEIYIONINX paboTax
OTMEYaNoCh OONBIIOE, XOTSI M He aOCOIIOTHOE, CXOMI-
CcTBO (DYHKIIMOHAJILHOM opranm3annmu Wulst y pa3HBIX
BUJOB INTUL U MEPBUUYHOMU 3pUTEIbHOM KOPbI MJIEKO-
MUTAIOIINX, Kacalolleecsl peTUHOTOIMMYECKO opra-
HU3aLUU, CBOMCTB PELIENTUBHBIX MOJIEU, TUIIA HEUPO-
HaJILHBIX peaKlMii Ha pa3jIndHbIe 3pUTEIbHbIC CUTHA-
abl [23, 39, 50—54].

K HacrostieMy BpeMeHU BBISIBJIEHA POJIb TaJlaMo-
(yrajabHOI CUCTEMBI ITULl B PEIICHUN CJIOXKHBIX JUC-
KPUMMWHALIMOHHBIX 3PUTEJIbLHBIX 3adad, a TakKXKe 3pu-
TeJIbHBIX (PYHKIIMIA, CBSI3aHHBIX C Pa3IMYHbIMU BUIAMU
aCCOLIMaTUBHOTO, 9KCTPAMNOISIIMOHHOTO, COLIMAIbHO-
KOMMYHUKATUBHOTO, MUIPALIMOHHOTO IIOBEICHUS,
TOTJa KaK Ha IMIPOTSKEHUH JOJITOr0 BpeMEHU TOMUHU -
pOBaJIo IIPEeACTaBIIEHUE O IIPUOPUTETHOM POIU TEKTO-
(yrajabHOro IIyTU B OpraHU3alii 3pUTEIbHOIO MOBe-
neHus nrui [4, 5, 39, 55—60]. OgHako py HAJIMYUU
(byHKIIMOHaJIbHOTO cxoacTBa Wulst 1 3puTeIbHOTO He-
OKOpPTEKCa MJIEKOMNUTAIOIINX OTKPHBITBIM OCTaBajICs
BOIIPOC — SIBJISICTCSI JIA 3TO CXOJICTBO PE3yJIbTATOM I'O-
MOJIOTUY VI KOHBEPTE€HTHOI 9BOJIIOILINH.

PeBu3ust Kimaccu4eckoro mpencTaBiICHUsI O TOMOJIO-
iy OOJIBbIIIEH YaCTH KOHEYHOI'0 MO3Ta IITUILL CO CTPUATY-
moM (Wulst ¢ ruriepcTpraTymMoM) ObLTa TIpenjioxkeHa I
Kaprenowm [1, 61]. CortacHO ero peBOIOLMOHHOI KOH-
LIETIUH “TOMOJIOTUY KJIETOUHBIX ITOIMYJISILUI ™ CJIOM rpa-
HysipHbIX Kiietok B HIS (IHA/HI no HoBoli TepMUHO-
JIOTUM), TIOJTy4YaroIIii Hanbosiee IIOTHBIE IIPOSKIIUM 13
GLd, comocTtaBuM ¢ TajJaMOpPEUUIIMEHTHBIM cjioeM IV
TMIEPBUYHON 3pUTEIBHON KOpHI MileKonuTaommux. M3
IHA/HI 3purenbHas uHbopMalus IepekiaodyacTcsl B
HA, KoTOophlii SIB/ISIETCSI OCHOBHBIM UCTOYHUKOM 3 de-
PEHTHBIX MHTPA- U SKCTpaTeJIdHIC(aTbHbBIX IPOCSKIINIA,
U cortoctaBuM ¢ nHparpanyisipHbiMu (V u VI) cnosimu
3pUTEIbHOI Kophl Miiekonurtarommx. Heiiponsr HD,
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obecrieynBarolIre CBI3U Mexay ciosiMu Wulst u ¢ npy-
TMMU TAJUTMATIbHBIMU 30HAMU, COOTBETCTBYIOT KJIETKaM
cynparpanyssipHbix ciaoeB (I1, 1II). Dto npencrasieHue
TOJTyYWJIO TIOATBEPXKICHUE BO MHOIMX Mopdosoruye-
CKUX, XOIOJOTUYECKUX, HEMPOXUMUIECKUX UCCIIEI0BA-
HUSIX, 2 TAKXKe Ha OCHOBE 9MOPUOTeHETUUECKUX JaHHBIX
0 MUTpalM KJIeToK B Wulst 13 repMHMHAJIBHOTO TT10JIs [ 1,
2,4,7,62—64]. OHO OKOHYATEJIHLHO YTBEPAWIOCH Ha OC-
HOBaHMU CXOJCTBA T€HHbBIX XapaKTePUCTUK OCHOBHBIX
TUIIOB KJIeTOK B Wulst u 3puTesIbHOI KOpe MJIEKOIUTal0-
mmx [23, 27, 63—68].

Takum ob6pa3oM, HECMOTpPS Ha pa3aInudus CTPYK-
TypHOM opraHu3anuy Wulst U 3puUTEeIbHOM KOPHI
MJIEKOIIMTAIOIIMX, OHU 00JanalT NPUHIMUIUATb-
HBIM CXOOCTBOM. OHO COCTOMT B COACPpKaHMUM B HUX
TpeX OCHOBHBIX TUIIOB HEAPOHOB — BXOIHBIX (FE€HU-
KYJIOPEUITMEHTHbBIX), BEIXOIHBIX (MHTpanauIMaJIbHO-
MPOSUMPYIOINXCS ) Y BEIXOAHBIX (3KCTpanauIiMiaIbHO-
U DKCTpaTeadHIIedhano-nmpoeuupyoImnxcs), YTo onpe-
JIesieT CXOIHBIE MeXaHW3Mbl 0OpabOTKM ITOCTYITAr0-
11eii 3puTeIbHOM MH(pOpMaLIUU.

Hamm mannbie o pacnpenenenun PV u CB nummy-
HOPEaKTUBHOCTH B cyiosix Wulst BbISIBUIN onpeaeeH-
HOE CXOJICTBO C UX pacIpeieieHUEM B CIIOSIX 3pUTEIIb-
HOIT KOpBI MHOTHX, TaK Ha3bIBAEMBIX “JTa00paTOPHBIX”
MJIEKOTIMTAIOIINX (KPBIChI, KOIIIKW, MBIIIN, KPOJUKHU,
006e3bsiHbl). OHO KacaeTcsl MapBaJibOYMUH-TTIO3UTUB-
HOU MHHEPBAIIUU U HAIWYUS MeTKUX PV-ir HeiipoHOB
3BE€314aTOr0 U I'PaHyJISIPHOTO TUITOB B TJIABHOM T'€HM-
kynopenurnmmeHTHOM cjioe THA/HI rony6s (Hacrtos-
1I1e JaHHbIe), BblopKa [8, 10], xapakTepHbIX 4151 CI0sI
IV nepBuYHOI 3pUTEIbHOI KOPBHI MJIEKOMUTAIOLINX
[69—78]. DTn otnensl y ntuil [11] u MaeKonuTarommx
[69, 71, 73, 75, 76] XxapaKTepU3yIOTCSI BLICOKOI aKTHUB-
HocTthio CO.

CX0ICTBO pacIpoOCTpaHsSIETCS Ha CYIlIeCTBOBAaHUE B
IHA/HI ntun (Hacrostmue gaHubie; [10, 22]) 30HBI,
conepxkaieit CB-ir HelipoInuiib U KJISTKM, TaK Xe KakK
B cioe IV 3putenbHOit KOpbl MiaekonuTawomux. I1o-
CJIEMHUI COCTOUT M3 HECKOIbKUX 1oacioeB (A, B, C),
nyunre nuddepeHIMpPOBaHHbIX y TTIpuMaToB. OHI MO~
Jny4daroT npoekumu u3 ciaoeB GLd, comepxammx pas-
Hble MOpP(dO-GhYHKIIMOHATbHBIE THUITBI KJIETOK, U, B
CBOIO OYepellb, CaMU MMEIOT MHIUBUAYaJIbHbIE MOP-
dosornyeckue, HEMpoOXMMUIECKe U (PyHKIIMOHAIb-
Hble xapakTtepuctuku [77, 79]. Hapsiny ¢ noaciaosamu,
cogepxammmn PV-ir Heliponmmap m Menkue PV-ir
3Be34YaThle M TpaHyJIsipHbIe KJIEeTKH, B cioe IV Boine-
JieHsl moaciaoun ¢ CB-ir kiieTkaMu 1 pUOPO3HBIM HeEli-
portunem [70, 72,77, 80]. YacTb KJIETOK C KOJIOKaJIU3a-
mueii CB 1 GABA sgBIISIIOTCSI TOpPMO3HBIMU MHTEPHE -
poHaM#, HO Jpyrue, IPEUMYILIECTBEHHO ci1abo
nMMyHopeakTuBHbIe, CB-ir Kj1eTK1, BepOsITHO, MME-
JOT CXOIHYI0 PYHKIMIO ¢ PV-ir KileTkaMu, mepexiio-
YaOIIMMU CUTHAJIU3ALIVIO B CylIparpaHyJsspHbIe CJI0U
Kopsl [80]. TakuMm o0Opa3oM, FreHUKYJIO-TeI3HLePalb-
HEBII IIYTh U Y IITUL, U Y MJICKOIIUTAIOIINX CONCPKUT
napajuiebHble, (PYHKIIMOHAILHO pa3IWdHbIC, KaHa-
JIbI, KOHTpOMpyeMble pasHeiMu CaBPr.
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I1pu npoBeaeHNN CpaBHUTEIILHOI'O aHAJIN3a HEJIb3s
HE YYUTHIBaTh BapualdeIbHOCTH pacipeneieHus PV- u
CB-ir TanamMmdecknx IIPOeKINIA N KJIETOK B CEHCOP-
HBIX KOPKOBBIX 30HAX Cpeay MpeAcTaBUTENell TuBep-
TEHTHBIX, OCOOEHHO OTIJICHHBIX, TAKCOHOB MJIEKOMH-
TalOLIMX, KOPPEIUPYeT CO CTOJb Xe 3HAYUTEJbHBIMU
pa3IUunsIMU JaMUHAPHOM OpraHn3allu HEOKOPTEeKCca
(pa3mepsl u crerieHb auddepeHIann CI0eB, TUIOT-
HOCTb KJIETOK B HMX, KOJIOHKOBAsi OpraHu3alins) MexK-
Iy IpEeICTaBUTEIISIMU TaK Ha3bIBaeMBbIX “HU3IMMX" (ap-
XETUIIbI) HA3eMHBIX MJICKOMUTAIOIINX (OIHOITPOXO/ -
HBIE, CyMYaThbie, HACEKOMOSITHbIC), BOTHBIX KUTOBBIX
BUAOB, O0JIaZalOIIUX S5-CIOMHON arpaHyIsIpHOM KO-
poii, 1 OOJILIIMHCTBOM BUIOB “BBICIIMX”~ ILIALICHTap-
HBIX MJIEKOTIMTAIOIINX (TPBI3YHBI, XUIITHBIC, IPUMAaTHI,
YyeJIOBEeK), KOTOphbie 00J1a1aloT MPUHIMITHUATBHO CXO/I-
HOM TpaHyJISIpHOM 6-CIIOMHOM CEHCOPHOU KOPOIA.
Y “Hu3mux” MJeKomuTalommx (exuaHa, YTKOHOC,
CYyMYaTbhlil OIIOCCYM) M NeJIb(PMHOB B 3PUTEIBbHOI 1
IPYIUX CEHCOPHBIX 30HaX KOPHI OTCYTCTBYET WJIN CJla-
00 pa3BUT IrpaHyJISIpHEIN ciaoit IV, HO OOIBIIYIO TOI-
LIMHY UMeIOT cynparpanyispHbie ciou 11, 111, B koTo-
pbIe Y HUX TIPOCLIUPYIOTCS B OCHOBHOM HEMPOHBI COOT-
BETCTBYIOIIMX peJIeiiHbIX TadaMudeckux saep. B GLd
Yy 3TUX BUIOB IIpeobaamaoT CB-ir HeiipoHEI, IIpoeL-
pytoimecs B cnou 111/11 3puteabHOiT KOPHI, TAE UX aK-
COHBI OKaHYMBAIOTCS Ha allMKaJbHBIX IEHAPUTAX ITH-
paMuaHbIX HelipoHoB [71, 81—89]. XapakTepHo, 4TO Y
3TUX BUAOB BBICOKOIT akTHBHOCThIO CO 00/1a1a10T Cy-
nparpaHyisipable ciou [83, 90], a He cnoit IV, kak y
JIPYTUX MJIIEKOITUTAIONINX C 6-c10iiHOI Kopoii I [73, 76].
Pacnipenenenne CB- u PV-ir veitponos 8 HAu HD, roe
OHU TIePEeKPBIBAIOTCS, TPYIHO COIIOCTABMMO C UX pac-
npeaejaeHueM B Cylipa- U MHMparpaHyIsIpHBIX CJIOSIX
3pUTETbHOI KOPBI Y MJICKOTTUTAIOIINX, Y KOTOPBIX OHO,
Tak Xe Kak B cioe IV, oOHapyXuBaeT 3HAYMTEIbHYIO
MEXBHIIOBYIO BapuabeabHOCTh 71, 73, 75, 76, 83, 84].
Bwmecte ¢ Tem cpeny HUX HalileHbI HEMPOHBI, KOTOPBIE
no  MOp(O-XOOOJOTMYECKIM, HEUPOXUMHUICCKUM,
BKJTIO4ast skcrpeccuto CaBPr, reHHBIM XapaKTepUCTU -
KaM COITIOCTaBUMBI C HEMpOHAMU CyIpa- U UHpparpa-
HYJISIDHBIX CJIOEB 3pUTEBHON KOPbI MJIEKOMUTAOIIIMX.

DEoNI0UUOHHBLIL KOHCEPBAMU3M 3DUMENbHOU KOPbl
U ee dusepeenmHas CReyUaIU3ayus cpeou amHuom

IIpuBeneHHEBIC TUTEpPAaTypPHBIE JaHHBIE O CXOICTBE
CTPYKTYPHO-(DYHKIIMOHAJIBHOM opraHusanuu Wulst
OTUL, U TIEPBUYHOMN 3PUTEIBHON KOPHI MJIEKOITUTAO-
IIUX CBUACTEIBCTBYIOT B MOJIb3Y MX T'OMOJIOTUHU. DTO
HaXOJIUT IMOATBEPXKASHME B IIPeoOpa30BaHUIX B QUIIO-
reHe3e MpeKypcopa 3pUTeJIbHOM KOPbI y O0ILIEro mpei-
Ka aMHHUOT. [ITUIIBI 1 MJIEKOIUTAIOIINE TTPOU3O0ILINA OT
MPEIKOB ABYX KJIAJIOB — 3aypONCUI U CUHATICUI COOT-
BETCTBEHHO, HAa KOTOPBIE Pa3aeIMINCh aHIIECTPaIbHbIE
penTuiavn. B nuHuM 3ayporicu npu nepexonae oT Ipe/-
KOBBIX PEeNTWIMKA K nTuliaM B nauuyme (Wulst) mo-
CJIeAHUX, HEe MMEIOIIEM TUIIMYHOM IJIsi MJIEKOIUTAIO-
IIMX CTPOroM JIAMUHAPHOI OpraHM3aliiu, yKe chop-
mupoBaHn cioii (IHA), conocTaBUMBI ¢ TpaHYJISIPHBIM
cioem IV xopsl miekonuraomux. dpyrue otaoesbl
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Wulst nMmeroT ckopee siIepHO-JTaMUHAPHYIO CTPYKTYPY;
OHU COJIepKaT CMEIIaHHYIO MOIYJISILIMIO KJIETOK, COMO-
CTaBUMBIX C HEIPOHAMU APYIUX CJI0EB KOPbI MJIEKOIU-
TaloMUX. MHOTOYMCIIEHHBIE JIUTEPATyPHBIE TaHHBIE O
HelpoHaIbHOI opraHu3anuuv Wulst U Hallli JTaHHbBIE O
pacnpeneneHuu B HeM PV- u CB-ir mpoekuuii u KjieTok
PAa3JIMYHBIX TUTIOB MOJATBEPKIAIOT 3TO MPeACTaBIeHNUE.

Penaroiiyii apryMeHT B 0JIb3y TOMOJIOTUY TTAJLJTU -
aibHoro Wulst MTUIL ¥ 3pUTEIbHOM KOPBHI MJIEKOITUTA-
IOIIMX TOJyYeH B 3MOPUOTEHETUYECKUX MCCIeA0Ba-
Husix. beuia oOHapyxkeHa o0I1ast HeliporeHeTh4ecKast
nporpamMma pa3BUTHUS JIJAMUHAPHOI KOPbI MJIEKOMUTA-
oKX (MbIIIA) U SIAEPHO-JIAaMUHAPHOIO MajuiuymMa
nTull (Kypsl). OHM 001a1a10T NPUHLIMIWAIBHO CXO/I-
HbIM HaOOPOM OCHOBHBIX TUITOB KOPKOBBIX HEAPOHOB,
OUYEBUIHO YHACJIEIOBAHHBIM OT OOIIEro MpeaKa MTHUILL
U MJeKonmuTarmux. TakuMm obpa3oM, JaMUHApHO-
cnelruIHble HEMPOHBI KOPbI 3BOJIOIIMOHHO Mpe-
ILIECTBYIOT Pa3BUTUIO UX JJAMUHAPHOU OpraHu3aluu.
IMosiByieHUe ee y MJIEKONUTAIOLIUMX BbI3BAHO cepueit
W3MEHEHUI TIPOILIECCOB HEMPOTeHEe3a U MUTpAllMU B
XO[€e WHIAWBUIYAJTbHOTO PAa3BUTUSI TOMA BIUSTHUEM
BHeIIHUX (akTopoB. brnarogaps 3TMM U3MEHEHUSIM
MPOU30IIJIO paclipefie/ieHUe TI0 CJIOSIM TIpexe IMpe-
WMYIIECTBEHHO TOMOI€HHO pPacCesSHHbIX MHOXe-
CTBEHHBIX TUIIOB HEMPOHOB B 3TUX HEOKOPTUKAJIbHBIX
30Hax [88, 91, 92].

B cuHancuaHoOi JUHUM Yy PENTUIUN B Hajidyme
copmupoBaHa 3-ciioiiHast mopcajibHasi Kopa (Iipe-
KypcoOp HEOKOpPTEeKca), B KOTOPOii Tajlamuueckue ad-
¢depeHTH OKAaHYMBAIOTCSI B MOBEPXHOCTHOM ciioe (1)
Ha alnyKaJbHbIX IEHAPUTAX HEMPOHOB IrTyOOKOro Kiie-
TOYHOTO CJ1051 (2), COMOCTaBUMBIX COOTBETCTBEHHO CO
ciogamu I u V/VI B kope Mitekonuraromux [87, 88, 93—
95]. /1o HeJaBHETro BpeMeHU CUMTAJIOCh, YTO TIpeodpa-
30BaHUE JOPCATbLHOM KOPbI MPEIKOBbIX PENTUINMI MTPU
rnepexoJie K MJIEKOIMUTAIOIIMM COCTOSIJIO B MOSIBJIEHUN
OTCYTCTBYIOILIETO y PENTWINI rpaHyJIsipHOro cios 1V,
KOTOPBIM CTAaHOBUTCSI Yy MJIEKOMUTAIOIIMX TJaBHBIM
TaJIaMOPELUTTMEHTHBIM CJIOEM, U B 100aBJIEHUU CIIOEB
ITu Il [87, 88, 94—96]. HoBbic MOJIEKYIIPHO-TEHETH -
YecKue IaHHbIe, MOJIyYeHHbIE B UCCJIEIOBAHUU KOHEY -
HOro MoO3ra ajjauMraropa, OJu3KOpOJCTBEHHOIO MTU-
1aM Buaa (apxo3aBpbl), HE MOATBEPAWIO 3TO IMpel-
craBieHue [27]. B mopcanbHOII KOpe ajumMraropa
HaliIeHbl HEMPOHbBI, UMEIOIINE OOIIKE TeHBI CO BCEMU
TUTIAMU HEOKOPTUKAIbHBIX HEPOHOB MJIEKOITUTAO-
mux. B MennaabHOM OTaese KJIeTOUHOTO CJIos onuca-
HbI IB€ TUCKPETHbBIE 30HBI: OIHA, COAepXKalllas BXOMI-
HbIe KJIETKW, TEHETUYECKU CXOAHbIE C TaJTaMOPELITIU -
eHTHbIMU KJIeTKamMu THA , v cios 1V 3putenbHO KOpbI
MJIEKOTIMTAIOIIUX, Jpyrasi, coiepxaias KJIeTKH,
CXOJIHBbIE€ C BBIXOIHBIMU HelipoHamu HA mTuil, u uH-
¢dparpaHyJISIpHOTO CJIOST V KOPBI MJEKOIIMTaomux. B
JlaTepajibHOM OTAEJE KJIETOUHOTO CJIOSi OOHAapY>KEHbI
KJIETKW, UMEIoIIIMe O0IIe TeHHbIe MapKephl ¢ KJIeTKa-
MU gopcanbHoro Mesonaummyma (HD mo [6]), popmu-
pyloliive MHTpamnalJItajJbHble CBSI3U, TaK e KaK KJeT-
ku cnoeB 11 u 111 B kope miaekonutaromux. JletaabHoe
paccMmoTpeHue romosioruu Wulst 1 topcaibHOI KOpPbI
Ne 4
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ajuMraropa npeacTaBieHo B padote Briscoe, Ragsdale,
2018) [27]. KneTku, nMmerolnne o0IIre TeHbI C KIeTKa-
MU TpaHyasspHoro ciosg IV miekonuTtarommx, ObUIA
HalIeHBbl B JOPCATBHON KOPE IPYyroro BUaa PENTUINN
yepernax [67]. Bmecte ¢ TeM mccienoBaHUe TeHHBIX
MapKepoB NajJInymMa B 3SMOpUOTreHe3¢e SIepUIlbl IIpr-
BEJIO0 K MTHOMY BEIBOAY O HEOKOPTUKAJILHOM IIPEKYPCO-
pe [97]. OH mpencTaBiieH y silepull HeEOOJIBIIO 00ma-
CTBIO B POCTPaJIbHOM, MEAMOAOPCAIILHOM OTIEJIe, CPaB-
HUMOIT 110 Tomorpaduu ¢ Wulst TITUL, M TI0 TeHHBIM
KJIETOYHBIM MapKepaM ¢ Wulst 1 HEOKOPTEKCOM MJIEKO-
muTtaoyX. bojbinas 4acTh TOpcaaTbHOM KOPHI SIIEepPHII
COINIACHO MPENCTABICHUIO 3TUX aBTOPOB [97] cpaBHIMMA C
TUIIIOKAMIIOM Y SHTOPUHAJIBHOM KOpPOil. ABTOPBI pac-
MPOCTPAHSIOT 3TO IIpeACTaB/ieHWe W Ha IpYrue BUIbBI
PENTUJINIA, XOTSI OHO HE COIVIacyeTCsI C AAHHBIMU O HaJIU-
YUU TIPSIMBIX T€HUKYJIO-KOPTUKAJIBHBIX NPOEKLMA B
JIOPCAJIbHOI KOpe Yeperiax v SIIEpUIl, TOrIa KaK TajJaMu-
YecKue IIPOeKIMU K IIPeariojlaraéMoMy B paboTe TOMO-
JIOTY HEOKOpTeKCa SIIepyll He U3BECTHBHL.

SAKITIOYEHHUE

MHoOXecTBeHHBIE pa3jindHble NyTU CIeLaIn3a-
WY 3PUTEIbHON TanaMogyraabHON CHUCTEMBI B M-
BEPIreHTHBIX TAKCOHAX MJICKOITUTAIONINX, IITUI] 1 PeIl-
TUJIUK OOYCJIOBJIEHBI BAUSHUEM (QYHKIIMOHAIbHBIX
(amureHeTMYECKNX) (PAKTOPOB, CBSI3aHHBIX C Pa3HO-
00pa3HLIMM 3KOJIOTMYECKMMU HUIIAMM OOUTaHUS
pa3HbIX BUAOB. Paznnuus crienmanmn3anyy HaIIUIK OT-
paXkeHHe B OTPOMHOM BapruaOeIbHOCTH OpraHU3alliun
9TOI CUCTEMBI, OCOOEHHO €€ KOPTUKAIbHBIX IIEHTPOB,
Y MJIEKONIUTAIOIIMX 1 3aypOIICUIHBIX aMHUOT. BMecTe
C TEM 3BOJIIOLIMOHHO KOHCEPBATUBHOM 4YEpTOU Tasa-
ModyTraabHOI CUCTEMBI BCEX aMHUOT SIBJISICTCS HAJIM-
yye B Hell MapaUIeIbHBIX CTPYKTYPHO-(YHKIIMOHAJIb-
HBIX KaHaJIOB, UICTOYHMKAMM KOTOPBIX CIyXKaT CXOI-
HbI€ TUIIbI TAHTJIMO3HBIX KJIETOK CETYAaTKM, TMCKPETHO
npoeuupytomuxcsa B GLd y nTUll 1 MIEKOTIMTAIOIINX
[39, 98]. ¥ nmocinenHuX oHU TIpeacTaBIeHbl U3BECTHDI-
mu X/P, Y/M n W/K peTMHO-reHUKyJI10-KOPTUKaIb-
HbeIMU ITyTsiMu. EcTh ocHOBaHUS IipenriojiaraTb, 4TO
VHIVBUAYAJIbHBIE (PYHKIIMY 3TUX KaHAJIOB Y IITUILI, TaK
Ke Kak y muiekonuraromux [43, 69, 99] obecnieurBa-
IOTCS1 pa3HbIMU TUITAMU KaJIbLIMM -CBSI3bIBAIOIIMX ITPO-
TEUHOB. 3acC/Iy:XKMBaeT NajbHEHIIEero M3y4eHUs TOT
dakT, 4TO, HECMOTpSI Ha IIpeoOjialaHie B IJIABHOM
npoekunoHHoM sape GLd romy6s (DLL) CB-ir Heii-
poHOB, 30Ha PV-ir TepMuHaIbHOrOo HeWponwisa u
PV-ir METKHMX KIETOK B TAJIAMOPEIIUITUEHTHOM OTIIEJIC
Waulst (IHA/HI) Gonee 3HauuTenbHA, YeM 30Ha Kall-
OMHAMH-TIO3UTUBHON WHHepBaLUMU. B 3Toil CBsA3U
BaXXHO OTMETUTH, UTO BbISIBJIeHHBIE B Wulst pa3menb-
HBIE€ 30HBI IIPEICTaBUTEIBCTBA MOJIEi CETYATKU 10Ty~
qa1oT appepeHTHI OT NONYJISIIUIA Pa3HbIX ITPOEKIIMOH-
HBIX KJIeToK B noabsapax GLd [39], HO Heu3BecTHO,
OT/INYaIOTCs U OHM 3Kcrpeccueil PV u CB. BeisiButh
B GLd nTuu knerku-ucrouHuku PV- u CB-ir npoek-
Ui, NX JJoKaau3amyio B Wulst, orpeaennTh UX IpruHaI-
JIEXXHOCTh K IIPOSKIIMOHHBIM IWJIN JIOKAJTBHBIM THUIIAM
HEHUPOHOB — IPEAMET NAJbHEHAIIIMX UCCIIENOBAHUM.

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

OUNHAHCHUPOBAHUE PABOTHI

Pa6orta BhITIONIHEHA B paMKax roc. 3agaHust No AAAA — D18.
Harmpasnenue 63 “Heiipodusnoaornyeckue MeXaHu3Mbl pe-
rynsauy GyHKIIMIA U MX SBOJTIOLINS .

COBJIIOAEHHUE OTUYECKMNX CTAHIAPTOB

Bce mpuMeHUMBIE MeXIyHapOIHbIe, HAIIMOHAJBbHBIC
W/WJIN UHCTUTYLIUOHAIbHBIE IPUHIIUITBI YXO/Ia U UCTIOIb30-
BaHUsI X)KUBOTHBIX ObLITN COOJTIONEHBI.

Hactosiiias ctaTbhsl He COAEPXKUT KAaKUX-JTU00 Ucciaeno-
BaHWi C y4aCTUEM JIIONICH B KAUECTBE OOBEKTOB U3YICHMUSI.
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DIstribution Patterns of Calcium-Binding Proteins and Cytochrome Oxidase Activity

in The Projection Zone (WULST) of the Pigeon Thalamofugal Visual Pathway:

A Discussion in the Light of Current Concepts of Homology between the Avian WULST
and Mammalian Striate (Visual) Cortex

M. G. Belekhova**, N. B. Kenigfest?, D. S. Vasilyev*, and T. V. Chudinova®

4 Sechenov Institute of Evolutionary Physiology and Biochemistry, Russian Academy of Sciences, St. Petersburg, Russia

b St. Petersburg State University, St. Petersburg, Russia

*e-mail: belekhova@yahoo.com

This speculative article focuses on the current concepts of the architectonics of the hyperpallial projection zone
(Wulst) in the avian thalamofugal visual pathway and the distribution of calcium-binding proteins parvalbumin
(PV) and calbindin (CB) and cytochrome oxidase (CO) activity in these brain regions of birds, including our his-
tochemical and immunohistochemical data obtained on the pigeon. In the major thalamorecipient sensory area
of the Wulst, n. interstitialis hyperpallium apicale/hyperpallium intercalatum (IHA/HI), three discrete zones are
identified: two, containing a punctate PV-ir neuropil and a densely packed population of predominantly PV-ir
stellate and granular cells, and a single zone formed by a punctate CB-ir neuropil and predominantly CB-ir cells.
The THA/HI area is distinguished by a high CO activity. In the hyperpallium apicale (HA) and hyperpallium
densocellulare (HD), PV- and CB-ir neurons of varied morphotypes are scattered diffusely throughout the neu-
ropil, which is moderately immunoreactive to both calcium-binding proteins. These areas are characterized by
the presence of large pyramidal-like and multipolar PV- and CB-ir neurons with long branched dendrites form-
ing a cellular fibrous layer in the superficial HA region. It is concluded that the thalamofugal visual pathway in
the pigeon has two, PV- and CB-specific, channels. We provide a comparative analysis of the variability of these
channels in different avian species, which is supposed to be due to variable ecological and adaptive factors. Within
the modern idea about the organization and evolutionary origin of the avian Wulst and mammalian striate (vi-
sual) cortex, the homology between these brain structures is discussed.

Keywords: thalamofugal visual system, pigeon, parvalbumin, calbindin, cytochrome oxidase, Wulst homology
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