XKYPHAJI 2BOJIIOIITHOHHOH EHOXUMHH H ®U3HOJIOTHH, 2019, mom 55, Ne 4, c. 282—294

VIK 611.811.018: 598.2

IMPOBJIEMHBIE CTATbA

PACIIPEJEJEHUE KAJIBIIU-CBA3BIBAIOIIIUX TPOTEMHOB
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CO CTPUAPHOH 3PUTEJIBHON KOPOI MJIEKOIIUTAIOIIINX
© 2019r. M.T. Benexosal>*, H. b. Kenurgect!, /1. C. Bacuines!, T. B. Uyaunosa?

! Pedepanvroe 6roducemnoe cocydapcmeentoe yupexcoenue nayku HHCmumym 3601104UOHHOL u3uos0eUy U GUOXUMUL
um. U.M. Ceuenoea Poccuiickoii akademuu nayx, Canxm-Ilemep0ype, Poccus
2 Canxm-ITemepbypeckuii eocydapcmeennuiii yuugepcumem, Canxm-Ilemepbype, Poccus
*e-mail: belekhova@yahoo.com
IMocrynuna B penakiuuio 26.06.2018 r.

IMocne nopa6otkm 15.11.2018 T.
IMpunsTa k nyonukanuu 22.02.2019 .

B HacTosiel cTaThe JaHO COBPEMEHHOE TIPEICTaB/IeHUe 00 OpraHU3ally TUTIePITa/UTMAIbHOTO TTPOEKIIMOHHOTO
oSt TastaModyraabHoro Myt Tituil (Wulst) o pacrpeneieHun KaJlblMii-CBA3bIBAIOIINX TTPOTEUHOB IMapBaIb0y-
muHa (PV), kanounauna (CB) u aktuBHOCTH uToXpoMokcuaasbl (CO), BKIIIOUasi HAlllv JaHHbIE, MOJTyYeHHbIE Ha
roiybe. MccrnemoBaHue MpoOBOOMIOCH C TIOMOIIbI0 UMMYHOTUCTOXHMHMYECKOTO U TUCTOXUMHYECKOTO METOIOB.
B rimaBHOM TasmamopenuneHTHOM oTaesae Wulst — n. interstitialis hyperpallium apicale/hyperpallium intercalatum
(IHA/HI) o6HapyXeHbI 3 TUCKpPETHbIE 30HBI: IBE, CoepKalllie TOYeUHbIi PV-ir HepoIWIb U TUIOTHYIO ITOIYJIsI-
LIMI0 IIPEUMYILIECTBEHHO MeJIKMX PV-ir KJIeToK 3Be314aToro u rpaHyJIsipHOTO THUTIOB, OfHa — ToyeuHbIi CB-ir Heli-
pomib 1 B ocHoBHOM CB-ir kinetku. O6acts IHA/HI BeImenstiack Beicokoit aktuBHOCTEIO CO. B hyperpallium
apicale (HA) u hyperpallium densocellulare (HD) nuddy3Ho paccesiHbl PV- 1 CB-ir KjieTku pa3HbIX MOP(OTUIIOB
B Heliponuiie, yMepeHHO MMMYHOPEaKTUBHOM K 00OMM TpoTerHaM. JIJisl 3THUX OTIEIOB XapaKTepHO cofiep>KaHue
KPYIHBIX TUPAMUAIOIIOA00HBIX ¥ MyIETANONSIPHBIX PV- 1 CB-ir HEfipoHOB ¢ IJIMHHBIMU J€HIPUTHBIMU OTPOCT-
Kamu, (opMUPYIOIIMMU B IIOBepXHOCTHOM oTaesie HA kierouHo-(hubpo3Hblii cioii. CaenaH BBIBOI O HAJIMYUU B
TajaModyraTbHOM 3pUTESIbHOM ITyTH rosy0si mapayienbHbiX PV- u CB-cnietmnduunbix KaHanoB. JlaH cpaBHUTETb-
HBII aHAJTN3 BapMaOeIbBHOCTH 3TUX KAaHAJIOB Y Pa3HBIX BUIOB MTUIL, KOTOpast 00yCIIOBJIeHA 3KOJIOTO-alalTTUBHBIMUA
(dakTopamu. B paMKax coBpeMeHHOTo IpeacTaBieHNsI 00 OpraHu3aluy U 3BOTIOLIMOHHOM MTPOUCXOXIeH Wulst
NTULL U CTPUAPHOI 3pUTENIbHOI KOPbI MJIEKOITUTAIOIINUX 00CYKIA€TCSI TOMOJIOTHSI 3TUX CTPYKTYP.

Karouegwie croga: TanamoddyraibHasi 3puTeSibHast CUCTeMa, rojyob, MapBalbOyMUH KJIOUHAWH, IUTOXPOMOK-

cumasa, romosiorus Wulst
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BBEAEHUWE

3purenbHas CUCTeMa TTUII, TaK Ke KaK APYTUX aM-
HUOT (PEeNTUINM, MJIEKOIMTAIONINE), BKIIOYAcT IBa
MapaJuIeJIbHBIX TTYTU: TATaMOMYTaTbHBIN C TIePeKITIO-
YyeHHeM B JOPCAJIbHOM siipe Hapy>KHOTO KOJSHYATOIO
tena (GLd) u ero mpoeknueil B 3pUTENbHBINA TUTIEP-

Ipunsmute cokpawenus: CaBPr — Kanblmii-cBA3bIBaIOIINE TIPOTE-
uHbl; 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 — nopcayibHblit
BEHTPUKYJISIpHBII rpedeHb; GLd — n. geniculatus lateralis, pars dorsa-
lis; HA — hyperpallium apicale; HD — hyperpallium densocellulare;
HI — hyperpallium intercalatum; IHA — n. interstitialis hyperpallium
apicale; -ir — tMmyHopeakTuBHbIit; 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 — xxenynodek; Va — vallecula.

nauiuyM (Wulst), 1 TekTodyranbHbIi, Oepylivii Hava-
JIO B TEKTYME, C IIEPEKIIIOUEHIEM B KPYIJIOM SIIPE Tajia-
myca (Rot) Ha myTH B ero IpoeKIMOHHOE TEJIDHIIE-
danpHOEe moJjie 3HTOomnaIuyM [1—5]. o HacTosIero
BpPEMEHH COXPaHSIETCSI MHTepeC K IIpo0IieMe 3BOJIIO-
LM 9TUX CUCTEM, MX NPEAIISCTBEHHUKAM Y HU3IINX
MO3BOHOYHBIX, TOMOJIOTMM C TaJaMO-TeJ3HIedhalb-
HBIMHU 3pUTEIbHBIMU CUCTEMAaMU MJIEKOIIUTAIOIINX U K
dakTopaM, OIIPEICNISIONIMM HX IIpeoOpa3oBaHUs B
¢dunoreHese. B MHOro4nciaeHHBIX paboTax U3y4yaiuCh
X pa3jIndHbIe XapaKTepUCTUKU (Mopdoaorudeckue,
XOIOJIOTMYECKME, SMOPHUOTeHETUIECKIE, HEPOXUMU -
yecKue, reHeTuYeckue, (pyHKIMOHAaJIbHbIE, TOBEICH-
YyeCcKHe), UCIIONb3yeMbIe IJISI OLICHKM KOHCEepBaTUB-
HBIX YepT 1 TUIAaCTUYECKUX ITPeo0pa30oBaHUM TEKTO- U
TaJlaMo(yTaJIbHbIX MYTEeM Cpeau IIMPOKOro Kpyra
MpeaCcTaBUTENIC IT03BOHOYHBIX. MccnemoBaHus Ha
NTUILIAX IPUBEIN K PEBU3NU MPEKHETO IIPEICTaBICHUS
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0 rOMOJIOTMM 3HAYMTEJIbHOM YacTu MX KOHEYHOTO MO3-
ra, paccMaTpuMBaeMOTO J0JIroe BpeMs KaK TOMOJIOT
cTpuatyma, K HOBOI MHTepHpeTaliu, COrJIacHO KOTO-
poli mop3ajibHas 4acTh CTpMATyMa, TOP30BEHTPAJIb-
HbIii rpe6eHb (DVR) sBasieTcst najiivaibHbIM 00pas3o-
BaHueM. B cooTBeTcTBMU C 3TUM ObljIa U3MEHEHA HO-
MEHKJIaTypa Ha3BaHUU CTPYKTYp KOHEYHOIo MO3Tra
nrull [6, 7]. CobcTBEeHHO cTpHaTyM, Oa3ajbHble TaH-
[JIMYM KOHEYHOTO MO3ra, 3aHUMAlOT 110 HOBOI HOMEH-
KJIaType CXOAHOE MOJIOXKEHUE, UMEIOT TaKue XK€ CBSI3H,
OTHOCUTEJIbHBIN 00beM U MOJEKYJISIpPHbIE CBOMCTBA C
TaKOBBIMHU MJICKOIIMTAIOIINX [7].

B cpaBHUTENBHBIX MCCICOOBAHUSIX 3PUTEIbHBIX
LIEHTPOB aMHUOT IIMPOKO MCIIOJIb3YETCsI MCCIeI0Ba-
HUE paclpene/ieHUs KaJlbLii-CBI3bIBAIOIINX ITPOTEU -
HOB (CaBPr) 1 akTMBHOCTU OKUCIUTEILHOTO METa00-
Juyeckoro ¢depmeHTa nuToxpoMokcunassl (CO), or-
paXaronux CBOMCTBA X yPOBEHD UX (DYHKIIMOHAJIBHOM
aKTUBHOCTU. Y TITHUL OBIIM OOHApYKEHBI Pa3TAdusI
9THUX XapaKTEPUCTUK B ILIEHTpax TajaMo- U TeKTODy-
rajibHoro myteit [§—12]. Hanuuwue akcnpeccuu PV uc-
KJTIOYUTEJIbHO WJIU TIPEUMYILECTBEHHO B 1IEHTPaX TeK-
TodyranpHoli cuctembl, a CB B meHTpax TaimaMmody-
raJIbHOI CHUCTEMHI Y BbIOPKA IIPUBEJIO K 3aKII0YCHUIO,
4TO TeKTO(dyrajabHas CHUCTEMa Yy 3TOIO BUAA IITHUII
PV-cnietnudnunas, a tanamodyranpHasgs CB-crenm-
¢uuHasg. OmHaKoO y APYroro Buja NTUIL, TojayoOeit, B
TekTodyraabHOI cucteMe ObUIU OOHapyXeHbI U PV- 1
CB-crnieiuduyHble KaHadbl, MPEANOJOXUTEIbHO
CBSI3aHHBIE ¢ UX PYHKIIMOHAJIbHBIMUA OCOOCHHOCTSI -
MM, 00YCIOBICHHBIMI 00pPabOTKOM pa3HOMOIAIbHBIX
3pUTENbHBIX cuTrHaioB [12—14]. B TamammyeckoM pe-
JIEHHOM ILIEHTpe TajaMoGyralbHON 3pUTEIbHOU CU-
creMmbl GLd Takke oOHapyKeHa BapuaOEIbHOCTh CO-
nepxaHusi PV- u CB-ir k1eToK y pa3HbIX BUJIOB MTHUIL
[9, 12, 14—16]. B Hammeit mpenwimytieit padore [12] 6GbI-
J10 mokasaHo, 4yTto GLd ronyos ue aasercs CaBPr mo-
HOCHIeIM(PUIHBIM 00pa30BaHMEM: B €ro pPa3IUIHBIX
noabsiApax, poeuupyromxcs B Wulst, coaepzkarcs u
PV- u, CB-ir Heiiponbl. [Ipogokas usyyeHue tajaa-
MoGQYyTraJbHOI CUCTEMBI, B HACTOSIIECH padboTe MBI UC-
cienoBanu pacnpenenenue PV, CB uMmmyHopeakTuB-
HocTH 1 akTuBHOCTH CO B 3puTepbHOM Wulst Tomy0s1.
Pacnipenenenyie B HeM 3THUX IIPOTEMHOB Y TOTyOsT paHee
He wu3ydajoch. IIpoBeneH CpaBHUTEIbHBIM aHaIU3
MEXBUI0BOI BapuabeJbHOCTU 3TUX XapaKTEPUCTUK Y
pa3Hbix BUnoB ntull. Oo0cyxmaercst romojiorus Wulst
OTULl U CTPUAPHOM 3PUTEIBHON KOPbI MJICKOIIMTAIO-
II1X B CBETE COBPEMEHHOTIO IIPEACTABJIEHUS 00 X Op-
raHMU3al1 U SBOJTIOLIMOHHOM ITPOMCXOXICHUN.

MATEPUAII 1 METOINKA

Martepuan moydeH Ha 11 Tony0s1X, KOTOpbIe OBIITA
WCIIOJIb30BAaHBl UISI UMMYHOTUCTOXUMHMYECKOTO U
GbyopeclieHTHOMMMYHOTMCTOXUMHUYECKOTO M3YYSHUSI
pacnpenenenust CaBPr, u ructoxuMudeckoro onpese-
neHus aktuBHoctu CO B sHTONnasutmyme [13]. Dkene-
PUMEHTHI IPOBOIVMIMCH B COOTBETCTBUU C OMO3THYE-
CKMMMU TIpaBWJIaAMM, YTBEPKACHHBIMU KOMUTETOM IIO
oxpaHe XuBOTHbIX UD®B PAH. IMox rinydbokuM HeM-
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OyTaJIOBBIM HapKO30M MPOU3BOJNIN UHTPpaKaApAalb-
HO Tnepdy3uio Mo3ra 4%-HbIM pacTBOpoM mapadop-
MajbJeruaa 1 3aTeM B TeueHue 24 4 u30JI1upOBaHHBIM
MO3T MHKYOMpoBain B 20%-HOM pacTBOpe caxapo3bl
Ha 0.1 M ¢ocdatHom Oydepe, pH 7.4. Y3 kaxknoro
MO3ra TOTOBWJIM 3aMOPOXEHHBbIE Cpe3bl TOJIIUHON
40—50 mxm. CBOOOIHO INIaBaOIINE Cpe3bl MO3Ta
4 rony0eit oOpabaThIBAIM MapajljIeIbHO C ITOMOIIBIO
CTaHAAPTHOM aBUAWH-OUOTUH-TIEPOKCUIA3HONH UM-
MYHOTMCTOXMMUWYECKON TEXHUKU B OMHOMN Cepuu IJIsi
BblIsiBJieHUs1 PV, B apyroii nis BeisiBaenuss CB. Mc-
MOJIb30BAJIM MOHOKJIOHAJIbHbIE aHTUTEeNa MPOTUB PV
(mouse anti-PV, Sigma, CIIIA) B pazBenenun 1:5000—
7000 n monmukimoHanbHBIe aHTUTeMa TpoTuB CB 1 CR
(rabbit anti- CB/CR, Swant, IlIBeiiniapusi) B pa3Bene-
Huu 1:3500—5000 (metanm metomuku cM. [13]. Cpesnl
KOHEYHOTO MO3ra OJHOTrOo Tojy0si OKpallMBaJIu IO
Huccmo (tmonun). Ilpu mBoitHOM diryopeciieHTHOM
WMMYHOTHUCTOXMMUU (IBa Toxy0si) PV BeIIBISIIM C T10-
MOILIbIO UMMYHOTJIOOYJIMHOB, KOHBIOTUPOBAHHBIX C TET-
paMeTUIpoaaMUH u3oTuoMoHaroM (Sigma, CIIIA), na-
Io111ero 3ejieHoe cBeueHue, a CB — ¢ moMoiiibio ¢Jitoo-
pocuenH m3zotuoumnonara (Vector, CIIIA), maiomiero
KpacHOE€ CBeYCHUE METKHM (deTanr MeToIuKu cMm [13]).
Boissnenue akruBHoctr CO (4 roj1y0s1) ¢ MCIIOIb30Ba-
HUEeM LIMTOXpoMa ¢ U3 Oblubero cepaua (Sigma, CIIA)
MIPOBOAMJIN TaKXKe Ha CBOOOIHO TUIABAIOIINX 3aMOPO-
JKEHHBIX cpe3ax ToJuHoi 40—50 MKM C TTOMOIIbIO
CTaHIAPTHOI TMCTOXUMMUYECKOUN MeToguku [17], mpu-
MeHsBIIelica Hamu paHee [11]. IIpocMoTp MaTepuana
U (poTocheMKa MPOU3BOAUINCH HA MUKpPOCKOIe Zeiss
Axiolmager Al (I'epmanust). Konokanuszanus 1BOI-
HOTO (DJIIOOPECLIECHTHOTO MEUYEHUsI aHAIU3MPOBaIaCh
Ha KoH(pokaabHOM Mukpockorie Leica SP5 MF. (Leica
microsystems, I'epmanms). O003HaYSHUS CTPYKTYP KO-
HEYHOIo Mo3ra royiyosi 1aHbl B COOTBETCTBUMU C HOBOI
HOMEHKJIaTypoii [6], TanamMudeckux saep — mo [18].

PE3YJIbTATDBI

Pacnpenenenme CaBPr u aktuBHOCcT CO M3yvyanu B
CJIOSIX 3PUTEILHOTO TUMEepHaIuyMa, UMEHYEMbIX KakK
HA, THA, HI, HD corinacHo HOBOI1 HOMeHKJIaType [6,
7]. Cnou THA u HI tpynHo pazaenumsl y romyoeii. I1o-
3TOMY B Hallei pabote Mbl paccmarpuBaeM IHA/HI kak
€IVHYI0 30HY, COOTBETCTBYIOIIYI0 Hyperstriatum inter-
calatum superior (HIS) B crapoit TepmuHonorum [19].

AKmMUueHOCMb UUMOXPOMOKCUOA3bL

Ha cpesax Mosra, okpaiieHHBbIX 1Mo Hwuccimo, B
Waulst HeYeTKO BBIIENSIeTCSI JOPCO-BEHTPATbHO OpU-
€HTUPOBAHHBII CJIOi IIJIOTHO YITaKOBAaHHEIX, IIPEUMY -
IIECTBEHHO MEJIKMX, OKPYIJIBIX KJIETOK, TOIIoTpaduyae-
cku coBnanatomuii ¢ IHA/HI. B morpann4HbIx ¢ HUM
MmenuanbHo HA u narepansHo HD comepxutcs cMme-
HIaHHas Tomyasauus auddy3HO pacrpeaeieHHbIX
MEJIKMX U 00Jiee MHOTOYMCJIEHHBIX, CPEIHETO pa3Mepa
W KPYIIHBIX KJIETOK (puc. la). JIeHTOBMOHBINA CJIOi1
IHA/HI oTtyetnmBO BhIAesIcS Ojiaromapsi BHICOKOM
aktnBHOocTH CO. OHa pe3ko ymMeHbImagach B HAm HD
(puc 16; puc. 2a). Heiipormuis B IHA/HI cocrosin uz
Ne 4
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IUTOTHOTO CKOIUTCHUSI TOYEYHBIX (TepMUHAIBHBIX) U
MIPEeTePMUHAIBLHBIX CTPYKTYP, CPEIN KOTOPBIX pacces-
Hbl CO-aKTUBHbBIC KJIETKU, HE BCETa pa3TudnuMBble U3-
3a BBICOKOI IUIOTHOCTHU Heliponuist (puc. 1B).

Kanvyuii-ceszviearouue npomeutsl

CxemaTu4yecKH IIpecTaBJIeHHOe Ha puc. 20, B pac-
npeaeneHue PV u CB uMMyHOpeaKTUBHOCTH OCHOBAaHO
Ha O0beOAUHEHHBIX JAHHBIX, ITOJYYEHHBIX C ITOMOIIBIO
OOBIYHOI M (PIIyOpPECLEHTHOX UMMYHOTMICTOXMMUM.

PV ummynopeaxmuenocms. B o61actu mexxmy HA n
HD, 3anumaemoii IHA/HI, BbIgBICHBI mapajjieib-
HbI€, JOPCOBEHTPATbHO OPUECHTUPOBAHHBIE JIaTEPaTb-
Hasi 1 MeIuaJibHasl JICHTOBUIHBIC 30HbI, COAepKaIlIre
PV-ir Heliponuib 1 KjieTKU (B JajbHEMIIeM COOTBET-
CTBEHHO ITapBajibOYyMUH-IIO3UTUBHBIE 30HBI B TEKCTE,
1 u 3 Ha pucyHKax), pa3aesieHHbIe Ooyiee Y3KOii 30HO,
nuieHHou PV-ir Heitponiunsg (2 Ha pucyHkax). Jlare-
pajibHasl MapBaJIbOYMUH-TIO3UTUBHASI 30HA, TpaHUyYa-
masi ¢ nomiexamuM HD, oTyeTaMBO BbhIpaxkeHa Ha
BCEM JOPCOBEHTPAILHOM MpoTsixkeHUu. Ee 6osiee Mac-
CUBHBIN JOpCalbHBINA OTOE] II0BOPAYMBAET JIaTepaib-
HO, PacIpOCTpaHsIsICh ITapaIeIbHO IIOBEPXHOCTHU IO~
nymapus no yriyoaeHus (vallecula, Va). MeHee 3Ha-
yuTeJibHasi MeauajibHasi IapBaaibOyMUH-TO3UTHUBHAS
30Ha, pacrnojiokeHHas 1o rpaHulie ¢ HA, He Bcerma
MpociexXuBajiaCh Ha BCEM JOPCOBEHTPAJIbHOM MPOTSI-
XXeHUU, ¥ 00JIee IIOCTOSTHHO BHISIBJISUIACH B €€ TOPCallb-
HOM otaefie (puc. 20; puc. 3a). ITo ¢popMme u pacoo-
XKEHUIO ITapBajIbOYMUH-TO3UTUBHBIE 30HBI COBIAIAIOT
¢ obnacTthio BbICOKOUM akTuBHOCTH CO (cM. puc. 10;
puc. 2a). JlarepanbHas 30Ha (1) comep:kayia TOYCUHbIA
Helponwib U MHOTOYMCIeHHbIe PV-ir KIeTKU, UMEB-
mue OOJIBIIYIO IJIOTHOCTh B €€ IOpCajJlbHOM OTIEIIE.
Cpenu HUX IIpeod1agaIm B OCHOBHOM YMEPEHHO U UH-
TEHCUBHO OKpAIlIEeHHbIE MEJIKME, 3Be3M4aTo-I10100-
Hble KJIETKU C TUIOXO BBISIBISIBIIMMUCS MTPOKCUMAITb-
HBbIMU OTAeJIaMU J€HAPUTOB, U OYEHb MEJIKME, KPyT-
Jible (TpaHyJISIpHOTO THIIa) KJIETKU 0e3 OTPOCTKOB.
Pexxe BcTpeuanuchk 6osee KpynHbIe 1 00Jiee MTHTEHCHUB-
HO OKpallleHHbIE KJIETKH C IIPOKPAIIeHHBIMU ITIPOKCHU-
MaJibHBIMU AeHapuTtamu (puc. 30, B; puc. 5a, 6). B me-
IuajbHOK 30HE (3) IIOTHOCTh UMMYHOPEAKTUBHOTO
HEUPOTWIIS U KJIETOK MEHBbIIIE, YeM B JIaTepajibHOM 30-
He. B Heil conepxanuce Te xe Tunbl PV-ir KjieTok, HO
KOJIMYECTBO MEJIKMX KJIETOK ObLIO 3HAUYUTEIIBHO MEHb-
e, 4eM B JIaTepaJbHOU 30He. Melkre KIeTKU ObLIN
crnabee oKpallleHbI, YeM 0oJiee KpYITHBIE KJIETKH C TTPO-
KpallleHHbIMU AeHAPUTHBIMU OTpOCTKaMu (puc. 3T;
puc. 56). B monocke, nuieHHoi PV-ir Heliponiuis (2),
paszaensitoneil JaTepaJbHy0 U MeIUabHYI0 MapBajib-
OYMMH-TIO3UTUBHEIE 30HBI, HA0IIOIAINUCh EAMHUYHBIC
PV-ir xitetku (puc. 20; puc. 3a, 6). IIpu ummyHoIy-
OpeCIIEHTHOIT 00paboTKe Cpe30B MOXKHO BUIIETh O0ojiee
BBICOKYIO TIJIOTHOCTH Helpomnusist U Mejakux PV-ir
KJIeToK B jaTepanbHoil 3oHe ITHA/HI, yuem B menu-
aJlbHOM, a TakxKe peakue PV-ir KjieTKu B pa3aessiio-
meit ux 3oHe 2 (puc. 20; puc. 3a, 6; puc. 5a, 0, r). B
HA, B o6nactu, nmorpannuHoii ¢ IHA/HI, ymensIa-
J1ach IJIOTHOCTDb HEMPOTIMJIsI, BO3pacTaBIllasi B HaIIpaB-
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Puc. 1. Pacnipeaenenue B Wulst aktupHoctu CO.

Ha nonepeyHbIx cpe3ax KOHEYHOro Mo3ra: a — okpacka Io
Huccio, HeyeTKo oYepUueHHbII CI0i MEJIKHMX OKPYIIbIX Kile-
TOK B 0b6mactu, cootBerctBytoieit IHA/HI (ouepuen); B HA u
HD npeo6nanator 6osee KpyrnHble 1 UHTEHCUBHEE OKpallleH-
Hble KJIETKU. 6 — BbICOKast akTUBHOCTb CO orpaHuyeHa oosa-
ctoio IHA/HI. B — nipu GsibliieM yBeTMUEHUY B IZIOTHOM TO-
YeyHOM Helponuiie BUTHBI oTaesibHble CO-aKTUBHbIE KJIETKU.
Ha sToM 1 ocTaibHbIX pucyHKax: M — MenuaiibHas, D — mop-
cajibHast CTOPOHBI. O003HAYECHUS CTPYKTYP CM. B CIIMCKE TTPU-
HATBIX coKpateHuid. Macirab B Mmxum: 100 (a, B), 500 (6).

JIEHUH ero nepudepruiecKux OTAEI0B B 3HAUNTEILHOMN
cTeneHU Oyarogapsi OTpOCTKAaM MMMYHOPEAKTUBHBIX
KJIeTOK (puc. 20; puc. 3a, 1, ¢). B HA nuddysno pac-
TpeaeieHbl KJIETKU pa3HbIX MOP(OTUIIOB. XapakTep-
Ne 4
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Puc. 2. Cxematnueckoe nzobpaxeHnue pacrpenencHust aktubHoctu CO (a), uMMyHopeakTBHOCTH K PV (6) 1 CB (B) B Helipomnuiie

U HelipoHax Wulst.

IMomnepeunblie cpe3bl MOIYIIApKsI KOHEYHOrO MO3Ta Ha YpOBHe, Tie IpeacTaBiieHbl Bee ero otaensl: HA, IHA/HI u HD, a takxke
norpannuHblie ¢ HD He3puTenbHble MajuinanbHbie cTpyKTypbl HL 1 LAN. Okpacka hoHa oTpaxkaeT ypoBeHb UMMYHOPEAKTUBHO-
ctu K PV, CB u aktuBHoctn CO B Heiipomniie: TeMHOCepasi — BBICOKas, CBETIIOCepasi — yMepeHHasl, 6eblil (hoH —ciabasi/oTcyT-
crBue. Touku 1 cuMBOJIbI HeiipoHOB — PV-ir, CB-ir u CO-akTuBHBIe KJIeTKU. JIMHNM — (hparMeHTbI MEYEHBIX BOJIOKOH. BumHo
orpaHuveHue MakcuMaiabHoi akTuBHocTH CO 1 PV-umMyHopeaktuBHocTr obsactbio IHA/HI. 1 — narepanbHas napBaibOyMuH-
MO3UTHUBHASI, 2 — KAJIOUHIAWH-TIO3UTUBHASI, 3 — MeAuaIbHasl MapBaIbOYMUH-TTO3UTUBHAST 30HBbI.

HOI1 yepToit 3TOrOo OTHEeHa Wulst SIBIISTIOTCS SIPKO OKpa-
IIEHHbIE€ KPYITHBIE U CPEIHETO pa3Mepa MUpaMuI0mno-
JIOOHBIE M MYJIBTUIIOJSIPHBIE HEHPOHBI C IJIUHHBIMU,
BETBSIIIMMUCS NeHApUTaMu. B caMoM mMoBepXHOCTHOM
otaene HA oHu dhopmMupoBaiv TJIOTHBIN KJI€TOYHO-
GUOPO3HBII cnoit. Menkue, OKpyTJIbie KIIETKM C pa3-
HOI CTENEHbIO OKPAIIUBAHUS U C HETIOCTOSIHHO MPO-
KpallMBaBIIUMUCS  NPOKCUMAJIbHBIMU  OTIEIaMu
JNEHIPUTHBIX OTPOCTKOB Takxke nuy3HO paccesiHbI B
HA (puc. 26; puc. 3a, n, e; puc. 56). B HD Ha ¢oHe
cJ1abo0 MMMYHOpPEaKTUBHOro Heuponwisa auddy3Ho
paccessHbl PV-ir xieTku pa3HbIX MOP(GOTUIIOB, CXOJI-
HBIE ¢ KJIeTKaMu B HA: KpyITHBIe U cpeHeTo pa3Mmepa,
WHTEHCUBHO OKpallleHHble TNUPaMUIOINONO0HbIE U
MYJIbTUNOISIPHBIE C IJUHHBIMUA JOEHAPUTHBIMU OT-
pOCTKaMu, a TakKxKe MeJIKre, OKpYIJIble, ciabee oKpa-
LIEHHEBIE KJIeTKU (puc. 20; puc. 3a, X, 3).

CB ummynopeaxmuenocms. Pactipenencaue CB-ir
Heviponwisa B IHA/HI Gb10 B OCHOBHOM ajbTepHa-
TUBHBIM TI0 OTHOIIIeHUIO K PV-ir Helipomiio. Y3kas
JIOPCOBEHTPAJIbHO OPUEHTUPOBAHHASI JICHTOBUIHAS
30HA TOYEYHOTO, YMepeHHO oKpalueHHoro CB-ir Heii-
pormis (KaaOMHIWH-TIO3UTUBHAS 30HA, 2 Ha PUCYH-
Kax) CoBIIagaeT C IMIIeHHOM PV-ir Heliponuist 1moJioc-
KOM MeXOy JaTepadbHOM M MeIUaJIbHOM ITapBaibOy-
MUH-TIO3UTUBHBIMU 30HaMu. OHa 4e€TKO OTrpaHUYeHa
OT TIoAJjiexalleil narepajbHON TMapBaTbOYMUH-TIO3U-
TUBHOM 30HBI 1 M MeHee YeTKO OT MeIuajbHOM
HapBaJIbOYMUH-IIO3UTUBHOI 30HBI 3 13-3a HAJIU4US B
nociienHeil cimabo okpamreHHoro CB-ir Heiiponws.
Jopcampao CB-ir Helipomiib KaJTOMHINH-TTO3UTHUB-
HOIi 30HbI HEMPEPHIBHO MNEPEXOIUT B MOBEPXHOCTHDIN
otnen HA (puc. 2B; puc. 4a, 6; puc. 5B, r). KajnOuH-
JIMH-TIO3UTUBHAS 30HA COJIEPKUT HE TNIOTHO PACIIOJIO-
XXEHHBIC CpeIHEero pasMmepa 3Be314aTo-IHOHOOHEIC
KJIETKU C IEHAPUTHBIMU OTPOCTKAMM Pa3HOM CTETICHU
OKpalllMBaHWsI, 1 OoJiee MeJIKMEe, KPYIble (TpaHyJIsip-
HOTIO THUIIA), Yalle cJiabo OKpalleHHbIE KIETKU 0e3 OT-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

pocTkoB (puc. 2B; puc. 40, B; puc. 5a, B). HemHoro-
YMCJIEHHBIC 110 cpaBHeHUMIO ¢ PV-ir kinetkamu, CB-ir
KJIETKM paccesiHbl U B TapBaJIb,OYMUH-TTO3UTUBHBIX 30-
Hax: B JaTepanabHOM, nuiieHHo CB-ir Helipormist, n
B MeAuaIbHOM, comepxXalieii ciabo okpaiieHHbI CB-
ir HeliponuJib (puc. 2B; puc. 4a, 6; puc. 5a, B, T). B HA
B YMEPEHHO OKpameHHOM TouedHoM CB-ir Heliponn-
JIe BBISIBJIEHBI MHOXKECTBEHHBIE MMMYHOPEAaKTHUBHBIC
BOJIOKOHHBIC CTPYKTYpbl. IIJIOTHOCTh M WMHTEHCUB-
HOCTb OKpaIllMBaHUSI HEWpPOMWIS BO3pacTajia B Ha-
MpaBIeHUU K IIOBEPXHOCTU IIOJYLIApUsS, MTOCTHUTIast
3HAUYUTEJIbHOI CTETIEHU B €T0 MOBEPXHOCTHOM OTIE/Ie
(puc. 28B; puc. 4r, o, e; puc. SB). MHOro4rciaeHHbIE SIp-
KO OKpallleHHbIe KPYIIHbBIE 1 CPEIHETro pa3Mepa Imupa-
MUIOIIOA00HBIE U MyIbTUIIONSApHEIE CB-ir KieTku ¢
JUIMHHBIMU, BETBSIIUMUCS ASHAPUTHBIMUA OTPOCTKA-
MM, TAKOTO XXe THTIa KaK JIoKajin3oBaHHbIe B HA PV-ir
HelpoHbl, 1nd@y3Ho paccessHbl B HA. B moBepxHoCT-
HoM otneiae HA oHu ¢opmupoBanu IUIOTHBIA Kie-
TouHO-GMOpOo3HEI cioii. B HA conmepxanncek Takke
MEJIKHE, KPYTJIbIe KJIETKM C Pa3HOM CTENEeHbIO OKpa-
IIMBaHUSI TeJl KIJIETOK M MNPOKCUMAaIbHBIX OTIEIOB
neHnputoB (puc. 4r, a, e; puc. 5B). HD xapakrepu3zo-
BaJjicsl ¢Jiabo oKpallleHHbIM TouyeuHbiM CB-ir Heitpo-
MUJIEM U TeTePOTeHHBIM COCTABOM MMMYHOPEAKTHB-
HBIX KJI€TOK, CXOOHBIM C TAKOBBIM B LIEHTPaJIbHOM OT-
mene HA. OH comepXal SpKO OKpallleHHBIE,
nrddy3HO paccessHHbIE KPYITHBIE U CpEeIHETro pa3Mepa
MM PpaMUIONIOA00HBIe M MyJIbTUTIONSpHBIE CB-ir KiteT-
KM C IJIMHHBIMUA, BETBSIIIMMUCS OEHAPUTHBIMU OT-
pOCTKaMM, a TakxXKe MeJIKHe, OKpPYIJible KJIETKU C Ba-
pbUpyoliei MHTEHCUBHOCTBIO OKpalllMBaHUsI
(puc. 2B; puc. 4a, x, 3). JlarepanbHas rpanuiia HD ¢
LAN u ero mopcaibHbIM IpoaokeHuemM HL yeTtko
ouepueHa, Ojlaromapsi COAEPKaHMUIO B MOCIETHUX UH-
TEHCHUBHO OKpalueHHoro CB-ir Heiiponwiss 1 MHOTO-
YUCJIEHHBIX CPETHETrO pa3Mepa U KPYIMHbBIX MYJIbTUIIO-
nspHBIX CB-ir kiieTok. PV-ir HEMpOHBI B 3TUX OT/IEIaX
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Puc. 3. Pactipenenenue PV-uMMyHOpeakTUBHOCTH B Heii-
pormine 1 HeiipoHax Wulst, TeMOHCTpUpyeMoe Ha MUKPO-
dororpadusix mornepevHbIX CPe30B KOHEUHOTO MO3ra.

a — obmast KapTuHa pacrpeneieHus PV-umMmMyHopeakTns-
Hoctu B Wulst; B nopcansHom otaesne IHA/HI BunHbl nBe
napajulieJibHble MapBajlbOyMUH-TTO3UTUBHBIC 30HbI: JlaTe-
panbHas (1) 1 MmeauanbHas (3), BBIIEISIOIMECS COmepKa-
HUEM MHOTroYMCcleHHbIX PV-ir kjieTok u Helipornuis, pas-
NeJIEHHbIE CBETJION TMOJOCKOI (0003HaueHa CTpesIKaMMu),
conepxaiieit penkue PV-ir kjaeTku. 6, B — 60JIbIIast IioT-
HOCTb MEJIKMX UMMYHOPEAaKTHUBHBIX KJIETOK B JlaTepaTbHONU
30He 1 (B — mpu 6OJIbIIEM yBEJTMYEHUH). T — IUIOTHOCTh
KJIETOK MEHBbIIIE B MeIUaJIbHOM 30HE 3. 11, ¢ —B HA ymepeH-
HO OKpallleHHbII Heiiponuib, TpeobianaHue KpPYMHbIX
PV-ir HeiipoHOB ¢ JUIMHHBIMU JE€HAPUTHBIMUA OTPOCTKAMU
U GoJiee penKre MeJIKMe KJIEeTKU C pa3HON MHTEHCUBHOCTbBIO
OKpalllMBaHUS TEJI U OTPOCTKOB (€ — Ipu OOJIbIIEM yBeIMYe-
HUM). X, 3 — B HD cnabo okpaitieHHbIi1 HeiiponuJb, reTepo-
TeHHBII coctaB PV-ir KjteTok, cxomHblii ¢ TakoBbIM B HA (3 —
npu 66blleM yBelndeHun). Ha 1—3 KpynHble KJIETKU M0-
Ka3aHbl JBOMHBIMU CTpEJKaMHU, MEJIKHEe — OIMHAPHBIMU.
Macmtab B MkM: a (250), 6, 1, 11, x (50), B, €, 3 (25).

ObLIM MEHee MHOTOUYMCJIEHHbI, a Heliponwib PV-um-
MyHOHeraTuBeH (puc 20, B; puc. 50, B). B ombITax ¢
MBOMHBIM MMMYHOMIYOPECIIEHTHBIM MapKHpPOBaHM-
eM HaOmopaiachk Konokanusauus PV u CB B yactu
KJIETOK: MPEUMYIIECTBEHHO KPYITHBIX, B OOJIbIIEM KO-
JINYECTBE B MOBEPXHOCTHOM oTaesne HA, pexe B Mel-
kux kiaetkax IHA/HI (puc. Sa—r).

INonydeHHBIE TaHHBIEC TTOKA3a1, YTO 3pUTEIbHAS
MpoeKLoHHas obaactb Wulst ronyost IHA/HI nony-
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BEJIEXOBA u np.

()

Puc. 4. Pacnipenenenue CB-UMMyHOPEaKTUBHOCTU B HEli-
porwie u HeiipoHax Wulst, teMOHCTpUpyeMoe Ha MUKPO-
doTorpadusix rmornepeyHbIX Cpe30B KOHEYHOTO MO3Ta.

a — ob1ast KaptuHa pacripeneiaecHuss CB-uMMyHopeakTuB-
Hoctu B Wulst; B IHA/HI y3kas nongocka (KanOMHAMH-TIO-
3UTUBHAsI 30Ha 2), copepxkauast CB-ir Heiiponuib 1 KJeT-
KM, OrpaHUYeHA MapBaIbOYyMUH-TTO3UTUBHBIMU 30HaMu |
u 3 ¢ HeMHorounciaeHHbIMU CB-ir kiieTkamu. 6— retepo-
TeHHBII coctaB CB-ir kJ1eTOK B 30HE 2; B — TIpu 0OJIbIIIEM
YBEJIMYEHUM. T, 11, € — B HA yMepeHHO oKpallleHHbII Heli-
ponuiib, npeodaaganue KpynHbeix CB-ir HeipOHOB ¢ IIMH-
HBIMU ICHIPUTHBIMUA OTPOCTKAMU U 60Jiee peIKUEe MeJIKue
KJIETKM C pa3HOU MHTEHCHUBHOCTBHIO OKpallMBaHUS TeT U
oTpOoCTKOB. [Ipu GOnbLIEeM yBeIUUYEHUN B MOBEPXHOCT-
HOM () u rIyookoM (e) otaenax HA. x, 3—8 HD B cnabo
OKpalleHHOM Heitponuie 1uddy3HO paccesiHbl Te XKe TH-
nbl KpynHbIX U Meakux CB-ir kietok, uro u B HA; npu
0ObIlIeM yBennueHuu (3). Ha B—3 KpyIiHbIe KJIETKH ITOKa-
3aHbl JBOMHBIMU CTPEJIKAMU, MEJIKHEe — OJWHAPHBIMU.
Maciurab B MkM: a (250), 6, 1, x (50), B, o, e, 3 (25).

gaeT U1 PV- u CB-crienuuuHyIo TalaMU4eCKylo MH-
HepBallMIo, pachpeiceHHYI0 ajJlbTepHAaTUBHO COOT-
BETCTBEHHO B MapBajbOyMUH-MO3UTUBHBIX U KaJOWH-
IUH-TIO3UTUBHOM 30HAaX, XOTS HE MCKJIIOYEHbl U
Ipyrue (TeKTajbHble, MpPeTeKTalbHbIe) MCTOYHUKU
aToit uHHepBauuu. PV- u CB-ir KjieTku B 3TUX 30HaX
pacripenesieHbl C NEPEKPHITUEM, HO B MAPBAILOYMUH -
MO3UTUBHBIX 30HaX MpeobdianaeT MI0THAS MOMYJISLIMS
PV-ir Menkux KJI€TOK 3Be3a4aTO-TPaHy/ISIpPHOTO THUIIA,
a B KAJIOMHAWH-TIO3UTUBHOI — Oo0Jiee KPYIIHbIE 1 MEJI-
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Puc. 5. Pacnipenenenue PV- u CB-uMmMyHopeakTBHOCTH B Wulst, BBISIBJICHHOE C TTIOMOIIIbIO IBOMHOI KIMMYHOMDITyOpECLICHIIMY.

a — JIBa rnapajuiesibHbIX cjiosl B BeHTpasibHOM otaene IHA/HI: narepanbhblii (1), conepxaiuuii nperuMyiuectBeHHo PV-ir Heitponib u
KJIETKU, Y MeIUaJIbHBI (2), conepxaiiuii B ocHoBHOM CB-ir Heliponuiib 1 KJIETKU. 0, B, T — TpU 30HBI B jopcajibHoM otaesie IHA/HI:
MapBaIbOYMUH-TIO3UTUBHBIE JTaTepaiibHast (1) u MmenuanbHas (3), KanonHanH-no3uTBHA (2) Mmexny Humu. B HA muddysHo pacmpe-
neneHsl PV- u CB-ir kiieTku pa3HbIX pa3MepoB. Ha a, T ctpeiikamu oTMedeHbI KJIeTKU ¢ Kojlokanuzarueit PV u CB. 3eneHoe okpaiim-
BaHue — PV, kpacHoe okpaimBaHue — CB, kentoe okpaiimBaHue — Kojokanu3aiyss CB u PV. Maciura6 B mxm: 100 (a), 500 (6—r).

ke CB-ir kiietku pa3Hbix TunoB. B HA u HD Takke
nepekpreiBaoTcs nudgy3Ho pacnpeneineHHble CB- u
PV-ir xnnetkn cxomusrx Mmopdorturmosn. st 3Tnx otme-
JIOB XapaKTEpHO HaJIMUMe KPYITHBIX U CPEAHETO pa3Me-
pa MUPaMUIONONOOHBIX U MYJIBTUIIONSIPHBIX KJIETOK,
nMMyHopeakTuBHbIX K CB miu PV, u ¢ kojokanu3za-
el B HEKOTOPBIX U3 HUX OOOUX MPOTEHUHOB.

OBCYXIEHHUE

CmpyxkmypHnas opeanuzauus Wulst nmuy

TensnuedanbHast MpoeKIIMOHHAsI 001acTh (3aJHUH
otnen Wulst) TajlaMU4YeCKOro ONTUYECKOIro IIE€HTpa
(GLd) TanaMmodyrajbHOTO MyTHU COCTOUT U3 HECKOJIb-
KMX pagvajibHbIX, MeIMO-JaTepajbHO PaCIIOJIOXEH-
HBIX CJIO€B, OPraHM30BAaHHBIX II0 SIIEPHOMY THUILY
(mceBmonamuHapHas opraHuzauus): HA, THA, HI,
HD [6, 7]. PazHble BUOBI IITULL OTJIMYAIOTCS Pa3HBIM
ypoBHeM pa3BuThsi Wulst U cTereHbIO0 JUCKPETHOCTU
ero cjioeB. Y NTUlL C 60KOBBIM, IPEUMYILIECTBEHHO MO-
HOKYJISIPHBIM 3peHueM — (roiayOu, KypBl) HEUYEeTKO
pasnenensl IHA 1 HI, XoTs1 oHM MOTYT OBITH BBIZICIICHBI
M0 pacHpeae/ICHUIO Pa3InYHbIX OMOJIOTUYECKU aKTUB-
HBIX BEIIECTB. ¥ BUJIOB C (PpOHTAILHBIM PaCIIOIOXKE-
HUEM TJ1a3 U OMHOKYISIpHBIM 3peHrueM Wulst umeeTt He
TOJIBKO OOJIbIIINE pa3Mephl, HO 1 60Jiee BHICOKYIO CTe-
MneHb JamMmuHapHocTtu [3, 4, 19—25]. B IHA y aTux Bu-
IIOB XOPOIIO BBIPaXK€HbI HApPYXHBIM W BHYTPEHHUM
MOACIOU, MMEIoNIe OOJBIIYIO0 IJIOTHOCTh KIIETOK,
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yeMm B ITHA ntui ¢ 60koBbIM 3peHueM [24]. B nocnen-
Hee BpeMsl Ha OCHOBE HOBBIX MOJIEKY/ISIpHOITCHETUYEe-
CKUX JAHHBIX B 3puTeaIbHOM Wulst BbIOpKa BBIAEIISIIOT
nBa otaena: Hyperpallium (H), cooTrBeTcTByomiuii
HA, n Hyperpallium intercalatus (IH), cooTBeTcTBYI10-
it IHA u HI, a HD oTHOCAT K 1opcajbHOMY OTACTY
Me3omnaunyMa [26, 27]. B ¢cBsI3u ¢ HEOOXOIMMOCTBIO
CpaBHEHUS HAIIMX JAHHBIX C pe3yJbTaTaMU MCCIEHO-
BaHMI, UCHOJb3YIOIINX HOMEHKIIATYPY, IIPEIIOXKECH-
Hy0 B peBu3uu nayumyma ntuu 2004 r. [6], Mbl npu-
JIep>KUBaeMCsl 3TOI HOMEHKJIaTyphl.

Tenukyno-eunepnasnuanvhoie npoexyu

Waulst rmoirygaeT Tonorpaduieck opraHu30BaHHEIC
MPOEKLIMM U3 PEeTMHOPELMIIMEeHTHBIX noabsimep GLd.
OHM npOeUMPYIOTCS UIICU- M KOHTpaJlaTepaabHO B pas3-
Hble oTaesbl Wulst, cBsI3aHHBIE C TPEACTaBUTEILCTBAMU
pa3HbIX MoJjieit ceryatku. Haubobiye pasMepsl U KO-
JIMYECTBO Tpoelupywiuxcs B Wulst HeiipoHOB UMEIOT
Moabsipa MepeaHero aopcojarepaibHoro siapa (DLL,
DLAmc, DLAIr). BeHTpanbHBbIi1 M HOPCaIbHBIN OTHEIbI
DLL cpasamnBatotT ¢ A u Al ciossmu GLd Miekormmrato-
mmx. OCHOBHOM MpoeKIIMOoHHOM 30H0M GLd gaBisercs
IHA/HI. Menee 3HauutenbHbl mpoekunn GLd B HA u
HD [3, 4, 18, 28—39]. Jlokaim3aLus 1 XapaKTep IpocK-
it B Wulst npyrux nombsinep GLd (LA, LAOPT, SpRt,
SPC) He 10 KOHIIA BBISICHEHBI; IIPEAIIOIaraeTcs, a IIs
HekoTopbix 13 HUX (LdOPT, SpRot) nokazaHo, 4To oHI
TakzKe UMEIOT TMCKPETHBIE MpoeKnnu B Wulst n cBsI3a-
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HBI ¢ 00paObOTKOM 3pUTEIBHOI 1 MAarHUTHOM MH(POpMa-
muum [29, 32, 34, 40—42].

Kanvyuti-cesasviearoujue npomeunst 6 YeHmMpax
manamopyeanvHoli cucmemvt NIMUY,.
Mexceudosas eapuabenvHocmo

EcrectBenHo paccmarpuBath CaBPr crienmdua-
HOCTh MHHEpBaAIIMU 3puTesibHoro Wulst B ¢BSI3U ¢ cO-
JepxKaHueM Mpoelupyoimuxcss B Hero PV- u CB-ir
HeripoHoB B GLd. ITockoJibKy paHee Y BBIOPKOB U I'O-
ny6eit B GLd 0butu ooHapyxeHbl CB-ir, Ho He PV-ir
kietku [9, 10, 14], TanamodyraipHas cuctema TTUILL
paccmarpuBaiiach Kak CB-cmeuucdwuunas [9, 10]. B
Halleil nmpeapiayiieii padore [12] MBI OOHAPYXMIIN B
noabsiapax GLd roayost KIeTKU, UMMYHOpPEaKTUBHEBIC
K o6ouM nporerHam: B DLL u DLAmc Hapsiny ¢ npe-
obmamanueM CB-ir KJIETOK MeHee 3HA4YMTEeIbHOE KO-
muectBo PV-ir kitetok, B LA ux cMelaHHYIO ITOITyJIsI-
uio u uckinountesbHo PV-ir kimetku B8 LAOPT. Tak
KakK Bce 3TU Toabsapa Ipoeuupyrcss B Wulst, MOKHO
MPU3HATh CylIECTBOBaHME T10 KpailHeil Mepe aByx, PV
n CB, KOMITOHEHTOB T€HUKYJIO-TUIIepIIa/UIMaIbHOMI
CHUCTEMEI rojiyosi. Bo3MoXHO, IIpUYMHA pacXOXKICHUS
HaIlIUX U IIPUBEICHHBIX BBIIIE TaHHBIX 00 OTCYTCTBUM
PV-cnienmnpuaHoro KoMmoHeHTa TalaMoQyraJibHOTO
MYTH Y BbIOPKA U TOJIy0sl COCTOUT B TOM, YTO U3y4dajach
MMMYHOPEaKTUBHOCTb He Bcex noabsiaep GLd, a cia-
60 okpameHHble PV-ir kiietku B GLd He ObLIM uaeH-
TUhULIMPOBaHbl Kak 3Kcrpeccupywoinue PV. MHaue
KaK OOBSICHMUTB, 4TO Yy Bblopka, B GLd koroporo He
opuT HalimeHBI PV-ir X1eTkm, T1aBHOE TaJaMOpEIN-
nueHTHoe moje Wulst IHA, cogepXuT TepMuHaIbHBINA
PV-ir neiiponuis [8, 10]. ¥ nTull ¢ BBICOKO pa3BUTOM
TajamModyrajabHOI CUCTEeMOI, TakuxX Kak coBbl, GLd
cogepxut PV-ir HelipoHslI [15], B HE3HAYUTEIBHOM KO-
JmaecTBe oHM HalimeHsl B GLd xyp [9, 16], 9To cBUmIE-
TEIBCTBYET O CYIIIECTBOBAaHUM B TalaMO(yTraIbHOM’ C1-
cTeMe y oTux BuaoB PV-crieinuyHOro KoMrnoHeHTa.

MexBnaoBast BapnadbeabHOCTh conepkanusg B GLd
PV- u CB-ir HEipOHOB TT03BOJISIET IIPEANOJIAraTh, YTO
GLd aHuecTpaabHBIX NTULL COAEpKalo oda TUIIA ATUX
HEUPOHOB, a TaKXKe KJIETKU, SKCIPECCUPYIOIINE APY-
rue CaBPr, nanpumep, CR, Haiinennbsie B GLd nitug
[9, 10, 16]. B xone 3BomOLUMN NTUL B JUBEPTSHTHBIX
JIMHUSIX TIOJT TaBJICHMEM Pa3IMIHbBIX TpeOOBaHMI K 00-
paboTke crennuUUIecKnX CUTHAJIOB OKpPYXKaIoIIeTro
3pUTEILHOTO MUpPa B Pa3IMYHbIX 3KOJOTUUYECKUX HU-
max B GLd Bo3HUKaO npeobiagaHue WK ToJaaBie-
HUE BIUIOTH IO MCYE3HOBEHMS TOTO WJIM WHOIO THUIIA
CaBPr-akcrpeccupyonmx HeiipoOHOB, YTO OOBSICHSIET
MEXBMIOBYIO BapuaOeJIbHOCTbh MX COIEepXKaHMs. DTa
uaes OblIa BhicKa3aHa B oTHoleHuu PV- u CB-ir Heit-
poHoB B GLd miekonuTarommnx Ha OCHOBAaHUU 3HAUYU -
TeJIbHOU BapuaOeIbHOCTU WX paclpeiesieHus y pas-
HbIX BUIOB [43] U MOXeT ObITh CIIpaBe/iMBa B OTHO-
meHun GLd rrruir.

B 3purenpHoM Wulst IITHIL 10 HACTOSIILIETO BpeMe-
HU HET ACTAJIbHOIO U3Yy4YeHUsI B OMHOI paboTe UMMY-
HOpeaKTUBHOCTU K pasHbIiM TuitaM CaBPr. V Bpiopka
PV-ir menkne KneTkn, BOJTOKHA U TOYEYHBIE CTPYKTY-
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pBI oncaHkbl B hyperstriatum accessorium (“area a” mo
[44], coBmamaromeit ¢ ITHA [8]; CB- u PV-ir xknerkn
HaliIeHbl Y BLIOPKOB M Kyp B 00JIaCTSIX, COOTBETCTBYIO-
mux THA, HA u HD [9]. Bt™u naHHbIe NpUBEACHbI
TOJIBKO B TeKCTe U Tabauue. B 6osee mo3mHeil padorte
[10] y Bhropka PV-ir Helipornuiib ObUT BEISIBJIEH BO BCEX
tpex otaenax (HA, IHA, HD), xora PV-ir knetku B
GLd ne o0butn 0oOHapyxXeHbI. CB-ir Heliponab CXOJI-
HOIi r1oTHOCTHU conepxkutcs B HA u IHA. PV-ir kier-
KM HaitmeHnsl ToibKo B IHA, Torma kak CB-ir kiieTku —
BO Bcex otneliax (cm. tadi. 1 [10]). OgHako Ha mpUBO-
IUMBIX MUKpodoTorpapusx ¢ MallbiIM YBeJIMYeHUEM
TPYAHO Pa3IUYUTh MMMYHOPEAKTUBHOCTb HEUPOMUJIIS
M KJIETOK K 3TUM IPOTEeNMHaM B pa3HbIX oTAciaax Wulst.
CB nMmMmyHopeakTUBHOCTH B Wulst neTaibHO M3yJasiach
Y Kyp TI0 Mepe CO3peBaHMSI €ro OTIESOB B ITpoliecce MH-
IVBUAYAJIbHOTO pa3BUTHUs. Y B3POCIBIX 0cOOEil Ham-
6obmas m1oTHOCTh CB-ir Heitpormits u CB-ir kiieTok
Haobmonanack B IHA, mogsasioneMcss Ha 6osee mo3/-
Hel craguu 3MOpHoreHe3a, 1mo cpasHeHuio ¢ HA, HI u
HD [22]. Hannyue KaJIOMHAWH-TIO3UTUBHON MHHEpBa-
uuu THA kyp cornacyercst ¢ cogepxxanueM CB-ir kie-
TOK B ero npoekiroHHoM siape GLd [9, 16, 22]. PV um-
MYHOPEAKTUBHOCTD B 3TOM paboTe He U3yJaiach.

Haimm nanHbpIie Ha royde 4aCTUIHO COBITAAAIOT C pe-
3yJbTaTaMM, TIOJIydeHHBIMU Ha BbIOpKax M Kypax.
IMpuHUIMTIMATBHOE CXOACTBO COCTOUT B TOM, 4TO Wulst y
STHUX BUAOB IITH1I, TaK e KaK y Toiryost, monydaet 1 CB,
u PV unHepBaumio, comepxut u CB-, u PV-ir xiretku,
XoTd pacnpeneneHue n xapakrtep CB 1 PV umMmyHope-
aKTUBHOCTHU B cirosix Wulst ToJry0st He TIOJTHOCTBIO COB-
MaaloT ¢ ONMCAaHHBIMU Y BblopKa U Kyp. OOHapyKeH-
Hoe Hamu Haiauuue B IHA/HI rony6st iMCKpeTHBIX 30H
PV- n CB-ir ToueyHOro (TepMUHAILHOIO) HEHNPOITIIS
TMO3BOJISIET CUMTATh 3TOT OTHEJ 30HOM MPOEKIIUNA HEW-
poroB GLd cooTBeTcTBYyIONIEH CITEIMAUIHOCTH, XOTSI
HEJIb351 UCKJIIOUUTh U IPYTME UCTOYHUKU (MPETEKTalb-
HBII U TeKTaJbHBII) 3TOI MHHepBauu. BaxkHo oTMme-
TUTb, YTo PV- u CB-ir HelipoHbI conepKarcsl B TpoeK-
LIMOHHOM CEHCOMOTOPHOM 061acTr Wulst roity0st, ipr-
YyeM HanOOJIBIIYIO ITIOTHOCTh B TAJIAMOPELIUIIMEHTHOM
cioe HI mmeror PV-ir ximerku [45], Tak Xe Kak B
IHA/HI 3putenbHoii o61actu Wulst B HallIMX OMbITaXx.

OmucanHble LUTOoapxutekroHndeckue (Hwuccns,
lonbmxyn) MopdOTUIIEI HEWPOHOB B 3pUTEIILHOM
Waulst i Ha HopMaJIbHOM MaTepHaJle ITO3BOJISIIOT CO-
nocTtaBUTh X ¢ Mopdornmamu PV- u CB-ir xieTok.
PV- u CB-ir xiterku manoro pasmepa B IHA/HI rony6s
COOTBETCTBYIOT KOPOTKOAKCOHHBIM 3Be314aTONON00-
HBEIM HeMpoHaM, OYeHb MEJKHEe MMMYHOpPCAKTHUBHBIC
KJIIETKM — cepruIeCKUM TpaHyJISIpHBIM HeiipoHaM; Ha
KJIeTKaX 00OMX TUIIOB OKAHYMBAIOTCSI TEPMUHAIM aKCO-
HOB IIpoeKLMOHHBIX HeipoHoB GLd (DLL) [3, 20, 30,
46—48]. PV- u CB-ir xjieTtku 3TUX MOpGOTUIIOB B
IHA/HI oTHoCSTCS K TeHUKYJOPELMITUEHTHBIM Hei-
pOHaM, COIIOCTaBUMBLIM C TaJlaMOPEUMUITMCHTHBIMU
KJeTKamMu cj1os [V mepBUYHO 3pUTeNIbHOIT KOPBI MJle-
KonuTalomux [48]. BMecTe ¢ TeM KIIETKI 3TUX TUIIOB C
MEHBIIIeH TIIOTHOCTEIO, 9yeM B IHA, comepxkaTtcs Takske
B HA u HD [30, 47]. KpymmHble u cpeaHero pasmepa
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ki1eTku HA 10o1y0s1 ¢ IIMHHBIMU, BETBSILLIMMKCS OTPOCT-
Kamu, coaepxainue PV wim CB, wim ob6a mporenHa, co-
OTBETCTBYIOT MYJIGTUIIOISIPHBIM M TIMPaMMIOTIOTO0HBIM
HelipoHaM ¢ IJIMHHBIMU JEHIPUTAMU, OMMUCAHHBIMU B
HA nitui [30, 47]. T1o nokanu3zaiuu, pazmepam U (popme
OHU MOTYT OBITh OTHECEHBI K 3(hhepeHTHBIM HeiipoHaM C
HUCXOISIINMM MPOEKIMSIMU B TEKTYM 1 TalaMyC U CO-
MOCTaBUMBI C KjeTKamMu HHGparpaHyJsipHbIX CJIOEB
(Vu VI) 3putenpHoil Kopbl MileKoTMTaromux [48, 49].
PV- u CB-ir xitetku cxogHbix Tunnos B HD comnocraBu-
MBI C MYJIBTUIOISIPHBIMU Y TTMPaMUIHBIMU HEipOHaAMU
ciioes 11 u 111 3purennpHOit KOpEI [48].

IIpuBeneHHbIe HAHHBIC IIO3BOJISIIOT YTBEPKIATh,
uyto Wulst roiry6s nonydaet u3 GLd u PVu CB unnep-
BaImio, a Takke cogepxut PV- u CB-ir reanKymope-
OUMTUEHTHBIE U 3¢ PepeHTHBIE HeMpOHBI. 11 BBISIC-
HEHMsI BoIlpoca, Kakue noabsiapa GLd ¢ pa3HbIM co-
nepxaHuem PV- u CB-ir kjneTok mpoeunupyrorcs B
COOTBeTCTBYyIOLIIME 30HBI Wulst, HEOOXOOAUMO HCCJIe-
JIOBaHME C HMCIIOJIb30BaHMEM KOMOMHAIIMU Tpeucep-
Hoit TexHuku 1 PV/CB nMMyHOTrNCTOXUMUH.

Tomonoeuss Wulst nmuy,
CO CMPUAPHOIL 3pUMENbHOU KOPOU MACKONUMAIOWUX

Ve B cTaphixX, a 3aT€M U B IIOCIEOYIONINX paboTax
OTMEYAJIOCh OOJILIIOE, XOTS M He aOCOIIOTHOE, CXOJ-
CTBO (DYHKIIMOHAJIbHOM opraHu3anuu Wulst y pa3HBIX
BUJIOB NITULl U TIEPBUYHON 3pUTEJILHOU KOPHI MJIEKO-
MUTAIOIIMX, Kacalollleecsl PETMHOTOIUYECKOM opra-
HU3alMU, CBOMCTB PELIENTUBHbLIX I1OJIEH, TUIIA HEUPO-
HaJIbHBIX peaKIMii Ha pa3jIndHble 3pUTeJIbHbIC CUTHA-
el [23, 39, 50—54].

K HacrosimemMy BpeMeHH BBISIBJIEHA POJIb TalaMo-
¢yraabHOI CUCTEMBI NTULL B PEIIICHUU CJIOXKHBIX AVC-
KPUMUWHALIMOHHBIX 3PpUTEJILHBIX 3a7ay, a TakXKe 3pu-
TeJbHBIX (PYHKIIMI, CBI3aHHBIX C pa3/IMYHBIMU BUJAMU
aCCOLMAaTUBHOIO, SKCTPAIIOISIIMOHHOTIO, COLIMAILHO-
KOMMYHUKATUBHOTO, MUTPALIMOHHOTO TIOBENCHUS,
TOTJa KaK Ha IMIPOTSKEHUU JOJITOr0 BpeMEHU TOMUHU -
pOBAJIO TPENCTaBICHUE O IPUOPUTETHON POJIM TEKTO-
(dyrajbHOTO IMyTHU B OpTaHU3ALUU 3pUTEIBHOIO IMTOBE-
nenus nrur [4, 5, 39, 55—60]. OgHako pU HAJTUYUU
dyHKIMOHaIBHOro cxoacTBa Wulst 1 3puTeIbHOIO He-
OKOpPTEKCa MIJIEKONUTAIOIINX OTKPHITBIM OCTaBaJICs
BOIIPOC — SIBJISIETCSI JIA 3TO CXOJICTBO PE3yJIbTATOM I'O-
MOJIOTUM W KOHBEPTEHTHOM 3BOJIIOIIUU.

PeBusus Kj1acCMYECKOro MpPencTaBIeHUsI O TOMOJIO-
MU OOJIBbIIIEH YaCT KOHEYHOTO MO3Ta NTHUIL CO CTpUATy-
Mom (Wulst ¢ rurniepctpratyMoM) Oblia TpeaioxeHa I
Kaprenowm [1, 61]. CornacHo ero peBOIIOLIMOHHON KOH-
LETIUN “TOMOJIOTMHU KJIETOYHBIX ITOMYJISILIUI CJI0i1 Ipa-
HysipHbIX KieTtok B HIS (IHA/HI no HoBoit TepMuHO-
JIOTYM), TIOTyYaloIInii Hanbosiee IUIOTHbIE IIPOSKITNU U3
GLd, comocraBUM C TalaMOPELIMITMEHTHBIM ciioeM 1V
TEPBUYHON 3PUTEIBbHOI KOpbl MJIEKONUTatommx. M3
IHA/HI 3putenbHas nHbopMalysi TepekiovaeTcsl B
HA, xoTopblii sIBIsIETCSI OCHOBHBIM UCTOUHUKOM 3de-
PEHTHBIX MHTPA- U BKCTpaTesIdHIe(aTbHbIX IPOESKIINIA,
U cornocTtaBuM ¢ uHdparpanyasipabivu (V u VI) cnosimu
3puTeIbHOI Kophl Miekonurtarommx. Heiiponst HD,
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obecrnieunBaolIre CBI3U Mexy ciossMu Wulst u ¢ npy-
TMMU TIAJUIMAIbHBIMY 30HAMU, COOTBETCTBYIOT KJIETKAM
cynparpanysipabix cioeB (11, 1II). DTo nmpeacraBieHure
MOJYYMJIO TIOATBEPKACHUE BO MHOTMX Mopdosoruye-
CKHUX, XOIOJIOTUYECKUX, HEMPOXUMUUECKUX UCCIIeI0BA-
HUSIX, a TAKXKE Ha OCHOBE SMOPUOreHETUUECKUX JaHHBIX
O MUTpalMM KjieTok B Wulst n3 repMuHaIIBHOTO T10JI4 [ 1,
2,4, 7, 62—64]. OHO OKOHYATEIHLHO YTBEPIWIOCH HA OC-
HOBAaHMM CXOJCTBA T'€HHBIX XapaKTePUCTUK OCHOBHBIX
TUMOB KJIeTOK B Wulst 1 3pUTeIbHOM KOpe MJIEKOITUTAIO-
mwx [23, 27, 63—68].

Takum oOpa3zomM, HECMOTPSI Ha pa3jInuuns CTPYK-
TypHOM opraHuzanum Wulst U 3pUTEIbHOM KOPHI
MJICKOMUTAIOIINX, OHU O0JIaJaloT IIPUHLUNINATb-
HBIM cXoacTBOM. OHO COCTOUT B COAECPKAaHUU B HUX
TpeX OCHOBHEBIX TUIIOB HEMPOHOB — BXOOHEIX (T€HU-
KYJIOPEUITMEHTHBIX ), BRIXOOHBIX (MHTpanaUIMaJIbHO-
MIPOSIIUPYIOIINXCS ) M BRIXOTHBIX (3KCTpanaIMnaIbHO-
U DKCTpaTesIdHIIedaso-npoeIupPYyIOIIUXCs ), UTO OIIpe-
JIesieT CXOAHbIE MeXaHM3Mbl O0OpabOTKM MOCTYIIalo-
et 3puTesbHON MH(hOPMAaLIUH.

Hamm manxsie o pacopenenenun PV u CB ummy-
HOPEaKTUBHOCTH B cyiosix Wulst BbISBUIN OMpeaesIeH-
HOE CXOJICTBO C MX PACIPENCJI€HUEM B CIIOSIX 3pUTEJIb-
HOM KOpBbI MHOTHX, TaK Ha3bIBa€MBIX “J1a00paTOPHBIX”
MJIEKOTTUTAIOIIMNX (KPBIChI, KOIIIKW, MBI, KPOJIUKH,
006e3bsiHbl). OHO KacaeTcsl MapBaibOYMUH-TTIO3UTUB-
HOIT MHHEpBalINU 1 HATMINSI MeJTKX PV-ir HeitpoHOB
3BE€314aTOr0 U TPAHYJISIPHOTO TUITOB B TJIABHOM T€HU-
kysnopeuunmueHTHOM cioe THA/HI ronybst (Hacrtos-
1I1e JaHHbIe), BbiopKa [8, 10], XxapakTepHBbIX TSI CIOSI
IV nepBuuHOIi 3pUTENbHON KOPBI MJIEKOIIUTAIOIINX
[69—78]. DTu otnensl y TiTHil [11] ¥ MIIEKOITUTAIOIINX
[69, 71, 73, 75, 76] xapaKTepH3yIOTCSI BLICOKOI aKTHUB-
HocTbio CO.

CXOJCTBO pacnpoCTpaHsIeTCsl Ha CYIlIeCTBOBAHUE B
IHA/HI ntun (Hactosiive gaHHbie; [10, 22]) 30HBI,
conepxaieit CB-ir HelipoImib 1 KJIETKM, TaK Xe KakK
B cioe IV 3purenbHOI KOpBl MiaekonuTtaommx. [1o-
CJIEMHUI COCTOUT M3 HECKOIbKUX noacyioes (A, B, C),
Jydiie audgepeHIpoBaHHBIX Y MpuMaToB. OHU T10-
JIy4daloT npoekuuu us cioeB GLd, comepxamumx pas-
Hble MOp(}O-(pyHKIIMOHAIbHBIE TUMbI KJIETOK, W, B
CBOIO o4Yepellb, cCaMi MMEIOT MHAWBUAYaIbHEIE MOP-
doornyeckue, HeMpOXUMUIECKEe U (PyHKIIMOHAIIb-
HbIe XapakTtepucTtuku [77, 79]. Hapsany ¢ moaciaosmu,
cogepxammmu PV-ir Heliponunb u Menkue PV-ir
3Be3myaThle U rpaHyIsIpHbIE KIETKU, B cioe IV Boiae-
JieHbl noaciou ¢ CB-ir ki1eTkamMu u (pUOPO3HBIM Heil-
pormnem [70, 72, 77, 80]. YacTb KJIETOK C KOJIOKAJIN3a-
mueii CB u GABA sBIISIIOTCSI TOpMO3HBIMU MHTEPHEM -
poHaMHu, HO Jpyrue, TMPEUMYIIECTBEHHO cabo
MMMYHOpeakTuBHbIe, CB-ir KJ1eTKM, BEpOSITHO, MMeE-
I0T cXOAHYI0 ¢yHKIMIO ¢ PV-ir kieTkaMu, nmepeko-
YaIlIMMU CUTHAIM3AIIUIO B CyliparpaHyJsipHble CJIOU
Kopsl [80]. Takum 06pa3oM, TeHUKYI0-TeJIHIIe(haIb-
HBI IIYTh U y ITUL, U Y MJIESKOIIMTAIOIINX COIEPKUT
napajuiebHble, (PyHKIMOHAILHO pa3IudHbIC, KaHa-
JIBI, KOHTpoaupyemble pasHeiMu CaBPr.
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I1pu npoBeneHNY CpaBHUTEILHOI'O aHAJIN3a HEJIb3ST
HE YYUTBIBATh BapnadeabHOCTH pacripenesieHus PV- n
CB-ir TanaMuueckux IPOeKIU U KJISTOK B CEHCOP-
HBIX KOPKOBBIX 30HAX CpeAy MpeACTaBUTENICH OUBEp-
TEHTHBIX, OCOOCHHO OTIAJICHHBIX, TAKCOHOB MJICKOITH-
TaIOIINUX, KOPPEJIMpPYeT CO CTOIb K€ 3HAYUTEIbHBIMU
pa3nuursIMU JaMUHAPHOM OpraHu3an HEOKOpTeKca
(pa3Mepsl 1 cTerneHb TuddepeHIInalii CJIOEB, TVIOT-
HOCTb KJIETOK B HUX, KOJIOHKOBAsi OpraHu3alus) Mex-
Iy TIpeACTaBUTEISIMU TaK Ha3bIBa€MbIX “HU3IIUX” (ap-
XETHUITBI) HAa3eMHBIX MJIEKONUTAIOIIMX (OTHOIIPOXO/I-
HBIE, CyMYaThle, HACEKOMOSITHBIC), BOMHBIX KUTOBBIX
BUIOB, OOJIAZAIONINX S5-CIOMHONM arpaHyISIpHOM KO-
poii, M OOJBIIMHCTBOM BUIOB “BBICHINX” TJIalleHTap-
HBIX MJIEKOTIMTAIONIUX (TPBI3YHBI, XUIITHbIE, IPUMATHI,
YeJI0BeK), KOTOpbie 00JIafaloT MPUHIMIUATIBHO CXOJI-
HOIl TpaHyJISIpHOM 6-CIIOMHON CEHCOPHOIl KOpPOIA.
YV “Husmmx” MIIEKONUTAKIIUX (eXUIHa, YTKOHOC,
CyMYaTBhIil OIIOCCYM) M OeIb(PUHOB B 3PUTEIbHON U
NIPYTUX CEHCOPHBIX 30HaX KOPHBI OTCYTCTBYET MJIM CJIa-
00 pa3BUT IpaHYJSIpHBIN ciaoit IV, HO OOJBIIYIO TOMI-
IIMHY UMeIOT cynparpanyisipHbie ciiou 11, 111, B koTo-
pbiC Y HUX IIPOCLIUPYIOTCS B OCHOBHOM HEAPOHBI COOT-
BETCTBYIOIIMX peJIeiiHBIX TajaMudeckux saep. B GLd
y 3TnX BUOOB npeobiagaror CB-ir HEMpOHKI, ITpoen-
pytomuecs B ciou I11/11 3purenbHOit KOphI, TOS UX aK-
COHbI OKAaHYMBAIOTCS Ha allMKaJbHBIX I€HAPUTAX IT1-
paMuaHbIX HeipoHOB [71, 81—89]. XapakTepHo, 4TO y
3TUX BUOOB BHICOKOI akKTUBHOCTHI0O CO 00J1a1aroT Cy-
nparpaHy/sipHble ciou [83, 90], a He cnoit IV, kak y
IPYTHX MJIEKOTIUTAIONINX ¢ 6-ci1oitHoM Kopoii I [73, 76].
Pacnipenenenue CB- u PV-ir veiiponos B HAu HD, rie
OHU TIePEeKPHIBAIOTCS, TPYAHO COIOCTABMMO C UX pac-
NpeaeyiecHUEM B Cylpa- U WHpparpaHyJsipHbIX CJIOSIX
3PUTEIHLHOI KOPBI Y MJIEKOITUTAIOLIINX, Y KOTOPBIX OHO,
Tak Xe Kak B cyioe IV, oOHapyXuBaeT 3HAUYUTEJIbHYIO
MEXBUIOBYIO BapuabeabHOCTh 71, 73, 75, 76, 83, 84].
BwMecte ¢ TeM cpeny HMX HalIeHbl HEMPOHBI, KOTOPHIC
Mo  Mopho-XOA0JOTUYECKUM, HEWPOXUMUYECKUM,
BKJTIOYas akcnpeccuio CaBPr, reHHBIM XapaKTepucTu-
KaM COINOCTaBUMBI C HEMpPOHAMM Cylpa- U UHGparpa-
HYJISIPHBIX CJIOEB 3pUTEIbHOI KOPhI MJIIEKOIIUTAIOLIIX.

DB0MI0UYUOHHBLIL KOHCEPBAMU3M 3DUMEAbHOU KOPbl
U ee dugepeeHMHAs CReyUaIu3ayus cpeou amHuom

IMpuBeneHHbBIe TUTEpPATypHBIE JaHHBIE O CXOICTBE
CTPYKTYpHO-(PYHKIIMOHAJIbLHOW opraHm3annn  Wulst
NTUL, U IEPBUYHOM 3PUTEIBbHON KOPbI MJIEKOIIMUTAIO-
LIMX CBUIETEJIBCTBYIOT B I1OJIb3Y MX TOMOJIOTMU. DTO
HaXOAUT ITOATBEePXACHUE B IIpeodpa3oBaHUSIX B (pUIO-
reHe3e IpeKypcopa 3pUTeIbHOI KOPhI Y OOIIEro Ipe/i-
Ka aMHHOT. [1THIIBI 1 MIIEKONUTAIOIINE MTPOMU3OIIIN OT
MPEIKOB ABYX KJIAJI0B — 3aypOICUI M CUHATICUI COOT-
BETCTBEHHO, Ha KOTOPBIE Pa3aeIuINCh aHIIECTPaIbHbIC
pentwivu. B IMHUM 3aypoIicy Ipy epexoe OT Mpe-
KOBBIX penTWInii K ntvuliaM B nammyme (Wulst) 1mo-
CIIEAHUX, HEe VMMEIOIIEM TUIIMYHOM )i MJIEKOIUTAIO-
IIUX CTPOroii JJaMWUHApHOM OpraHu3alu, yxe chop-
muposaH ciioit (IHA), cormoctaBumblii ¢ rpaHy/ISIpHBIM
cioeM IV xopwl MiaekorurTarommx. Hpyrue oTmersi
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Waulst ©UMeIOT cKopee siIepHO-TaMUHAPHYIO CTPYKTYDPY;
OHU COJIepKaT CMEIIaHHYIO MOMYJISIMIO KIETOK, COMO-
CTaBUMBIX C HEIipOHAMU APYTMX CJIOEB KOPbI MJIEKOITH -
Tatomx. MHOTOUMCIEHHBIE TUTEPAaTypHbIE TAaHHBIE O
HelipoHaJIbHOM opraHu3aiu Wulst U Halllu JaHHbIE O
pacrpenenenuu B HeM PV- 1 CB-ir ipoexkinii 1 KJI€TOK
pPa3JIMYHbBIX TUTIOB MOJATBEPKAAIOT 3TO MPEACTaBIEHUE.

Peinaroniuit apryMeHT B MTOJIb3y TOMOJIOTUY TTaJlIn-
aibHOTrO Wulst TUIL U 3pUTETBHON KOPbI MJIEKOMUTA-
IOIIMX MOJYYeH B 3MOPUOreHETUUECKUX HCCIeaoBa-
HuUsx. bblla oOHapyxXeHa o0liiasi HeliporeHeTuyeckas
MporpamMmMa pa3BUTHUS JIJAMUHAPHON KOPbI MJIEKOUTA-
oux (MBIIIKX) M SIEPHO-JaMUHAPHOIO IajuidyMa
nTull (Kypsl). OHM 001a7a10T MPUHIMTHUATBHO CXOJI-
HbIM HaOOPOM OCHOBHBIX TUTIOB KOPKOBBIX HEMPOHOB,
OYEBUJIHO yHACJeIOBaHHBIM OT OOIIEro MpeaKa IMTHILI
U MJIEKONUTamIIuX. TakuMm o0pa3oM, JJaMUHapHO-
cnelduyHble HEUPOHBI KOPHI 3BOJIIOILIMOHHO MpPEa-
IIECTBYIOT Pa3BUTUIO MX JJAMWHAPHOUW OpraHu3alluu.
IMosiBneHWe ee y MJIEKONMUTAIOIIMX BBI3BAHO CepHUEil
W3MEHEeHU# MpollecCCOB HeliporeHe3a WM MUIpallMU B
XOlle WHIAWBUAYAJbHOTO Pa3BUTUSI TIOJ BIUSHUEM
BHelIHUX ¢akTopoB. brnaromapss 3TMM U3MEHEHUSAM
MPOU30ILILJIO pacTipefiesieHue 1o CIOSIM MpexXae Mpe-
UMYIIECTBEHHO TOMOT€HHO pPacCEesSHHBIX MHOXe-
CTBEHHBIX TUIIOB HEMPOHOB B 3TUX HEOKOPTUKAJIBHBIX

30Hax [88, 91, 92].

B cunaricumHoil TMHUM y PENTWIMKM B HaJUIMyMe
chopmupoBaHa 3-cjloiiHas mopcajibHas Kopa (Iipe-
Kypcop HEOKOpTeKca), B KOTOPOi TalaMudeckue ad-
¢depeHThl OKaHYMBAIOTCSI B MOBEPXHOCTHOM ciioe (1)
Ha aluKaJIbHBIX JEHAPUTAX HEMPOHOB TITyOOKOTO KJle-
TOYHOTO CJ10s (2), COIIOCTABUMBIX COOTBETCTBEHHO CO
cioamu I m V/VI B kope MitekonuTaromux [87, 88, 93—
95]. o HemaBHETO BpEMEHU CUUTAJIOCh, UTO Ipeodpa-
30BaHME JOPCAIbHOM KOPHI IMIPEIKOBBIX pENTUINIA IPU
rnepexojie K MIEKOIMUTAIOIIMM COCTOSITIO B MOSIBJICHUU
OTCYTCTBYIOIIIETO Y PENTUIUI TpaHyJIsipHOTO cjost 1V,
KOTOPBIM CTAaHOBUTCS Yy MJICKOIIMTAIONIUX TJIaBHBIM
TaJIaMOPELMITMEHTHBIM CJI0€M, Y B TOOABJIEHIUM CJIOEB
ITu 111 [87, 88,94—96]. HoBble MOJIEKYISIPHO-TEHETH -
yecKMe JaHHbIe, TTIOJIyYeHHbIE B UCCIEIOBaHUN KOHEU -
HOTO MO3Ta aJjuIMraTtopa, OJM3KOpPOIACTBEHHOTO MTH-
maM Bumga (apxo3aBpbl), He MOATBEPAUIO 3TO IIpead-
craBneHue [27]. B mopcambHOII Kope ajumraropa
HalaeHBI HEIPOHBI, UMEIOIINe OOIIHe T€HbBI CO BCEMU
TUIAMU HEOKOPTUKAIbHBIX HEHPOHOB MJICKOIIMTAIO-
mux. B MenuaabHOM OTHENe KJIETOUHOTO CJIOSI OIuca-
HbI IBe JMCKPETHBIC 30HBI: OJHA, COMepKalllasi BXOJI-
HBIE KJIETKU, TEHETUYSCKU CXOAHBIE C TAJIAMOPELIIIN -
eHTHBIMU KiTeTKamu THA | 1 ciios 1V 3puteabHoiT KOphI
MJICKOTIMTAIONINX, MOpyTasi, coiepXalas KJIeTKH,
CXOOHBIE C BBIXOOHBIMU HeiipoHamu HA mtum, u uH-
dparpaHyJIsIpHOTro ciost V KOpbl MJICKOITUTaomux. B
JlaTepaJbHOM OTAEJIe KJIIETOUHOTO CJIOSI OOHapyKEHBI
KJIETKU, UMEIOIIYEe O0IIie TeHHBIE MapKephl ¢ KJIeTKa-
MU JopcanbHoro Mesonamiuyma (HD 1o [6]), dopmu-
pylolliyie MHTpanaJInajJbHbIE CBSI3M, TaK XK€ KaK KJIeT-
ku cioeB 11 u 111 B Kope maekonuTaromux. JleraapHoe
paccMmoTpeHne roMmoaorun Wulst 1 fopcalibHO# KOpBI
Ne 4
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aJumMraTopa npeactaBiaeHo B padbote Briscoe, Ragsdale,
2018) [27]. KieTku, uMmeronire od1e rTeHbl ¢ KJIeTKa-
MU TpaHyasspHoro ciyiosg IV miaekonuTaiommx, ObLIA
HailIeHbl B TOPCAIILHON KOPE APYyTroro BUIA PENTUINN
yeperax [67]. BmecTe ¢ TeM uccienoBaHUE TeHHBIX
MapKepoB MaJlJInyMa B SMOpHOreHe3¢e SIepUIbl IIpU-
BEJI0 K MTHOMY BEIBOAY O HEOKOPTUKAJIFHOM IIPEKYPCO-
pe [97]. OH npencrapiieH y suepull HeOObIIOKH 0bJia-
CThIO B POCTPaJIbHOM, MEAMOAOPCAIILHOM OT/EJIe, CPaB-
HUMOI 10 Tomorpadguu ¢ Wulst OTUIl, U MO TeHHBIM
KJIETOYHBIM MapkepaMm ¢ Wulst 1 HEOKOPTEKCOM MJIEKO-
nuTaoyX. bojblnas yacTk TOpcaaTbHOM KOPHI SILEepPHI
COINIACHO MPEICTaBICHUIO 3TUX aBTOPOB [97] cpaBHMMA C
TUTITIOKAMITOM M SHTOPUHAJIBHOM KOpOU. ABTOPHI pac-
MPOCTPAHSIOT 3TO IIpeACTaBjeHrWe W Ha IpYrue BUIIbI
PENTWINIA, XOTsI OHO HE COIIacyeTcsl C JTaHHBIMU O HaJI-
UMM TIPSIMBIX TEHUKYJIO-KOPTUKAIbHBIX HPOEKIINUiI B
JIOpCaJIbHOM KOpe Yepertax 1 SIIepull, TOrIa KaK TajlaMu-
YyecKue IIPOeKIMY K IIPeaIiojlaraéMoMy B paboTe ToMo-
JIOTYy HEOKOPTEKCa SIIEPHUIL] HE U3BECTHHI.

SAKJIFIOYEHUE

MHoOXeCTBEeHHbBIC pa3IudHbIE MyTU CIIeLrann3a-
OUU 3pUTEIBHON TajaModyrajJbHON CHUCTEMBI B IU-
BEPreHTHBIX TAKCOHAX MJICKOMUTAIONINX, TITULL U PETl-
TWINHA OOYCJIOBJEHbl BIUSHUEM (QYHKLHUOHAIBHBIX
(pmMreHeTMYECKMX) (PAKTOPOB, CBSI3aHHBIX C Pa3HO-
00pa3HBIMM 3KOJIOTMYECKMMM HUIIAMKU OOMTaHMS
pa3HBIX BUOOB. Paszmmunsa cnenuaan3aly HAILIA OT-
paXkeHHe B OTPOMHOM BapruaOeJIbHOCTU OpraHU3alliu
3TOM CUCTEMBbI, 0OCOOEHHO €€ KOPTUKAIbHBIX LIEHTPOB,
Yy MJIEKOMUTAIONINUX Y 3aypOTICUAHBIX aMHUOT. BMecTe
C TE€M 3BOIIOLIMOHHO KOHCEpPBAaTUBHOII YepTOil Tajaa-
MOGQYyTraJbHON CUCTEMBI BCEX aMHMOT SIBJISICTCS HaJIM-
yue B Hell MapaUIeIbHBIX CTPYKTYPHO-(YHKIIMOHAIb-
HBIX KaHaJIOB, UICTOYHUKAMM KOTOPBIX CIY>KaT CXOJI-
HbI€ TUITbI TAHTJIMO3HBIX KJIETOK CeTYaTKU, TMCKPETHO
npoeuupytomuxcsd B GLd y nTUIl U MIEKOMUTAIOINX
[39, 98]. ¥ nocnenHuUx oHU MpeacTaBIeHbl U3BECTHDI-
mu X/P, Y/M u W/K peTHHO-reHuKy10-KOPTUKAIb-
HbIMU I1yTssMu. EcTb ocHOBaHUS IipenriojiaraTb, 4TO
WHIMBUAYAJIbHbIE PYHKIIMY 3TUX KaHAJIOB Y MTUII, TaK
JKe Kak y Miiekornmramimx [43, 69, 99] obecrieunBa-
IOTCSI pa3HBIMU TUTIAMU KaJIbLIU-CBSI3bIBAIOIINX MTPO-
TEUHOB. 3acCiIy:XUBaeT NaJbHEHINEro M3y4eHUs TOT
¢akT, 4TO, HECMOTpSI Ha IIpeoOjialaHre B IJIABHOM
npoexkumoHHoM siape GLd ronyosa (DLL) CB-ir Heii-
poHOB, 30Ha PV-ir TepMuHaIbHOrOo HEHWPONUIS U
PV-ir MeIKMX KJIETOK B TAJIAMOPELIUITUEHTHOM OT/IEJIe
Wulst (IHA/HI) 6onee 3HauuTeabHA, YeM 30Ha Kall-
OMHAVH-NO3UTUBHOI WHHepBaLuu. B 3Toii cBsA3M
BaxKHO OTMETUTbD, UTO BbISIBJIeHHBIE B Wulst pa3menb-
HBIE€ 30HBI IPEACTABUTEIbCTBA OIS CETYATKU TIOJTY-
qaoT apdepeHTHI OT MOIYJISIINN pa3HbIX IIPOCKIIMOH -
HBIX KJIETOK B noabsapax GLd [39], HO HeusBecTHO,
OTJIMYAIOTCS U OHM 3Kcripeccueil PV u CB. BoisiBUTH
B GLd ntun kinetku-ucroynuku PV- u CB-ir mpoek-
LUi1, NX JJoKaau3auio B Wulst, orpeaennTh X IpruHaI-
JIEXKHOCTh K TIPOSKIIMOHHBIM WX JIOKAJbHBIM THUIIAM
HeWpOHOB — MpPEeAMET JaTbHEeHIINX UCC/IENOBAHUIA.

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

OMHAHCUPOBAHUE PABOTHI

Pa6ora BeInosiHeHa B pamMkax roc. 3agaHust Ne AAAA — D18.
Hanpasnenue 63 “Heiipodusnonornyeckrie MexaHU3MbI pe-
TSIy (pyHKIIMI 1M MX 9BOJIOINS .

COBIIOAEHME 9TUYECKUNX CTAHIAPTOB

Bce npuMeHuMble MeXIyHapOAHbIE, HalMOHAJIbHBIE
U/VI MHCTUTYLIMOHAIBHBIC TIPUHIIMITBI YXOAa U UCITOJIb30-
BaHMSI XKUBOTHBIX ObLIN COOJTIOIEHBI.

Hacrosiias cratbst He COINEepXXUT KaKux-I10bo ucciieno-
BaHUI ¢ y4aCTHEM JIIOJeii B KaUeCTBE OOBEKTOB U3YYEHUSI.
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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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