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B cBs131 ¢ BBICOKOI aKTyaIbHOCTBIO U3ydeHUSsI CyO(hOPHUKAILHOIO OpTaHa, ero TKAHEBBIX KOMIIOHEHTOB U MEIU-
aTOPHBIX CUCTEM, 1I€JIbIO HACTOSI1IEi pabOThI SIBJISITIOCH UCCIEA0BAaHE MOP(MOIOTMYECKUX 0COOEHHOCTEI KaTeXo-
JIAMUHEPTUYeCKOil MHHepBalUU OHaHHOM oGnactu. C IMpUMEeHEHUEM METOA0B MMMYHOTUCTOXUMUM U KOHGO-
KaJbHOM MUKPOCKONUY OBbUIM M3yUYeHBI TIperaparhl cyoOopHUKaIbHOTO OpraHa Kpbic Ha cpokax: 14-e, 30-e cyT
MOCTHATAJIbHOIO pa3BUTHUs U B Bo3pacTte 4—6 mec. OmnpezeneHo NIaBHOE HapaBIeHUEe BpacTaHUsI KaTeXOodaMu-
HEpPruyeckux BOJOKOH B CyO(OpHUKAIbHBIM OpraH Ha paHHUX CPOKax. YCTAHOBJIEHO, YTO OTPOCTKU KaTexoJa-
MUHEPIruYeCKMX KJIETOK KOHTAKTUPYIOT C KJIETKAMU, IIOKPBHIBAIOIIMMU CyO(hOpHUKAIBHBIA OpraH, 1 MOTYT HpPO-
XOIUTh CKBO3b STIEHIUMHBIH IJIACT, UTO MTO3BOJISIET UM HAIIPSIMYIO KOHTAKTUPOBATh C LIEPEOPOCITUHAIBHOM KU~
KOCTbIO, U, IIPEOIOJIIOXKUTEILHO, BIUITH Ha €€ COCTaB. BBISIBJIEHO, UTO 4acTh BOJIOKOH HAET IapalieJIbHO
6a3ajJbHBIM OTPOCTKAM CIEeLUAIM3UPOBAHHBIX 3MEHIUMHBIX KJIIETOK — TAHUIIUTOB, YTO ITO3BOJISICT MPEINOoIO-
KUTh UX BO3MOXHOE (DYHKIIMOHUPOBaHUE B poJiu cKaddosma 1js1 pa3BUBaroleiics B Mpoliecce OHTOreHe3a Ka-
TexoJJaMUHEPruYecKoi nHHepBauuu. B padoTe BriepBbie MOJYYEHO CBUAETENHCTBO CYIIIECTBOBAHMUS B CYO(DOPHU-
KaJIbHOM OpraHe COOCTBEHHBIX KaTeX0JIaMUHEPTUUECKUX HEUPOHOB.

Karouegvie caroéa: TMpO3MHTUIPOKCHUIIA3a, TOJTOBHOM MO3T, CyO(hOpHUKAIBHBIN OpraH, pa3BUTHE, UMMYHOTUCTO-
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Cy6dopHukanbHblii oprad (CDO) npeacTaBiisieT co-
0oii HeOONBIIONM, ITOJYIIAPOBUAHON WM OBaJIbHON
GOpPMBI OYTOpOK, BIAIOIIUIACS B MIPOCBET TPETHLETO XKe-
JIyIoYKa Ha ypoBHe MoHpoeBa (M1 MEXKETYTOUKOBO-
ro) orBepctus (Dellmann, Simpson, 1979). B nepByio
ouepenb 3Ta 00JacTh MO3ra MpUMedaTeIbHa TEM, YTO
OTHOCUTCS K IMPKYMBEHTPUKYJISIDHBIM OpraHaM HepB-
HOI cucteMbl. Takre opraHbl HEe OTIEJICHBI OT nepude-
pUYECKOro KpoBOOOpallleHNsT TeMaTO3HLIE(DaTnIeCKUM
6aprepoM (I'DB) n3-3a HATMUMS B MX COCYIUCTOM CETU
(deHecTpUpPOBAaHHBIX KAITMJUISIPOB M, TAKUM 00pa3oM, CO-
CTaBJIAIOIIME X TKAHU U KJICTKM OKa3bIBAlOTCA YYBCTBU-
TeJIbHBI K M3MeHeHMsIM cocTaBa KpoBH (McKinley et al.,
2003). ITyrem 00OpabOTKM IIOCTYNAIOIIMX TYMOPaTBHBIX
curHajioB kKjeTku C@®O obecneuynBaioT PeEryJsiiuio
9HEPTreTUYECKOTo 1 BOTHO-COJIEBOTO OajlaHCca OpraHu3-
ma (Pulman et al., 2006; Zimmerman et al., 2016, 2019).
B ocHoBHOM, ucciaenoBaHuss CPO cocpenoToyeHbl Ha
U3YYEeHUU obecTieuyeHUs1 (PU3UOJIOTUUECKUX (DYHKIIMI
opraHa, CBSI3aHHBIX C BOMHO-COJIEBBIM OaJlaHCOM, 1, Ha-
pAay € 3TUM, MCCIEIOBAHUU BIUSHUSA T'YMOPAJIbHBIX

IIpunameote coxpawenus: I'9b — remarosHliedannyeckuii 6apbep;
C®DO — cybdopuukanbHbiit oprad; TI' — TUpO3MHIMAPOKCUIIA3A;
LICX — nepebpocnuHaibHas XKUIKOCTD.
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¢dakTOpoB KpOBM Ha KieToyHble nonyiadiuun CPO
(Hicks et al., 2021). TakuM o6pa3omM, opraHu3als OT-
JIeNbHBIX nommynsinuii HeiipoHoB CPO, ux B3auMomAeii-
CTBHUE APYT C APYIOM, a TakXKe C IMaJIbHBIMU U BacKy-
JISPHBIMU 3JIEMEHTaMU OCTAlOTCSI MaJIOU3yUYeHHBIMU.

KatexonaMuHepruueckasi cCMcTeMa TOJIOBHOTO MO3ra
npencTaBieHa AopaMUHEPTHYECKUMH, aapeHeprude-
CKMMHU W HOpaIpeHepTUIeCKMMH HeMPOHAMU B UX Tep-
MUHaJISIMU, OTIpeieIeHHBIM 00pa30oM IMPOCTPAHCTBEHHO
OpPTaHU30BaHHBIMU B HEPBHOM cucTeMe. TpaauIiimoHHO
CUNTAETCs, YTO KaTeXOJIAMUHEPIUIecKass MWHHEPBaIIHS
C®DO obecneuynBaeTcsi C IMOMOIIBIO OTPOCTKOB Jo(a-
MUWH- 1 HOpaApeHAIMHEePTUIeCKUX HEMPOHOB SIep TH-
notanamyca (rpymmsl All—Al4) (Tanaka, Seto, 1988;
Rosas-Arellano et al., 1996), u ssapa OMMHOYHOTO MYTH
nponojroBaroro mosra (rpymma A2) (Tanaka et al.,
1997), omHakKo, B CBSI3M C HEAOCTATOYHOM M3YYEHHO-
CThIO Kak ob1ero crpoeHuss CPO, Tak U €ro CTPYKTYp-
HBIX eIUHUII, X IPOCTPAHCTBEHHBIX M OMOXUMHIECKIX
B3aIMOOTHOIIIEHU, HENTb3sI C YBEPEHHOCTHIO YTBEp-
KIaTh, 4YTO 3Ta MeAMaTOpPHAsl CUCTeMa B TaHHOM obJia-
CTH OxapaKTepn3oBaHa BO Bceil cBoeil moiHOTe. Kak
MpeIIoJiaraloT, OCHOBHAas (hYHKIIMs KaTeXOJaMHHOB B
COO 3zakioyaeTcsl B MOMIEPKaHUKW BOMTHO-COJIEBOTO
GajaHca M KOHTPOJI¢ THINEBOTO MOBEACHUS: TaK, BBI-
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OpoC HOpaapeHaJrHa IIPOMCXOIUT B OTBET Ha aHTHO-
TEH3MH-3aBUCUMYIO0 akTuBaluio HelipoHOB (Tsukashi-
ma et al., 1996; Takahashi, Tanaka, 2017), a nodpamuH,
yepe3 IMocTCUHanTuYeckuii D4 pelieritop, MHTuOUpyeT
aKTUBHOCTb HEMPOHOB B UYBCTBUTEIbHBIX K aHTUOTEH-
3uny II (Miyahara et al., 2012), 4To aBisIeTCS NPUUYMHOMK
HOoHaBJICHUsI AHTMOTECH3MH-3aBUCUMOIO IIOTPEOJICHUS
Bozbl. K coxalieHno, HECMOTpPSI Ha TO, YTO IIPUCYTCTBUE
KaTexojlaMuHOB B CPO He moaBepraloT COMHEHMIO,
3HAYeHME U IIPOCTPAHCTBEHHAs OpraHU3alldsl 3TUX
CTPYKTYP OCTaIOTCSl HESICHBIMMU.

B c¢Bs131 ¢ BBICOKOIT aKTyalIbHOCTHIO M3ydeHuss CPO
¥ WCCIIeNOBAHWS B3aMMOICHCTBUI €r0 TKaHEeBBIX KOM-
TIOHEHTOB, LIEJBIO HACTOALLEH pabOThl CTAIO UCCIENO-
BaHHMe KarexoJaMuHeprudeckoil mHHepBaumu CPDO c
MMPpUMEHEHEM METOIOB MMMYHOTCTOXUMMMU.

MATEPUAJTI U METOIUKA

B kauecTBe MaTepuana sl UCCieIOBaHUS UCTIOb-
30BN (DpOHTAJIBHBIE CPE3bI, MPOXOASIINE Yepe3 00-
nacTb tokaymzam CPO, ToJTOBHOTO MO3Ta KPBIC-CaM-
110B Tlopoabl Bucrap, nmonyyeHHbIE Ha pa3HbIX CpoKax
nocTHaTaJibHOro oHToreHesa: 14-e (P14), 30-e (P30)
MOCTHATAJIbHbIE CYTKU U TIOJIOBO3peibIe (4—6 Mec.) XKu-
BOTHBIE (7 = 4 ny1s1 Kaxkaoro cpoka). [pu comepxanuu u
YMEPILBJIEHUM XXUBOTHBIX COOJTIOIAJIM OCHOBHbBIE ITPUH-
uunbl EBponeiickoii KOHBEHIIMU O 3allMTe MO3BOHOY-
HbIX >KUBOTHBIX, MCTOJb3YyEeMbIX [JIsI BKCIIEPUMEHTOB
WM B MHBIX HaydHbIX ueissx (CrpacOypr, 1986 r.) u
“IlpaBuna Hamiexalleil J1abopaTOpHOW NPaKTUKU”’
(rmpukaz Ne 1991 ot 01.04.2016 . MuH3npasa Poccun).
UccnengoBanne ogoOpeHO JOKAJIbHBIM 3TUYECKUM KO-
mutetoM PI'BHY MOM (zaxkmouyenue Ne 1/22 ot
18.02.2022). Marepuan ¢pukcupoBaan B IUHK-3TaHOI-
dopmanbaerune (Korzhevskii et al., 2015) u 3anuBanu B
napaduH no od1enpuHsaTol MeTonuke. Cpe3bl TOJIIIM -
HOM 5 MKM HakJieMBaJli Ha MpeAMETHbIE CTeKJIa C aJire-
3UBHBIM TMOKpbITUEM “Superfrost Ultra Plus” (Menzel
Glaser, I'epmanust). ITocne nermapaduHUpoBaHUS U pe-
rujaparaluu TpernapaTtoB MPOBOJWINM WHTUOMPOBAHUE
SHAOTeHHOM MEepOKCHUAA3bl MyTeEM OOPaOOTKU CpPe30B
3%-HBIM BOITHBIM PACTBOPOM TIepEeKMCH BOIOPOIA B Te-
yeHue 10 MuH. 1151 BBISIBJIEHMS KaT€X0JaMUepPTUYECKUX
CTPYKTYp HCIIOJBb30BAIM KPOJIUYbH TTOJUKIOHATbHBIE
aHTHUTeNa K TUpO3uHIuapokcuiaase (abl12, Abcam, Be-
JmKoopuTanus) B pa3BeneHuu 1 : 1000. B kauecTBe BTO-
PUYHBIX peareHTOB UCITOJb30BaJIM KO3bU aHTUTEJIA TTPO-
TUB UMMYHOTIJIOOYJIMHOB KPOJIWKa, KOHbIOTUPOBAHHbIE
C TIepoKcuma3oit xpeHa n3 Habopa Mouse and Rabbit
Specific HRP/DAB IHC Detection Kit (ab236466, Ab-
cam, BenmukoOpuranus). /It BU3yaam3anuy IpoayKTa
peakili UCITOJIb30BaIM XpOMOTeH 3'3-11MaMUHOOEH3U -
nuH u3 Habopa DAB+ (Agilent, CIIIA). YacTbh cpe3oB
NoIKpalluBav KBacLIOBbIM reMaToKcuiuHoM. Ilomy-
YeHHbIe MpenapaTbl aHATM3UPOBAIY C UCTIOJIb30BaHUEM
Mukpockorna Leica DM750 (I'epmanust) u ¢otorpadu-
poBanu ¢ romoiibio porokameprel ICCS50 (Leica, I'ep-
MaHMs).
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s MOCTaHOBKU JBOWHON MMMYHOMIYyOpPECLIeHT-
HOIl peaklny WCIIOJb30BAJIM KPOJIUYbU TOJUKIOHATb-
HbIE aHTUTea K TUPpO3UHTUApoKcuaase (abl12, Abcam,
Benuko6puranus) B pasBeacHuu 1 : 500 1 MBIIIUHBIE
MOHOKJIOHAJIbHbIE aHTUTEJa K BUMEHTUHY (KJIOH V9,
MO0725, Agilent, CIIIA) B pa3Benenuu 1 : 100. B kaue-
CTBE€ BTOPUYHBIX DPEAreHTOB MNPUMEHSUIM MeYEeHHBbIN
ouotruHOM-SP Fab-dparMeHT UMMyHOTII00yJIMHA OCJia
MPOTUB UMMYHOTIIOOYTMHOB MBI (715-067-003, Jack-
son ImmunoResearch, CIIIA) 1 K031 aHTUTEJIA IIPOTUB
VMMYHOTIJIOOYJIMHOB KpOJIMKA, KOHBIOTUPOBAHHbBIE C
nepokcuaasoi xpeHa u3 Habopa Mouse and Rabbit Spe-
cific HRP/DAB IHC Detection Kit (ab236466, Abcam,
BenukoopuraHust). Ilociae MHKyOallMu BO BTOPUYHBIX
aHTUTeIaX cpe3bl 00pabaThiBaJIM KOHBIOTATOM CTpenTa-
BunuHa ¢ ¢uyopoxpomom Cy5 (Jackson ImmunoRe-
search, CIIIA; pa3seneHue 1 : 100), a Takzke pacCTBOpOM
KO3bMX aHTUTEN MPOTUB MEPOKCUIA3bl XpeHa, KOHb-
orupoBaHHBIX ¢ Giyopoxpomom Cy3 (Jackson Immu-
noResearch, CIIA; pa3ssegenue 1 : 100). ITonkpacky
sIIep OCYIIECTRIIsUTN ¢ ucnoiib3oBanueM JIHK-cBsi3biBato-
miero kpacutenst SYTOX Green B pazBenerun 1 : 100 (In-
vitrogen, CIIIA). ITonyyeHHble npernapaTbl UCCIESIOBAIU
MPU MOMOILU KOH(OKATIBLHOTO JIA3€PHOTO CKAaHUPYIOLIETO
mukpockona Zeiss LSM 800 (Zeiss, I'epmanmst). Ucromns-
30BaIM 00BbeKTUBBI Plan-Apochromat 20%/0.8 M27 u
Plan-Apochromat 63x%/1.40 Oil DICM27 (macistHast
nMmMepcus). g  Bo30OyxmeHus — (payopecueHInN
SYTOX Green mpuMeHSIIU Jiazep € IJIUHHON BOJHBI
488 aM, mst Cy3 — 561 am, Cy5 — 640 HM. AHAIH3 TTOJTY-
YEHHBIX U300pakeHUi TPOBOAWIM MPU MOMOIIM KOM-
NbloTepHOIT porpamMmel Zen-2012 (Zeiss, ['epmanust).

PE3VJIBTATDI

YT100bI TpOCHeNNTh CTAHOBJIEHUE KaTeXoJaMUHEp-
rudyeckoir mHHepBanuu C®O®O, ObUIO IIPEAIIPUHSITO
CPaBHUTEJIbHO-MOP(OJIOrHyecKoe HcciaefoBaHUe Cpe-
30B T'OJJOBHOTO MO3Ta KPBIC Ha pa3HbIX CPOKaX MOCTHA-
TaJIbHOTO OHTOreHe3a. Ha 14-e mocTHaTajibHbIE CYTKU
TI-no3utuBHBIE BOJOKHA HabJiloAald B OCHOBHOM B
JlaTepajibHbIX 30HaX opraHa. Takue ropM30HTaJIbHO pac-
MOJIOXKEHHbIE BOJIOKHA C BAPUKO3HBIMU YTOJIIIEHUSIMU
(opmupyIoT Myuyku Ha Kpasix cyoOpHUKaILHOTO OpraH
U BBIXOJAT 3a €ro Mpeaeiabl B KOHTAaKTe C BBICTUIIKOMN
3NEeHAMMHOTO cyiosl (puc. la). OTnenbHbIe OTPOCTKY Ka-
TEeXOJJAMUHEPTUYECKUX KJIETOK KOHTAaKTUPYIOT U C KJIeT-
KaMU, TIOKPbIBAIOIIMMU CyOdOopHUKaIbHBIN opraH. He-
MHOTOYMCJIEHHbIE TOHKHWE PENKOBETBSIIUECS BOJOKHA
pacrionaraloTcsl B LIeHTpaibHOIT 30He. Peakimio na TT
OTMeYaJlv TaKKe BOJIM3U SHAOTEIUS KalTWJUISIPOB U CeTl-
TaJIbHBIX BeH. Takxke OTPOCTKU KaTeXxoJaMUHepruye-
CKUX HEHpPOHOB MPUCYTCTBYIOT B OJIM3JIeXallleM COCY-
JIMICTOM CILUIETeHUU (pUC. 28).

NurencuBHyo peaknnio Ha TI' B raTepaibHBIX 30-
Hax cyo(OpHUKAIBHOIO OpraHa B CBSI3U C PaCIIOJIOXKe-
HUEM B 3TOI 00J1aCTU TUVIOTHOI'O CKOILJICHUSI OTPOCTKOB
KaTexoJJaMUHEPIruueCKUX HEMPOHOB B HACTOSIIEM HMC-
cJIieJOBAaHUM OTMEYaiM U K KOHIy 1-ro Mec. MOCTHa-
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50 MxM

50 MKM

50 MKM
| I

Puc. 1. PacnipeneneHne KaTexolaMuHeprudeckux BojgokoH B CADO Ha pa3HbIX 3Tanax NOCTHATAILHOIO Pa3BUTHS. a — 14-e MoCcTHa-
TaJIbHbIE CYTKH, 6 — 30-€ IMoCcTHaTaJIbHbIE CYTKH, 6 — B3pOCJI0e XKUBOTHOE. MIMMyHOorncroxumnueckast peakuust Ha TT ¢ mogkpackoii
KBacIIOBBIM reMatokcmiimHoM. O6bekTnB Plan-Apochromat 20% /0.45. MacirabHble oTpe3kKd — 50 MKM.

TaJIbHOTO pa3BuTUs. OJHAKO HAa 3TOM CPOKE pa3Inyusl B
pacripefie/IeHU  KaTeXOJaMUHEPTUIECKUX CTPYKTYP
MEXIy IIEHTpaIbHON 1 JaTepaabHOIT 30HAMM BBIpaKe-
HBI He TaK SIpKO, KaK Ha 14-¢ TOCTHATaJbHBbIC CYTKU
(puc. 16). Ha ucciaeayemMoM cpoke B LIEHTpaJlbHOM 30HE
Ha6moz[am/1 NMHTCHCHBHO BETBAILIMECA APKOOKpaIICH-
HbIE BOJIOKHA C MHOTOYMCIIEHHBIMU YeTKOOOpa3HBIMU

YTOJIILIEHUSIMUA. 3aMETHO, YTO YaCTh BOJIOKOH HAXOIUT-
csl B cyORIIeHAUMHOM 30He (puc. 2a). B KaymanbHOI ke
YacTU OpraHa OTPOCTKM CKOHIIEHTPUPOBAHBI BOJM3U
BBICTWIIKA KeJlymodka. OTHeNIbHO CleAyeT OTMETHUTh
TI-MMMYHOIIO3UTUBHEIE BOJIOKHA, KOTOPBIC MPOXOAST
CKBO3b BbICTWJIKY KEJIYyJO04YKa 1 HAIIPAMYIO KOHTAKTUDPY-
0T C 1iepedbpocnrHanbHO kuakocThio (L[CXK).
LHUTOJIOT A Ne 4
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6 20 MKM
a 20 MKM 8 20 MKM

Puc. 2. Oco6ernHoctu gokanuzauuu TI-nonoxuTtenbHbix BoJOKOH B CDO. a — 30-e rmocTHaTalbHbIe CYTKH, CTPEJIKU YKa3bIBalOT Ha
Ccy0aTeHAMMHbBIC BOJIOKHA, 6 — B3pOCJIOE XKUBOTHOE, CTPEJIKM YKA3bIBAIOT Ha BOJIOKHA B KOHTAKTE C LIepeOPOCTTMHAIBHOM XUIKOCTbIO,
6 — TI'-nonoxurenpHast peakiivs B COCyIUCTOM ciieTeHnH. CTpelika yKa3biBaeT Ha KaTeXoJlaMUHeprudeckre BojgokKHa. MMMyHorn-
CTOXMMMYECKasl peakiysi Ha TUPO3UHTUAPOKCUIA3y C MOAKPACKOM KBacLOBbIM reMaTokcuwinHoMm. OO0bekTuB Plan-Apochromat
100x%/1.25 Oil (macnssHast ummepcust). MacmrabHbie oTpe3ku — 20 MKM.

V I0JI0BO3pENBIX XKMBOTHBIX IJIOTHOCTh pacrpele-
JIEH!SI KaTeXxOJIaMUHEePTUYEeCKNX BOJOKOH B LICHTPAIb-
HOI 30He cyO(OPHMKAILHOTO OpraHa cpaBHMMAa C TaKo-
BOM B 1aTepalibHOIT 30He. Bo3pacTaeT mioTHOCTH pacrpe-
neneHust TTI-TIOJIOXKUTETBHBIX BOJOKOH IIEHTPATbHOMN
30HbI, OTPOCTKM aKTUBHO BETBITCS (puc. 18). 3HaUUTEb-
Hasl 4aCTh OTPOCTKOB 3aHUMAaET CyO3NeHIANMHOE IMOJIO-
xkeHue. Kak 1 Ha P30, oToenpHBIe KaTeXxoJJaMUHEpTUYe-
CKHE BOJIOKHA Y B3pOCJIBbIX JKUBOTHbBIX HAXOISTCS B IIPsI-
moM KoHTakTe ¢ LICXK (puc. 26). B cocTaBe cenrajbHBIX
BeH oOTMeuyeHbl TI-MMMyHOITO3UTHBHBIC IIEPUBACKY-
JIsIpHbIE KiaeTKU (puc. 3a). JIBurasick pocTpalibHee,
MOXHO 3aMETUTh, YTO MHTEHCUBHOCTh peakuuu Ha TT
CHIXAETCSI, M B 3TOM 00JIaCTH HAOIIIOJAaeTCsS Maoe KO-
JIMYECTBO KaTeXOJIAMUHEPTUYECKNX BOJIOKOH. OmHaKoO
31€Ch OTMeYaJIM HaJluuue ciadookpaineHHbIx TT-mono-
JKUTENbHBIX KJIETOK (puc. 36).

C LeNBbIO U3YYUTh IPOCTPAHCTBEHHYIO OPraHU3alInIo
KaTexoJIaMUHEepruueckux BosiokoH B CDO 6Gwuia mo-
cTaBlieHa OBOMHAS MMMYHOMIYyOpeCLIEHTHAsI peaKLus
Ha BUMEHTUH U TUPO3UHTUIpPOKCUIIa3y. B pesynbraTe
WMMYHOTHCTOXUMHWYECKON peaKIIN YSTKO BBISIBISIIOT-
cs1 TT-noJoXXuTeIbHbIE BOJIOKHA U BUMEHTHUH -TTOJIOXK M -
TeJIbHbIE 3MEHAUMOLMUTBI U TAHULIUTHI, U UX YIJIUHEH-

HUTOJOIUA T1oM 64 Ne 4 2022

HBIE OTPOCTKHU (puc. 4). DT OTPOCTKHU IPOCIICKUBAIOT-
cd Ha OOJIBIIIOM PACCTOSTHUU U MPOXOISIT 4yepe3 Bech
C®PO. Yacth OTPOCTKOB OKAHYMBAETCS HAa KPOBEHOC-
HBIX cocynax BHyTpu CPO. TI-monoxureabHble BO-
JIOKHA HaIMpPaBJISIIOTCA IMapajuleIbHO OTPOCTKAM 3IEH-
JTUMOIIUTOB Y TAHULIMTOB Y YaCTO UIYT COBMECTHO C HU-
MU (CM. puc. 40, 2).

OBCYXJIEHUNE

st Toro 94To0BI IIPOCIECANTh CTAHOBIIEHIE KAaTeX0-
JJAaMUHEPTUYECKO MHHEePBAalIMU U, BO3MOXHO, YCTaHO-
BUTh €€ UCTOYHUKMU, ObLIM MpOoaHaJIUu3upPOBaHbI Mperna-
patbl CDO KpbIC HA Pa3HBIX CPOKAX MOCTHATAIHLHOTO
oHTOoreHe3a. Kak cumraercs, y KpbIic (OpMUPOBaAHUE
C®DO npopomkaercs oT 17-X CyT SMOPUOHAIBHOTO pa3-
BUTHUS OO 5-X MOCTHATaJIbHBIX cyTOK. IIpemmonaraercs,
YTO K 5-M IOCTHATaJbHBIM CYTKaM BCE KJIETOUHbIE dJIe-
MeHTHl CPO yxe nuddepeHnpoBaHbl, U AaJdbHENIINE
CTPYKTYPHBIE M3MEHEHMST HOCAT IIPEUMYIIIECTBEHHO KO-
JudecTBeHHbIN xapakTep (Dellmann, Stahl, 1984). Tem He
MeHee, Halllk Pe3yJIbTaThl TOKa3bIBAIOT, UYTO Ha 14-¢ TocT-
HaTaJbHbIE CYTKM HA0II0IaeTCs JOBOJIBHO CKyITHOE 000-
rameHne CPO KaTexoJaMUHEPTUYECKMMHU BOJJOKHAMU
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0

20 MKM 20 MKM
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Puc. 3. Knetku B coctaBe CDO, conepxkaiiue THpo3uHruapokcuiady. CTpesnku ykasbiBaloT Ha TT-TI0I0KUTeNIbHBIe KIIETKU, 20108Ka
cmpenxu KaTexoJlaMUHEpruueckue BoJIOKHa. a — [lepuBackyisipHasi KJeTKa pSIIOM C  CENTaJbHOW  BEHOM.
MMMyHOrucTOXMMUYECKAsl peaklysi Ha TUpO3MHTuapokeuiasdy. 6 — TI-nonoxutenbHast kietka CDO. UMMyHOrncroxuMmudeckast
peaxkius Ha TUPO3WHTUAPOKCIIIA3y C TONKPACKOI KBAaCIIOBBIM reMatokcuianHoM. O6wsekTuB Plan-Apochromat 100%/1.25 Oil (macsi-

Hast uMMepcust). MaciurabHble oTpe3ku — 20 MKM.

3a UCKJIIOYEHMEM JIaTepaIbHOIl 30HBI OpraHa, II0 CpaB-
HEHMIO C OMHOMECSTYHBIMU U MOJOBO3PEJILIMU KMUBOT-
HbIMU. B KauecTBe myTteii BpacTaHUs BOJOKOH KaTeXo-
JIaMUHEPIUIeCKNX HeiPOHOB Ha paHHUX CPOKaX MOXHO
MNPEeArnoJoXUTh TPU: UIYLIUE YEPE3 CBOA MoO3ra, 6eyoe
BEIIECTBO CIAiKu CBOAA WK BIOJIb KPOBEHOCHBIX COCY-
nmoB. Coo0IIaToch, YTO Ha aKTUBHOCTh HeiipoHOB CDO
BJIMSIIOT HOpaJApeHEpPruyeckre BOJIOKHA, MCXOMIIME U3
sapa onmuHoyHoro myty (NTS) (Tanaka et al., 1997). Otu
BOJIOKHA UIYT B COCTaBE MEIUAIBLHOIO IIEPEeIHEMO3TO-
Boro myuka (Kawai, 2018), B coctaBe KOTOpOro, Kak m3-
BECTHO, MPOXOAAT U TohaMUHEPTrUYeCcKre BOJIOKHA Me-
3ommMbudeckoro nytu (Moini, Piran, 2020). [TokazaHo
Takke, YTO MHorue addepeHTHBIE BOJIOKHA, UAYIINE K
C®DO, mpoxomsdT B CyO3MEeHAMMHOM MPOCTPAHCTBE
BIOJIb CTEHOK KeJIyoodkKa 4yepe3 craiiky cBona (Lind et
al., 1982). Takum o6pa3oM, onupasiCh Ha JIMTepaTypHbIE
JaHHblEe, U TaKXKe Ha MOJyYeHHble HaMU Pe3yJbTaThl,
MOXHO IIPEAIIOIOXUTh, YTO OMHUM U3 OCHOBHEBIX ITyTE
KaTexoJlaMruHepruyeckux BoJIOKOH B CDO sasigercsa
BETBb MEPEIHEMO3rOBOTO IyyKa, IPOXOIsIinasi 4yepes
craiky cBona.

IMockonbky C®O oTHOCUTCI K LIUPKYMBEHTPHU-
KYJIpSIPHBIM OpraHaMm TOJIOBHOTO MoO3ra, Il HEero Xa-
paKTEPHO HaJIW4YME CIEeUUATU3UPOBAHHBIX STEHAUM-
HBIX KJIETOK — TAHULIUTOB — KOTOPbIE OTJIMYAKOTCS OT KJle-
TOK 3TMEHINMBI CBOE MOPMONIOTHEN, ITMTOXUMITIECKOI 1
YJIBTpAcTpyKTypHoOt opraHusanueii (Langlet et al., 2013;
CydueBa u gp., 2018; Korzh, Kondrychyn, 2020). On-
HOM 13 MOP(}OJIOrMYecKX 0COOEHHOCTEe M TaKUX KJIETOK
SABJISIETCS HaJU4ue JJIMHHOTO 0a3ajJibHOTO OTPOCTKA,
KOHILIaMM KOTOPOTO TAHULIUTHI OTUJIETAIOT KPOBEHOCHbBIE
cocynbl Mojiexallleit HEpBHOM TKaHU U, Oyiarogapsi 3To-
My, MOTYT Yy4acTBOBaTh B TPAHCIIOPTE CUTHAJIBHBIX MOJIe-
KyJI 3 KpoBH K Kietkam C®O, Bimmsist Ha MeTaboIde-
cKy10 dyHKI1MIo oprada. [Tpu 3ToM pe3ynbTarhl MpOBeIeH-

HOM KOH(OKAJTBHOI CKAaHMPYIOIIEH MUKPOCKOIINU
Mokasajau, 4YTO XOI OTHEIbHBIX KaTeXoJdaMUHepruye-
ckux BojiokoH B CDO mapaieaeH BAMEHTUH-TTOJIOXM -
TEJILHBIM OTPOCTKaM TaHUIIMTOB. HecMoTps Ha TO, 4TO
3HaYeHMe 3TOro (pakTa 10 KOHIIA HE MOHSTHO, MOXHO
MPEAnoI0XUTh, YTO TAHULIUTHI, TPUHUMAsT BO BHUMa-
HHe MX CXOXECThb ¢ paguainbHoit mmeii (Bolborea, Dale,
2013; Goodman, Hajihosseini, 2015), MOryT BeICTyIIaTh B
KadecTBe cKaddoiiaa aJisl pacTyIIMX KaTeXoJaMUHEePI -
YEeCKUX HEPBHBIX BOJIOKOH.

Yrto Kacaetrcss oTMedyeHHOM peakuuu Ha TI BOIM3M
SHIOTENNS KaIWJUJIIPOB U CeNTAIBHBIX BEH, TO TaHHOE
HaOmoaeHWe cornacyeTcs ¢ faHHbIMu KaBano 1 Macy-
ko (Kawano, Masuko, 2001), 1mmosy4eHHBIMUA IIpU WC-
MOJB30BAaHUM METOMIOB 3JIEKTPOHHON MMKPOCKOIINU.
CornacHo nM, okoH4YaHus TT-MMMYHOITIO3UTUBHBIX aK-
COHOB O0OpaIleHbl B CTOPOHY NEPUKAMMLISIPHBIX IPO-
CTPaHCTB KpOBEeHOCHBIX cocyaoB CPO, B ToM uuiciie de-
HECTPUPOBAHHBIX KaIMUISAPOB. JIaHHBIN (akT TIpe-
CTaBJISIETCSI BaXKHBIM PacCMaTPpUBATh B COBOKYITHOCTH C
elle OOHMM pe3yJIbTaTOM HAaIlleTO0 MCCIeIOBaHUS, a
MMEHHO TeM, uTo TT-no3utuBHbIle BojlokHa CDO KphIc
YacTO 3aHMMAIOT CyOSIIEHIMMHOE IIOJIOXEHUE, HEIO-
CPEICTBEHHO MOH TeJaMM TaHWIIMTOB, W HaIIpPaBJICHBI
BIOJIb TToKpbiBaoumiero CPO ciios1, a OTHeNbHbBIE OT-
POCTKM NMPOHUKAIOT CKBO3b 3MECHAUMHBII CJI0M 1 KOH-
taktupyioT ¢ IIC2K. B Bumy oTcyTCTBUSI JaHHBIX O HAJIN-
YMU Ha MeMOpaHe TaHUIIUTOB PElLEeNITOPOB K KaTexoJia-
MMUHaM, MOXHO ObUIO Obl MPEANOJOXHUThb, YTO 3TU
KJIETKM HamOpsMyIO He SIBJISIIOTCS MUIIEHBIO CyO3IIeH-
JIUMHBIX BOJIOKOH. OmHaKo, HCCIeIOBaHUE IPYyroro
LU PKYMBEHTPUKYJISIPHOTO OpraHa — Meano0a3aibHOIO
ruriorajamyca, npeanpuHsiToe MeicrepoM ¢ CcOTpya-
Hukamu (Meister et al., 1988), mokazajo, 4To OTHeIbHbIE
HOMNYJISIIUY TAHULIATOB 3KCIIPECUPYIOT HEMPOHAILHEI
dochomnporenH, peryanpyemsblii fopamMmuHoM 1 TAM D
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Puc. 4. IIpoctpaHcTBeHHOE pacnpeneieHe BUMEHTHHA U TUPO3UHTUAPOKCWIA3bl B TKAHSIX CyO(OpHUKAIBHOTO opraHa. JIBoitHast
UMMyHODIIyopeclLieHTHasI peaklius Ha BUMeHTUH 1 TT, Busyanu3zaiusi ¢ moMolibio iyopoxpomoB Cy3 (rony6oii uBet) u CyS (kpac-
HbI 11BeT) ¢ okpackoit simep SYTOX Green (3enensrit iBeT). KoHdokansHas nazepHast mukpockonus. OobektuB Plan-Apochromat
63%/1.40 Oil DICM27 (MacnstHast umMmepcust). a — O6mmii Bun. JIByxMepHasi IpOeKIUs 3X ONTHYECKUX CPE30B IMMaHOpaMbl U3 12-Tu
KaapoB. Beanuuna Z-cepun — 1 MKM. PaMKu orpaHM4MBaiOT 00J1aCcTH, IpeacTaBAeHHbIE HA 0, 8. MacIITaOHBIN 0Tpe30K — 50 MKM. 6,
6 — o01acTH MHTepeca Ha OOJIbIIOM yBeauueHUn. Cmpeaku yKa3bIBalOT HA COBMECTHO PACITONIOKEHHBIE OTPOCTKU 3MEHANMOLIMTOB
CPO u TI-nonoxkuTenbHbIe BOJIOKHA. MacmTabHble OTpe3KH — 20 MKM.

(32-kD dopamine and cAMP regulated phosphoprotein,
DARPP-32). JIBoiitHO€ MMMyHOMEUYEHNE aHTUTEJIaMU
npotuB TT u DARPP-32 BEISIBUIO TECHYIO CBSI3b MEXKIY
TTI-nmonoxureabHbIMU BojokHamMu U DARPP-32-co-
JepXaliMU TaHULIUTaMU, YTO, B COBOKYITHOCTU, AAE€T
OCHOBaHME CUUTATh, YTO JO0(aMUH KOHTPOJUPYET aK-
tuBHOCTb TaHunuToB (Hokfelt et al., 1988). Kak 1 MbI B
CDO, MeiicTep ¢ cCOTpyTHUKAMU B 00J1aCTA MeanooOa-
3aJIbHOrO TUMoOTajiamyca BbISIBISIIU TT-MMMyHOMNO31-
TUBHbIE OTPOCTKHU, TTIPOHUKAIOIINE MEXKITY STIEHANMHbBI-
MU KJIeTKaMHu B TPOCBET XeJlylmouka. BeIcKasbiBaeTcst
MNPEAIoaoXeHe, YTO OOJbIIMHCTBO HEPBHBIX KJIETOK,
koHTakTupyomux ¢ IICXK, MoryT BeICTynaTh B Kaye-
CTBE XeMOPEILIENTOPOB 1 OTBEYATh 32 HECUHANITUYECKOE
BOCHPUSITUE CUTHAJIOB M JaJIbHEHIIYI0O UX Tiepenady B
paznuuyHble 00jlacTU rosioBHoro mosra (Vigh et al.,
2004). CyiiecTByeT BEpOSITHOCTh, YTO POJIb 3TUX KOH-
TaKTOB HE OrpaHUYMBaeTcs xemopelenuueit. OTmeva-
€TCsl, YTO MPUCYTCTBYIOIIIME B JIMKBOPE MOHOAMMHBI, a
UMEHHO: 1o(aMUH, HOpaApeHAJUH U CEPOTOHUH, Mpe-
MMYIIECTBEHHO WMEIOT HEUpPOHaJbHOE MPOMCXOXKIC-
HUe, a He TIOCTYNaloT U3 KpoBoToKa. Ellle onHO BaxHOe
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HaOJIIOJeHNE COCTOUT B TOM, YTO 3TH BellleCTBa OOHapy-
xuBaorca B LICX Ha ¢dusmosormyecku akTUBHBIX
ypoBHsx (Mypta3uHa u np., 2021). Takum o6pa3zomMm, Ka-
TexosaMuHepruueckue BojiokHa CPO, 1o Bceil BUIU-
MOCTH, MOTYT BbIIeJIsATh B LICXK OGuonornuyeckn akTuB-
HbIE BelllecTBa, AeHCTBYIOIINE KaK HEMPOropMoHbl. 13
BTOIO CJIEAYeT, YTO KaTeXOJIaMUHEePTUYeCKHUE BOJIOKHA
C®O MoryT aAByHAIIPaBIIEHHO BJIMSITH HA COCTAaB KPOBU
u IICX kak HanpsMyoo, TaK U1 OIOCPEAOBaHHO, Yepe3
BO3/ICHCTBHE HA TAHUIIMTHI, 1 MOTYT OBITh 3a/ICICTBOBA-
Hbl B PEryJisiliiM 3HEPreTUYecKoro roMeocrasa opra-
HU3Ma.

M3BecTHO Takke, yTo B CDO HaxoguTcs ocodast mo-
IYJISILUASI HEMPOHOB, JIOKAJIM30BaHHBIX HA TIOBEPXHOCTU
KpaeBhIX KJIETOK — CylpalsneHaAuMHbIe HelipoHbl (Dell-
mann, Simpson, 1979). HecmoTps Ha To, UTO, psii aBTO-
POB IIpeanojaraeT CEpOTOHMHEPIUYECKYIO METUaTOPU-
Ky cynpasneHauMHbIx KieTok (Richards et al., 1981; Lo-
rez, Richards, 1982), aTo npeanogoxeHue OTHOCUTCS K
obyactsiM, oTIMYHBIM 0T CPO, a UMEHHO K KJIETKaM
nHa IV-ro xenynmouka. Hamre ucciaenoBaHue mokasajo,
yro TT-nmonoxurenbHbie HelipoHbl CPO He HAXOmITCs
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Ha MoBepXHOCTU, a TT-MojoXuTeIbHbIE OTPOCTKU 3a-
HUMAIOT CYO3MEeHAMMHOE TIOJOXEHNE, TaKXe MOTYT
MPOHUKATh CKBO3b SMTEHANMOILIUTHI U TAHUIIUTBI, U KOH-
taktupoBaTth ¢ IICXK. Takum obpa3om, cpenu cympa-
SIEeHIUMHBIX HeiipoHoB C®O kaTexojaMUHeEpruye-
CKHE He OOHapy>KEeHHI.

Emie ogHUM BaXXHBIM CTPYKTYPHBIM KOMIIOHEHTOM
C®DO gBagI0TCS TIEPUBACKYISIPHBIE KJIETKU — TEPULIH-
Thl (Hicks et al., 2021). [TepuuuTsl pacrnoiaraloTrcsl CHa-
PYXU BHAOTEIUATBLHOTO CI0SI KPOBEHOCHBIX COCYIO0B U
SIBJISIIOTCSI cocTaBHOM yacThio I'9b (Zheng et al., 2020).
Mpebl noka3sanu, yto B COO 110 KpaitHeil Mepe HEKOTO-
pble TIepUBaCKYISIPHbIC KJIETKU NAIOT MOJOXUTEIbHYIO
MMMYHOTMCTOXMMUYECKYIO peakunio Ha TI. Pacmona-
rarTCs TaKre KJIETKU BOJM3M DHAOTENUSI KPYITHBIX CO-
CyIOB, pacIIOJIOKEHHBIX B JiaTepajbHBIX 30Hax CdDO.
Kak yrBepxmaercss B JuTeparype, KpOBOCHAOXKEHNE
CPO B 0CHOBHOM 00ecCIIeurBaeTCs CUCTEMO cyodop-
HUKaJIbHOI apTepuu, BETBU MepeaHeil MO3roBoii apTe-
pun. Pa3BeTBieHusT cyO(OpHUKAIBHON apTepnn hop-
mupyer B CDOO miaoTHOe KaNnWUISIpHOE CIUIETEHUE U3
¢deHecTpUPOBaHHBIX U He(EHECTPUPOBAHHBIX KaMuJ-
JISIPOB, KOTOPHIE MTOCTYIAIOT B KPYITHbIE TOHKOCTEHHbBIE
COCYIbl, PAcCIIOJIOXEHHbIE JIaTepaIbHO — CeITaJIbHbIC
BEHBI, BIIajalollue B CUCTeMy Oosblloil BeHbl [ajeHa
(McKinley et al., 2003). Takum odpazom, TT-ummyHOIO-
3utuBHbIe TIepuLIMTEl CDO 0Ka3bIBAIOTCS CTPYKTYPHBIMU
equHunaMu I'Ob cenTanbHbIX BeH. bbUto 0OHapyXeHO,
YTO SHIAOTEIMAIBHBIC KJICTKA Y TIEPULIATHI SIBJISTFOTCS TIep-
BBIM MECTOM ITOIVIOILIIEHUS TIPEAIIECTBEHHKA KaTeXoJjia-
mMuHOB — L-JIOMA, a TakKe 3KCIIPECCUPYIOT BHICOKME
YPOBHU AeKapOOKCHIAa3bl apOMaTUYECKMX aMUHOKIC-
ot (JIAA) (Bertler et al., 1966; Cenci, 2014). B nomnosn-
HEHHE K 3TOMY, CJIeAyeT YIIOMSIHYTh O HaJIUYUU B TOJIOB-
HOM Mo3re MoHOodepMmeHTHBIX, TT mwmm JIAA-comepxka-
X, HEWPOHOB, 3KCIIPECCUPYIOIIMX TOJBKO OIWH U3
¢depmeHToB cuHTe3a godamuHa (Yrpiomon, 2009). Ipu-
HHMasi BO BHUMaHUe BhIIIIECKa3aHHOE, MOKHO ITPEAIIOJIO-
>KUTh, YTO TIEPULIUTHI, KaK 1 MOHO(EPMEHTHBIC HEMPO-
HBbI, CIIOCOOHBI YYaCTBOBATh B KOMITJIEMEHTAPHOM CHUH-
Te3e modammHa, a B CDOO MOryT okaszaThCsl TaKXkKe U
caiitoMm cuHTe3a L-JJIODA.

¥V B3pocioro xuBoTHoro B npeaeiaax CPO obu1a 00-
HapykeHa KjeTka ¢ TT-MMMyHONO3UTUBHOM peaKIuei
cpenHel MHTEHCUBHOCTH. Jlo HACTOSIIEro BpeMEHU
cunTanock, uto B CDO oTcyTcTBYeT COOGCTBEHHAS TTOMY-
JISIIMS KaTeXoJaMUHEPruyecKux HeiipoHoB. BBumy He-
MOCTAaTOYHON M3YYEHHOCTH, (PU3UOJIOrnYecKasi poJib
3TUX KJIETOK OCTaeTcss HeusBecTHoM. IIpuHuMasi Bo
BHUMaHUe TO, 4To B CPO HaOII04aIUCh JIUIIL OOUHOY -
Hble TT-110JI0XUTENbHBIE KJIETKA 1 TOIBKO Y B3POCIBIX
>KMBOTHBIX, MOXKHO TOBOPUTH O TOM, YTO ITONYJISILIMS Ka-
TexoJaMUHeprudeckux HeiipoHoB B CADO HeMHOro4yuc-
JIEHHA U ITOSIBJISIETCS Ha OoJiee MO3MHUX CPOKaX.

Takmm o6pa3oM, B HacTosIIEeH padoTe OBLIN oXapaK-
TEPU3OBAHbl  KATEXOJIAMUHEPTUUYECKUE  CTPYKTYDBHI
C®dO. HccnenoBaHue mpenapaToB Ha pa3sHBIX CPOKax
MOCTHATAJILHOTO OHTOTeHE3a MOKAa3aJio, YTO CYIIECTBY-

€T IJIJaBHOE HallpaBJieHWEe BpacTaHMsl KaTeXxoJdaMUHep-
rudyeckux BojokKoH B CDO u 0cOOEHHO OTUYETIMBO 3TO
HabJoaeTcs Ha paHHUX cpokax. [TomyyeHHbIe JTaHHbIe
MO3BOJISIIOT MoJiaraTh, YTO BOJOKHA KaTeXOoJaMUHEPIH-
YeCcKUX HEMPOHOB Ha paHHUX CpoKax rocTtynatoT B CDOO
OT TIepeIHEMO3roBOTO ITyuyKa uepe3 crnaiiky cBoaa. Ila-
paJIeNIbHBIM OTPOCTKAM 3MEHAMMOLIMTOB U TAHUIIUTOB
xof TT-TMoJIOXXUTeNbHBIX BOJIOKOH MOXKHO TPAaKTOBAaTh B
MOJIb3Y TOTO, YTO TAHULIMTHI UTPAIOT POJb TAHUIIUTOB
ckahdonaa ayist pa3BUBaloIIeiics B Mpoliecce OHTOTeHe-
3a KaTexoJaMUHepruueckoili mHHepBauuu. Jlokanmzo-
BaHHbIE B CyO3IMEeHANMMHOM CJIoe KaTexoJaMUHepruye-
CKue BOJIOKHA MPOXOASAT CKBO3b SMEHAMMHbIN IJ1aCT U
KOHTakTUpyloT Harpsimyto ¢ LICXK. B pabore BriepBbie
MOJYyYeHO CBUIETENbCTBO cyliecTBoBaHUsI B CPO cob-
CTBEHHBIX KaTeXx0JaMUHEePTUYECKUX HEMPOHOB.

OUHAHCHUPOBAHUME PABOThHI

HccnenoBaHue BBITTOJHEHO MPY (DMHAHCOBOM MOIIEPKKE
Poccuiickoro HaydyHoro ¢gonma (mpoekt Ne 22-25-00105,
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Catecholaminergic Structures of Rat’s Subfornical Organ
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Due to the fact that the studies of subfornical organ’s tissue components and neurotransmitter systems have a high
relevance nowadays, the aim of this research was to investigate morphological features of the catecholaminergic in-
nervation of this area. Brain samples of rat’s subfornical organ were studied at the different stages: at postnatal days
14 and 30, and at the age of 4—6 months, using immunohistochemical and confocal scanning microscopy methods.
The main direction of ingrowing into the subfornical organ catecholaminergic fibers at the early stages of postnatal
development was determined. It has been established that the processes of catecholaminergic cells can contact with
the cells covering the subfornical organ, and can also pass through the ependymal layer. This allows processes to con-
tact the cerebrospinal fluid directly and, presumably, to influence its compositions. It was revealed that some of the
catecholaminergic fibers have a parallel arrangement with the basal processes of specialized ependymal cells — tany-
cytes. Such finding suggests possible function of tanycytes as a scaffold for growing catecholaminergic fibers. Previ-
ously unidentified catecholaminergic cell population of subfornical organ was obtained.

Keywords: tyrosine hydroxylase, forebrain, subfornical organ, development, immunohistochemistry
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