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OCOBEHHOCTU OBEMEHA y-AMMHOMACIJISAHOU KMCJIIOTEI

Y AKTUMBHOCTD LIMKJIA TPUKAPEOHOBEIX KHUCJIOT IIPU
NEACTBUM MOP®MHA

X. Abasynt, A.T'. Brpaxas', B.B. Jlenesuu 12,

'TPOMHEHCKYIT TOCYIAPCTBEHHEI MEIVIIMHCKIA YHBEPCUTET
NucTuryT Groxvmas HAH PB, T'pomHo, Bernapychb

H3yueno enusnue ocmpoi MOpGOUHOBOU UHMOKCUKAYUU HA akmusHocmb Gepmenmos kamabonusma TAMK (TAMK-
mpancamunasvl, AT1A-0ecudpozenasvt) u yukia mpuxkapOOHO8bIX KUCIOm (CyKyunamoezuopozenasol, HAJ -uzoyumpam-
Oecuopoecerasol) 8 20JI0BHOM Mo32e KpbiC. B uzyuennvix omoenax mosea esedeniie MOPHUHA NPUBENLO K 00303AGUCUMOMY
yenemenuio akmusnocmu HAJ -UJ[T" u TAMK-T, umo modcem yxazvieams Ha obujee 3amediieHue 060poma cyocmpamos
6 LITK u ymenvuienue komnencamoprozo éxiada munoprhozo I'AMK-wynma. Bei0sunymo npeononodcenue, 4mo Haomo-
daemvle cosuU 8 AKMUBHOCTU (DEPMEHMO8 BOZHUKIU A0ANMAYUOHHO 8 OMEem HA deticmeue MOPPUHA U CLALAIOMCS U3
Komniekca usmenenutl Ha yposwe I AMK-epeuueckux Hetiporno6 u OKpyICaowux ux acmpoyumoa.

Knroueewte cnosa: moppun, y-amunomacnanas kucroma (TAMK), TAMK-mpancamunasza (TAMK-T), ATIA-0ezudpo-
eenasa (AIA-/T), cykyunamoeauopoeenasa (CAI), HAI -uzoyumpamoezuopocenasa (HA -HT), 2ono6noil mo3ze.

The influence of acute morphine intoxication on the activity of the GABA-catabolising enzymes (GABA-transaminase
and SSA- dehydrogenase) and the TCA cycle (succinate dehydrogenase, NAD"-isocitrate dehydrogenase) enzymes in rat
brain has been studied. In all brain regions tested morphine administration exerted a dose-dependent inhibition of the
NAD*-IDH and GABA-T activity that might express a delay in a TCA cycle turnover and diminishing in compensatory
GABA shunt activity. The changes observed were supposed to occur adaptively in response to the action of morphine and
be composed of a number of metabolic changes either in GABAergic neurons, or surrounding astrocytes.

Key words: morphine, y-aminobutyric acid (GABA), GABA-transaminase (GABA-T), SSA-dehydrogenase (SSA-DH),

succinate dehydrogenase (SDH), NAD*-isocitrate dehydrogenase (NAD*-IDH), brain.

OnwuaTHble HAPKOTUKU OTHOCATCS K Haubornee
YIOTpeOsIeMbIM TICHXOaKTUBHBIM BEIIECTBAM CpPEIH
HapkomaHoB benapycu u Poccun [2, 3]. B akcnepu-
MEHTAaJbHBIX HCCIEAOBAHUIX IPU MOIAEIUPOBAHUHU
MOP(QHUHOBON HApKOMAaHHWH MPUMEHSIETCS IEHTPAIb-
HBI HaPKOTUYECKUH aHANbIeTHK, MOp(HHA THAPO-
XJIOpUJ, KOTOPBIA UCIOIB3YIOT B KIIMHUKE JJIST KyTIH-
poBanus OoneBoro cuHapoma. [1pu BHYTpUOPIOIINH-
HOM BBEJICHUU MOP(HUH JOCTaTOYHO PABHOMEPHO pac-
MpeziessieTcs Mo OT/AeNaM TOJIOBHOTO MO3Ta, He3aBH-
CHMO OT KOHIIEHTPAIIMH B HUX ONMHUATHBIX PELENTOPOB
[16]. OnHOKpaTHOE BBEIEHUE KpbicaM MOpQUHA B
nozax 7,5-15 mr/kr (B/06p) MPUBOIUT K CHUKECHUIO
MOKa3aTes JIOKATBHOW YTUIIM3aIINH TITFOKO3bI B OOITh-
IIMHCTBE KOPKOBBIX CTPYKTYp, THUIIOKaMIIE, TUMOU-
YEeCKUX M TaJlaMUYecKuX siapax [7]. JdaHHbie OHOXu-
MHUYECKHX U (hapMaKOIOTHIECKHX UCCIICOBAHHI CBH-
JICTENILCTBYIOT 00 YY9aCTHHU CHUCTEMBI Y-aMHUHOMACIIs-
Ho#t kucnorel ((AMK) B peanuzaryu psaa 3¢ dhexron
Mop¢urHa, GOPMUPOBAHUHN TOJICPAHTHOCTH U 3aBHCH-
MOCTH OT HapKoTHKa [7]. @epMEHTHI OKUCTHTEILHOM
nerpagaruu [AMK pacmonoxeHsl B aCTpOITUTaX, OK-
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pyxaromux TAMK-epruueckuii cunarc, u popmupy-
10T Tak Ha3biBaeMbili [ AMK-1yHT, HanmpsiMyto CBsI3aH-
et ¢ peaknmsimu L[TK. CymectByer mpenmonoxe-
HUE, YTO B pacuere Ha DHEPreTHYECKH OOMEH B Iie-
soM Mo3re anamieporudeckuid [AMK-myHT cocras-
nsieT okoino 17% ot Beeit aktuBHOCTH L[TK, TO ecTh B
HEPBHOI TKaHU BO3MO)KHO TPEBPAILIECHHS O.-KETOTITY-
TapOBOM KHUCIIOTHI B CYKIIMHAT 4yepe3 MepeaMUuHUpO-
Banue [AMK [5, 9]. IHTeHCHBHOCTD peakuuii Kara-
6ommsma FTAMK pasnuuaercs B CTPYKTypax Mo3ra B
3aBHUCHMOCTH OT KOHIeHTpaluu B Hux IAMK-epru-
YeCcKUX MyTeil U (PyHKIIMOHATBHOTO COCTOSTHUS Opra-
HusMa [5, 9, 15]. CornacHo aUTEepaTypHBIM JaHHBIM,
B TAMK-epruyecknx HelpoHax MO3KedKa mpeoda-
JlaeT MyTh MPEeBpaIIeHuUs O.-KeTorIyTapaTa 4epe3 MH-
Hopublii [AMK-1yHT, 1 B 3TOM OT/Iene Mo3ra oOHa-
pYy)KuBaeTcsi HanOONbIas AKTUBHOCTh JIETHJIPOTeHa-
361 ssHTapHOro nomyansaeruaa (SIIA-/I) [6, 10]. Ilo
MOCJTENHUM TPEACTaBICHUAM, aHAIJIECPOTUYECKHUI
I'AMK-11yHT HaxXonuTCsl B TECHOM CBSI3M HE TOJIBKO C
pPEeaKIMsIMH [HKJIA TPUKAPOOHOBBIX KHCIIOT, HO H C
00MEHOM psiia HeWPOAKTHBHBIX aMHUHOKHUCIIOT, H MO-
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JKET MCIONb30BaThCSI HEPBHOM TKAHBIO I BOCIIOMN-
HeHUs Ne(UINTA PHEPTETHYSCKUX CYOCTpaToB MpHU
HEKOTOPBIX 3KCTPEMAaNIbHBIX BO3AEHCTBHX [5, 15].

Hcxons w3 BBIIEU3IOKEHHOTO, 1IETbI0 JaHHOTO
WCCIEOBAaHUA SBUJIOCH M3ydeHHE BIHSIHUSA OCTPOM
MOP(QUHOBOW MHTOKCHKAIIMHM Ha COCTOSHHE OOMeHa
I'AMK wu kmroueBsie peakiuu L[TK B ornenax mosra
KPBIC C BEICOKOM TUIOTHOCTRI0 [ AMK-eprudeckux my-
Tei (CTBOJ, MO3KEUOK, TaJaMH4YecKasi 00JacTh).

MeToanbl uccieT0BaHus

DKCTIeprUMeHTHI OBIITH BBITIONHEHBI Ha OenbIx Oec-
TIOPOIHBIX Kpbicax-camirax Maccoit 180-200 . Kusor-
HbIE OBLTH pa3zienieHbl Ha YeThIPE TPYIIIEI 10 BOCEMb
oco0eii B Kak1oM 13 HUX. KOHTPOIBHBIM KHBOTHBIM
BBOIMJIN KBHOOBEeMHBIC konmuuecTBa 0,9% pacTBopa
xnopua Harpus. 1% pactBop MophrHa THAPOXIIOPH-
Jla BBOAWJIM OMHOKPATHO, BHYTPHOPIOIIMHHO, B 103aX
10 mr/kr, 20 mr/kr 1 40 M Ha KWJIOTPaMM MacChl TEJA.
UYepes 1 yac mocne nubeknuit Mopduna u Gusmono-
THYECKOTO PAaCcTBOPa KPBIC JCKAITUTHPOBAIN, U3BJIEC-
KaJIM TOJIOBHOM MO3T U BBIICISIIIA CTBOJ, MO3KEUOK U
TaTaMHUYeCcKyro 00JacTb. B romorenarax oTenoB Mo3-
ra KpbIC ONpPEASNsIn akTUBHOCTh (epmenToB 1ITK -
HAJ["-3aBucumoit nzorutparaeruaporenassl (HAJ'-
NAT: KD 1.1.1.41) u cykunnatneruaporesasnl (CAI:
K® 1.3.99.1) [4], a Takke [AMK-mynrta - TAMK-
amuHotpancdepaszsl ([AMK-T: Kb 2.6.1.19) u nerua-
poreHasbl ssHTapHOro nomyanbaeruaa (AIMA-JI: KO
1.2.1.24) [8]. benok onpenensiiu o Jloypu [14]. Ho-
CTOBEPHOCTH PA3NUIHUN MEXKY TPYIIIaMU OIICHUBAIN
napaMeTpUvecKUM METOJIOM C NMPHUMEHEHHEM t KpH-
tepust CThIONICHTA.

Pe3yabrarbl 1 00Cy:KIeHUE
Beenenne mopduna runpoxnopuna B go3e 10 mr/
KT OKa3aJI0 Ha JKUBOTHBIX JIETKOE BO30yX1atoriee ek -
CTBHE, TOrAa Kak Oomee BEICOKHE 10351 20 1 40 Mr/Kr
BBI3BAII CKOpee CelaTUBHBIN 3¢ ekT. PesynsraTs
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MO3Xe4YoK Tanamyc

BO3JICICTBUSI OMHOKPATHOTO BBeACHUsI MopdHHa Ha
AKTUBHOCTbh M3YYEHHBIX (JEPMEHTOB OTpa)keHbI Ha
pucynkax A, Bu C.

[Tpu BBenenun mopduna B 103¢ 10 MI/KT B CTBOIIE
OTMEYCHO JIOCTOBEPHOE MOBBIIICHUE aKTUBHOCTHU
AMA-AI' u CAI 5va 31,5% 1 38,3%, COOTBETCTBEHHO,
MIpHU CHIKeHUH akTuBHOCTH HA /[ -3aBrCcHMOiL nerum-
poreHasbl 1o cpaBHeHHUIo ¢ KoHTponeMm (Puc. A). B
MO3Xe4Ke KPBIC 3TOW TPyNIbl HAOIIOIaIu yMEHbIIIe-
uue aktuBHocteit HAJ[™-U/T (na 27,3%) u TAMK-T
(na 27,7%) 6e3 DOCTOBEPHBIX CIIBUTOB B aKTHBHOC-
ax SIA-JI" u CAl. B Tanamudeckoit ooacTu 10c-
ToBepHOe yraerenue akruBHocta CHI Ha 16,5% co-
npoBoxknanock aktuBanuerr HAJ[™-UJI wa 28,6%
(Puc. A). Kak uzsectno, HA/["-3aBucumast u3ouur-
paTneruporeHasa SBIseTCS KIIOYEBBIM PEryiasTop-
HeiM pepmenToM LITK, u cHbkeHHE ee aKTHBHOCTH
MOXET CBHJIETEIHLCTBOBATh 00 OOIIEM 3aMENJICHUH
00opoTa cyOCTpaToB B IUKJIC U YTHETEHUH ITPOU3BO/I-
CTBa DHEPTHH B HEPBHBIX KieTkax [11]. CymecTByer
MHEHUE, 9TO poib MuToxoHapuaisHoin HAJ[™-U/I B
HEPBHOMW TKaHU 3aKJIF0YAETCS HE TOJBKO B PErYISIHH
ckopoctu noroka cyocrparoB B IITK, HO u npoxyk-
MU BaXKHOTO MIPOMEKYTOUYHOTO COCAMHEHHS - a-Ke-
TOIJIyTapOBOM KHUCIIOTHI C IIEIbI0 00pa30BaHMUs HEW-
POMEIMATOPHBIX AMHHOKHCIIOT - TiryTamara u [AMK
[13]. MoXXHO TIpennoaKUTh, YTO B CTBOJIE M MO3KEU-
Ke OJJHOKPaTHOE BBEICHHE MOP(HUHA BBI3BAIO YMEHbB-
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Bnusanue ocmpoii moppunoeoii unmoxcukayuu na akmuenocmo grepmenmos kamaoonuzma '’«AMK u L[TK ¢ omoenax
2071061020 Mo32a Kpbic (6 % K konmponio, * - p < 0,05)
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HIeHNe MPOAYKLHU a-KeTorTyTapara Ioj JeiicTBreM
HAJI™-UAT, 9Tto, B CBOIO OYepenhb, CIOCOOCTBOBAJIO
yruerenuio B Mozxkeuke akTuBHOCTH [ AMK-T. Cosep-
IIeHHO Oo4YeBUIHO, uTo akTtuBanus HAJI-U/I" B Ta-
namyce, BeI3BaHHast MopduHoM B 1o3e 10 mr/kr, pu-
BeJa K HaKOIJICHUIO KOHEYHOTO MPOAYKTa pPeakluu -
a-KeTONIyTapOBOM KUCIOTHL. TeM He MeHee, HaKoILIe-
HUE a-KeTonTyTapara He ClIOCOOCTBOBAIO aKTUBAIIMH
'’AMK-TpancaMrHa3HOM peakliy U MOBBIIIEHUIO aK-
tuBHOCTH C/IT.

YBenuuenue 10361 npemnapara a0 20 Mr/Kr npuse-
JI0 K aHAJTOTMYHBIM CIBUTaM ()epMEHTATHBHOW aKTHB-
HOCTH B M3y4YEeHHBIX OTAenax Mo3ra. Kak u B mpensi-
IOyuiel TpyIe, B CTBOJE aKTUBAaLMs JETHAPOTeHa3
cornpoBokanack yraereauem HAJ[™-M/II. B mo3xkeu-
K€ )KUBOTHBIX, TIOTyYHBIINX OJJHOKPATHBIC HHBEKIIHH
HapKOTHKa B J103¢ 20 MI/KT, COXPaHHJIOCh YTHETCHUE
aktuBHOcTelt TAMK-T u HA/[™-U/II" o cpaBHeHuUt0
C KOHTPOJIEM.

OnHako B TaJlaMU4ECKOM 00JIaCTH KPBIC HE HA0IIO-
JTalTi TOCTOBEPHBIX I3MEHEHUH B aKTUBHOCTH M3Y4UEH-
HbIX (hepmenToB (Puc. B). Pasnuunbie naMeHeHus ak-
TUBHOCTH (DEpMEHTOB, BBI3BaHHBIC OCTPBHIM BBEJICHU-
eM MOpQHHA, BO3MOKHO, OOBSCHSIIOTCS HEOTHOPOI-
HBIM pactipenenenuem B [IHC onuatHBIX penenTopos
n TAMK-epruveckux HeliponoB. Harbornee BbipaskeH-
Hasi dHKe(PAIMH-TIONO00HAsI UMMYHOPEAKTUBHOCTh U
BBICOKHE KOHIICHTPAIIUHU OMTUATHBIX PELIENTOPOB ObLIH
OOHapy>KeHbI B MEIMAJIBHBIX SIpax Tajamyca, MHH-
nanuHe, ppoHTAIBEHOH KOpe, CTBOIE, Oa3aIbHBIX TaH-
rusix [12]. CornacHo TuTepaTypHBIM HCTOYHHUKAM, B
MO3KEUKE MMPAKTHUYECKU OTCYTCTBYIOT OMHATHBIE pe-
LIENTOPBI, HO UMeeTcs OosbInoe KonmnyectBo [AMK-
€pru4ecKrX MPOBOMAIINX MyTEeH W, CIENOBATENbHO,
¢depmento oomena TAMK [1, 10, 12]. MoxHo npen-
MOJIOKHUTh, YTO B 3TOM OTaeNe Mo3ra 3¢ ekt yraere-
Hust MoppuHOM KiroueBoid peakiun [TK u TAMK-
IIYHTA MPOUCXOANUT KOCBEHHBIM 00pa30M, 32 CYET HHH-
[MalMK KackaZa M3MEHEHHMH B ONMHaT-COIepKaIInX
ornenax [THC.

BBenenne kpbicaM MaKCHMalbHOHW 10361 MOp(U-
Ha - 40 MI/KT - BBI3BAJIO HAMOOJIEE 3HAUUTEILHBIE CBH-
I'M B aKTHBHOCTH HM3Y4eHHBIX (epmeHToB. Cienyer
OTMETUTH, YTO JaHHAas 7032 OKa3ajla Ha KHUBOTHBIX
CHJIBHO BbIpaXKEHHOE YTHETEeHHE IBUTAaTeIbHON aKTHB-
HocTHU. IIpu 3TOM B CTBOJIE YCHUIIMIIOCH YTHETEHUE aK-
tuBHOCTH HAJ-UI" (Ha 44,4%) u coxpaHuIach ak-
tuBarus AIA-/I" ma 28,2% (Puc. C). B mo3xkeuke
KpBIC 3TOW TPYIIBI IOCTOBEPHOE YTHETEHHE aKTHB-
Hoctu HAJ[™-MJII" compoBokaanock TEHIACHITUEH K
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cHmxenuio akruBHoctu AMK-T, Torga xak B Taja-
Myce MaKkCHMajbHas J103a Mop(duHa mpuBena K 3Ha-
YUTEIHHOMY YTHETEHUIO aKTHBHOCTEH BCeX M3y4eH-
HbIX pepmenToB kaTabonmnzma TAMK u LITK (Puc. C),
YTO CBHJIECTENLCTBYET O HanOOIee BEIPAYKEHHOM CHU-
keHun obopora cyoctparoB B L[TK u ymeHbieHun
aktuBHOocTH [AMK-1mrynra. BepostHo, B 3TOM OT1e-
Jie MO3ra BBICOKas J103a MOp(HHa CIIOCOOCTBOBalIa
YTHETEHHUIO KaK OCHOBHOTO DHEPTETHYECKOro oOMe-
Ha, TaK ¥ 3TOr0 BayKHOT'O BCTIOMOTaTeIbHOTO Iy TH IIPO-
W3BOJICTBA JIOTIONHUTEIBHBIX cyOcTpaToB. O4eBUIHO,
YTO CIIEAICTBHEM OCTPON MOP(PHHOBOI MHTOKCHKAIIIH
0Ka3aJI0Ch CHW)KEHHE B Tajamyce (QYHKIHOHAILHON
momHocTd AMK-1ryHTa, KOTOpO¥ OBLITO HEMOCTATOU-
HO JJIE BOCIIONHEHUS yrHeTeHHbIX peakiuit [[TK.

AmHanum3 pe3yasTaToB MPOBEISHHOTO NCCIIEOBAHUS
MOKa3aJ, YT0 OJHOKPATHOE BBEJCHNE 3TOTO OIHATHO-
T0 HapKOTHKA MPUBOIUT K JIOCTOBEPHBIM CIIBUTaM B
¢dbyHKmonnpoBanuu hepmenToB nukia Kpedea u xa-
tabonmuzma [AMK. Tlpudem 3TH M3MEHEHUS yCUIIU-
BaJIMCh 10 Mepe YBEITUYEHHS J03bI MOpPUHA, a MX Ha-
MPaBIEHHOCTh KoJieOalach B 3aBUCIMOCTH OT HCCIIC-
JyeMoro otzaena mosra. Bo Bcex oraenax mosra o0-
M 3(h(HeKToM okazajaoch yrHETEHUE KITIOUEBOH pe-
akuu [ITK, Ha ocCHOBaHHMM Yero MBI CJCIIaJIA BBIBOJ
00 ob1eM 3amemieHny 3Toro nukia. OJHaKO TP 3TOM
B ctBone aktuBHOocTH CHIIT 1 SIITA-JII" ObLIM MOBBI-
IIeHbI, 0COOEHHO Tpu A03ax MopduHa 10 u 20 mr/kr.
B Mo3keuke u Tamamyce, TO €CTh OT/JieTIax Mo3ra ¢ Hau-
Oonee 3HaunMbIM BkiagoM [AMK-myHTa B 9Hepre-
TUKY Ki1eTku [6,9], yruerenue HAJ[-U/II" conpoBox-
Jaoch CHIDKeHHEM mHTeHcuBHOCTH [AMK mrynra.
310t 3ddekr ObuT Hanboee BHIPaKEH B TalaMHUeC-
KOM 00JIaCTH NMPH BBSICHUU MaKCUMAaIbHOH 1031 MOP-
¢unHa. Takue U3MEHEHHS B HEPBHBIX KJIETKaX MO3KEY-
Ka ¥ TaJlAMHYEeCKOHM 001aCTH MOTIH BO3HUKHYTH aJ1arl-
TallMOHHO B OTBET HAa MPSMOE B3aWMOJEHCTBHE MOP-
¢uHa ¢ p-pernentopamu B Tex oraenax LIHC, rae onu
npucyTcTByIOT. [IpH 5TOM MOpGHH MOT HHUIIHUPOBATh
3alyCcK KOCBEHHBIX METa0OIMUYEeCKUX CIBUTOB B
'AMK-eprudecknx HeHpoHaX U B OKPYKAIOIIHUX MX
acTpornuTax. Ha ocHOBaHHH THIIOTE3BI O Pa3TUYHOM
KOMITApTMEHTAIN3AIHN SHEPreTHIecKoro oOMeHa H
obmena amuHOKHCHIOT B [AMK-epruyeckux Heipo-
HaX U TIIKH [15] MBI MOXeM 3aKITIOYUTh, YTO METa0O0-
JIUYECKHUE CABUTH, BBISBICHHBIE B JAaHHBIX OTAENTaX
MO3Ta, HOCAT aJalTallHOHHBIN XapaKTep U Clararor-
Csl U3 KOMILJIEKCA U3MEHEHHI Ha YPOBHE HEWPOHOB U
OKPY)KaIOIIUX UX aCTPOIUTOB
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JanpHelye UCCIeqoBaHus ¢ UCIOJIb30BAHUEM
METOZIOB PPaKIIMOHHPOBAHUS HEPBHOM TKAHU U M3Me-
penneM apyrux nokaszareneit [AMK-epruueckoii cu-
CTEMBI U IHKIIA JUMOHHOW KUCIIOTHI MOTJIH OBI TIPO-
SICHUTh TOYHbIE MOJIEKYJSIPHbIE MEXaHHU3MbI BO3JIEH-
crBus Mop(drHA Ha TOIOBHON MO3T. Takue uccieno-
BaHUs ObLTH OBl TaKXKe MOJE3HbI IPU U3yUCHUH HEli-
POXUMHYECKIX MEXaHU3MOB (hOPMUPOBAHHS CHHAPO-
Ma (PU3UIECKON 3aBHCUMOCTH MIPH XPOHUYECKOH MOp-
(hMHOBOM MHTOKCHUKALIUU.
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Resume
PECULIARITIES OF y-AMINOBUTYRIC ACID
METABOLISM AND ACTIVITY OF THE
TRICARBOXYLIC ACID CYCLE UNDER THE
ACTION OF MORPHINE
H. Abazid, H. Vinitskaya, V.V. Lelevich

The influence of acute morphine intoxication on
the activity of the GABA-catabolising enzymes
(GABA-transaminase and SSA-dehydrogenase) and
the TCA cycle (succinate dehydrogenase, NAD*-
isocitrate dehydrogenase) enzymes in brain stem,
cerebellum and thalamus of rats has been studied. In
all brain regions tested morphine administration
exerted a dose-depen-dent inhibition of the NAD'-IDH
and GABA-T activity that might express a delay in a
TCA cycle turnover and diminishing in compensatory
GABA shunt activity. The changes observed were
supposed to occur adaptively in response to the action
of morphine and be composed of a number of metabolic
changes either in GABAergic neurons, or surrounding
astrocytes.




