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OBILIAA XAPAKTEPUCTHUKA PABOTbBI

AKTYaJJbHOCTh TeMbl. B  IICHTpadbHBIX  MEXaHHM3Max  yIPaBIICHUS
TEMOJIMHAMHUKON HEMaJOBAKHAS POJIb MPUHAJICKAT Ba30OMOTOPHOW  00JacTh
MPOJIOJITOBATOTO  MO3ra, MOP(OJOTUYECKUM BOIUIOMICHHEM KOTOPOTO  SIBIISICTCS
HEOOJBIIION  y4acTOK  pPOMOOBHIHOTO  MO3ra, JIGKAINMHA  1MO03aAd  HIDKHETO
YCTBEPOXOJIMHUS. AHAIM3 JUTEPATYPHI JIaeT JIOCTATOYHOE KOJMYECTBO JIOKA3aTEIbCTB
pelaoIeil pojay 3TOro ydactka mMo3ra B peryismnuu remoaunamuku (Ma et al., 2003;
Yeprok, Komroba, 2013).

bonee momyBeka TOMy Ha3aJa B HEWpOHAX Ba30OMOTOPHOTO IICHTPA BIICPBBIC
oOHapykeHOo mpucyTcTBHe HOopaapeHanmHa (Dahlstrom, Fuxe, 1964). ITo3anee 3mech
OBLITM BBISBJICHBI HEPBHBIC KJICTKH, COACPIKAIIUE U JAPYTHE KIACCUYCCKUE MEAUATOPHI
HEPBHOTO WMIyJbca (aeTWIXOJIMH, aJApEHAIWH, TOTaMUH, CEpOTOHMH), Oiaromaps
KOTOPBIM, TI0 MHEHHUIO OOJIBIIIMHCTBA MCCIIEIOBATENICH, M OCYILIECTRIISAETCS [ICHTpaIbHas
perymsuus remoaunamuku (Jones et al., 2010; Threlfell, Cragg, 2012; Palkovits et al.,
2013). OpHako 1OCae OTKPBITHS HOBOTO Kjacca OHOJOTHYECKH AKTHBHBIX BEIIECTB —
razoo0pasueix mocpeanukoB (NO, CO, H,S), npuHuMarommx ydacThe, Kak B
MEKKJIETOYHOM, TaK u BHYTPHKJICTOYHOM perymsun pPa3HOOOpa3HBIX
(U3HOJOTUYECKUX TIPOIIECCOB, TMOSBHIIMCH MPEATNONOKEHHSI 00 WX BO3MOXKHOM
3HAYCHHUM B IIEHTPAJIBHBIX MEXaHU3Max peryisnun remoaunanamuku (Huang et al., 2003;
Yeprok u ap., 2010, 2016; Pushchina et al., 2015). B oTnuune oT KiIacCHYECKHX
MECCEH/PKEpOB,  OHHU  SBJISIIOTCS  NPOCTBIMU ~ MOJIEKYJIaMH,  OOJIaaroliMH
JUNO(PUIBHBIMA CBOWCTBAMH. OTH CHUTHAJIBHBIC MOJICKYJIBI HE HaKaILIMBAIOTCS B
CHHONTUYECKHUX ITy3bIpbKaxX, He OCBOOOKIAIOTCS IK30IIMTO30M, MOTYT BBIICIATHCS W3
aroboro yuactka kierku (Wang, 2004; Kim et al, 2011). OHu XuUMHYECKH
MOAUQPUITUPYIOT BHYTPHUKJICTOYHBIE TPOTEHUHBI, W3MEHSS KJICTOYHBIA METa0O0JIM3M
Oonee OBICTPBIM, YEeM KJIACCHYECKHE MEIUATOPHl CIIOCOOOM, HYTO TO3BOJIIET WM
3¢ ()EeKTUBHO y4acTBOBATh B ME€peaye HEPBHOTO UMITYJIbCA.

YuuteiBas, 4To Ta3000pa3HbIc TOCPEIHHUKH BBITIOIHSIIOT OCOOCHHO Ba)KHBIC
GYyHKIIMM B MEXKJIETOYHBIX KOMMYHHUKAIMSIX, OHA MOTJIHM Obl obOecrmeunBath paboTy
ao0oro  HepBHOro 1ieHTpa. OJHAKO HMMEIONIMECS THUMOTe3bl 00  y4acTuu
ra30TPaHCMHUTTEPOB B  IICHTPAJIBHBIX MEXaHW3MaX PETYISAIUd  TeMOJIUHAMUKH
0a3upyIOTCS B OCHOBHOM Ha pe3yJibTaTax (PU3MOIOTHICCKUX UCCICIOBAHUN W JIMIIICHBI
MaTepHaNbHOTO TMOATBEPXKIAeHUA. Mopdonornyeckne JaHHBIE O HAJIWMYUA U
pacmpeiiesieHnd 3THX BEIIECTB B Ba30MOTOPHOW 0OJIACTH TIPOIOJTOBATOrO MO3Ta
HEMHOTOYHCIICHHBI U TPOTHBOPEeUrnBhl. OCOOCHHO Majo TaKUX CBEJACHUN B OTHOIICHUH

OKCIEepUMEHTAIbHBIE ~ MaTepHalibl, IMOJYYeHHbIE B  TIOCIEIHUE  TOJbI,
CBUIETEIBCTBYIOT, YTO Ta3000pa3HbIe MOCPEIHUKH IMPUHUMAIOT aKTUBHOE ydacTHEC B


http://www.ncbi.nlm.nih.gov/pubmed/?term=Palkovits%20M%5BAuthor%5D&cauthor=true&cauthor_uid=23818940

4

IUTACTUYECKUX TEPECTPOKax HEHMPOHOB B HOPME U NPU PA3IHUYHBIX MATOJOTHUECKUX
nporeccax (Skovgaard et al.,, 2011; Wang, 2011). Tem He McHee, B OTHOILICHHH
Ba30MOTOPHOTO IIEHTPA 3TH BOMPOCHI MTPAKTUIECKU HE N3YUCHBI.

Crenenb pa3padoTaHHOCTH. TOMOXMMHIO HEHPOHOB MPOJOJITOBATOTO MO3Ta
HECKOJIBKO JIET Ha3aJ CTaJId U3y4aTh OCOOEHHO MHTCHCHBHO. He Tak TaBHO MOSIBUIIHCH
paboTBI MO  WCCIENOBAaHUIO  HEHPOHOB  CEPIEYHO-COCYAHMCTOTO  IIEHTPA,
skcrpeccupyomux HerpoHnaabHyto NO-cuntazy (NNOS), remokcurenasy-2 (HO-2) u
muctatnonuH P-cuntasy (CBS) (Ma et al., 2003; Mustafa et al., 2009; Kotsyuba et al.,
2014). Opnako mTpW ONHWCAHWKA Ba30MOTOPHOM OOJIACTH IPOJOJITOBATOIO MO3Ta
00BEKTOM HCCIIeAOBaHUS OOBIYHO CIy)KaT BHYTPHSIACpHBIE HEHpOoHBI. Bmecte ¢ Tewm,
MEXIY SApaMHA HAXOMATCS KIETKH, KOTOphIe, KaK TOKazalu (PU3NOIOTHICCKUE
ucciaenoanus (McDavid et al., 2008; Elliot et al., 2013), o6xamaroT ocoObIMHU
(YHKITMOHATBHBIMHA CBONCTBAMH, OTIMYAIONIMMH WX OT BHYTPHSICPHBIX HEHPOHOB.
Henp3st  MCKIIOYUTH, UYTO  MEKBAIACPHBIC  WHTCPHEHPOHBI  CTPYKTYPHO H
HEHPOXMMHUYECKU TAKXKE OTIUYAIOTCS OT BHYTPHUSAICPHBIX KJIeTOK. OTHAKO B H3BECTHOU
HaM JIUTEepaType Mbl HE BCTPETHIIM CPABHHUTEIBHBIX MATEPHUAJIOB 1O JIOKAIM3AIUUA U
KOJMYECTBEHHOM OIICHKE Ta30TPAHCMHUTTEPOB B YKA3aHHBIX ABYX IMOMYJIAIUSIX KJICTOK.
OTcyTCTBYIOT MOPGOJIOTUYECKHE JTaHHBIC, CBUACTCIBCTBYIOIIHE 00  yJacTHH
MEXbBSJICPHBIX MHTECPHEHPOHOB B PETYJISAIIMA MO3TOBOM T'€MOJIMHAMHMKH, HECMOTPS Ha
MOCTOSTHHOE MTPUCYTCTBHE ITUX KJIETOK B BA30OMOTOPHOM 00JIaCTH MO3ra.

Hean HCCJIeI0BAHMS. N3yunth 3aKOHOMEPHOCTH  pachpeecHus
ra30TpaHCMHUTTEPHBIX HEHPOHOB B BAa30MOTOPHOW OOJIACTH MPOJIOJITOBATOrO MO3Tra y
KPBIC B OOBIYHBIX YCJIIOBUSX (PYHKIIMOHUPOBAHUS OpraHW3Ma M MPHU PAa3BUTHH Yy HUX
AKCIIEPUMEHTAJILHOUN TUTICPTEH3HH.

3agaum ucciIe10BaHNUA:

1) C noMmouipl0 THCTOXMMHUYECKUX WU HMMYHOTMCTOXMMHYECKHX METOJIOB
m3yunth pacnpeneireHue NNOS-, HO-2- u CBS-uMMyHONMO3UTHBHBIX HEUPOHOB B
BAa30MOTOPHBIX SApax IMPOAOJIrOBATOrO MO3Ta.

2) HccinenoBaTh  KAueCTBEHHBIE W KOJUYECTBEHHBIE  XapaKTEPUCTUKU
MEXXbAICPHOU MOYJISIUN Fa30TPAHCMUTTEPHBIX HEUPOHOB.

3) W3yuuth AMHAMUKY MOpeoOpa3oBaHUNl BHYTPUSIAEPHBIX U MEXbSIECPHBIX
MOIYJISALUN Ta30TPAHCMUTTEPHBIX HEHPOHOB B IPOLECCE PA3BUTUS PEHOBACKYJISIPHOMU
runeprenszuu (PBI).

4) W3yuutp npoctpaHcTBeHHY0 opranuzammio  NO-, CO- wu  H,S-
IPOAYLHUPYIOIIUX HEMPOHOB B Ba30OMOTOPHON 00JIACTH MPOAOITOBATOTO MO3ra B HOpME
Y TIPH Pa3BUTHH apTEPUATBHON TMIIEPTEH3UU.

5) IIpoBecT MareMaTUYECKHU aHAIN3 U3MEHEHUI KOJMYECTBEHHBIX ITApaMETPOB
BHYTPHMSCPHBIX M MEXBAICPHBIX IONYJSALMA T'a30TPAaHCMHUTTEPHBIX HEHMPOHOB B
pa3iInyHbIE BPEMEHHBIE OTPE3KU PA3BUTHS PEHOBACKYJISIPHOW TMIIEPTEH3UU.
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Hayuynasi HoBu3Ha. B paboTe HOBBIMU SIBIISIIOTCS MaTEpHUAIIbl IO Ka4eCTBEHHOM
u komuuectBeHHOM xapaktepuctuke NNOS, HO-2 u CBS-uMMyHONO3UTHBHBIX
MEXbSJICPHBIX HEWPOHOB TMPOAOJITOBATOIO MO3ra KpbICH. BriepBble yCTaHOBJICHBI
KauyeCTBEHHBIC M KOJMYECTBEHHBIC XapaKTEPUCTHKU MEXBSACPHBIX MHTEPHEHPOHOB B
HOpME M X TpeoOpa3oBanus B mpouecce pasButus PBI. IIpoBeaeH cpaBHUTENbHBIN
aHaIM3 BHYTPHUSJEPHBIX W MEXbIJIECPHBIX HEUPOHOB IMPOJIOJITOBATOTO MO3ra, HUX
TOMOXMMUU B HOPME U TpU TUINEPTEH3UU. BriepBble BBHISBICHBI XapaKTEPHBIE
OCOOCHHOCTH pEaKIMU KPYMHBIX W MEJIKUX MEXbSJIEPHBIX WHTEPHEHPOHOB Ha
MOBBIIICHUE aPTEPUATILHOTO JaBICHUS.

C wucnonp30BaHHMEM METOJOB MAaTEMaTHUYECKOrO aHaiu3a MpeACTaBIICHBI
JIOTIONIHUTEbHBIE ~ JIOKAa3aTeNbCTBA  PA3NIMYUN  peakIMh  MEXbBIACPHBIX |
BHYTPHAICPHBIX ITA30TPAHCMUTTEPHBIX HEUPOHOB B pouecce pazsutus PBI.

B pabore wucnonb30BaH aBTOPCKUN METOJ H3Y4YEHHsS] MPOCTPAHCTBEHHOM
OpraHu3allid HEWPOHOB PA3IMYHON MEIUATOPHON MPUHAMICKHOCTH — METOJ]
KOMITBIOTEPHOTO COBMeIIeHUs n3o0pakenwuii (UepTtok u np., 2014), MmeTo onpeneneHus
WHTCHCUBHOCTH THCTO- ¥ MMMYHOTHCTOXMMHYECKOH peakinuu B kieTtkax (Crapiiesa,
Yeprok, 2012; Yeprok u ap., 2012), a Takke METOA CHCTEMHOTO aHaIu3a IS OLCHKU
3HAYMMOCTH U3MEHEHHN HUTPOKCHUIIEPTHMUECKHMX HEUPOHOB MPU SKCIEPUMEHTAIBLHON
runieprensuu (Crapresa u ap., 2011).

Teopernueckoe HW mNpaKkTHYecKoe 3HavYeHue padorsl. [IpoBeneHHbIE
UCCIeNOBaHMsI O 3aKkoHOMepHOCTsAX pacnpenenenuss NNOS-, HO-2- u  CBS-
UMMYHOIIO3UTUBHBIX HEWPOHOB B Ba30MOTOPHOM 00JacTH NPOAOJTOBATOTO MO3ra
SBJISIOTCSL 4acThio (YHIAAMEHTAIBHBIX MCCIEIOBAHUN B 00JaCTH HEUPOOHOJIOTHHU.
[Toy4yenHsie B pabOTe MaHHBIE MOTYT CIIYKHUTh TEOPETUUECKON 0a30i /Jisi TOHUMAaHUS
pOJIM  Ta30TPAHCMUTTEPHBIX CHUCTEM B  MEXaHHU3Max  pPETYyJISALUA  MO3TOBOM
reéMOJIMHAMUKN B OOBIYHBIX YCJIOBHSX JKU3HEACSATENBHOCTH OPraHu3Ma U HEKOTOPBIX
BUJIaX COCYAMCTOM MAaTOJIOTUU. Pe3yabTaThl HCCAEAOBaHUS MOTYT OBITh MCIIOIb30BaHbI
IpU TPOBENCHUM 3aHATHM Ha KadeApax TUCTOJIOIMH, HOPMAJIbHOM M MaTOJOrMYECKOM
aHATOMUU, HOPMAJILHOM U MATOJOTUYECKON (DU3HOJIOTHH, HEBPOJIOTUH.

Merogosiorusi ¥ MeTOAbI AMCCEPTAIMOHHOIO HCCJeA0BaHus. B manHOU
pabore wmcnonp3oBaM rucroxumudeckuit  meronq Ha NADPH-mmadopasy mns
BoIsiBNieHHss NO HelpoHOB, a TaK)K€ UMMYHOTHCTOXUMUYECKUE METOIbI JJIs BBISIBJICHUS
HeriponansHOl NO-cunTazer (NNOS), remokcurenasbi-2 (HO-2) u uucratuonuH [-
cunTtassl (CBS), koTopbie onpeaeisuii HeNpsIMbIM UMMYHOIIEPOKCH1a3HBIM METOJIOM.

JIns u3ydeHus] pachpeiesieHUs: Ta30TPAaHCMHUTTEPOB B IMPOJOJITOBATOM MO3TE
KPBICHI MIPY MATOJIOTHHU, BOCIPOU3BOIUIN MOJIEb PEHOBACKYJISIPHOM TUIIEPTEH3UU, IS
YEero MPOBOJUIN XUPYPIUUECKYIO OINEPALMIO MO MEPEBS3KE JIEBOM MOUYEUHONW HOMKKH.
Onepanysi pyUBOAWIA K YMEHBIIEHHUIO TIOYEYHOU MAcChl U yBelnueHuto AJl.



IHon0keHus1, BHIHOCUMBbIE HA 3ALIUTY:

1) B BazoMoTOpHOI 001aCTH TIPOOJITOBATOTO MO3Ta HAXOASTCS BHYTPHUSIECPHbBIC
U MEXKbAJIEpPHbIE TMOMYJSIUM Ta30TPAHCMUTTEPHBIX HEHPOHOB, OTIMYAOIINECS
KaueCTBEHHBIMU U KOJIMYECTBEHHBIMU XapaKTEPUCTUKAMM.

2) Peakius razoTpaHCMHUTTEPHBIX HEHPOHOB, PACIIONIOXKEHHBIX B Ba30MOTOPHOM
00JIaCTH MPOAOJITOBATOIO MO3ra, HA MOBBIIIEHUE apTEPUATBHOTO JABICHUS 3aBUCUT OT
UX JIOKAJIU3al1, MEAUATOPHOU MPUHAIIEKHOCTH, PA3MEPOB.

3) B mpomecce pa3BUTHS PEHOBACKYJSPHOM TUNEPTEH3UU MPOUCXOJST
U3MEHEHHUS] TPOCTPAHCTBEHHbIX oOTHomeHud Mexay NNOS-, HO-2- u  CBS-
MMMYHOIIO3UTUBHBIX ~ HEMpOHAMHM, KOTOpPhIE MOXHO OIHKCATh  YPaBHECHUSIMU
MHOKECTBEHHOM JIMHEMHOW PETPECCHM.

CreneHb J0CTOBEPHOCTH Pe3yJbTaTOB. J[0OCTOBEPHOCTh JTaHHBIX, MMOTYYEHHBIX
B pabore, oOecrieueHa COBPEMEHHBIMU METOJIaMU HCCJIEIOBAaHUS U HCIIOJIb30BAHUEM
COBPEMEHHBIX METOJIOB CTAaTUCTHUYECKOH OO0pabOTKH, KOTOPbIE COOTBETCTBYIOT
MOCTaBJICHHBIM ILENsIM M 3amadaM. VHTepnperanus pe3ylbTaTOB W BBIBOJIOB
MOJIKPEIJICHA JIaHHBIMU, MPUBEJICHHBIMU B TAaOMUIAX M PUCYHKaX. MaTemMaTH4ecKui
anmapar, UCIOJIb3yeMblid B padoTe, MO3BOJIMI MOJITBEPAUTH BBIBOJBI, IMOIYYEHHBIE
MOP(OTOTUYECKUMHU METOJIAMHU.

AnpobGanus padorbl. Matepuanbl nuccepranuu Obutn npeactaBieHsl Ha Xl
TuxookeaHCKOW HAyYHO-TPAKTUYECKON KOH(MEPEHIIMN CTYACHTOB M MOJIOJBIX YYCHBIX
(BmamuBoctok, 2011, 2012), IV Bcepoccuiickoii HaydyHON KOH(MEpPEHIIMU C
MEXIYHAPOIHBIM ydacTueM « MUKPOIUPKYJIAIMS B KIMHUYECKOH mpakTuke» (MockBa,
2012), XIX Mex1yHapoaHOM Hay4YHO-TIPAKTUYECKOU KoH(pepeHuu
«HTeeKTyanbHbIi Kanutal U crnocoOwsl ero nmpuMenenusi (Hoocubupck, 2016),
MexayHnaponHoi HayuHol koH(bepeHnuuu (Yexus, Kapnosei-Bapel, 2016).

Myoimkanuu  pesyjabraroB  padorsl. [lo wmarepmanam  nuccepranuu
OmyOJUKOBAHO 9 paboT B peIICH3UPYEMBIX KypHaJIax.

O0bem u cTpykTypa aucceprauumu. PabGora cocTtouT U3 BBeAEHHs, 0030pa
JUTEPATYPHI, OMUCAHUS, MATEPHAJIOB U METOAOB, O TJIaB COOCTBEHHBIX HCCIICIOBAHUH,
pe3ynbTaTtoB M BBIBOZOB. OO0BeM pamccepranuu coctaBisger 227 crpanuil. Paborta
wutrocTpupoBana 125 pucynkamu, 49 tabnuuamu. YKazaTesib JUTEPAaTyphbl BKIOUYACT
196 ucrounukoB, 3 HUX 91 MHOCTpPaHHBI.

OCHOBHOE COAEP XAHUE PABOTbBI

MaTtepuaJjbl 1 METOABI HCCJIEI0BAHUS

PaGora BemonHeHna Ha 128 kpwicax-cammax JmHuM Wistar maccoit 230-250 T,
KOTOPBIX pa3Jeuii Ha TPU TPYMIbI: UHTAKTHBIE (15 KpbIC), JTOKHO ONMEPUPOBAHHBIC
(38 kpeic) W c peHoBacKymspHOM runeprensuer (75 kpwic). PeHOBacKymIsipHYIO



runieptensuto (PBI) Be3piBasin omucaHHbiM paHee meroaoMm (Xapud, Kpanpapiiiesa,
2004, Korro6a u ap., 2010).

HccnenoBanuss npoBoamiau corjacHo IlpaBwiam mpoBeneHuss paboT
WCIIOJIB30BaHUs SKCIIEPUMEHTaNbHBIX )KUBOTHBIX (IIpunoxenue 3 k nmpukazy M3 CCCP
Ne755 ot 12.08.1977 r.) mu Crannapra otpacinu «lIpaBuna npoBeaeHus: Ka4ueCTBEHHBIX
KJIMHAYECKUX ucnbiTaHui B Poccuiickoit ®epepauun» (yrBepxkaeHsi M3 PO
29.12.1998 r. u BBemennl B jgeiictBue ¢ 01.01.1999 r.). )KuBOTHBIX coiepXaid B
BUBApUU B COOTBETCTBUU C «CaHUTAPHBIMU MPABUIIAMU TI0 YCTPOMCTBY, 000PYAOBAHUIO
U COJIEP’KaHUIO SKCIIEPUMEHTAIbHO-0MoIornueckux KIMHUK» (Nel045-73 ot 06.04.1973
r.). KopMieHnue KpbIC OCYIIECTBISIIOCh B COOTBETCTBUM C HOPMaMH, YTBEP KICHHBIMU
M3 CCCP ot 10.03.1986 r. Ne163.

B pabGore uCHoONb30BaIUCh TUCTOJOTHMYECKHE, HWMMYHOTUCTOXUMHYECKHE,
TUCTOXUMUYECKUE, MOP(OMETPUYECKUE U CTATUCTHUECKHE MeToAbl. OOBEKTOM st
UCCJICIOBAHUS CIYXKWJI TMPOJIOATOBAThII MO3T KpPBICHI, KOTOPBIA Opanu IEIUKOM
HEIIOCPEJICTBEHHO II0CJIE HACTYIUIEHUS CMEPTH JKMBOTHOI'O. OBTAHA3UIO >KMBOTHBIM
IPOU3BOIWIA  NEPEJO3UPOBKOM  BBEIEHHOrO BHYyTpuOprommHHO 3%  pactBopa
tuoneHrana Na.

Cucronnyeckoe NaBlI€HUE HU3MEPSJIM IpPH IMOMOIIM CHCTEMbl HEMHBA3UBHOI'O
MOHHUTOPHPOBAHUS KpoBsHOTO aaBieHust y kpbic ML U/4c501 meromom XBOCTOBOI
mamkeTsl (MedLab, China).

B cepun u3 He meHee 16 mocneoBaTENbHBIX CAaTUTTAIBHBIX WM (POHTATBHBIX
cpe3oB (tommuHa cpe3a 30-40 MKM) MpOJOJIrOBaToOro MoO3ra KaKJIOro »KHBOTHOTO,
NEPBBIA Cpe3 OKpalIuBaid MeTHIeHOBbIM cuHUM win Ha NADPH-d, Bropoit — s
uccnenoBanusi NNOS (NO-neiiponsr), tpetuit — CBS (H,S-HelipoHsl), 4eTBEpTHI —
HO-2 (CO-neiiponbl). MecTonojioxKeHWEe W TPaHUIBl YTOUHSJIM Ha TIpenaparax,
OKpAIlIEHHbIX METHJICHOBBIM cuHUM. MccnenoBanu BHyTpusiaepHsie (BS) HeilpoHbl B
aape  coimutapHoro  Tpakta (SCT), perukynspHeix narepaibHoMm  (PJISA),
menkokiaeTounoM (PMSI) u rurantoknerounom (PTS) simpax, u MexbsaepHble KICTKH
(M), Haxopsiuuecs MEXAY PETUKYJISAPHBIM TUTAHTOKJIETOYHBIM U PETUKYJISPHBIM
MEJIKOKJIETOUYHBIM sfipaMH (rpynna 1), peTUKYISIPHBIM MEIKOKIETOYHBIM SIAPOM H
AJIPOM COJIMTAPHOTO TpakTa (rpynmna 2), B OKPY>KEHUH PETUKYJSIPHOTO JaTepalibHOTO
anpa (rpynna 3). [Ipu omnpezaeneHun JOKalU3alMu UCCIEAYEMbIX SJI€p UCIOIb30BaIU
IIUTOAPXUTEKTOHMUYECKYIO KapTy, MpuBeAeHHYIO B « The Rat Brainy (Paxinos, 1982).

JIist BBIABJIICHUSI HUTPOKCUIEPTUYECKUX HEHPOHOB NPUMEHSUIM JBa METOJa:
rucroxumuueckuit Hope a. Vincent (Hope, Vincent S, 1989) nist Beisinenuss NADPH-
nuadopaser  (NADPH-d), u HMMyHHOTMCTOXHMHYECKHH — I OINpeae/ICHUs
Jokanu3auuu HeipoHanbHo NO-cunTa3bl. B mepBoM citydyae maTepuan HHKYOHpOBau
B cpene, conepxkameit 0,5 MM B-NADPH, 0,5 MM autpocunero terpo3osmmeBoro u 0,3
% Tpurona Y-100 B 0,15 M Tpuc-HCL-6ydepe (pH 8,0) B Teuenue 1 4 B Tepmocrare



npu 37°C. Ilocne wHKyOanMu mpenaparsl MPOMBIBATM B AUCTUIUIMPOBAHHOW BOJE,
00€3BOKMBAJIM B CHUPTaX BO3pACTAIONICH KOHIEHTPAMM M 3aKJIIOYad B KaHAJCKUU
Oanp3aM. KoHTposibHBIE 00pa3iipl MoMeNaan B cpedy ¢ aobasneHneM unruouropa NO-
cuHTasbl — N-HuTpo-L-aprununa (10 MM).

CrnemUIHOCTh  TUCTOXMMHUYECKOW  pEaKIH  IpOBEpsiach  MHKyOarumen
HECKOJIbKMX CPE30B B paCTBOpax, HE coAep Kaliux HUTpocuHui tetpazonuii i NADPH,
a Taxoke B pactBope, conepkameM NADP Bmecto NADPH.

NmmyHorucroxumudeckoe BoisiBIeHne HelpoHanbHOH NO-cunTtassr (NNOS),
remokcureHaspl-2  (HO-2) wu  mwmcratwonwn B-cuntazer (CBS) B cTpykTypax
MPOJIOJITOBATOTO MO3Tra KPBICHI MPOBOJAWIM B HECKOJIBbKO 3TanoB. Ilociie u3BneueHus
MO3Ta M3 MOJOCTH depena, M (ukcammn HeGompmx (oxomo 0,5 cm®) KycoukoB
UCCIIEyEMOr0 MaTepuaia, ux npomsiBasiu B TeueHue 24 4 B 0,1 M ¢docdaTHO-coteBom
oydepe (pH 7.4). ®uxcupoBaHHBI MaTepuall NPONUTHIBAIM B XoJogHoM 15 %
pactBope caxapo3sl Ha 0,1 M ¢docharHom Oydepe M TOTOBUIM KPUOCTATHBIE CPE3bI
tommuHou 3040 mxMm. [locime nmogaBneHUs SHAOTEHHON AKTUBHOCTH IEPOKCUAA3HI B 1
% pactBope H,O, u momaBneHus Hecrmenu(PpuIecKoro CBA3BIBaHUS aHTUTEN B 2—3 %
pacTBOpe HOPMAaJIbHOM CHIBOPOTKM KO3bI, IIperapaThl MHKyOUpOBaiu B TeueHue 18 u
OpU KOMHATHOM TEMIIEpaType C MOJIMKIOHAIBHBIMU AHTUTEIaMH, MOJyYEHHBIMHU Y
kpoauka, mnpotuB NNOS, (Cayman, CIIIA) B passeaenun 1:200; 3arem cpe3sbl
OTMBIBAJIM B HECKOJbKUX cMeHax 3alydepenHoro (0,05 M Tpuc-0ybep, pH 7,6)
(U3MOIOTHYECKOTO PAacTBOpPA, MPOBOAMIN WHKYOAlMIO B TeUeHUE | 4 MpU KOMHATHOU
TeMIeparype B OMOTHHMIMPOBAHHOW KO3bEH aHTHCHIBOPOTKE TpoTuB IgG Kpommka
(Vectastain, CIIIA) ans nNOS, B passeacuun 1:200, (Vector Labs, CIIIA). B kauectBe
pacTBOpUTENss JUId MEpPBbIX M BTOPBIX AaHTHUTEN MCIONb30BAIN 3a0y(epeHHbIH
dbusmnonornyeckuii  pactBop, coxaepxammii  0,03-0,1% Tputon X-100 u 1-3%
HOpPMAaJIbHYIO CBIBOPOTKY K03bl. Ilocne oTmbIBaHMs, cpe3bl HHKYOHpOBalid B TeueHHE |
Y ¢ KOMIUIEKCOM aBUJAMH-OMOTHHWIMPOBAHHOM Tepokcuaassl xpeHa (Vectastain Elite
ABC Kit, Vector Labs, CHIA) B passeaenun 1:50 — 1:100 B 3a0ydeperHHomM
¢dbusznonornyeckoMm pactope, comepxkanieM 0,1 % TpUTOH. AKTUBHOCTb MEPOKCHIA3BI
it NNOS BeisiBIsUIM MHKYOMpOBaHUeM cpe3oB B aumamuuOeHsumuHe (VIP Substrate
Kit, Vector Labs, CIIIA) moa KOHTPOJIEM MUKPOCKOTIA.

st ummyHHOTHCTOXMMUYecKoro BoisiBiieHuss CBS u HO-2 kpuoctatHbie cpess
MOCJIeIOBAaTEIbHO MHKYOUpoBainu ¢ 1 % HOpMaiabHOM CHIBOPOTKOM Jiomiaaud 1 9 mpu
KOMHATHON TeMIlepaType; MBIIIMHBIMH MOHOKJIOHAJIBHBIMHU aHTuTenaMu npoTuB CBS
(Abcam, BenukoOputanus) B passeaenuu 1:500, nporuB HO-2 B passenenun 1:1000
npu temmneparype 4°C B TeueHue 18 4; OMOTMHWIMPOBAHHBIMU AHTUTEAMH JIOILIATU
npotuB 1gG wmbemmm (Vector Labs, CIIIA) B pasBenenun 1:100 2 9 npu KOMHATHOM
TEMIIepaType M C aBUAMH-TIepoKcuaa3HbiM Komiuiekcom (Vectastain Elite ABC Kit,
Vector Labs, CIIIA) 1 4 npu xomMHaTHOU Temmeparype. s BBIIBICHHS MPOMYKTOB



peakiuu s CBS, cpe3bl uHKyOuMpoBaium B cyOcTpare KpacHOro IBeTa s
oboHapyxenuss mnepokcunasel (VIP  Substrate Kit, Vector Labs, CHIA). s
ompeaenenuss HO-2, uMMyHONMpeUMNIUTAT BU3YAIM3UPOBAIM KaK C IOMOIIBIO
muamuaOeHsuauHa (DAB Substrate Kit for Peroxidase, Vector Labs, CIIIA), Tak u B
cyoctpare kpacHoro 1mBera (VIP Substrate Kit, Vector Labs, CIIIA). 3atem cpe3s
MPOMBIBAJIM, 00E3BOKHUBAIIA B CIIUPTaX BO3PACTAIONIECH KOHILIEHTPAIUH, MPOCBETISUIN B
KCHJIOJIE U 3aKJII0YAIIH B MOJIUCTEPOI.

Jiist orieHKH cerupUIHOCTH UMMYHOTUCTOXUMHYECKOW PEaKuy HUCTOIb30BaIN
METOJi HETaTUBHOIO KOHTpoOJs. JlJisi 3TOro cpe3bl, BMECTO NEPBUYHBIX AHTHUTE,
MHKYOupoBasid ¢ 1% HEMMyHHOI CBIBOPOTKON. BO BCEX KOHTPOJBHBIX IKCIIEPUMEHTAX
UMMYHOIIO3UTHBHAS peaKlys OTCYTCTBOBAJIA.

[IpocTpaHCTBEHHBIE OTHOIIEHUS MEXAY HCCIEIyeMbIMA TPyHIamMH KJIETOK
U3ydalil METOJIOM KOMITBIOTEPHOTO COBMelIeHHs1 n3o0paxenuit [Ueprok B.M. ¢ coaBr.,
2014]. CmexHbIe Cpe3bl MCCIEIOBAINCH PA3NEIbHO B JIBYX MHUKPOCKOIAX, OKYJISPBI
KOTOPBIX OCHAIIIEHBI OJMHAKOBBIMU KOOPJIMHATHBIMU CETKAMU C PaBHOBEIUKUMU
kBajgpaTamu. Ha npeameTHbIi CTOJUK OAHOTO U3 MUKPOCKOIIOB MOMEINAIN Ipenapar,
OKpAILIEHHbI METHJICHOBBIM CUHUM. Cpe3, 00pabOoTaHHBIN sl BBISIBICHUS HEHUPOHOB
JIPYTUM METOJOM, pa3MeIIalcs mojl 00beKTUBOM BTOPOTO MUKpoOckoma. B mporpamme
Adobe Photoshop aBa onudpoBaHHbIX H300paKEHUSI COBMEIIATUCH ITyTEM HAJIOXKEHUS
apyr Ha apyra. IlepBbiii €0l B COBMENICHHOM HW300PKEHHM 3aHUMall CHUMOK
npenapaTta, OKpAalIeHHbIH METWUJICHOBBIM CHHHUM, [MOCIEAyIoIue — JpYyrUMU
UCIOJIb30BaHHBIMU B paboTe meroaamu. [Ipemaparel mpocmaTpuBajiv MOJ CBETOBBIM
mukpockoriom Carl Zeiss Jena (I'epmaHusi) O BCTPOSHHBIM OCBETUTENEM. PeryaupoBky
APKOCTH U KOHTpacTta UU(POBBIX (HOTOM300paKEHUH OCYLIECTBISUIM MPU MOMOUIA
KOMIIbIOTepHBIX ~ mporpamMm  Adobe Photoshop. Cranmapruszanms mnapameTpos
U3MEPEHUI OCBEIIEHHOCTH TPU TPOBEACHUM HWCCICAOBAHUN OCYIIECTBISIIACH C
nomonisko okemeTpa TKA- JTrokc/Itanon (Poccus).

B npoekmuu cpesa Kaxaoro supa, a Takke B 00JacTH MEXIy sIpami,
ONpeNeNsin  00IIee KOJIWYECTBO HEHPOHOB, BBISBICHHBIX METUJICHOBBIM CHHUM,
NADPH-d-nio3utuBHbIX HeipoHoB, a Takke NNOS-, HO-2 u CBS-mo3utuBHBIX
HEHpOHOB. [[ns KaXXO0oro uCCiIeIoBaHMS MCIOJB30BaIM HE MeHee 16 cpe3oB s
Kaxaoro siapa. Kpome Toro, BEIYUCISIIN MPOIEHTHOE COACPKAHUE YH3UMOIIO3UTHBHBIX
HEHPOHOB OT OOIIEro KOJMYeCTBa HEPBHBIX KJIETOK, BBISBICHHBIX METHIICHOBBIM
CHUHHM, OTEIHHO I KaKI0To (pepMeHTa.

JIis Ka)koro HeWpoHa BBHIYMCISUIM CPEAHME 3HAYEHUS MHTEHCUBHOCTH PEaKIUU
(cpemnuii mokazaTenb onTudyeckor TmoTHocTh ocaaka — CIIOII). Beruucnenus
npoBowun B iporpammax Adobe Photoshop nu Mathcad. [liist BerauciieHus: ONTHYECKOM
IUIOTHOCTH OCajiKka, 0O0pa3ylomlierocs B pe3yjibTaTe TUCTO- U HMMYHOXUMHUYECKON
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peaKkUuy, UCHOJb30BAIN «IIHUKCEJIBbHBIM METO» 00pabOTKM OLM(POBAHHBIX ILBETHBIX
uzoopaxenwmii (Crapresa, Ueprok, 2012).

CraTucThueckuii aHalu3 JaHHBIX, IOJYYEHHBIX B paboTe, MPOBOAWIN C
ucnonszoBanueM nporpammbel  STATISTICA 10. IlpoBepka pacmpeneneHust Ha
HOPMaJBbHOCTh MPOBOAMIACHE C TMoMolnsio kputepus Kommoroposa-CmupHOBa Ha
ypoBHe 3HaunMocTH P=0,05. BpIsiCHMIOCH, YTO pacueTHOE 3HAYEHUE KPUTEPHsI HUKE
TEOPETUYECKOr0, YTO TOBOPUT O TOM, YTO MOJENIb HOPMAJIBHOTO PACIPENETICHUS MOKET
ObITh TpuHATa. [lepBUuHasg craTucTHYeckas 0O0pabOTKa pe3ylbTaTOB SKCIIEPUMEHTA
3aKJloyanach B OINPEACIICHUM CPEAHEro 3HAYCHUS W3MEPEHHOM BEIUYMHBI U
JIOBEpUTENBHOTO MHTEpBana. Jlias ompeneneHus IOBEPUTEIHLHOTO  WHTEpBaja
ucnons3oBancs t-kpurepuil CThIOACHTA W BEIWYMHA JIOBEPUTEIBHOW BEPOATHOCTH

P=95%. JlaHHbIE KOJIMYECTBEHHOIO aHAIM3a MPEICTABISIINCH B BHIC: X = X 1S , Tnex
— CpelHee 3HaueHuEe Hu3ydyaeMod BenuuuHbl, t — koap¢uuuent CrbloneHTa, S —
CPEIHEKBAJPATUYHOE OTKJIIOHEHUE.

Jist  ucclieoBaHUsl B3aMMOCBS3U  MEXKAY H3YyYaeMbIMU KOJUYECTBEHHBIMU
MOKa3aTeNIIMH, a TaKKe MJIsi TMOCTPOSHUS MAaTeMaTHUYEeCKOM MOJENH CBS3H MEXIY
HE3aBUCUMOI EPEMEHHON U BIMAIONIMMH Ha Hee (paKTOpamMu ObLI UCIIOIb30BaH METOJ
MHOKECTBEHHOM JIMHEMHON perpeccuu. [IpuMEHsIoch Cleayroliee perpecCuOHHOE
ypaBHEHHUE:

n
Y =>bx +b, +e,
i=1
riae bi— perpeccronnbie Ko3pduimenTsl, Dy — cBOOOIHBIN UJICH, € — YICH COICPIKAIIHiA
omnOKy. OueHka 3HaYuMOCTH KO3 (PUIIMEHTOB perpeccuu MPOBOAMIACH C TOMOLIBIO t-
pacmpezeneHus npu 3aJaHHoM ypoBHe 3HaunmocT p=0,05.

JUist BBIYMCIIEHUSI CUIIBI CBSI3U MEXKAY UCCIEAYyEeMbIMU (DAKTOpAMU BBIYUCIISIICS

MHOKECTBEHHBIN KOYPDUIIUEHT KOPPENAUU U KO3 PHUITUEHT TeTepMUHALINU.

Pe3y.]ILTaTbI HCCJIeA0OBAHUA U UX 06CYH(II€HH€

Kak mokazamm wHamum HaOMIOIEHUS, BO BCEX HCCIEIOBAHHBIX  slIpax
MIPOJIOJITOBATOTO MO3Ta, a TakKKe MEXKIy HUMH mocTosiHHO omnpeaensiorcss NO-, CO- u
H,S-uMMyHONIO3UTHBHBIC HEWPOHBI (puc. 1, a-B). HelipoHbI UMEIOT pa3iuuHy0 Gopmy,
pa3Mepbl, MHTEHCUBHOCTh PEAKIMU M JOCTaTOYHO HEPABHOMEPHO pacHpe/eiieHbl B
aIpaX W MEKbAIEepHBIX Tpymmax. OJHAKO BO BCEX Ciydasx, Kak OTMEYajocCh,
KOJIM4eCTBO M  ra3oTpaHCMHUTTEPHBIX HEMPOHOB  HAMHOTO  MEHbBIIE, YEM
BHYTPHSICPHBIX — OKOJIO 2-6% OT KOHIIGHTpallud TMOCIAEAHUX, a WHTEHCHUBHOCTH
peakiuu B HUX, KaK MPABUIIO, BHINIC, YeM B OOJBITMHCTBE BHYTPHUSJAEPHBIX HEHPOHOB
(Ueptok m mp., 2015; Korrroba u ap., 2015).
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Puc. 1. Buyrpusiaepubie 1 MexbsiepHbie (X ) uHTepHeipons ¢ skcnpeccueit NNOS (a), HO-2
(6) wmn CBS (8). Ms1-3 — rpynmbl MEXbSAECPHBIX HHTEpHEHpoHOB; PI'SI — peTHKynspHOe
rura"nTokierouHoe sapo; PJIS — peruxynspuoe narepansuoe siapo; SACT — sapo comuTapHOTO TpakTa;
PMJI — pertukynsapHOE MEJIKOKIETOYHOE s11p0. IMMYyHOIrMCTOXUMHSL.

Y  HOPMOTEH3MBHBIX JKMBOTHBIX YCTAHOBJICHBI CYIIECTBEHHBIE OTJIMYHUS
TONOXMMHH BHYTPHUSACPHBIX W MEXBAICPHBIX HEHUPOHOB. MeEXbsIepHblE HEUPOHBI
OOBEMHBIX CKOIJIEHUH HE 00pa3yroT: OOBIYHO OHM PACIOJIAraroTCs MOOJMHOYKE WIIH,
peke, 00pa3yroT rpyIsl U3 2-3 KIeTok (puc. 1, a-B).

bonmpmimacTBO MSl HEHMPOHOB pACHOJIOKEHO MEXKIY TMIAHTOKIETOYHBIM H
MEJIKOKJIETOUHBIM PETUKYJSpHbIMH sigpamu (1 rpynma), MexAy peTUKYJISPHBIM
MEJIKOKJIETOUYHBIM SIAPOM W SIpOM OJAMHOYHOIO MyTH (2 rpynmna), B OKPYKEHUU
PETUKYISIPHOTO JlaTepasibHOTO siipa (3 rpymnma). MS Helipons! 1-3 rpynn oTIHYarOTCS
MeXay co0oi pa3MepamH, KOJMYECTBOM HMMYHOMO3UTHUBHBIX KIIETOK, CpPEIHHUM
MoKa3aTeleM ONTUYECKOW TIOTHOCTU HelpoHoB ¢ skcmpeccueit NNOS, HO-2 u CBS

(puc. 2, A-]1).

% A yCIL. €11 b

30 -
30 ~

25 A
25 EnNOS EHO-2 OCBS

20 A
20 -

15 -
15 A
10 - 10 -
5 - >
0 - 0 -

SR MKM2
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% B yci, e71. KI1/MM?
35 - 36" I 14 - ’H
30 25 - 12 |
25 - 20 - 10 ~
20 15 8
15 - 6 -
10 -

10 - 4 -
| N N Ml
0 - 0 - 0 -

MSI1 MSI2 M3 MSIL MSI2 MSI3 MSI MSI2 MSI3 MSTL MSI2 MSI3 M M2 MSI3 ML M2 M3

MMK kMK MMK KMK MMK KMK

Puc. 2. 3nauenus npomu (4) m CIIOIl (H) cpemu KIETOK pa3IMYHON MEIUAaTOPHOI
npuHauieskHocTd B MSA1-MA3; nokanbable otianuus B MA1-MA3 nonu menkux (MMK) u kpynHbIx
MexbsaepHbix kietok (KMK) (B), CITOII (I) u xoHueHTpauus HHTepHEHpoHoB (/) ¢ 3kcmpeccueit
nNOS, HO-2 u CBS.

Kpome Toro, B oTnu4une oT BHYTPHUSACPHBIX HEUPOHOB, OOJIBITUHCTBO KOTOPBIX
NPEICTaBISIIOT CcOo00M CpeaHue TO IUIOmAAu KJIETKH, cpeau MS  oTdernmBo
BBIJICIIAIOTCS [BE Pa3MEpHBIC TPYIIBI: MEJIKHe, IIomanpio 50-150 MM, U KpyIHbIE
HEPOHBI, IIOMAnbo 350-500 MKM®, KOTOPBIE OTIMYAIOTCS HHTEHCHBHOCTBIO PEAKIIMH
(puc. 2, A, B). Mexay MSI1-MS3 oTueTIMBO BbIpaKEHBI JIOKAJIbHBIE OCOOCHHOCTH
uccienoBanubix nokazateneit (puc. 2, B-/[). Cpenu NO- u CO-HEpoOHOB OTYETIMBO
MIPOCIICKUBAIOTCS OTIIMYUS HHTCHCUBHOCTH PEAKIIUU B MEKBAICPHBIX Tpymax: B M2
u M43 ona cymecTBeHHO Bbllle, yeM B M 1. Beipaxkennsix otnnunii 3Hauennii CI1011
MeXIy K1eTouHbIMU M rpynmnamu cpeau H,S-HelipoHoB He Habmo1aeTcs.

[Tomynsiy MeXbAACPHBIX UHTEPHEUPOHOB CUIIBHO OTIMYAIOTCS J0JIEH MEITKUX
U KPYIHBIX KJIETOK. JTO KacaeTcs BCEX HCCIeAyeMbIX Ta3zoTpaHcMuttepoB. Camas
oompmas nmonst Menkux NO- um CO-knerox ompenensiercs B MSI2 . HaumbGombiee
3HAYCHUE JOJU KPYMHBIX H,S-HEWpPOHOB MPUXOAUTCSA HA B 1-10 MEXBAACPHYIO TPYIITY
(22,3 %). He Tax maBHO OBLIO MOKA3aHO, YTO MOIMYJISALUS MEXbSIJICPHBIX HEHPOHOB U
dbyukimonansHo Heomnopoana (McDavid et al., 2008; Elliot et al., 2013).
HccnenoBaHusIMU, BBIMIOJHEHHBIMH C TMPUMEHEHHEM MHKPOIJICKTPOIHON TEXHHKH,
YCTaHOBJICHO, YTO PEaKIUs MEIKUX M KPYMHBIX HWHTEPHEUPOHOB Ha pa3apakeHUE
ad(epeHTHBIX CUCTEM HMEET OMpPECICHHBIE 0COOCHHOCTH. MeKue KIETKH, MPEeXIIe
BCEro, OOecrmeunBarOT MEXHEHpoHaIbHOE B3auMopeicTBue addepeHTHBIX U
s (depeHTHBIX CUTHAJIOB B JIOKAIBHBIX ydacTKax Mo3ra. KpyrHbie KIEeTKH, HaXOJsCh B
COCTOSIHUM TIOCTOSIHHOTO TOHHUYECKOrOo BO30YXKJIEHUS, TMOCBHUIAIOT WMIYJbCHl B
BBIIIIEJIeKAIIUE OTJEIbI MO3ra U Ha nepudepuro.


http://www.ncbi.nlm.nih.gov/pubmed/?term=McDavid%20S%5BAuthor%5D&cauthor=true&cauthor_uid=18783374
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[IpoBeleHHOE HAMHM MCCIENOBAHUE MOKA3bIBAET, YTO HEUPOHBI MCCIEAOBAHHBIX
Aep TaKXKe OTIUYAIOTCA MeEXAY CcOo0O0M Jojie WMMYHOMNO3UTHUBHBIX KIIETOK,
COJICp’)KaHHEM CPEAN HUX MEJIKHUX, CPEAHUX M KPYIHBIX HEHUPOHOB, COOTHOIICHUEM
HEUPOHOB C HU3KOM, YMEPEHHOW M BBICOKOM MHTCHCUBHOCTBIO PEAKIIMHU, 3HAYCHHUSIMHU
CIIOIIl u HeKOTOpBHIMH APYTMMHU MNpu3HaKamMu. Hamu BbIsBIEHA 3aBUCUMOCTh MEXIY
dbyukImoHanpHOM npuHaIexKHOCThIO saaep u CIIOII. Ontuueckas miotHOCcTh s CO-
HCHPOHOB HWMEET HaWMCHbIIee 3HaueHue B aBurareabHom sape (PISI). B
yyBcTBUTENbHBIX (SICT, PJISI) u accomumatuBHom (PMJSI) sanmpax »sta BenuyuHa
3HaunTeNabHO BhIIe. [lockonbky HO-2 nokanusyercs B OCHOBHOM B MEJIKMX M CPEIHUX
HEWpOHAX, TO MPU YBEIWYCHHHM JIOJIUM MEJKUX KJIETOK U COKPAIICHUH KPYIHBIX
Bo3pactaroT 3HaueHus CIIOII. Tak, B PMS mons menkux knetok cocraBusetr 27%, B
PJIA — 30%, B ACT — 35%, a CIIOII coorBerctBeHHo: 41, 59 u 65 ycn. en. B
nsurarenbHoM sape PI'SI CIIOIT mnss CBS-HelipoHOB 3HAa4YMTENBHO BBIINIE, YE€M B
YyBCTBUTENBHBIX sAfipax (66%, npotuB 12-22%). B 4yBCTBUTENBHBIX SApax BEIUYUHA
ATOTO TMOKa3aTessl B OOJIbIIEH CTENEHU 3aBUCUT OT JIOJIM MEJIKUX KJIETOK, KOTOpPHIE B
HUX BCTPEYAIOTCS 3HAUUTEIBHO Yallle.

B SCT nmons xpynasix CBS-mosutuBHBIX KileTok coctaBiseTr 53%, B PJIA —
57%, B PMS — 65%, a CIIOII cootBetrctBenHo: 12, 17 u 22 ycn. en. NO-HelipoHbI
OAMHAKOBO 4acTo BcTrpevarorcss B PMS u PI'A, vo moutu BaBoe pexe B ACT. ons
CO-neiiponoB B JCT oxazanace B 2,5 pasa Bbilie, yeM B PMS, a B mociennem
BEJIMYMHA JTOTO TMOKazaTenss moutu B 4 pasza Oonbmie, yem B PI'S. Jloms H,S-
HelipoHOB B PI'Sl BIBOe MpEeBOCXOAUT COOTBETCTBYIOIIME 3HaueHuss B PMS u B 4,5
paza— B ACT.

Anpa Takxke OTIANYAIOTCS MEXAY COOOM M KOHIICHTpAIMEH Tra30TPAaHCMUTTEPHBIX
HEUPOHOB, 3HAYCHUSI KOTOPOM OMNPEACNSIOTCS HE TOJBKO KOJUYECTBOM, HO W
pa3mepamu kietok. B PI'S u SCT, nanpumep, BbIABICHBI HAUOOJIBIINE 3HAUYEHUS 3TOTO
nokazatens cpean H,S-neiiponos, Tak kak B PI'Sl gamie Bcero BcTpewaroTcsi KpyIHbIE
kietkr, a B SICT oHM UMEIOT MEHBIIHME pa3Mepbl, HO BCTPEUAIOTCS B OOJBIIEM
konudectBe. [loaToMy 1udpsl OTHOCUTENBHON MJIOTHOCTHA B HEM BhIlIe. HanmensbImas
KoHneHTparus H,S-aeliponop Habmomaercs B PJISl, roe KieTKH BBISBISIOTCS OYSHB
penko. Ilmomanes OGonpmmHcTBa NO-HeipoHoB kosebsercs or 200 mo 380 MKM?,
Okcnpeccuss HO-2 B sanpax HaOmomaercs B MeNKUX HeWpoHax muoniaabto 220-360
MKMZ, a CBS — ot 350 no 500 MkMZ. B ICT u PMS B 0CHOBHOM BCTPEUAIOTCSI MEJIKUE
KieTku B PI'S] — xpymHble.

Panee orTmewanoch, 4YTO MOMABISIONIEE YHCIO MEAMATOPHOCTICIIM(PHUIIECKIX
HEUPOHOB CKOHILIEHTPUPOBAHO B LIEHTPAJIbHOW 4acTu siaep ctBoia mosra (Kuo, Yang,
2000; UYeprok, Komwoba, 2015). Ha cxeme mpeacTaBieHO pacmlpeiciicHHe
ra30TPaHCMUTTEPHBIX HEUPOHOB B 1ieHTpanbHOUM yactu JACT, PMS u PI'fl, nonydyenHnoe
METO/IOM KOMITBIOTEPHOTO COBMEIIICHHS H300paXkeHuit (puc. 3).
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Puc. 3. IlpocTtpaHcTBeHHass OpraHH3alMs Ta30TPAHCMUTTEPHBIX HEHPOHOB B ILIEHTPATBHOM
gactu SICT (a), PMS (0) u PI' (B). ®@—nNOS-, @ — HO-2-, ©— CBS-UMMyHOIO3UTHBHBIC HEHPOHBI.

OpnHako HamM HaAOJMIOJEHUS MOKA3bIBAIOT, YTO MPOCTPAHCTBEHHAs OpraHU3allUs
ATUX HEHPOHOB B KAXKIOM SIIPE UMEET CBOM 0coOeHHOCTH. HampuMep, B KpaHHAIbHOM
gactu JCT onpenensercs orpanndeHHoe uncio NO- u CO-HelipoHOB, U BCTPEYArOTCs
OHU B OCHOBHOM Y POCTPaJIbHOTO TOJIOCA, TOrAa kKak H,S-HelipoHOB B 3TOM yacTu siipa
BBISIBJISIETCS OTHOCUTEIIBHO MHOTO M PAacHpencsieHbl OHM JOBOJBHO paBHOMEpHO. B
npoekuuu neHTpanbHo 4Yacth SCT HHUTpOoKcHIAEpruyeckre HEUPOHBI HEPEIKO
bopMUPYIOT TpyMIbl U3 4-6 KIETOK B BEHTpoJaTepaabHOl oOiactu, B PMS HelipoHbI
pacrmoyiaraloTcsi OTHOCUTEIBHO paBHOMEepHO, a B PI'Sl — nambGonmee oOBemMHBIC
CKOIUICHHSI Ta30TPAaHCMUTTEPHBIX KIETOK BBIABISAIOTCS B €ro JOPCOMEIUAIBbHOU
obnactu. bonpmmucTBO HyS- 1 CO-HEHpOHOB HAXOATCS B TEX KE y4acTKax fapa, uyTo
u NO-neiiponsl. H,S-neiiponst B ACT u PI'l popmMupyrot CkoruieHus 1 B IEHTPATbLHON
gactu saapa, a B PMS otHocuTenpHO TUioTHBIE Tpynmbl HO-2-UMMyHOMO3UTHBHBIX
HEHPOHOB HAaXOAATCA B JIaT€palibHOM o0nacTu, T.e. TaM, Iie KJIETKH C IKCIpeccuen
NNOS Bctpeuatotcs penko. B kaymanpHoit wactu SICT NO-neiiponsl 00pa3yroT
KOMIIAKTHOE CKOIJIEHHE TOJIbKO B JOPCOMEINAIbHOM 00JacTH, II€ PeIKO BCTPEUaroTCs
KJIETKH, SKCIPECCUPYIOLIME JBa JpYyrux ra3zoTpancmurrepa. B PI'Sl naGmrogaercs
JIpyras CTPYKTypa NIPOCTPAaHCTBECHHBIX OTHOLICHUNM HEHPOHOB: B KpaHUAIBHOM U
KayJaJbHOW  dYacTsax  mpeoOnamaroT  H,S-HEWpoHBI, KOTOpble B  OCHOBHOM
KOHLIEHTPUPYIOTCSI B BEeHTpoMeauanbHoi obnactu siapa, rae NO- u CO-HelipoHbl
BCTPEUYAIOTCS OYEHD PEAKO.

CrnenoBaTenbHO,  CTPYKTYpPHBIE  MNPEANOCBUIKM TSI  B3aUMOJACUCTBUSA
ra30TPaHCMUTTEPHBIX HEUPOHOB IIPOCIIEKUBAIOTCS HE TOJIBKO B LIECHTPAJIBHOW YaCTH, HO
U B KpaHUAJbHOM WM KaydaJibHOW oOnacTsax saep. [Ipu »TomM Oosbmias YacTh
HH3UMIIO3UTUBHBIX KIIETOK B sJIpaX pacroJiaralorcsi B HEMOCPEACTBEHHON OJIM30CTH
Ipyr K Jpyry, o0pa3ys HeOONblIME CKOIUIEHHS HEHPOHOB Pa3IMYHON MeIUaTOpPHON
IPUHAUIEKHOCTU. MHOXKECTBEHHOCTh U pa3zHooOpa3ue HPPEKTOB KIACCUYECKUX
HEHpoMeaNaTopoB BO MHOTOM oOecneunBaroT razoBeie nocpeqauku — NO, CO u H,S.
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Kak w™exwbsnepubie, Tak u BHyTpusgepuoie NO-, CO- u H,S-neiiponsl Moryr
B3aMMOJICUCTBOBATh HE TOJBKO MEXIYy COOOH, HO M C KIETKAMH, MPOAYLUUPYIOIIHUMHU
KJIACCUYECKHUE MEIUATOPbl HEPBHOTO HMMITYJIbCA, CO37aBasi HOBbIE MPOCTPAHCTBEHHbBIC
OTHOIIICHUsI B HeHpoxumuueckux kimactepax (Bohlen, 2006; Pushchina et al., 2015;
Nagpure, Bian, 2016). Bo3nelicTBys Ha HCHpPOHBI, BKJIIOYAIOIINAC AaIlCTHUIXOJIMH,
HOpAJIpEHAIMH WM CEPOTOHUH, OHU CO3JAIOT YCJIOBHS JJi OOBEIUHEHUS OTIEIbHBIX
HEHPOHOB B (PYHKIIMOHAJIbHBIC HEPBHBIE LIEHTPHI, PACIIUPSIST BO3MOXKHOCTH MO3Tra IO
YIPaBJIECHUIO CIOKHBIMH MPOLIECCAMU B OPTAHU3ME.

Hecmotpst Ha TO, 4TO paccMaTpuBaeMble HAMHM SApa BXONAT B E€AUHYIO
WHTETPATUBHYIO CUCTEMY IIEHTPAIbHON PEryJsiliUi T€MOJANHAMUKHU, B KAXKJIOM M3 HHUX
YCTAaHOBJIEHa COOCTBEHHAsl AMHAMHKA MPeoOpa30oBaHUN KOJWYECTBEHHBIX MMapaMeTpPOB
npu PBI, BbIpaX€HHOCTb M HANpPABIEHHOCTH KOTOPBIX TECHO CBSI3aHA C THUIIOM
HEUPOHOB, UCCIIETYEMBIM MMOKA3aTENIEM U MPOJOIKUTEIbHOCTBIO TUNIEPTEH3UHU. OHAKO
no 4-i1 Henenu PBIT 1oCTOBEpPHBIX M3MEHEHHM KOJMYECTBEHHBIX MapaMETpPOB CpPEIH
NO-, CO- u H,S-HeiipoHOB B UCCEAyEMBIX SiApax HE MPOUCXOJUT, XOTH yKe Ha 2-i
HEJIETIE pErucTpupyeTcs 3HauuTenbHoe noBbiieHue A/Jl. [lo-BunumMomy, B 3TOT IEPUOA
IJIaBHAsI POJIb B PETYJIAIMU KPOBOOOPAIICHUS! TPUHAIJIEKUT MECTHBIM PEePICKTOPHBIM
u cocyaucthiM MexanusmaMm (bokepus, JInmryk, 2008; Yang et al., 2008). Mexny 4-8
HEJICTSIMU  TIOSIBISIFOTCSL  3HAUMMBIE HW3MEHEHHUsI HCCIEAYEMBIX IapaMeTpoOB Cpelu
ra3oTpaHCMHUTTEPHBIX HEUPOHOB B sapax. Ha mnossiienne AJl B mepByr ouepenb
pearupytor NO-Heiponsl, mo3nnee BbIBIsieTcs peaknus CO- u  H,S-HelipoHOB.
[Tpuuem, y H,S-HEMpoHOB COOTBETCTBYIOIIME M3MEHEHHS TOKa3aTelield BBIPAXKEHBI B
MeHbiel crernenu, 4yeM cpean NNOS-mo3uTuBHBIX KIETOK. B pesynbrare sTtHx
nporeccoB npu pazsutuun  PBIT  mpoucxomsaT W3MEHEHHMS INPOCTPaHCTBEHHBIX
orHomenunit Mexay NO-, CO- u H,S-meliponamMmu B sape, 4YTO TPUBOAUT K
MepEepaclpeieICHUI0 HEUPOHOB PA3JIMYHON MEAUATOPHOM MPHUHAIICKHOCTH OT
«OYaroBO» MX JIOKAJIU3alMd K OTHOCHUTEIHLHO PAaBHOMEPHOMY PACIOJ0KEHUIO, YTO
CBOMCTBEHHO MO3Ty 00Jiee MPUMUTHUBHBIX OPTaHU3MOB.

B mporecce pa3BuTHsi pEHOBACKYJISIPHOW TUIIEPTEH3UHM Yy KpPbIC HaOIOMaeTcs
M3MEHEHHE KOJIMYECTBEHHbBIX MTOKa3aTeIeH U Cpear BHYTPUSIAEPHBIX HEUPOHOB (puc. 4).
Hecmotps Ha TO, uTo B M 1-MSI3 ycTaHOBIIEHBI JIOKAJIbHBIE OCOOCHHOCTH JUHAMHKHU
npeoOpa3oBaHU MCCIIEIOBAaHHBIX IIOKa3aTelie, BO BCEX CiydasX OHHU YCTyHaroT
BBISIBJICHHBIM HM3MEHEHUSM CpeId BHYTPUSJICPHBIX HelpoHoB. Hampumep, cpenu
MEXBSJICPHBIX HEHPOHOB, MPOUCXOAUT CTAOMIM3AIMSA KOJUYECTBEHHBIX IMMapaMeTpOB
Mexay 10-14 nenenssmu PBI, B TO BpeMst Kak cpelld BHYTpPUSIEPHBIX — Ha 4-8 HeAelb
no3aHee. Ha pucynke 5 mokazanbl npeoOpaszoBanusi CIIOIT cpean cooTBETCTBYIOIIMX
1o pasmepy Hutpokcujepruyeckux HeiiponoB ACT u M3 B npouecce pazsutus PBI.
Kak Buano, npu mosbimenun AJl 3nHadenus gonmu u CIIOIT B NO-neitponax ACT
YMEHBIIIAeTCsl COOTBETCTBEHHO B 2,8 1 3,2 pasa, a B M4 Heiponax — B 1,6 u 2,4 pa3za.


http://www.ncbi.nlm.nih.gov/pubmed/?term=Nagpure%20BV%5BAuthor%5D&cauthor=true&cauthor_uid=26640616
http://www.ncbi.nlm.nih.gov/pubmed/?term=Bian%20JS%5BAuthor%5D&cauthor=true&cauthor_uid=26640616
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Puc. 4. CpaBHuTenbHas XapakTepUCTHKa MpeoOpazoBanuii 3HaueHuil pomu u CIIOII B
coorBercTByoIMX 1o pazMepy NNOS-nosutuBHeix Heiponax SICT m M3 B mpouecce pa3BuTHs
PBI'. 3a 100% npuHsATa BeIMUMHA COOTBETCTBYIOIUX [10KA3aTEIECH Y KOHTPOJIBHBIX KUBOTHBIX.

[To HamM TaHHBIM, B PEAKIIMH MEIKUX U KPYyMHBIX MEXbsnepHbiXx NO-, CO- n
H,S-ueliponoB Ha usmeHeHue AJl Takke HaOIIOIAIOTCS CYIIECTBEHHBIC OTIUYMS.
Cpenu Menkux MS KJIeTOK 3HAYUTENBHBIX U3MEHEeHUH 10yM, KoHieHTpauuu u CITOIT
npu PBI' He ycranoBneno. B rpymnmne kpynHeix M HelipoHOB, HauuHas ¢ 8-l HeAeNH
PBT’, Habromaercs Bce 6oiee BeIpaskeHHOE cHIKeHue 10y kiaetok u CITOIT (puc. 5).

% y % b Ml - nNOS
110 - 110
B - HO-2
100 A 100
o | o0 | []-CBS
80 80 -
70 - 70 1
60 A 60 1
50 | >0 7
40 40 -
30 - 30 -
8 16 20 24 8 16 20 24 8 16 20 24 8 16 20 24
MEJIKHE KJIECTKHA KpYyIIHbI€ KJIE€TKH MeEJIKHE KIIETKH KPYIHBIC KJICTKH

Puc. 5. Usmenenus 3uauenuii gomu (4) u CIIOIT (b) cpenu menkux u kpyrnusix NNOS-, HO-2-
u CBS-mosutuBHBIX HeiipoHoB B MSI3 y kpeic npu passutun PBI. 3a 100% mnpuHsTa BemmunHa
COOTBETCTBYIOIIMX MOKa3aTeIel y KOHTPOIbHBIX KHUBOTHBIX.

[IpuBeneHHbIe BbINIE JAHHBIE MO3BOJISIOT MPEANONOXKUTh, YTO B LEHTpaIbHbIC
MEXaHU3Mbl YIPaBJICHUS T'€MOJMHAMHKON MOTYT OBITH BOBJIEUEHBI 00€ MOIMYISIUU
HEHPOHOB: BHYTpUSAEpHbIE U MexbsaaepHbie. Cpeau MOCIEAHUX CIEAYET BBIIEITUTH
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KPYIHBIC U MEJIKME HEWPOHBI, KOTOPBIC OTINYAIOTCS MEXKIY COOOW HE TOJBKO PSIOM
TONOXMMHUYECKHX XapaKTEPUCTUK, HO U (PYHKIIMOHAIBHO — PA3IUIHON YCTOMIHUBOCTHIO
K u3MecHeHnI0 AJl.

BbIBOJIbI

1) nNOS-, HO-2- u CBS-uMMyHOIIO3UTUBHBIE HEHUPOHBI, BHISIBIICHHBIC B SIpax
MPOJOJITOBATOTO MO3Ta, OTJIWYalTcs (PopMoill, Miomaae0 MNpodUIBLHOTO MOJS,
3HAYEHUSAMH UHTEHCUBHOCTHU PEaKIIMM, KOHIIEHTpanuen u jgokanuzanuei B siape. NNOS
u HO-2 yame Mapkupyer HeOOJIbIIME HEUPOHBI OKPYIJIOH, BEPETEHOBUIAHOW WIIU
TPEYroJibHOM (POPMBI C BBICOKOM M yYMEPEHHOW IJIOTHOCTHIO OTJIOKEHMSI MPOIYKTa
peakiuu B SACT u PJIS. CBS yame BoisiBIsSIeTCS B KPYIMHBIX HHTEHCUBHO OKPAIIEHHBIX
MOJMTOHANBHBIX KieTkax PI'S.

2) MexIy TUTaHTOKJICTOYHBIM M MEJIKOKJICTOYHBIM DPETUKYISIPHBIMH SIApaMHU,
PETUKYJISPHBIM MEJIKOKJIETOUYHBIM SIIPOM U SAPOM OJUMHOYHOTO IIyTH, a TaKkXke B
OKpPY>KEHHUU PETUKYISIPHOTO JIATEPaIbHOIO siipa MOCTOSHHO HAaXOJATCS OAMHOYHBIE U
Hebonpime rpynnel NNOS-, HO-2- u CBS-uMMyHONO3UTHUBHBIX HEHpoHOB. Cpenu
HHX HanOOJIee YacTO BCTPEUAIOTCS KISTKH IuIomansio 150-200 mMrm? (62-73 %) u 350-
500 MrMm (24-32 %). B Menkux KJIeTKaX WHTCHCHBHOCTh MMMYHOTHCTOXHMHUYECCKOM
peaxiuu nipu BeisiBiieHnd NNOS u HO-2 B 1,5-4 pa3a Bbiiie, ueM B KPYIHBIX HEHpOHaX.

3) JeHapuThl MeXbIEPHBIX HEHPOHOB TUIOIMIA B0 10 200 MKM” KOHTaKTUPYIOT
C BETBAMHU WJIM T€JIaMHM COMMEHHBIX KJIETOK, a TaKK€ HEHpOHaMU Ba30MOTOPHBIX sIJIED,
y4acTBYsl B 00pa30BaHUU JIOKAIbHBIX HEHPOHHBIX Ienei. JleHapuTel 6osiee KpyImHBIX
KJIETOK, KaK MpaBUJIO, OPraHU3YIOTCA B IYYKH, KOTOpBIE OTNAIOT HECKOJIbBKO OoJjee
TOHKUX TOPU30HTAJIBHBIX, BOCXOJAAIIUX WM HHUCXOJAAIIUX OTPOCTKOB, B BBIIIE- U
HUKEJEeKAIME OTAEIIbI MO3Ta.

4) B mpomecce pasBUTUS PEHOBACKYISIPHOW THIIEPTEH3UHM BO  BCeEX
UCCJIEIOBAHHBIX SIpaX MPOAOJrOBaTOrO MO3Ta YCTAaHOBJIEHO YMEHBIIEHUE JOJH
MMMYHOIIOBUTUBHBIX ~ HEMPOHOB, 3HAYEHUW WX  OTHOCUTEJIBHOM  IUIOTHOCTH,
WHTEHCUBHOCTH peaknuu. Hambosiee panHue m3MeHeHHs BbIsiBIeHBI cpeau NNOS-
MO3UTUBHBIX HEMPOHOB U B SAPE OJUHOYHOTO ITYTH.

5) JluHamuka M3MCHEHUH BHYTPHUSACPHBIX M MEKBAICPHBIX HCHPOHOB MPH
Pa3BUTHUU PEHOBACKYJIAPHON THMIEPTOHUHU CYIIECTBEHHO OTIMYAETCS: BHYTPHUSAJECPHBIC
HEHUPOHbI OOHAPYXKMBAIOT 00JIe€ BBICOKYIO UYYBCTBUTEIBHOCTh K MOBBIIICHUIO
apTepuaIbHOrO JaBJICHHUS, O CPAaBHEHUIO C MEXbAJIECPHBIMH HEHpOHAMHU, CpEeaAu
KOTOpbIX HauOoyiee BbIPAKECHHbIE HW3MEHEHUS  KOJIMYECTBEHHBIX MapaMeTpoB
YCTaHOBJICHBI CPEN KPYIHBIX KJIETOK.

6) BonbIIMHCTBO BHYTPUSACPHBIX HEHpOHOB, 3kcmpeccupyrommx NNOS,
HaxXoAsATCsl B TeX »ke ydacTtkax saep, uro u HO-2- u CBS-uMMyHONO3UTHBHBIE
Helponbl. [Ipu pa3BuUTHM apTepUabHON TUMNEPTEH3UMM H3MEHEHHUS KOJIMYEeCTBEHHBIX
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nokazareneid cpeau CO- u H,S-mpoaynupyromux HEHPOHOB B sjpaX HACTYMAOT
MO3JHEE M BBIPAKCHBI HE TaK 3HAYMTEIBbHO, KaK CpPEId HUTPOKCHICPTHYCCKUX
HEeHpoHOB. B  pesymprare ATUX  MPOIECCOB  MPOUCXOMAT  MPeoOpa3OBaHUS
IIPOCTPAHCTBEHHOTO TIOJIOKEHUS PA3IMYHBIX THUIIOB ra30TPAaHCMUTTEPHBIX HEHPOHOB B
sIpax Ba30MOTOPHOM 00JIaCTH TTPOIOJITOBATOTO MO3Ta.

7) 3aBHCHMOCTh HMHTCHCHBHOCTH HMMYHOTHMCTOXMMHYCCKOM pEakIuu, JIOJIH,
koHneHTparuu u 1wiomanau NO-, CO- u H,S-HElipoHOB OT BpeMEHHU pa3BUTHUS
PEHOBACKYJISIPHOM THUIMEPTCH3UM JUISI BHYTPUSJICPHBIX HEHWPOHOB  OIMCHIBACTCS
[IOJITHOMOM 3-¢ii CTEIIEHW BUJA: y=b1t3+b2t2+b3t+b0, mexay BemwuuHor CIIOIT mu
JIPYTHMH HCCJICTOBAHHBIMH XapaKTEPUCTUKAMH HEHPOHOB OIMCHIBACTCS YpaBHECHUSMU
MHOKECTBEeHHOU smHeiHo# perpeccun Buma: CIIOII=B, +B D+ B,S+B,C. ux

MCIKBAACPHBIX HGprOHOB 3aBUCHUMOCTL OT BPCMCHH IIPOCIICKUBACTCA TOJIBKO JIA
KPYIIHBIX KIJICTOK. IlokazaTenu MeEIKHX T A30TPAaHCMHUTTCPHBIX HeﬁpOHOB OCTar0TCA B
npcaciax KOHTPOJIbHBIX 3HAYCHUM.
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CIIACOK COKPAIIIEHUI

AJl — apTepraIbHOE TaBJICHUE;

Bl — BHyTpusIepHBIE HEUPOHBI

KMK — KpyniHbIE MEXBbAIEPHBIE KIIETKU

MMK — menkne MexXbsAepHbIE KIETKH

M1 — MexbsaepHbIE HEUPOHBI

PBI" — peHoBackyIsipHast TMIEPTEH3US;

PT'fl — peTuKynsipHOE TUTAHTOKJIETOYHOE SIIPO;

PJIS — petukynspHoe naTepaibHOE SApPO;

PMA — peTukynsipHOE METKOKIETOYHOE SIPO;

CIIOII — cpennuii nmokaszaTesib ONTUYECKOW MIIOTHOCTH;
SCT — a1p0o COUTApHOTO TPAKTA;

CBS — nucratnonuH B-cuHTa3a;

CO — yrnekucnblii Ta3 (MOHOOKCHU/L yTIIepoaa);

H,S — cepoBogopo;

HO-2 — remokcurenasa-2;

NADPH — mukotTnHamugaaeHuH-TuHYKIe0THa pocdar;
NADPH-d — HukoTHHAMHUAaICHUH-TUHYKJIeOTH ] pocaT-auadopasa;
NO — okcun a3ora;

NNOS — HelipoHalibHass HITPOOKCHICHHTA3A.


http://www.fesmu.ru/elib/Article.aspx?id=326522
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CTAPLEBA
Mapuna CepreeBHa

TUCTO®PU3NOJI0OTUSA TASOTPAHCMUTTEPHBIX HEUPOHOB
B BA3OMOTOPHOM OBJIACTHU MMPOJOJITIOBATOI'O MO3TI'A
Y HOPMO- U ITHMIIEPTEH3UBHbIX KPbIC

03.03.04 — knerouHass OMOJIOTHS, ITUTOJIOTHS, TUCTOJIOTHS

ABTOPE®EPAT
JUCCEPTALMY HA COUCKAHUE YYCHOU CTEIIECHU
KaH/IMJ1aTa OMOJIOTUYECKUX HAYK



