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FNABA 6. PETYJIUPYOLLAA ®YHKUUA AbIXATEJIBHOIO LEHTPA
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CHAPTER 6. REGULATORY FUNCTION OF THE RESPIRATORY CENTER

Nikolai P. Erofeev

YmpaBiieHre TBIXaHUEM OCYIIECTBIISIIOT IbIXaTeIbHBIC

neHTpBl. X perynsitopHoe meiicTBHE 3aKII0YaeTCs

B 00€eCIie4eHUU ONTUMAJIBLHOIO ra3000MeHa B TKaHSIX

¥ opraHax, OyIb TO B ITOKO€, BO BpeMs (PU3NUECKUX

yIpaxXHeHU U B OOJIC3HU.

B ocHOBe perymsinuy BeHTWISIIIAM JIETKUX JICKUAT
MIPUPOTHOE AaBTOMATUYECKOE YePeIOBaHNE BIOXA 1 BBI-
noxa, T. €. pUTM JbIxaHus. CBUICTETHCTBOM TOMY SIBJISI-
FOTCS OOIIeIprU3HAHHBIC (DAKTHI:

* Y 310pOBOTO YeJI0BeKa PUTM IBIXaHUS, KaK U PUTM
CEpACYHBIX COKPAILLICHUIA, 3a1a€TCSI aBTOMATAIECKOMN
JIEeSTeILHOCTBIO CUCTEM KJICTOK M He TpeOyeT CO3Ha-
TEJILHOTO yYaCTHSI.

* [leprogmyHOCTb ABIXaTeIbHBIX nBrkeHMi (/1) mo
BOJIC YeJIOBeKa MOXKET OBITh MU3MEHEHA, XOTsI J00PO-
BOJIBHBIN KOHTPOJIb OTPaHUYEH BO BpEMEHMU.

* CuybHBIC aBTOMATHYECKIE MEXaHU3MBl HEIHPOHHOTO
KOHTPOJISI JOCTATOYHO OBICTPO TMOMABIISIOT CO3HA-
TEJIbHBII KOHTPOJIb ITOCJIE TOrO, KaK YeJOBeK Ha-
MEpPEHHO TIPEKPATUT AbIXaHUE.

*  3I0pOBBIM JTIOASIM HE HY>KHO O€CITOKOUTBLCS O TOM,
YTO BO CHE OHM 3a0YIyT ABIIIATH.

* BximoueHme IpOM3BOIBHON PETYIISIIINN TbIXaHUS He-
00XOIMMO TSI Pa3TOBOPOB, TICHUSI, CMEXa U APYTUX
TOBEICHYCCKIUX TTPOSIBIICHUIA.

B pesynbraTe npIxaHne KaK pUTMUIHBIN TBUTATEThb-
HBII IIpOIlecC HAXOAMUTCS IO aBTOMATUISCKUM M CO-
3HATEJIBbHBIM KOHTpoJieM. Takasi cuctemMa peryisiiun
MOIEePXKUBACT B OpPraHM3Me YeJIOBeKa MHOKECTBO KOH-
TPOJIMPYEMBIX IICPEMEHHBIX B TIpeIeIaX UX TOMEOCTaTH-
YEeCKOTo AraIla30Ha, a TAKKe OTBEYAET 3a OBICTPOE U3MEe-
HEHUE BEHTWISIIIUY B OTBET HA YACTO HEIIpeacKa3yeMbIe
CTUMYJIBI. DTO CBUIETEILCTBYET O TOM, UTO C IIEPBOTO
IO TIOCJICTHETO B3M0XAa IBIXaHHUE IIOCTOSTHHO OIS PKI-
BacTCS U PETYIMPYETCSI B COOTBETCTBUHU C METaOOIMUe-
CKMMU, TOBEACHYCCKIMU 1 SKOJIOTUICCKUMU TTOTPEO-
HOCTSIMU 4yesioBeka. Harpumep, mpu 6ecrioKoicTBe win
GU3NUECKNX YIIPAKHEHUSIX ObIXaHue yJarnaetcs. [pu
HEXBaTKe BO3IyXa YeJIOBEK 3aIbIXacTCs U ¢ 00JIeTICHUEM
JeacT BIOX, KOra BO3MYIIHBIN ITOTOK BO30OHOBIISICT-
cs. Tem He MeHee, HECMOTPSI Ha BCIO CBOIO CIIOXXKHOCTb,
IBIXaHNE KOHTPOJIMPYETCS OYeHb HEOOJIBIIION CEThIO
HEHPOHOB B CTBOJIE TOJIOBHOTO Mo3ra (I'M).

KirtoueBeIMH (pU3MOTOTHUECKUMU ITOKA3aTeIIsI-
MU, OTpaxXalomMMNI (GYHKIUIO CUCTEMBI PETYISIIuu

IBIXaHUSI, SIBJSIIOTCSI PUTM JIbIXaHUSI U €ro maTTepH
(puc. 1).

Puc. 1 B o0O1IeM Buze gaeT MpeacTaBlIeHUE O TOM, YTO
IIbIXaTeJIbHBIA PUTM CO3IAETCS CEThIO HEMPOHOB, PACIO-
JIOXKEHHBIX B BEHTPOJIaTepalibHOM 001aCTU MPOJ0ITOBa-
TOro Mo3ra. BzanMmopeiicteue ceTu 3Tux HeIPOHOB C He-

5. CynpabynbbapHbie o1aenb! (npemMoTopHas
1 MOTOPHasA Kopa, IMMbUYecKan Kopa,
runoTanamyc, HefibixatesibHble HEMPOHbI
PETUKYNAPHOI dopMaLinm)

v

[lbixaTenbHble LIeHTPbI
CTBOJ1a MO3ra

2. [eHepaTopbl NaTTepHa

N
ERENEN

CeTv NpeMoTOpHbIX
HEeMpOHOB

3. MoToHeMpoHbI cTBONA
W CMIMHHOrO Mo3ra

4. XeMo-
pevienTopbl
(obpaTHas cBA3b)

4. MexaHo-
peLienTopbl
(obpatHas cBA3b)

BeHTunALMA nerkmx

CropocTb
MeTabonusma

Puc. 1. 06wasn cxeMa perynaumu abixanua (no Greer J.J., Funk G.D.,
2013 (1)
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CKOJIBKMMH IPYTMMU IbIXaTeJIbHBIMU SIIPAMU, PACIIONO-
JKeHHBIMM B TIpOI0JITOBaTOoM Mo3re (medulla oblongata)
u BaponueBom mocte (pons Varolii), bopMupyeT OKOH-
YaTeTbHBIN MTATTEPH PECIIUPATOPHOTO PUTMA, KOTOPHI
KOOPIMHHUPYET aKTUBAIINIO Ta(parMbl, MBIIILL TPYITHON
KJICTKM, OPIOIITHON MOJIOCTH Y BEPXHUX IBIXaTeIbHBIX
nyteii [1, 2]. Hapsay ¢ aTuM cyliecTByeT IOCTOSTHHAS
00paTHas CBSI3b OT MEXaHOPEIIETITOPOB B JICTKUX, TbIXa-
TEJIbHBIX ITYTSX U IBIXaTCIbHBIX MBIIIIIAX, KOTOPHIE TT0-
MOTaloT (POPMUPOBATH ABUTATEIILHBIN ITATTEPH MbIXaHMSI.
OO6paTHast CBSI3b OT IEHTPAIbHBIX U MePUPEPUICCKIX
xemopenentopoB (LIXP u ITXP) perymupyer ypoBeHb
BEHTUJISIIIMKA B COOTBETCTBUY C METa0OIMICCKIMU Tpe-
OOBaHUSAMU U TTONACPKMUBACT rOMeocTa3. JlBUraTesbHbIC
saapa ctBosia I'M u cniuaHoro mo3ra (CM) mHHEpBUpY-
FOT MHCIIMPATOPHBIE MBIIIIIBI M MBITIIIBI IbIXaTeIbHBIX
MyTei COOTBETCTBeHHO. CricTeMa KOHTPOJISI TbIXaHUS
OIMHAMWYHA, TJIACTUYHA U CITOCOOHA YIOBICTBOPUTH
OIPOMHBIH CITEKTP META0OIMIECKHUX 1 ITOBEICHIECKIX
TpeboBaHUi. HecMOTpst Ha CBOIO HAIEXKHOCTh, HEMPOH-
HBII1 KOHTPOJIb IBIXaHUs HAPYIIASTCS IIPH OIIPEaeIcH-
HBIX ITATOJIOTMYECKHUX COCTOSTHUSIX.

Haiee OyneT rocjienoBaresibHO paCCMOTPEH BKJIA S
MMPUBEICHHBIX HA pUC. | KOMITIOHEHTOB CXeMBI B (hOpMU-
pOBaHWeE TeHepaliu pUTMa, €ro MOIYJISILIMU U TTaTTEpHA
nbixaHust. Ho nmpexne Heo6Xonnumo MpUBECTU OIPENe-
JICHWS IBIXaTeJbHOTO IpaliBa, IpIXaTeJIbHOTO PUTMa
U ITaTTepHA JbIXaHMSI.

Ivixamenvnolit Opaité (OT aHIIL. drive — IBIDKCHUE) —
3TO CITOCOOHOCTD IBIXaTeILHOTO IIEHTpa TEHEPUPOBATh
BIOXH, aIcKBaTHBIC ITO PUTMY, YaCTOTE W TJTYyOMHE, B CO-
OTBETCTBUY C META0OIMISCKIMU 3aIIpOCaMU 3I0POBOTO
YeJIoBeKa.

Pumm Ovixaruss — 3TO TIPOIIECC HOPMAJTBHOTO JbI-
XaHMS YeJI0BeKa, XapaKTepHU3YIOIIUICS OTHOCUTEILHO
PETYASIPHBIMU 1 IIOCTOSTHHBIMY YaCTOTOM YepEIOBaAHUS
NbIXaTeJIbHBIX (a3 1 00beMaMu BIOXa.

Ilammepn (0Opaselr, pUCYHOK) 0biXaHUsE — 9TO KOM-
TUIEKC CKOPOCTHBIX (YacTOTa ABIXaHMS) M OObEMHBIX
(mpIXaTeTBHBIN 00BEM) TTOKA3aTeNNe, XapaKTepU3YIOIIIX
CTPYKTYPY IBIXaTeIbHOTO IIMKJIA YeIOBeKa 1 JISTOUHOM
BEHTWISIIIMY B 1I€JIOM TIPY CHHXPOHHOM JIBVXKCHUU 1A -
(bparMbl U IpYAHOM KIETKH.

OpraHusM n30MpaeT TaKol MaTTepH AbIXaHUS, TIPU
KOTOPOM TpeOYyeMBbIil YpOBEHD aJIbBEOJISIPHON BEHTH -
JISIIAM TOCTUTASTCS ¢ HAMMEHBIIIEH 3aTpaToil SHEPTUU
Ha paboTy JbIXaTeJbHBIX MBIIIL. B KIMHUYECKON Mpak-
THKE UCCIIeIOBaHIE N3MEHEHUH, KOTOPBIM ITOIBEPraroT-
csI TIEPeYHCIICHHBIC TTOKA3aTeNIN, MOXET CIIY>KUTh KITIO-
YOM K paHHEMY pacIio3HaBaHUIO OOJIE3HM. XOTS TaKue
W3MEHEHUSI MOTYT OBITh HECIIeITU(PUIHBIMK, BO MHOTHX
CIIyJasix UX OTCJICKMBAHUE TTO3BOJISICT HEITOCPEICTBEH -
HO TIOCTaBUTh AUArHO3. TIIATeIbHBIN aHATN3 YaCTOTHI
1 XapaKTepa AbIXaHUs — BaXKHAasT 4aCTh (DU3NIECKOTO 00-
CJICIIOBAHUSI M TIPOCTOTO HAOIONCHMS 32 IBIXaTeIbHBIM
IIUKJIOM (9acTOTOM, PUTMOM, OObEMOM BIOXa U JIbIXa-
TeNIbHBIMU ycrmusiMu). [1pu aToM Hanboxee mHDOP-
MaTWBHA YacTOTa BIOXa, TaK KaK 3TO aKTHUBHas (hasa,
KOTOpasl JIETKO MOMIAETCSI OIPEICICHUIO M MOACUYCTY

1 TEM CaMbIM TO3BOJISIET CYIUTh O YAaCTOTE IBIXaHMSI.
ITpoBons obciienoBanue, HEOOXOAMMO OOpalllaTh BHU-
MaHMe Ha pacllVPeHNe TPYIHOM KIIETKU, IIPOUCXOAALIEE
Ha BIOXE, — OHO JOJIKHO OBITh OMMHAKOBBIM B TCUCHHE
KaxXJIOTO JIBIXaTeJIbHOTO ITMKJIIA.

ObIXaTenbHbIin pUTM

JpIxaHne — COBOKYITHBIN ITPOILIeCC, BKITIOUAFOIITHI
cobctBeHHO [ /I (MexaHMYECKUi1 reHepaTop pUTMa JIbIXa-
HWST) ¥ HEPBHBII KOHTPOJIb YIIPaBJICHUS UMY (HEPBHBIN
reHepaTop put™a abixaHus) [3]. Jlerkue 6ecripepbIBHO
HATIOJTHSTIOTCS BO3IMYXOM ITyTeM nepronmdeckux ]I cke-
JICTHBIX MBI nruadparMbel ¥ IpynHON KieTku. Hop-
MaJibHBIH KT /1 cTepeoTnieH u cocTouT u3 2 a3 —
BIOXa U BbIMOXa (puc. 2A).

B daze Bmoxa akTUBHOCTDH nradparMaabHOTO He-
pBa MOCTENIEHHO yBeanduBaeTcs B TeueHue 0,5—2 c,
a B HavaJjie BbIIoXa pe3ko cHmkaeTcs (puc. 2B). Ilo-
CTEIICHHOE YBEJIMYCHNE aKTUBHOCTH MHCIIMPATOPHBIX
MOTOHEHPOHOB, HEPBOB U MBIIIII] [TIOMOTaeT 00CCIICYNTh
IJIaBHOE YBeIMICHUE 00beMa JIeTKUX. B cocTostHIM 110-
KOS BIOX TIJIABHO TIEPEXOIUT B BBIIOX C YacTOTOM 10—
15 MuH™' 1 onpeeNsIeTCs COKPAILEHUSMU MHCIIUPATOP-
HBIX MBIIIIL. Bech LMK Ipu 3TOM 3aHUMaeT 4—6 ¢, Tie
Ha BIox npuxoguted 1,5—2,5 ¢, a Ha BeIIoX — 2,5—3,5 .
PutMmuyHO Bo3pacTaromme, a BCJied 3a TeM YMEHBbIIIa-
IOIIMeCs COKpAIIeHUSI MHCIIMPATOPHBIX (TOJBKO B TI0-
KO€) ¥ 3KCITMPATOPHBIX IBIXaTEIbHBIX MBIIIIIT 3a0aI0TCS
CHeMaIbHBIMU IICHTPAMM B HEPBHOM CHUCTEME. DTH
LIEHTPHI OTIPEACIISIIOT HepBHBIN puTtM J1J1, IIMKII KOTO-
poro BKJIodaeT 3 ¢asbl, IpeacTaBieHHbIe Ha puc. 2b:
nHcnupanuio (), maccuBHYyIO 3Kcmupanuio (ITOCTUH-
crmmpanmio; PI) n aktuBHyto skcrmpanumo (E2).

C navasiom ¢pasel I nmacparma 1 HapyKHBIE MeKpe-
OCepHBIC MBIIIIIEI AKTUBHO COKpaIarmTcs. O0beM rpy-
HOU KJICTK! YBEJTMIMBACTCS, YTO IIPUBOIUT K IBIKCHUTO
BO31yXxa B JieTKKe. HCTIMpaIis — 3TO aKTUBHBIHA Ipo-
11ecc, TpeOYIOINif aKTUBAIIMN IIPEMOTOPHBIX I MOTOP-
HBIX HEIIPOHOB, KOTOPBIE YITPABJISIOT MHCITUPATOPHBIMU
MBIIIaMA (TradparMoit 1 Hapy>KHBIMA MEXPeOePHBIMI
MBIIIIIAMI), @ TAKXKE MBIIIIIAMHA BEPXHUX IbIXaTeIBHBIX
myteii. Ha Bmoxe anmekTpudeckast akTUBHOCTD quadpar-
MaJIbHOTO HepBa ITOCTEIIEHHO HapacTaeT, COIPOBOXK/IA-
SICh COKpallleHreM auadparMsl (puc. 2), a Ha BBIIOXE
OBICTPO CHUKAETCSI.

B Teuenue a3p PI MoTOHEpPOHBI BAOXa BCe €lle
aKTUBHHI (puc. 2b), a 00beM JIeTKUX OCTaeTCsI MaK-
CHMAaJIbHBIM BIUIOTH OO0 KOHIA MHcnupanuu. CiemyeT
00paTUTh BHUMAaHUE Ha TO, U4TO (ha3a MOCTUHCIINPAITUN
obecreunBacTCsS B OCHOBHOM IMMACCUBHBIM pacciiadjie-
HUEeM WHCOUPATOPHBIX MBI, [ToaToMy ¢ mo3unmu
JJ1 ee mpaBOMePHO Ha3bIBATh (PA30Mi naACCUBHOL SKCHU-
pauyuu (E1). DT0 00BIYHAS YACTh ABIXaTEIBHOTO ITUKJIA
y 3IOPOBBIX JTIOJCH B COCTOSHHUY TTOKOsI, HAUMHAOIIA-
sICSI eIlle BO BpeMsI MHCIIUPAIINKU. DIacTUYHAS OTaadya
JIETKMX U CTEHKU TPYAHOM KJIETKU TUIABHO KOHTPO-
JIMPYET TTaCCMBHOE BO3BpallleHne auacdparMbl U IPyI-
HO¥ KJIETKM B pABHOBECHOE COCTOSTHHE (T. €. (DYHKIIU-
OHAJBbHOI OCTAaTOYHOI €MKOCTH), KaK U aKTUBHOCTh
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Paspen 2. PecnupaTtopHas ¢usnonorus

[lbIxaTenbHble ABUMKEHUA

Bnox I Bbigox

06beM nerkmx /Hf,,/"“ U

(Dasbl UMKNa
| [ P E

[nadparManbHbIv HepB (MHCMpaLmA)

BHyTpeHHWI MeKpebepHbiii
HepB (3Kcnmpauya)

1c

Puc. 2. PUT™ gbixaTenbHbIX ABUMKEHUIN: A — HEPBHBIN PUTM [bIXaTeSlbHbIX
LBUKEHUW; b — pernctpaums asnekTpruyecKomn akTMBHOCTU AnadparManb-
HOro HepBa 1 MexpebepHbIX HePBOB, UHHEPBMpYIOLLMX mm. intercostales,
KoTopan NOACHAET CTeneHb BO30YMAEHUA HEPBOB, OTBEYAIOLLMX 3 MHCTIW-
pauuio 1 skcnupaumio (no Wmnat P.O. v ap., 2019 [4])

lpuMevanue: t| - BpemsA B,noxa;tE — BpeMsA Bbl0Xa; toﬁm. — Bpems MoJiHoro
umMKna; dasa | — dasa uHcnmpaumu; dasa Pl — ¢pasa noctMHcnmpaLmu;
¢asa E2 — pasa akTMBHOM 3KCnMpaLum.

WHCIIUPATOPHBIX MOTOHEMPOHOB, a Takxke auadpar-
MaJIbHOTO HepBa (puc. 2). Y 3M0pOBbIX OIS ITOCTHH-
CTIMpalus 3aBUCUT UCKITIOUMTETHBHO OT TTOCTOSTHHOM
BpeMEeHHU, a CJIeOBaTeIbHO, OT MOJATIANBOCTH U CO-
MIPOTHUBJICHUS ObIXaTeIbHOM cucTeMbl. [locTuHCIMpa-
TOpHasl IBUTaTeIbHAs aKTUBHOCTH YBETMYNBAET BpeMsI
JI0O TOTO MOMEHTA, KOIJa JbIXxaTeJbHas CUCTeMa JI0-
cTUTaeT o0beMa JIETKMX B KOHIIE BhIoXa. TeM caMbIM
obecrieunBaeTcs JaMUHAPHBIN ITOTOK BO3IyXa BO BpeMs
BBIIOXA, a TAKXKE YBEIMUUBACTCS IIPOIOKUTEIBHOCTD
razoo0OmMmeHa B ajibBeoJiax. [locTuHcnupaiusi ocobeHHO
BaskHa JJISI TeHEpaluy peun.

Ha nporszkennu ¢aspi E2 snekrpudeckast aKTHUBHOCTD
nracdparMaabHOTO HEpBa HE PETUCTPUPYETCs (puc. 2).
OnHako B yclnoBusiX, Korna yposeHb J1/] moBbltaercs,
HaIpuMep Npu PU3NICCKUX HATPy3KaX, MOSIBISICTCS
IMOBBIIICHHAS] TOTPEOHOCTh B aKTUBHOM BBITAJIKHBA-
HUU BO3MyXa U3 JIETKUX, YTO TpeOyeT 3a1eiiCTBOBAHUS
9KCMUPATOPHBIX MBIIII. DJIEKTPUUECKasi aKTUBHOCTb
BHYTPEHHET0 MeXpeOepHOTo HepBa (MHHEPBUPYIOIIETO
BHYTPEHHHME MeKPeOSpHBIC MBIIIIIHI) M APYTUX SKCITNPA-
TOPHBIX HEPBOB 1 MBIIIII], BKJTIOUAsT MBIIIIIIBI XKMBOTA, TI0-
CTETIICHHO Bo3pacTaeT (puc. 2). DTO SBISIETCS IIPUMEPOM
TOTO, KaK LIEHTPaJIbHbII TeHepaTop putMa B cTBojie ['M
TIOI BIMSTHHEM CEHCOPHOM 00paTHOM CBSI3M MOAYJIUPYET
1 U3MEHSIET MHTETPUPOBAHHBII MOTOPHBIN OTKJIMK CH-
CTEMBI PETYJISIIIUU TbIXaHUS.

[LraBHBI TTepexon MexXmy 3 (hazaMu TbIXaHUS U aK-
THBALIMIO TTPOTUBOIIOJIOKHBIX TPYIIIT MBIIIIIT 00eCIIcUIBa-
10T MHOXXECTBEHHBIC HEPBHBIC CBSI3W MEXKIY HEPBHBIMU
CETSMU IBIXaTeIbHBIX IICHTPOB.

KpaTkasi xapaKTepucTuKa AblXaTeNbHbIX ABUKEHUMN
Bo BpeMs $a3 BAoxa, NaCCUBHOIo U aKTUBHOIO
Bblgoxa

JII, MbImnn BAoxa. MBIIIIIIaMy BIOXa SIBJISTFOTCST A1a-
(parma 1 HapyXHBIC MeXXpeOepHbIC MBIIIIIEL. Bmox 3a-
KJTIOYaeTCs B IIOCTEIIEHHOM COKpAIlleHNEM MBIIIICYHOMN
yacTy TradparMel: €€ KyImoJjl, IBUTasICh B HAIIpaBJICHUHT
OpIOILIIHOM MOJIOCTU, OCBOOOXIAeT BCe OOJIblIee Mpo-
CTPAHCTBO UISI YBEJTMUCHUST 00beMa JierTkux. OmHoBpe-
MEHHO COKpaIlleHNE HapyKHBIX MeXPeOSPHBIX MBITIII]
paclMpseT rpyaHy1o KICTKY.

JIJI, MbIImi BO BpeMsl MACCHBHOIO BbIIoXa. D1a daza
HauYMHAEeTCs eIlle BO BpeMsI BIOXa, KOTIa COKpaIIeHUS
WHCITMPATOPHBIX MBI OCJIa0eBalOT JIMIb HE3HAYU-
TeabHO. Ha maHHOM aTare pacTssHyThIe BO BpeMsI BIoxXa
3JIaCTUYHBIC JIEMEHTBI TKAHEH JIeTKUX 1 TPYIHOM KIIeT-
KW HAaYMHAIOT CXKUMAThCST (BO3BPAIIaThCS B MCXOTHOE
COCTOSTHHE TIOCJIC PACTSDKEHUS ), B pe3y/IbTaTe Yero 00b-
€M IPYIHO¥ MoJIocTU yMeHbluaercs. [loatoMy y 3mopo-
BBIX Jriofeii 1-s1 paza BEIIOXa COBEPIIACTCS TACCUBHO
0e3 BCSIKOTO YyJ9acTHs SKCITMPATOPHBIX MBI, B daze
PI mMbins Bioxa pacciabisiores IaBHO Mo KOHTPO-
JieM nuacdparMajJbHOTO HEpBa — n. phrenicus (puc. 2).
[MocTrHCIIMpAaIys CTaOMIN3NPYET IbIXaTeIbHBIN PUTM,
ITOCKOJIBKY TTPOIOJIKAET AOCOIIOTHO KaxXayto (pazy mH-
CITUpaIIH.

JIJI, MbImi BO BpeMsi aKTUBHOTO BbImoxa. Paza E2 —
aKTWUBHAS: BCICACTBME MHTEHCUBHBIX COKpAIIeHUMA
SKCMUPATOPHBIX BHYTPEHHUX MEXKPEOCPHBIX MBIIIIIT
1 9KCIIPATOPHBIX MBI OPIONTHOM CTEHKH TaBICHUE
B OPIOIIIHO¥ TTOJIOCTH BO3pacTaeT U KyIoJI aracparMbl
«BBITAJIKMBACTCSI» HaBepX. B pe3ybTare MpocTpaHCTBO,
3aHMMAaeMOe JICTKUMU, aKTUBHO YMEHBIIIACTCS.

Hanee OyayT mpencTaBieHBI aKTyaJlbHbBIC 3HAHUS
1 TUIIOTE3HbI, Kacalolnecsl TeHePalluy bIXaTeJIbHOTO
pUTMA U TIATTEPHOB IBIXaHMS, a TAKXKE PO TOPMO-
JKEHMST BO B3aUMOIEHCTBUN MEXKAY HEHPOHHBIMU pe-
criipaTopHbIMU ceTsiMu cTtBojia I'M [1, 5]. MHorue
IEeCITUIICTUS SKCIIEPUMEHTAIbHBIC MCCICIOBAHUS
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OBUIM COCPEIOTOUYCHBI BOKPYT OCHOBHBIX IIPOIIECCOB,
KOHTPOJIMPYIOIINX TeHEPAINIO ThIXaTeJIbHOTO PUTMA.
HeiicTBUTENIBPHO, TaBHUI BOIIPOC 00 yIIpaBICHUU JIbI-
XaHHEM 3aKJII0YaeTCsl B TOM, YTOOBI OITUCATh yJdacThe
He3aBUCHMBIX KOJIeOAaTeIbHBIX HEMPOHHBIX CETei CTBOJIA
I'M B xoHTpoJe yxXe onncaHHbIX 3 (a3 J1JI. CoBcem
HemaBHO ObLTa chOpMYIMpPOBaHA COBPEMEHHAS TEOPHUS
¥ OTIMCaHBI CETH, OTBETCTBEHHBIC 32 BIOX, ITACCUBHBIMN
BBIIOX M aKTUBHBIN BBIIOX [6].

ObixaTenbHble LeHTpPbI

JpIxaTeabHbIC LIEHTPbl 00pa30BaHbl OMJIaTepPaTbHOM
CEThIO B3aMMOCBSI3aHHBIX TOITYJISIIAI peCTIMPaTOPHBIX
HEHPOHOB IPOIOJITOBATOrO MO3ra U BaposmeBa mocTa
[7] (puc. 3). Pa3pymieHue 3Tux LeHTPOB, obecreun-
BaIOIINX CKOOPAMHUPOBAHHYIO pabOTy IbIXaTeIbHBIX
MBIIIII, HeM30eXKHO BeleT K HeoOpaTuMoMy IIpeKpa-
meHuto apixanus. Kaxnmas daza 1 pyHKIMOHATBEHO
1 MOJICKYJIIPHO TEHEePHUPYETCS TeTePOTreHHBIMM TPYII-
aMu HEUPOHOB:

1) BeHTpanIbHOI pecrmmpaTopHoii rpymmoii (BPT) B ipo-

JIOJITOBAaTOM MO3TE€;

2) pecnupaTOpHOI rpymoil Bapoianesa mocta Mo3ra
(PTBM).

\
*— ApdepenTHble npoekumm N. vagi

Puc. 3. OcHoBHble 0611acTV pecnMpaTopHbIX HEMPOHOB Ha JOpCabHOM
MOBepXHOCTW NPOJ0AroBaToro Mo3ra 1 Baponmesa MocTa rofioBHOro Mo3ra,
3ajatoLLye U MofynupyloLmMe bixaTenbHbl putM (Mo Bautista T.G. et al.,
2014 171)

Mpumeyanme: PFBM — pecnipatopHan rpynna ceTvt HelipoHos Baponuesa
MocTa; nMBA — natepansHoe napabpaxuansHoe Aapo; MINBA — Meauanb-
Hoe napabpaxvanbHoe Aapo; KO — Kennukepa—®y3e agpo; PTA/nOPT —
peTpoTpaneumeBnaHoe Aapo/napadaumansHan pecnvpaTopHas rpynna;
A0T — agpo oaMHouHoro TpakTa; [Pl — gopcanbHasa pecnvpatopHas
rpynna; Kb — komnnekc bétumurepa; Knb — komnnekc npe-bétumHrepa;
BPI" — BeHTpanbHaA pecnvpatopHana rpynna; pBPI — poctpanbHasa yacTb
BEHTPanbHOM pecnupatopHon rpynnbl; KBPI — kayganbHas yacTb BeH-
TpanbHOM pecnypaTopHOM Fpynbl.

BeHTpanbHas pecnupaTopHas rpynna HeMpoHoB

BPI' comepxut pasanyHble TUIIBI PECIIMPATOPHBIX
HEHPOHOB, UACHTU(DUIIMPOBAHHBIX MO UX aKTUBAIINU
BO BpeMsI (ha3bl BIOXa WJIM BBIIOXA ObIXaTeJIFHOTO K-
na (puc. 3). ['eHepaums u momgaepxaHue 6a30BOTO IbI-
XaTeJIbHOTO PUTMa B OCHOBHOM IIPOMCXOINT B CaMOit
poctpanbHoii obsiactu BPI' kak pe3yjibTaT B3auMO-
JIeCTBUS €€ HEMPOHHBIX ceTeil. byabOocmHanbHbIC
HelipoHBI B KaynaiabHOU obnactu BPI He yuacTByroT
B PUTMOTCHE3E.

BPI coctout u3 nByx MIMHHBIX FETEPOreHHBIX CUM-
METPUYHBIX CTOJIOOB HEPBHBIX KJIeTOK. HeitpoHsI cToI-
0O0B cocpenoTo4YeHBI ITyooKo noa gHoM IV xenynouka
B pemuKyAspHoOll ghopmayuy BEHTPOJIATEPAIBHBIX YacTei
npogonroBaroro Mo3ra [7]. CTosobl TpOCTUPAIOTCS PO-
CTPaJIbHO OT 1-TO MICHOTO CerMeHTa 10 KayaaabHOTO
KOHIIA JIMIIEBOTO SiApa — PETPOTPAIICIIUeBUIHBIX ISP
(PT#) u cMeXXHBIX ¢ HUMM siaep napadainanibHO pe-
cnmmparopHoii rpyrmbl (MM®PI). HeomHoponHoCTh Heil-
poHanbHOI opranuzanuu BPI' moarBepxxnaeTcst Helipo-
AHATOMMYCCKUMU JaHHBIMU. M oIy IbHAasI OpTaHN3aIus
BPTI Takke nokazaHa 3KCIepUMEHTAMU: Y KOIIEK U KPbIC
XMMMYECKas akTUBalMsl HEMpOHOB B cyopernoHax BPT'
BBI3BIBACT PA3IMYHBIC BO30OYKIAIOIINE MJIN TOPMO3SIIITIE
pecnupaTopHbIe peakliMi B 3aBUCUMOCTHA OT KOHKPET-
HOTO MecTa.

ITokazaHo, 4TO aKTUMBaLMsI HEOOJBIIUX OTAEIbHbBIX
cermeHTOB BPI', uMermomux cneuuain3upoBaHHbIC
(YHKIIMOHAIBHBIC POJIM, U3MEHSIET TUOO TeHEPAITUIO
IBIXaTeIbHOTO pUTMa (T. €. YaCTOTY IBIXaHMs), JTU0O0
martepH /1 (T. €. mbIXaTeIbHbI 00bEeM WM YBEIMUCHHE
WJIN yMEHBIICHNE MAaTTEPHOB pa3psiia IBUTATEIBHBIX
HepBoB) [8].

DddepeHTHBIE MYTU OT AbIXaTeJIbHBIX HEMPOHOB
BPI" bopmMupyroT MexkHepOHaIbHBIC CBSI3M (CETH) KaK
B IIpeiesiax Oyap0apHOTO OTaesIa IbIXaTeIbHOTO IIEHTPa
(nponpuobyrvbapmsie cessu-cemu), TaK U C BBIIIIE W HIDKE
JIeXKAIIUMU HeMpOHAMU, BKIIOUCHHBIMM B PETYIISIIINIO
TIIpoliecca IBIXaHMsI, B YaCTHOCTH C O.-MOTOHEpOHAMH,
KOHTPOJUPYIOIIMMHU MBIIIIIBI BIOXa (6)1600CnUHANbHbIE
cesa3U-cemu).

[IponproOynbbapHbIE CBSI3U Peain3yrTCs C TTOMO-
IO KOPOTKUX aKCOHOB U OTPaHUUYMBAIOTCSI TPaHU-
IIaMU1 TOJIBKO OyIp0apHOro otaena ctBoia I'M (mbrxa-
TEJBHOTO IeHTpa). CHHANTUYCCKNE B3aMMOIACUCTBUS
MEXIY Pa3IMYHbIMUA TUIIAMU JbIXaTeJIbHBIX HEHPOHOB
B IIpezeliaX CTBOJIOBOI YacTH IbIXaTeIbHOTO IIEHTpa, Ha-
MpUMEP MEXTY UHCITUPATOPHBIMU U SKCITUPATOPHBIMMU,
MOIYJIUPYIOT MATTePH AbIXaHUs Yepe3 UX aKTUBHOCTD
Ha OCHOBE PELUIIPOKHBIX OTHOIICHU. Byms0ocmHab-
HBIE aKCOHBI 00pa3yI0T CUHAIICHI Ha O-MOTOHEHPOHAX,
VHHEPBUPYIOIINX UHCTIMPATOPHBIE MBIIIIIBL: quacdparmy
1 HapY>XHBIC MEXPEOCPHBIC MBIIIIIIHI.

Kpowme toro, HeiipoHsl BPI' ”HHEpBUPYIOT MBILIILIBI
IJIOTKY ¥ TOPTAaHM, a TAKXKE BHYTPECHHIE OPTaHbI TPYTHOMN
KJIeTKU U kuBoTa. Takum obpaszom, BPI' urpaer moii-
Hy10 2 GEPEHTHYIO POJIb, IO CPABHEHMIO C TOPCATBHOM
pecriupatopHoii rpynmoit (IPT). Best ceHcopHast nH-
dopmarus, cBI3aHHAsS ¢ PYHKIIMEH JIETKUX, ITOCTYIIaeT
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B BPI" xocBenHo uepes A PI'. IlpoctpancrBeHHo BPI'
pacroyiaraeTcs B peIesax siapa n. ambiguus v n. retroam-
bigualis. Bce Heiiponsl BPI' B3anMocBs13aHbI B IIpeesiax
COOCTBEHHOM CETH, a TAKXKE B3aUMOJIECTBYIOT CO CMEX-
HBIMH CeTSIMM HelipoHOB. [lokazaHo, 4To oHM (hyHK-
IMOHAJIBHO CBSI3aHBI C HEPOHAMU CUMITAaTUYECKOTO
¥ TTapacUMITaTUIECKOTO OTIACIOB, KOHTPOJIUPYIOITNMUA
3JICKTPUYIECKYIO Y COKPATUTEIIbHYIO aKTUBHOCTh MUOKAp-
na. B omkaiiinem cocencte ¢ BPIT HaxonsiTcst HelipoHBl,
OIPENEISIONINE XeMOUYBCTBUTEILHOCTD B LICHTPATBHOM
HepBHoI cucteme (LHTHC).

O6bruHO Kaxkmblii cTo0 BPI nenmrest Ha 4 cermeHTa
(puc. 3), KoTopbie 0003HAYAIOTCS KaK KOMILIeKC BET-
muHrepa (Kb), kommieke nipe-bérmunrepa (Knb), po-
crpanbHbIil cermeHT BPTT (pBPI') u kaynambHBII cerMeHT
BPI" (xBPT). OtnenpHbie cermeHTHl BPT BEITIONHSIIOT
pa3nuIHbIe GPYHKIINN.

Komvmniekc Bérmunrepa (KbB) mpencrasisier coboit
nepenHuii peruoH BPI', aHaToMuuecku rnepekpbiBaio-
muiics ¢ PTA/m®PI. On comepXuT MOMyISILUT T -
IIUHEePTUICCKUX IKCITUPATOPHBIX HeiipoHOB. Mx akco-
HaJIbHBIC TIPOCKIINK, OKAHYMBAOIIINECS Ha MEIYJIISIP-
HBIX U CIIMHHOMO3TOBBIX MOTOHEIIPOHAX, aKTUBUPYIOT
SKCITMPATOPHBIC MBIIIIIHI IIPY HOPMAJIbHOM IbIXaHUN
(puc. 3). Takum obpazom, Kb, TopM03s1 BIOX, y9acTByeT
B ¢popmupoBanuu ¢as3sl Pl 1 mpu HE0OXOAUMOCTH YCH -
JIMBaAeT 9KCITUPATOPHYIO aKTUBHOCTH B (haze E2.

Kommieke npe-Béruunrepa (Knb) 6601 tokanmso-
BaH B cocTtaBe BPI' KoJIeKTUBOM MO PYKOBOACTBOM
Joe. Deaomana B 1991 1. [6]. MccremoBaHusI 3TOM IpyII-
MBI TI0Ka3aju, YTO HelipoHbl B oonactu Knb obnanaior
CIIOHTAHHOM JTOIIOPOTrOBOM aMILUIUTYIHOM 3JI€KTpUYe-
CKOI aKTUBHOCTBIO JaXke B M30JIMpOoBaHHOM Bune. [1pn
9TOM HX yHajleHUe WIN OJIOKMPOBaHME CBSI3Ei BemeT
K OCTaHOBKE JbIXaHUSA. PUTM MX aKTUBHOCTH ITOPOXK-
IAaeTCs PHIOTCHHBIMU KOJICOAaHUSIMU BO30OYIUMOCTH,
BO3HMKAIOIIMMMY C YCTAaHOBJICHHBIM ITepronoM. [1oaTo-
My pecrmpaTopHbIe HelipoHbl Kitb ¢ Hu3kmum moporom
BEIMIMHBI MeMOpaHHoro rmoteHnanra (MII) otHocST
K TUITY IeicCMeKepHBIX HeMpoHOB. CeTb HEMPOHOB, 00-
pasyromux Knb, npr3HaHa OoCHOBHBIM UCTOYHUKOM
pUTMOTEHEe3a — co3IareeM 0a30BOTO PUTMA IBIXaHUS
(1, B YaCTHOCTH, MHCIIUpAIINii). B manpHeieM putM
HEWPOHAIILHOIO ObIXaHUS, CO3UIAEMbIN IEUCMEKEPHBI-
mu KinetkamMu Knb, Hanmpsmyo (MOHOCMHANITUYECKH )
nepenaeTcss Ha MoToHelipoHsl CM, MHHEPBUPYIOIINE
nuracdparmy Uil ee cokpaieHus. TeM caMbIM 3a1aeTcs
IBUTATEIbHBIN puTM abixaHus. Knb naentuduimposan
y TPBI3YHOB, KOIIIEK M JMofei. HapyieHns aktnsHoO-
CTU HelipoHHOI ceTu BHYyTpu Kb nu6o in vivo, nubo
in vitro BBIKJIIOUAIOT AbIXaTeJIbHBIM pUTM. PutmMoreHes
B Knib MoxeT BappupoBaThCs B 3aBUCUMOCTH OT METa-
00JIMYECKUX, TTOBEACHUYECKUX U IKOJOTMYECKUX YCIOBUI
opranu3ma. Knb coneput u agpyrue TUIIbl HEUPOHOB
KpoMe TTeMCMEKEPHBIX. 3AeCh IMPUCYTCTBYET OOJIBIITIOE
KOJIMYECTBO MPOITPUOOYIHO0APHBIX HEHPOHOB, UMEIOTCS
OyJIbOOCTIMHAJIbHBIC HEITPOHBI M YePEITHbIC MOTOHEIPO-
HBIL. MeXaHN3MBI, OTBETCTBEHHBIC 32 TeHEPAITUIO MHCITH-
paumu, OyIyT pacCCMOTPEHBI ITOIPOOHO HITKE.

Poctpansnas yacts BPI' (pBPI') comepxut 60b-
IIyI0 YacTh AuacdparMajbHBIX IPEMOTOPHBIX OYIb00-
CIIMHAJIbHBIX HelipoHOB. OHU HATIPSIMYIO (MOHOCHHAII-
TUYECKHN) YCUINBAIOT BO30YXIeHNE MOTOHCHPOHOB,
WHHepBUpYyomMuX auadparmy [9, 10], Kak mokazaHo
Ha puc. 3. B kauecTBe MOHOCMHANITUYECKOTO HEli-
POTpPaHCMUTTEPA B 3TOM mepenade BO30OYKICHUS KC-
nojb3yercs riyramar. JlokazaHo, 4yTo HeiipoHsl pBPI’
HE BIUSIOT Ha ObIXaTeIBHBIN pUTM. DTa rpyIIIia Heipo-
HoB nogasisiercss Kb Ha Beigoxe u Bo30yxnaercsa Knb
Ha BIOXE. DTH PUTMUUYCCKHU YePEIYIOIINECS BIUSHMUS,
Hapsiay ¢ MOAYIUPYIOIIUMHU BXOAAMU U3 IPYTUX 00-
JIACTEU IIOHTOMENYJUIIPHOMN CEeTU HEMPOHOB, OTBEYAIOT
3a (hOpMHUPOBAHUE U YIIPABICHUE MATTEPHOM MHCIIHU-
paTopHoii akTuBHOCTU pBPI.

Kaynansnasa yacts BPT' (xBPI') comepxut mmpemo-
TOPHBIC HEMPOHBI, AKCOHBI KOTOPBIX, 00pa3ysi CHHATICHI
Ha IBUTATeIbHBIX HEIPOHAX IPYIHOTO W TTOSICHUYHOTO
otnenoB CM, MHHEPBUPYIOT TOMOJTHUTEIbHBIC MBIIII-
116l BbIOXa (OPIOITHBIC M BHYTPEHHHUE MEXpeOepHBIC;
puc. 3) [7]. Takum ob6pa3oM, MOIYJISIINS KayaadbHBIX
HelipoHoB BPI' MmoxkeT mponcxoauThb 13 BO30YKIatoIIX
BxomoB oT PTA/m®PI" u, BoamoxHo, n3 Kb. OgHako
00I1Iee MHEHME 3aKJII0YaeTCS B TOM, YTO KaydaJdbHbIC
HeiipoHbsl BPI' He y4acTBYIOT B pecliupaTOPHOM PUT-
MOTEHe3¢ BO BpeMsl HOPMaJIbHOTO AbIXaHUS. B To ke
BpeMs KBPT (kak n KB) yyacTByeT B BaxKHBIX pedirekcax
BEPXHUX ObIXaTeJIbHBIX ITyTEl, KOTOPBIC TPEOYIOT MOIY-
Jnsury dassl Beoxa (HalpuMep, VIVIMHEHUE BBIIOXA
IIpu Karwie 1 pBore). Iloaydyass HUCXOOSIIE CUTHAIBI
OT HEIIPOHOB OKOJIOBOIOIIPOBOIHOTO CEPOTO BEIIIeCTBA
B cpenHeM Mo3re, HeiipoHbl KBPI' yuacTByloT B Koop-
JMUHAIIAN IBIXaHWS TIPU Pa3rOBOPE M TICHUY IIPEUMYIIIC-
CTBEHHO BO BpeMsI aKTUBHOTO BhIToxa. MHTepecHO, 4To
HelipoHbl KBPI yripaBisitoT KpaTKoil 0CTaHOBKOM JbIXa-
HMS [UTS YITy4IICHYSI 1IeJIeHATIPaBICHHOM TesSITeJIbHOCTH,
HaIlpyMep KOTaa YeJI0oBeKa MPUIICTUBACTCS BO BpeMs
CTpeIbOBI U3 JTIyKa.

Petporpanenuesnanoe sapo/mapadanmaibHasi pecim-
paropHrag rpyma (PTS/m®PI’) —310 2 GyHKIIMOHATBEHO
OTIEJIbHBIC TPYIITBI HEPBHBIX KJIETOK, KOTOPHIC JIeXKaT
pAOOM OPYT € IPYrOM BEHTpaJIbHEEe N MeIMaJIbHEE sapa
JINIIEBOTO HepBa (C HEKOTOPBIM aHATOMUYECKUM TIepe-
KPBITUEM C HUM; pUC. 4).

Ha puc. 4 mokazano pacnonoxenne Kb, Knb, moct-
nHcnmpatopHoro Komruiekca (ITK) 1 HeitpoHHoit ceTn,
Brorouatorneid PTA/m®PT. CepbiM 11BeTOM 0003HAYECHBI
HEKOTOpBIC IBUTATEIbHEIC simpa cTBojIa M, B 9acTHOCTH
simpo VII mapsl 4epeImrHO-MO3TOBBIX HEPBOB A. facialis v h.
ambiguus (nBoitHOE s11p0). [IYHKTUPHBIMU TUHUSMUA
0003HAYCHBI TPUMEPHBIC TPAHUIIBI TOPU3OHTAIIHFHOTO
cpesa Mexxny BaponmeBbIM MOCTOM M ITPOIOJITOBATHIM
Mo3roM. [1pnGIM3nTeIbHBIC TPAHMIIE TTOTIEPEYHBIX Cpe-
308, pazgesitomux Knb u I1K, HaxoasaTcst Ha cThIKe
JIBYX IPSIMOYTOJIBHUKOB B IICHTPE CXEMBI.

B oTiimume ot 60JBIIMHCTBA HEHPOAaHATOMMIECKIX
ctpykTyp, PTS ObUIO OTKPHITO CPaBHUTEIBHO HEJABHO,
KOTJa BBISIBIJIM TOHKMI CJION HE OYeHB TUIOTHO YITaKO-
BaHHBIX HEIIPOHOB, JIEXKAIIINX MEXIY SIpoM A. facialis
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lMocTMHCNMpaTopHbIN
KOMIeKe

Komnnekc

PTA/n@OPI
(nn®PT 1 BNOPT)

Komnnekc
bérumnrepa

Puc. 4. CxeMa pacnonoeHnsa HepoHHbIX ceTeit napadaLmanbHoi pecnupaTopHoM rpynnbl B COCTaBe BEHTPaNbHOM PECMMPATOPHOM FpynMbl B carnT-

TanbHow npoeKumu (no Anderson T.M., Ramirez J.M., 2017 [11])

Mpumeyanme: PTA/nOPT — peTpoTpaneuymesnaHoe aapo/napadaumansHan pecnivpatopHas rpynna; nn®PI — natepanbHan napadauuansHaa pecnmpa-
TopHas rpynna; BnOPI — BeHTpanbHasA napaaLmanbHas pecnmpatopHaa rpynna.

¥ BEHTPaAJIbHOM IMMOBEPXHOCTHIO TIPOIOJITOBATOTO MO3-
ra (puc. 4). PTS npuHuMaeTr ygactre B mOIACPKaHUKN
HOPMAJIBHOTO AbIXaHUSI, COOTBETCTBYIOIICTO YPOBHIO
MeTab0IM3Ma: MHOTOUNCIICHHBIC MCCIeIOBAHMST TTOKa-
3aJIM, YTO 3TA CTPYKTYpa SBISICTCS OTHUM U3 YIACTKOB
noxkamu3auyu LIXP B ctBoste I'M [11]. Oxa3zanoch, 4To
Ha HelipoHax PT koHBeprupyetr MHOXecTBO adpde-
PEHTHBIX CUTHAJIOB, NCXOMSIINX OT HECKOIbKHUX 1ICH-
TPaJIbHBIX XeMOPEIIEITOPHBIX 30H BEHTPATbHOI ITOBEPX-
HOCTH ITPOIOJITOBATOTO MO3Ta (BRICOKOUYBCTBUTETHHBIX
K YpoBHIO yriiekucioro rasa — CO,), a rakxe ot I1XP ka-
POTHUIHOTO TeJIbIIa (IyBCTBUTEIBHBIX IPEUMYIIIECTBEHHO
K HM3KOMY YPOBHIO Kuciopona (O,) ¥ B MEHbILEH cTe-
neHu K o6Hapyxenuto CO,). Ora nocrynaromas B PT
nHOOpMaIIUs paccMaTpUBaeTCsS KaK «ITO00YyXKIeCHUE»
K akTuBanmu Baoxa. CoBceM HelaBHO OBUIO YCTaHOBIIC-
HO, YTO XeMOYYBCTBUTeJIbHbIE HelipoHbl PTS siBnsitoTcst
TIIyTaMaTeprudecKUMM IIPOIIPHUOOYIH0apHBIMU MHTEP-
HelipoHaMM, KOTOpbIe N30MpaTeIbHO Yepe3 HeMpPOHBI
BPI" uHHEpBUPYIOT IMagKy0 MyCKY/IaTypy AbIXaTeJIbHbIX
MyTeW U Ipyrue obJIacTU MPOIOJIrOBaTOrO MO3ra, He-
00XOIMMBIC TSI PETYIISIIIUY TBIXaHUS.

JlaTepanbHas napadauuaibHas pecnupaTopHasi rpyn-
na (mn®PI’) pacronoxena pocrpanbHee BPI (puc. 4).
B skcrmiepuMeHTaxX MOCIEIHUX JICT YCTAHOBICHO, YTO
aHATOMHUYECKM U (PyHKIIMOHAIBHO HelipoHbl MPPI ot-
JIMYAIOTCST OT CMEXKHBIX ¥ YACTUIHO TTePEKPHIBAIOIIMXCS
C HUMU XeMOUYBCTBUTENbHBIX HelipoHoB PTA [12].

Heiiponsr m®PI cocTosar n3z nn®PT, pazmemieH-
HOI1 00Jiee aTepajbHO U TOPCABHO, M BEHTPAIBHOU
napadalmaabHO pecriupaTopHOit TpynIibl (BIIPPT),
KOTOpasi pacToioxkeHa 6oJiee MeauaabHO (puc. 5).

Heiipons! mTn®PT" o61agai0T BHYTPEHHUMHU YCIIOB-
HO PUTMOTEHHBIMU CBOMCTBAMU U MIPU OTPEIeICHHBIX
YCIIOBUSIX UTPAIOT KITFOUEBYIO POJIb B TeHEPAIIM AaKTHUB-
HOTO BBIIOXA, 3aAeUCTBYS IJISI 3TOT0 3KCIIUPATOPHBIC
OprolIHbIe MBIIIIEL. Y HeiipoHoB BI®PI" purMoreH-
HBIC CBOICTBA HE 0OHApPYKEHBI. PUTMOreHHBIE CBOICTBA

HeiipoHoB MMIPPI mposBIsSIOTCS TPU B3aMMOICHCTBUN
¢ MHCTIMPATOPpHBIM HeHTpoM Kb mist opmupoBanus
KOOPIVWHAILIMY TATTePHOB MHCTIIMPATOPHOM 1 SKCITUpa-
TOPHOI aKTUBHOCTHU. B pe3yiabTaTe peluIIpoKHOTO Cco-
IJIACOBAHUS CBOCH ESITCIBHOCTY TOJIBKO OMMH U3 IBYX
reneparopoB putma IM®PI nin Kb moxer OBITH
MaKCHUMaJIbHO aKTUBHBIM OTHOBPEMEHHO. AHTarOHH-
CTUYCCKME B3aMMOCBSI3U PEaTn3yI0TCsI, KaK MOKa3aHO
Ha puc. 5. Uadnsamusa (yBenmueHne oobeMa U HaroJI-
HEHHE BO3IYyXOM) JISTKMX CHIKAeT (ha3y aKTUBHOI MH-
crimparuu HeiipoHoB Kb 1 ycunmBaeT a3y akTUBHOM

nn®Pl

locTMHCNMpaTOpHBIN
KOMMeKC

KoMnnekc
npe-béTuuHrepa

BPI

Puc. 5. CxeMa pacrnonoeHua HelpoHOB NaTepanbHON U BEHTpasbHOM
napaauuanbHbIX pecrnupaTopHbIX rPYMM, a TakKe HeMpOHOB NOCTWH-
CMMpaTopHOro KoMnieKca B npogonroatoM Mosre (no Del Negro C.A.
etal., 2018 [12])

MpuMeyanmne: NnOPI — natepansHaa napadaumanbHasa pecnpaTopHan
rpynna; Bn®PI — BeHTpanbHaA NapadavumanbHan pecnmpaTopHas rpynna;
BPI" — BeHTpanbHaa pecnvpaTopHas rpynna.
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Puc. 6. CxeMa B3aMMOTOPMO3HbIX CBA3EW, NPeA0TBpaLLaloLLMX OOHOBPe-
MEHHYI0 aKTMBALMIO FPYNM MbILLIL, aKTUBHOTO B0Xa U aKTUBHOIO Bbi0Xa
(no Del Negro C.A. et al., 2018 [12])

MpuMeyanmne: nnOPI — natepanbHas napadaumanbHas pecnupaTopHas
rpynna.

sKkcnmpanuy HeiipoHoB IMPI, 4T0 B KOHEYHOM UTOTE
MIPUBOIUT K AeDIsiiny (YMEHBIICHUIO 00beMa) JIETKIX
(puc. 6).

BaxHo ormeTtuth, ytro TAMK- 1 rnmuuuHeprude-
ckue HelipoHs!l TIPPT (FTAMK — ramma-amMmmuHoMac-
JISTHasl KUCJI0Ta) aKTUBUPYIOTCS, T. €. IIPOSIBIISTIOT CBOU
PUTMOTCHHBIC CBOMCTBA, TOJIBKO B YCIOBHSIX BHICOKOM
MeTaboInm4yeckoil norpedHocT. Hampumep, 3To mpouc-
XOIUT IIPU BBITTOTHEHNH TSIKEION (DU3MIECKOM pabOTHI,
MIpY TUTICPKAITHUM U TUIIOKCHH, a TaKKe B I103aX, 3a-
TPYAHSIOLINX ITACCUBHBIN BbIIOX. B nbIxaHuu, KOTOpOE
OCYIIIECTBIISICTCS] B COCTOSTHUU TTOKOsI, HeiipoHbI TP PT
OOBIYHO HE MMPUHUMAIOT YIaCTHs.

MocTMHCNMpaTOpPHbI KOMNEKC

DTa MOMyJISIUs PeCITUPATOPHBIX HEMPOHOB UMEET
YeTKYI0 aHaTOMUYECKYIO TIpuBsI3Ky (puc. 5). Pacmo-
JIOXKEHUE HEHPOHOB MOCTUHCIIMPATOPHOTO KOMILJIEK-
ca (I1K) HemaBHO MACHTU(MUIINPOBAHO KaydaabHO OT
n. facialis 1 MemMaJIbHO M TOPCAJIBbHO TI0 OTHOIIICHUIO
K POCTpaIbHOI YacTu siapa n. ambiguus, a TaKXKe po-
crpanbHo oT Kiib (puc. 5) [12]. [IpoBeneHHBIE 3IEKTPO-
bU3MoIOTIECKIE, UMMYHOTMCTOXUMHUYCCKUE 1 OTITO-
TeHETUYECKUE UCCIEOOBAHUS in Vitro N in vivo IpoJie-
MOHCTPUPOBAJIM, YTO HelpoHbl [TK gaBs10TCS YCI0BHO
PUTMOTEHHBIMU, a TIPU UX aKTUBALIMA BO B3aUMOJEM-
cTBUM ¢ HelipoHamu K1ib in vivo IposiBISIIOT pUTMOTEH-
HbIE CBOMCTBA, YTO MHULIUUPYET MOCTUHCIIMPATOPHYIO
asy gpIXaTeIbHOTO PUTMA U MIO3BOJISIET YIIPABJISITH €10.
YcraHOBJIEHBI TOPMO3HbBIE M BO30YXAAlOIIUE CUHATI-
TUYECKUE KOHTAKThl MEXIY 3TOH PUTMOTEHHOM CEThIO
n Knb. O6meH cuHantndeckumu cBsa3samu mexxay [TK
n Knb nmoMoraetr KoopauHUpOBaTh CUHXPOHU3ALIUIO
u a3HyI0 CTPYKTYpPY (B3aMMHOE UYepeqoBaHNE) IbIXa-
TEJbHBIX PUTMOB MHCIIMPALIMU U MOCTUHCIUPALIUH.
ITonoGHbIE B3aMMOOTHOILLIEHUS MEXAY TeHepaTopaMu
PUTMOB BEHTWISILIMU JIETKUX HE TOJbKO KOOPAUHUPYIOT
JJ1, HO ¥ BBITIOJTHSIIOT HeIbIXaTeIbHBIC (DYHKIINKU. Putm
CMEHbI MHCITMPALIMY Ha TIOCTUHCIIUPALIMIO Y 3I0POBOTO
YeJI0BeKa TECHO COTJIAaCOBaH C BaXKHBIMU (hOpMaMU 110~
BEIEeHUS, TAKUMU KaK BOKaIu3alus, MoTaHue, KallleJib
u T. 1. Takoe KoHTposupyemoe 1K akTuBHOE «110Bee-

HHe» (a3bl IOCTUHCIIUPAILINY (€€ TTPOIOJLKUTEIBHOCTh
1 9eTKOE COTJIaCOBaHME ¢ MHCITMpAlMeli) TIpeaoTBpa-
1IA€T, HATpUMEpP, aCMUpPaLIMIO MUK B AbIXaTeJIbHbIE
nyTu. [JyTamar- 1 XoJIMHepruyeckre HeMpoHbl COCTaB-
JISIIOT BO30Y>KAAIOIIYI0 OCHOBY 3TOI CETU, B TO BpeMs
kak TAMK-epruueckoe TopMoKeH1E yCTaHABIUBACT
BpeMsI U KOOpIMHALIMIO ¢ MHCcTIMpauuein. Hecnoco6-
HOCTb K TaKOW KOOPIMHALIMY MOXKET MPUBECTU K aCIU-
pallMOHHOM IMTHEBMOHUU, KOTOpasl SIBJSIETCS BEayllIei
MPUUMHON CMEpPTH IIpu Oosie3HU AJlbLireiiMepa, 0oJie3-
Hu [lapkuHcoHa, JeMEHIIMU U IPYTUX HelpoaereHepa-
TUBHBIX 3a00sieBanusx. CiegoBatenabHo, [TK HelipoHOB
o0s1anaeT cBOMCTBAMU aBTOHOMHOI TeHepaliu puTMa
1 HEOOXOIUM U TOCTATOUYEH 151 TIOCTUHCIIMPATOPHOM
AKTUBHOCTH in Vivo.

PecnupaTtopHas rpynna Baponuesa MocTa Mo3ra

PI'BM npencrapisier co00ii ABYCTOPOHHIO IMOH-
TOMEIYJUISIPHYIO PECITMPATOPHYIO CETh, BKIIOYAIOIIYIO
snpa Kemnukepa—®pro3a (K®D), a TakKe JaTepanibHOE
1 MeAuaIbHOE TTapadbpaxuanbHbIe siapa (COOTBETCTBEH-
Ho nI1b4 u MIIBA, cm. puc. 3). BTu peciupaTopHbIe
CeTU HEUPOHOB He yuacmeyiom B (HOPMUPOBAHUU PUT-
Ma IbIXaHWsI, HO OKa3bIBAIOT MOIYJIUPYIOIICE BIUSHUC
Ha TaTTepH AbIxaHusl. XOTs (yHKIIMOHAIbHAS pojib Ba-
poJIIeBa MOCTa B KOHTPOJIE IBIXaTeIbHOTO pPUTMA U T1aT-
TepHA IbIXaHWSI He TIOJIHOCThIO YCTAaHOBIICHA, ITOKA3aHO
OITOCPEIOBAaHHOE BBHIIICYITOMSIHYTBIMHU 00JIACTSIMU MO-
cTa MOIyJMpYyIollee neiicTBre Ha Buox. [Iponcxoaut
IMOCTUHCIINPATOPHOE CYXKEHME TOJIOCOBOM IIIC/IH, YBe-
JINYMBAIOIIIEE COMPOTUBICHNE MTOTOKY BO3IyXa BO Bpe-
MsI MTHCITMPAIIMU. DTO 00eCIIeYrBaeT IUIABHBIN Mpoliece
TTOCTUHCITMPALINHI 1 KOOPAWHAITIIO BCETO IbIXaTeIbHOTO
puTtMa. PecrimpaTopHpie HepOHBI MOCTa MO3Ta MOMYJI -
pYeT IbIXaHWe He TOJIBKO ISl 00ecTIieueHIs ra3000MeHa,
HO U 1T pa3IMYHbIX BUIOB MOBEACHUSI, HE CBSI3aHHBIX
HETIOCPEICTBEHHO C AbIXaTeIbHON (DYHKIIEH, TAKMX KaK
o0IIeHNE, TOTPEOICHNUE TIUIIH, 3alINTa IBIXaTeIbHBIX
IyTeil OT momagaHus ITUIIY M OOHapyKCHNUE 3araxa.

lony6oe naTHo

T'ony6oe miatHo (I'TT) pacmonoxkeHo B 1OpcaibHOM
otene Baponuesa mocra u comepxut > 80% xeMouyB-
CTBUTEJIbHBIX HEMPOHOB, yU4acTBYS, TAKMM 00pa3oM,
B LICHTPaJIbHOM XEMOPELENLNN, pearupysl Ha YpOBEHb
COz. JlokanbHas ruriepKarHus 1 aunao3 B oonactu I'T1
CTUMYJIMPYIOT BEHTWISILIMIO JIETKUX, a pa3pyiieHue ['T1
HUCKITIOYAET YCUJIEHNE BEHTWISLIMY, BBI3BAHHOE POCTOM
CO,. Yro Kacaercs perynsimm IbixaHusl, ObLIO MOKa3a-
HO, 4To HelipoHbl I'TI MOryT MOy IMpOBaTh AaKTUBHOCTh
JIbIXaTeJIbHBIX LIEHTPOB cTBOJIa M.

LopcanbHas pecnupaTopHas rpynna HeMpoHoB

HPI 3anmmaet kaynaiabHyto TpeTh SAOT (puc. 3) u sB-
JISIETCSI MECTOM PACIIOIOKEHUS PeICHHBIX (TIepeKIToda-
TeJIbHBIX, 2-TO MOPSIKa; pUcC. 7) HEIPOHOB.

3nech mHMOPMAIHS, TTOCTYIIAOIIAsI OT PELIETOPOB
pactskeHMst Jerkux u [1XP aopTaibHBIX 1 KAPOTUIHBIX
TeJell, TIePeKITIIoYacTCsI Ha PeCIMpaTOpHbIC HEMPOHBI
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™| PeneliHble HelipoHbI Komnnekc npe-bétumnrepa
[eHepamop deixamesbHO20
pumma
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8 [peMoTOpHbIE
QL
Q MHCMIMpaTopHble
= MOTOHEWPOHbI
S
g v v
=)
S
MHcnvpaTopHble MbILLLbI
PeuenTopebl
— |
pacTAMeHne Nerkux LG DG
ApTepuanbHble
4_
XeMopeLenTopbl PO, PCO,, pH

Puc. 7. Cxema yyactua gopcansHomM pecrnypaTopHom Fpynnbl B perynaumm
AbIXaHuA

Mpumeyanwe: [P — nopcansHaa pecnupatopHas rpynna; BPI — BeHTpanb-
HaA pecnupatopHan rpynna; PO, — napumanbHoe aaBneHue KUCIopoaa;
PCO, - napumanbHoe fiaBeHme yrneKnucnoro rasa.

Knb u npyrue HelipOHHBIE CETH, KOTOPbIE MOIYJIUPYIOT
MaTTePH IbIXaHMS B 3aBUCUMOCTU OT COCTOSTHMST METa-
0om3Ma, AeSITeIbHOCTH YEeJIOBEeKa, a TAKIKE COCTOSTHUS
okpyxarmlueit cpeabl. TakuM o6pa3omM, B HEMPOHHOI
cetu JIPT cocpenoraumBaeTcst BaxkHas adpdepeHTHaAs
nHGOPMAIINS O CTETICHU pa3ayBaHUs JIETKUX, TIPOCBe-
Ta ObIXaTeJBHBIX ITyTe M YPOBHS apTepUAIbHOIO IMap-
[IMAJbHOTO MABJICHMS KMCIOPOaa 1 YIJIEKHMCIOTO ra3a
(PO, n PCO, cOOTBETCTBEHHO). DTH CUTHAIBI TIPUXOMAT
B JIPI" mo GayxnamoiuM U S3bIKOTJIOTOYHBIM HEpBaM
OT CEHCOPHBIX HEMPOHOB (TOUYHEEe, OKOHYAHWI UX aK-
COHOB) B JIETKHMX, CTCHKAaX BO3MYXOHOCHBIX ITyTeil U IyTe
aOpTH M KapOTUIHOM CcHHYyCe. M3 BBIIIEN3I0XKEHHO-
ro cienyer, 4To HeilpoHHas ceTh A PI' He mpuHuMaer
yJacTtus B puTMoreHese. Kak yxe ObLIO CKa3aHO, SIB-
JISISICh YaCThIO pecnupaTtopHoit HelipoHHoit cetn SOT,
Heiiponsbl APl MogyaupyloT abpixaHue yepe3 NpoeKInun
Ha KOMIIOHEHTBI BEHTPAJTbHOI PECITMPATOPHOU TPYIIIIHI,
PTA u PTBM.

Peneitnbie Heliponsbl JAPI', siBasisich IepBUYHOM MU -
mreHbio adpdepentoB ot ITXP u perientopoB pacTske-
HMS JISTKUX, 00€CIIEYMBAIOT BasKHYIO TOMEOCTATHUECKYIO
obpatHyio ¢Ba3b B otHouleHuu PO,, PCO,, pH u cre-
IICHU BEHTUJISILIINY JIETKUX, a TAKXKE CITYKAT BaKHBIM
WCTOYHMUKOM aKTHUBAIIUU PECITMPATOPHBIX HEUPOHOB
Knb. BonbsmmHcTBO ceHcopHBIX addeperToB K AOT,
IMO-BUANMOMY, B KAYECTBE MEAMATOPA MCIIOIB3YIOT IITy-
Tamar.

CrnenyeTt 100aBUTh, 4TO addepeHTHBIE BOJOKHA
OJTYy>KIAIOIIETO HEPBA, NCXOISIINE U3 PEIICITOPOB C MEII-
JICHHO! 1 OBICTpOIi ajanTalueil K CTeIeHU pa3ayBa-
HUS JISTKUX, YYaCTBYIOT B PECITUPATOPHBIX pediiekcax,
BKITIOUas Kiraccnaeckuii pediekce I'epunra—bpeiiepa,
IIPY KOTOPBIX pa3myBaHUE JICTKUX ITpeKpaliaeT Ipoaoi-
JKAIOIIUICS BIOX, a €CJIM HAITOJTHEHUE JISTKMX BO3MYXOM
COXpaHSIETCS B TIEPUOI BBIIOXA, BRIIOX YIUTMHSICTCS.

Heitponsr JAPI" siBastIoTCSI peliunueHTaMu BCeX BUC-
LIepaJbHBIX ah(HEPEHTOB M COCTABJISIIOT CYIIIECTBEHHYIO
JIOJTIO PETYTUPYIOIINX IICHTPOB TOMEOCTa3a BHYTPEHHEH
cpenpl. Yepes MHOTOYNCIIEHHBIC CMHATITUYECKIE CBSI3HN
JMaHHBIC HEHPOHBI CONCHCTBYIOT Pe(ICKTOPHOM «ITOMI-
TOHKE» MPOIIECCOB IBIXaHUS M KPOBOOOPAIICHUS K U3-
MEHSTIOIITMCS YCIIOBUSIM XXU3HU.

Ectb nnpenmnonoxenue, uto HelipoHsl AP aBomtoLu-
OHHO 00JIee MOJIObIC 1 BOSHUKII BMECTE C TIOSIBJICHHEM
JICTOYHOTO JIBIXaHMSI.

CocTaB pecnupaTopHbIX HEMPOHOB BEHTPaJIbHOM
pecnupaTopHOiA rpynnbi NPoAoAroBaToro Mosra

C Tex mop Kak JAbIXaTeIbHBIA IIMKJI CTaJIA Pa3aeIsiTh

Ha 3 ¢a3bl, Beayleit 3 KOTopbIx cunuTaeTcs (asa I, Bce

U3BECTHBIC THUITHI PECITUPATOPHBIX HEHPOHOB TOJIY-

YIJIM OPUEHTHUPOBAHHOEC HA MHCIIMPAIIUIO Ha3BaHUE

(puc. 8).

* Wucnupartopusie (I) HelipoHB BO30YyXHTAIOTCS
BO BpeMsI (ha3bl MHCITMPAIIH.

* TloctuncnmparopHsbie (PI) HeitpoHBI BO30YKIatoTcs
B 1-i1 mo1oBMHE (ha3bl BhIIOXA (TTACCUBHAS SKCITAPA-
LIMST).

+ BOkcrmpaTtopHble (E2) HelipoHB BO30yXmIaTCs
BO 2-i1 mojioBUHE (ha3bl BBIIOXA (aKTUBHAST SKCITH-
paums) [13].

JKCMMPATOPHBINA HEApPOH

3neKTpUYeCKan aKTMBHOCTb
PecnmpaTopHbIX HEMPOHOB

",
[lbIxaTenbHble ABUMEHUA Vf
Y !

MHCcnMpaTopHbI HEMpOH

Puc. 8. Pervctpauys BHEKNETOUHO 3MIEKTPUYECKOIN aKTUBHOCTM SKCMIMPATOPHOIO M MHCTIMPATOPHOIO HEMPOHOB M3 KoMMeKca npe-beTumHrepa ogHo-
BPEMEHHO C 3aMnucbio AbixatesbHbIX ABueHuN (no Thoby-Brisson M., Ramirez J.M., 2000 [13])
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Paspen 2. PecnupatopHas ¢usnonorus

B nanbHelilieM BHYTpY TUIIOB PECIIMPATOPHBIX HEM-
POHOB, Hapsiy C EPEYMCIEHHBIMU BbILLIE, ObLIU OMpe-
JieNieHbl cienytonue (puc. 9):

1. Pannue uncnupamopuwie uetiponut (early-respiratory,
early-I) pacroyioXeHbl B BEHTPOJIaTepabHOM IpyIi-
ne. OHU pe3KO aKTUBUPYIOTCS B Hayase (a3bl BIO-
Xa, a YacToTa reHepalui UMY UMITYJIbCOB yObIBaeT
K KOHILY (pa3sbl.

2. Jluneiinvie UHCRUPAMOPHbLe HelpoHbl (Famp-inspiratory,
ramp-I) Haxo#ATCS B 1OPCOMEIUAIBHON U BEHTPO-
JlaTepajibHOM rpymnmnax. Yactora reHepalud UMUA UM-
IyJIbCOB BO3pacTaeT K KOHLy (ha3bl BIOXA.

3. ozonue uncnupamopnvle netiponwt (late-inspiratory,
late-1) pacniofioXeHbl B JOPCOMEANATIbHOMN 1 BeH-
TpoJlatepasibHOI rpynnax. OHU KpaTKOBPEMEHHO
aKTUBUPYIOTCSI B CAMOM KOHLIe (a3bl BOOXA.

4. IHocmuncnupamopuvie neuponwvl (post-inspiratory,
post-T) HaxoJsATCsl B pOCTPaIbHOI BEHTpOJIaTepaib-
Hoii rpynne. OHM pe3Ko aKTUBUPYIOTCS B Hayaje
(ha3bl maccMBHOTO BBIIOXA, @ YACTOTA TEHEPALMU UMK
HMMITYJIbCOB YOBIBAET U MpeKpallaeTcs B O3AHeN Ya-
¢ty (ba3wl BBIIOXA.

5. Oxcnupamophvie Hetiponwl (expiratory E2) pacnono-
>KEHBI B KayJaJbHOI BEHTpoJIaTepabHOI TPyMIIE.

PuTM ppbixaTenbHbIX OBUMKEHWIA

JbixatenbHoble dasbl [ 1 1 P | E ]

PaHHuWe MHCNUpaTopHble

JInHeiiHble
MHCMMpaTOpHble

Mo3gHwe WHCNUPATOPHbIE

MocTuHCNMpaTopHble

JKCnMpaTopHble

lpenHcnupaTopHble

AkTvBHOCTb . phrenicus

1c

Puc. 9. lNatTepHbl aKTUBHOCTM pa3nnyHbIX TUMOB PECNIUPATOPHbIX HeW-
POHOB, 3aperuCTPMPOBaHHBIX BHYTPUKNETOUHO in vivo (no Richter D.W.
etal,, 1991[14])

lpuMeyanwe: | - pasa uHcnmpaumu; Pl — dasa noctuHenupaumu; E2 - pasa
aKTUBHOM 3KCMMpaLyK.

OHU MHHEPBUPYIOT MOTOHEWPOHBI MBIIIIII BBIIOXA
1 aKTUBUPYIOTCSI BO 2-1i OJIOBUHE BhIoxa (B ase
AKTUBHOTO BBIIOXA), IPEUMYIIIECTBEHHO MPU HE-
00XOIMMOCTH YCUJICHHUS €TO.

6. Ipeuncnupamopuvie netiponst (pre-inspiratory, pre-1)
00BIYHO HAYMHAIOT BO30YXKIAThCsl HE3aM0JITO JO Ha-
yayia (a3el nHCTIHMpanuu. HeakTUBHBI BO BpeMsI
pecrmpaTopHoit (a3pl, HO CHOBAa BO30YXIAIOTCS
B ITOCTPECITUPATOPHOM IBIXaTeIbHOMU (Da3e, TeHePH-
PYS UMITYJIbCHI C MAaKCUMAJIBHOI YaCTOTOI B CaMOM
KOHIIC BBIIOXa HEIIOCPEACTBEHHO ITIepel BIOXOM
1 TEM CaMBIM CITOCOOCTBYSI CMEHE BBIZIOXa Ha BIOX.
Bce pasiamuHbIE THITBI PECITMPATOPHBIX HEMPOHOB

BXomsT B coctaB BPI' u cBsI3aHBI ApyT ¢ APYrom Iocpei-

CTBOM CHHAIICOB.

CornacoBaHue feaTeNbHOCTU pecnMpaTopHbIX
HeMNpOHHbIX ceTe

KoopauHauust paboTbl HEIPOHHBIX CeTell HeOOXOaM -
Ma JUISI TOTO, YTOOBI TPAaHCIUPOBATh O-MOTOHEHPOHAM
CM putM, co3naBaeMblil akTUBHOCTBIO BPI'; TpaHcis-
LIMST OCYIIECTBIISICTCS TI0 PETUKYIOCTIMHAIBHBIM ITPOBO-
ggammM 1yt [3]. TIpu 3ToM KOOpIMHUPYIONINM 1IeH-
TPOM SIBJISIETCSI PETUKYJISIpHASI aKTUBUPYIOIIAs CUCTeMa
(PAC). Ha neiiponsr PAC 3aMBIKaloTCsSI BCe HUCXOSI-
IIMe MyTH, HalIpUMep U3 CyIpadyIb0apHBIX OTIEIOB
LHHC, n Bocxonsiue myTi OT BCEX CEHCOPHBIX CUCTEM
(B T. 4. oT XeMopenenTopoB). biaromaps Takomy mupo-
KOMY B3aMOJIECHCTBHUIO CETU PECITMPATOPHBIX HEUPO-
HOB aKTUBUPYIOTCS MO BO3AEHCTBUEM BO30YXKIAIOIINX
HEPBHBIX UMITYJILCOB, TTOCTYITAIOIINX OT XeMOPEIICTITO-
POB U CITOHTAaHHOI aKTUBHOCTH HelipoHoB PAC, a Takcke
BBITIIEIICKAIIINX MHTETPAaTUBHBIX 001acTeit Mo3ra. Ha oc-
HOBE OIMCAHHBIX CBSI3¢H y UeJI0BeKa CYIIeCTBYIOT OIpe-
IeJIeHHBIC pedIeKChl: HalIpuMep, 3aIepKKa TbIXaHUS
(armHO3) MOCIe MHTEHCUBHOM TUIICPBEHTIIISIIIUM KaK
CJICICTBUE MPEKPAIICHNS TTOCTYTLICHHS BO30YKIAFOIIIIX
ctumyioB ot LIXP. [Ipyroii npumep, XxapaKTepu3yolui
MIPOSIBJICHUE BIWSIHUASI TOPMO3HBIX CTUMYJIOB OT UyB-
CTBUTEJIBHBIX OTBETBJICHUN A. trigeminus, — OCTAaHOBKa
IBIXaHUS IIPY HBIPSIHUU B BOIY.

CylI1eCTBeHHBIM UTOTOBBIM COIVIACYIOIINM (hU3HO-
JIOTMYECKM MEXaHU3MOM SIBJISIETCSI BDEMEHHOI U TIPO-
CTPaHCTBEHHBIN XapaKTep CyMMAallMN MTOCTCUHAIITHU-
yeckux noreHnuanos (ITCIT) na meMOpaHe pecrnivpa-
TOPHBIX HEMPOHOB: BO30YXmaromux (TayTraMaTepru-
yeckux; BITCIT) wim Topmo3ubIx (rmuuuH- 1 TAMK-
epruaeckux; TIICII). IIpeBbiieHre KPUTHIECKOTO
YPOBHSI IEMOJIIPU3AIINN TIPUBOIUT K BOSHUKHOBEHUIO
cepuitHbIX TToTeHIIManoB neiicteus (I1/1) B Bume «ie-
TOYHBIX» YUaCTKOB OCLMJUIOrpaMM (puc. 9).

YnpaBneHne MOToHeiipoHaMu B CMIUHHOM Mo3re

Kak ye ynmoMrHaa0Ch, TCHEPUPYIOIINE PUTM CETH
WHCIIMPATOPHBIX, MOCTUHCIUPATOPHBIX U SKCIIUpa-
TOPHBIX HEMPOHOB CBsI3aHBI C HEPBHBIMU KJICTKAMM
PETUKYIISIpPHOI (hopManiy. AKCOHBI 3TUX KJIETOK (hop-
MUPYIOT PeTUKYJIOCTIMHAIBHBIN TIPOBOISIINIA YT,
KOTOPBHIH C TIOMOIIBIO MOHO- VI OJIMTOCHHATITHYEC-



naBa 6. Perynupytowasn ¢pyHKUUSA fbIXxaTeNbHOro LeHTpa

153

CKMX CBSI3ei Impoenupyercst Ha MoToHelpoHsl CM. Mx

BO30YXKIeHNE TTIPUBOINT K COKPAIICHUIO TbIXaTeIbHBIX

MBIIIIL ¥ B UTOTe (popMUpyeT 3 abIXxaTelbHbIC (ha3hl —

I, Pl u E2.

JByMS IDYTUMU BaXKHBIMU COTJIACYIOLIMMU JIEMEH-
TaMu (QYHKIWI PeCIIUPaTOPHBIX HEMPOHOB SIBIISTIOTCS
*  MX COBMECTHAsl MHHEPBAIIMS C TOPTAHHOU U MOIb-

SI3BIYHOM BETBSIMU OJIY>KIAIOIIETO HEpBa B CTBOJIC

I'M. Takoro pona cMHXpOHHAasi ”HHEpBalus obecrie-

YUBACT PUTMUIHOCTD IBIXaHUSI, TTPOSIBIISTIOIITYIOCS

B YIIpaBJICHUN 00BEMOM ITOTOKA BO3IYXa B KOHIYK-

TUBHOW 30HE JIBIXaTEJIbHBIX MTyTCH UJIN CUJIOW a3po-

IMHAMUYECKOTO CONPOTHUBIICHMS, OKa3bIBAEMOTO

eMy;

* HX TECHOE COCEICTBO C OMIaTepaIbHO PACIIOIOXKCH-
HBIMH KapanOBaCKYJISIPHBIMU HEPOHHBIMU CETSIMM.
Taxkoro poma B3auMOCOIIPSKEHHBIE CHHAIITUYCCKIE
KOHTAKTHI BEISIBIISIIOT XapaKTep KapanuopecrupaTop-
HOM peTyIsIuU, OTYCTINBO MPOSIBIISIONICICS B KO-
JIe0aHMSIX apTepUAIBHOTO JABJICHMS U HAPYIIICHUSIX
pUTMa cepala Mpu PECIUPATOPHBIX BUJAX MATOJIO-
TUU.

DusnosornuecKkoit OCHOBOM PUTMOTCHE3a TbIXaHUS
CIYXUT (DYHKIIMOHAILHOE COCTOSTHIE (BO30YXKIEeHME
1 TOPMOXXEHNE) MHCIIMPATOPHBIX W TTOCTUHCITMPATOP-
HBIX HeiipoHOB. MICXOMHBIMU TTOJIOXEHUSIMH, OIIPEe-
JISTIOIIIMMM 3TO COCTOSTHUE, CITy>KaT 2 HEMPOHHBIX Me-
XaHU3Ma:

1) nepuoduueckue cmewenus 3apsda memopars: (CMEHa
(ha3 runepnoaIpU3aAUN-TOPMOKECHUS 1 ACTIONISIPH -
3aIIMM-BO30YXKICHMST) M CBSI3aHHBIX C TUM M3MEHE-
HUI TTPOHUIIAEMOCTH MOHHBIX KAaHAJIOB MEMOpPaHBI
MHCITMPATOPHBIX 1 TOCTUHCITUPATOPHBIX HEPOHOB
obmactu BPI'. BkcrimparopHble HEHPOHBI, MEIOIINE
BBICOKUII TIOPOT BO30YIUMOCTH, OOBITYHO HE aKTUBH -
PYIOTCSI TP HOPMaJIbHOM JIbIXaHuu [15];

2) 63aumocesa3b u ezaumodeiicmaue pecnupamopHbvlx
Heliporoe obracmu BPI iyTeM cCMHANITUIeCKUX KOH-
TaKTOB MPU IMOCPEIHNUECTBE HEHPOTPAHCMUTTE-
poB. BpeMeHHasT 1 IPOCTPAaHCTBEHHAST CYyMMAIIUS
BIICIT nau TIICIT onpenensiet Konedbanus MII,
T. . hopMHUpOBaHME HAa MeMOpaHe pecITMpaTOPHBIX
HEpoHOB (a3bl BO30YKICHMS U (pa3bl TOPMOXKECHUS
U UX CMCHY.

Wrak, TpanchopMmalims 10MOPOroBOil BETUIUHBI
konebanuit MII (crroHTaHHOIT HeIPEPHIBHOM aKTHUB-
HOCTH) MHCIIMPATOPHBIX HEMPOHOB 10 Mmopora (Ipu-
MepHO oT —60 MB 1o —45 MB) u reHepauuy UMK PUT-
MHUYecKu noBTopsitommxcs cepuii [1J1 ((popmupyrommx
pUTMOTeHe3) 00yCIOBIIEHA TOIBKO CyMMAIIE BXOTHBIX
BO30YKIAIOIINX M TOPMO3HBIX CHHATITUYECKUX CUTHA-
JIOB OT XEMOPELIENTOPOB U HEPOHOB PETUKYJISIDHOMN
dopMaly. DTo B paBHOI CTETICHN OTHOCHUTCS K aKTHBa-
IINY TIOCTUHCITPATOPHBIX M aKTUBHBIX SKCITMPATOPHBIX
HEPOHOB.

TakuMm obpa3om, TeHepalnsl pUTMUYECKON aKTHUB-
HOCTU HEMPOHOB JbIXaTeJIbHOTO LIEHTPA ONpPeAesIeTCs
KOMOMHaImeH (B3auMOIeiCTBIIEM) BHYTPEHHUX CBOMCTB
MeMOpaHBI M CHHANITUIECKNX MEXaHN3MOB BO30YKIat0-

1Ieii U TOPMO3HOI 00paTHOM CBSI3U MPU 00s13aTEeJIbHOM
YYaCTUU HEUPOTPAHCMUTTEPOB.

Bo30yxnatoiiye 1 TopMO3HbIE HEHPOTPAHCMUTTE -
pPbl OKa3bIBAIOT IBOMHOE NEUCTBUE: OHU PEKPYTUPYIOT
(BOBJICKAIOT) APYTUE KICTKM ITyTEM IIPSIMOM aKTUBAIIN
1 MOAYJMPYIOT CHOHTAHHYIO0 aKTUBHOCTb OTIEJbHOM
KJIETKH, BO3IAEHCTBYSI HA €€ COOCTBEHHbIE MEMOpPaHHbIE
WOHHBbIE KaHaJIbl — HallpuMep, 3aMelJIsisi CKOPOCTh,
¢ koropoit 11 mepemeiniaercs mo aeHaputy. biaro-
Jlapsi STOMY BbICBOOOXK/1a€Mbl€ B CUHAIITUYECKUX OKOH-
yaHusx rinyramat, TAMK, cepoTtoHuH, HOpaapeHaluH
1 SHAOPGUHBI MOTYT MOAYJMPOBATh AbIXaTCIbHBIN
PUTM.

IIpu OTCYTCTBUU CTUMYJIOB OT XEMOPELIENTOPOB
1 HEMPOHOB peTUKYIsIpHOU (popmarin MIT ctabunmsu-
pyeTCsl Ha «<MEPTBOI TOUKE», COCTABIISISI IIPUOIU3UTEIb-
HO —70 MB, 4TO MOXET IPUBECTH K COCTOSTHUIO aITHO3.
IIpuBeneHHbIE DTaHHBIE CBUIETEIbCTBYIOT O XKU3HEHHO
CYIIECTBEHHOM 3HAY€HUM TOCTYIAIOIIUX HA pecriupa-
TOPHbIE HEPOHBI BO30YXXIAIOIIMX CTUMYJIOB OT XEMO-
perenTopoB 10 addepeHTHBIM HEpBaM M OT HEHPOHOB
PETUKYJISIpHOU hopMaliu. PecriipatopHas CETb TaKXKe
SIBIISICTCSI MUIIICHBIO APYTUX ap(PePeHTHBIX CUCTEM.

FeHepaumsa ¢asbl MHCIUpaLUK

MHcniupanuusi BO3HUKAET BCAEACTBUE pacmopmancii-
8aHUs, KOTJA TIpEeKpallaeTcs MOCTYIJIEHUE TOPMO3HbIX
(FTAMK iy TINIIMH) CUHANITHICCKUX HEeHPOTpaHC-
MUTTEPOB HA MeMOpaHy MHCIIMPATOPHBIX HEHPOHOB
CO CTOPOHBI 3KCITUMPATOPHBIX WJIM MMOCTUHCIIUPATOP-
HbIX HelipoHOB. Kak ciienctsue, BeJIMYMHA TUIIEPITO-
JISIpU3ALIMOHHOTIO 3apsijaa MeMOpaHbl UHCIHUPATOPHBIX
HEHPOHOB YMEHBIIIACTCS 1 3aBUCSIINE OT MU3MECHEHUS
BesimurMHbl MIT notreHman-ynpasisieMble MOHHbIE Ka-
HaJibl UHCIIUPATOPHBIX HEHPOHOB aKTUBUPYIOTCS. He-
pe3 KaHaJibl BO3HMKAET HalpaBJIeHHbIN BHYTPb IPUTOK
nonos Ca’" u cToiiknii morok nonos Na*. DTu MoTokn
BbI3bIBAIOT U YBEJIMUUBAIOT ACTIOISIPU3ALIAIO MEMOPaHbI
WHCITMPATOPHBIX HEMPOHOB 10 KPUTUUYECKOTO YPOBHSI
1 TIPUBOJISIT UX B COCTOSTHUE BO30YXneHus. Bo3zHukias
cepusd I1]1 B o1HOM MHCITMPATOPHOM HEMPOHE 32 CUET
CyMMaIlMM MIyTaMaTepruyeCcKux NOCTCUHANITUYECKUX
BIICII pexpytupyet Apyrue WHCIHUPATOPHBIC HEHpo-
HbI, YTO MPUBOIUT K TOCTENIEHHOMY HapaCTaHUIO CUJIbI
pacnpocTpaHeHUsI BO30YXIEHUS MO UX HEHPOHHBIM
CETSIM U YCTOWuMBOi reHepanmu umu cepuii [1/1. rot
MPOLIECC MTPOUCXOIUT Oy1aroaapsi MoJOXUTEIbHON 00-
paTHOM CBsI3U MyTeM OOMeHa BO30YXXKIAlOIIUMU CU-
HarnTUYECKMMU TJIyTaMaTeprudyeCKMMu CUTHajlaMu
MEXIy CUHEPTreTUYeCKM B3aMMOICUCTBYIOIIMMU UH-
CIMpaTOPHBIMU HelipoHaMu. B TeueHme Beeit ¢asbr |
IMOCTUHCIIMPATOPHBIC HelpoHHI da3sl Pl m sakcrmpa-
TOpHBIEe HelipoHBI da3bl E2 HaxomsITcs B COCTOSITHUM
B3aMMHOI'O CMHATITUYE€CKOTO TOPMOXKEHUSI CO CTOPOHBI
WHCTIMPATOPHBIX HEUPOHOB (ha3bl | moa Bo3aelicTBUEM
TOPMO3HBIX HeliporpaHecmuTTepoB TAMK u rinunmHa.
B dhopmupoBaHUM TOPMOKEHUS TTOCTUHCITUPATOPHBIX
HEWPOHOB MPUHUMAIOT YYaCTUE U MPEUHCTIUPATOPHBIE
HEWPOHBDI.
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Paspen 2. PecnupatopHas ¢usnonorus

FeHepauusa ¢asbl NOCTUHCNUpPALUU

B miporiecce mpogoiKUTEIbHOM (ha3bl MHCIMPALINT
MIPOMCXOIUT PACTOPMAKUBAHUE MTOCTUHCIIMPATOPHBIX
HelipoHOoB ¢a3sl PI, mocKkonpKy Ha HUX HAYMHAIOT T10-
CTyInaTh BO30yXAalolKMe CUHANTUYECKUE CUTHAbI.
Otn adpdepeHTHBIe CUTHAJIBI CIEAYIOT OT pelelNTOPOB
PACTSDKEHMS JITKMX B MOMEHT UX MAaKCUMAaJIbHOTO pac-
TSDKCHMS, a TAKKe OT HEPOHOB aKTUBHUPYIOIIEH peTH-
KyJISIpHOM crcTeMBbl. Kak ciencTBre, BO3HUKAET pe3Kast
JEToJIIpU3auusi MeMOpPaHbl 10 KPUTUYECKOTO YPOBHS
¥ TOCJIeAyIoIee BO30YXIeHNE TOCTUHCIINPATOPHBIX
HelipoHoB ¢da3bl PI. HeiipoHbl 3T0i# (ha3bl KpaTKOBpe-
MEHHO TOPMO3SIT MHCIIMPATOPHBIC HEHPOHBI (haskl I, BbI-
KJTI09ast BO3MOXKHOCTh aKTUBAIIUKM MHCITpalnu. B xone
MMOCTUHCITMPAIIMN 3aTOpMaXknBaroTcs 1 HeiipoHsl PAC.

®aza PI MmoxeT 6ecco3HATEIbHO 3aKOHYUTHCS TIOT
BO3/IeiiCTBHEM BO30YKIAIOIINX CUTHATIOB. OHU TTOCTY-
MalT OT IPEMOTOPHBIX 1 MOTOPHBIX 00JIaCTe KOPHI
OonbLux nojymapuii I'M — Hanpumep, Ipy pa3roBope
U JIPYTUX AEUCTBUSIX YeI0BEKA, TPEOYIOIINX KPAaTKO-
BPEMEHHOI OCTAHOBKM JIbIXaHUsI. TaKoro poma CUTHAJTBI
MOTYT UCXOIUTh U OT TUMOMIECKOI KOPHI, KOTHa IpH-
OCTaHOBKA IIBIXaHUsI BBI3BIBACTCS, HAIIPUMED, BHE3Aall-
HBIM UCITYTOM.

FeHepauma ¢pasbl aKTUBHOM IKCNUpPaALIUU

B ycnosusix nmokos ¢dasa PI (macCUBHBIN BBIIOX —
TMIOCTUHCIIMPALIMST) HACTYITAeT BCICACTBHUE ITACCUBHOTO
YMEHBIIICHUS 00beMa JIETKMX IO ACHCTBHUEM 3JIacCTH-
YECKOW TATY TKAHU JIETKUX U FPYIHOM KJIETKU Ha MaK-
cumyMme Broxa. [ToaTomy sKcnumpaTopHbIC HeHPOHBI
¢as3pl E2 HeakTUBHBI B COCTOSTHUY TTOKOsI. OHM MOTYT
CTaHOBUTHCS PUTMUIECCKH aKTUBHBIMU B PE3yJIbTATE N3-
MEHEHUI 6alaHca TOPMOXKEHUS 1 BO3OYKICHUS, TIPUXO-
ISIIAX Ha HepoHBI (da3el E2 cmHANTUYeCKMX CUTHAJIOB.
CTtuMynamu Ij1s1 akTUBalluK HelipoHOoB (asbl E2 cimyxar
cIenyroIe CHHanTuIeckKue Bo3neitcteus. [1pexparme-
HHE TOPMOXEHUSI (MECTHOE PAaCTOPMAaKMBAaHMIE) MOXKET
HWCXOIUTD OT IMOCTUHCITMPATOPHBIX HelipoHOB PI, koTo-
phIC ITPY CIIOKOWHOM IIBIXaHUU TOPMO3ST SKCITMPaTOP-
Hble HelipoHbI (pa3wl E2. B cirydae ke BEICOKOI ITOTpe6-
HOCTH B YCUJICHUN BEHTUJISILIMK BO30YKIAIOIINE CHATI-
TUYECKME CUTHAJIBI IUTST aKTUBALIMU HEepOHOB (ba3sl E2
CIIEIYIOT K AKCIIUPATOPHBIM HEMPOHAM OT HEMPOHOB
aKTUBUPYIOIIEH peTUKYISIPHOI cucTeMbl cTBojia I'M,
a Takke 110 aGepeHTHBIM ITyTSIM OT PEIEIITOPOB OPOH-
XHAJbHOTO JIepeBa U XeMOCCHCOpHOU adpdepeHTarum
OT PEeLIeNTOPHBIX 30H. PacTopMaxkmBaHMe 1 BO30YyKIat0-
IIYe CTUMYITBl THULIUUPYIOT aKTUBHYIO COKPATUTEIBHYIO
NIEeATeIbHOCTh SKCITUPATOPHBIX MBI, OKOHYAHUE Ke
da3zsl E2 3aBUCUT OT BO30YKIEHUS TTPEUHCITMPATOPHBIX
HEHPOHOB, OKa3bIBAIOIINX YePe3 CMHATICHI TOPMO3HOE
Bo3neiicTBre Ha E2-HelpoHBI 1 TIpUBOIIIEe K pac-
TOPMaKUBaHUIO HEMPOHOB (ha3bl | 1 MHIYyKIINHU CIemy-
FOIIETO IBIXaTeIbHOTO IIMKJIA.

IToce MOBOIBHO TTOAPOOHOTO M3IOKEHUS COCTaBa
1 QYHKIINU pECITMPATOPHBIX HEHPOHOB HEOOXOIMMO 00-
CYIWTh, KaK 3aITyCK IbIXaTeIbHBIX (ha3 1 UX YepeIOoBaHNE
CBSI3aHBI C OTIPEACIICHHBIMY JIOKATBHBIMU HEPOHHBIMU

cetssmu BPT', koTopbie B uTore u opMUPYIOT IIEPUOIM-

YeCKUi (HO HEIPePhIBHBIN) 1IEJTOCTHBIN AbIXaTeIbHBII

LINKJIT.

BPI comepxut 3 pa3sauIHBIX THATIA PECTTUPATOPHBIX
HEHPOHOB, YIIPABJISIOMINX BEHTWISIMEH Jerkux. Bee
THUIIBI HEIAPOHOB B COCTaBE 3TOU CTPYKTYPHI O0OPa3yIoT
HE3aBUCHMBbIC JIOKAIbHBIC CETH, CBSI3aHHBIC IPYT C APY-
roM cuHancamu. HeoOXoquMbIM1 1 TOCTATOUHBIMY TSI
dopmupoBanus 3 (a3 eTMHOIro AbIXaTeJILHOTO IIMKJIa
CUNTAIOTCS:

* Kunb, xoTopslii 00pa3oBaH ceThbl0 MHCIUPATOPHBIX
HEHPOHOB, aKTUBHBIX Ha TIPOTSKeHUU aswl

» [TIK, xoTopslii 00pa3oBaH CEThIO MOCTUHCIUPATOP-
HBIX HEIPOHOB, BO30YXKIAIOIIUXCS HA TTPOTSKEHU N
da3zmr PI;

« 1mn®PI’, kotopast obpa3oBaHa CEThIO IKCITUPATOP-
HBIX HEIPOHOB, BO30YXKIAIOIIUXCS HA TTPOTSKEHU N
dazer E2.

CMeHa aKTUBHOCTHM Ha3BaHHBIX HEMPOHHBIX CeTeit
KOOPAMHUPYET YEPEAOBAHNE OTACIbHbBIX IbIXaTeIbHbBIX
a3 1 nx CMAXPOHU3AIINIO 1T (DOPMUPOBAHUS 1IETOCT-
HOTO ABIXaTeIbHOTO LINKIIA. B3aumHoe cunanmuyeckoe
mopmodcerue mexny Kb, I[TK u tn®PI ciyxut Heit-
POHAJIBbHBIM MEXaHMU3MOM BO3HUKHOBCHUS M CMEHBI
IBIXaTeJIbHBIX (ha3 U JAeTacT HEBO3MOXKHBIM OTHOBpE-
MEHHOe BO30yxKaeHue, Harpumep, ¢as3 I u IP. Ynpas-
JICHHE YepeIOBaHNEM JAbIXaTeIbHBIX (Da3 — MEXKCETEBBIM
B3anmoneiicteueMm Kb, ITK un nid®PI — ocymiecTsns-
€TCS 10 TIPUHIINITY PACTOPMAaKUBaHUS (IIPEKPaIIaeTCs
TOPMO3HOE BIMSTHUE OTHOI 13 (ha3 Ha Apyryio). B gacT-
HocTH, Bo30yxaeHue Knb Bo3HuKaeT, Korna ceTb ero
WHCIUPATOPHBIX HEpOoHOB He TopMmo3utcss TAMK- wnu
INIMIAHEPTUISCKUMH CHHAIITUYECKMMH CUTHaJIaMU
ot In®PT". CornacoBanHas paboTa 3TUX HEHPOHHBIX
ceTeil MOy IMPYeTCs pa3IMYHBIMUA HACXOISIIINMU 1 ad-
(bepeHTHBIMU CUTHAJIAMK OOPATHOI CBSI3H.

Jlanee B 5TOM rjaBe OyaeT MOAPOOHO pacCMOTPEH
Bkian Knb, ITK u anm®dPT B opranuzanuio ¢a3 BEeHTH-
JISIIIAM JIETKUX.

®dyHKUMOHaNbHasa posb KoMNaeKca

npe-BéTunHrepa
Panee yxe obGcyxnanachk cTpykrtypa Knb u ero

nokanusanus B coctaBe BPI'. 3mech ke peub moiiaeT

o (byHKIIMOHAa/IBLHOM TIpenHa3HaueHuu Knb B nnuima-

LIMU BIOXA 1 IbIXaTeJIbHOTO IUKJIa BEHTWISILIUM JIETKUX

B 11e;ioM. COCTaBJISTIONIASI €r0 CETh PECIIMPATOPHBIX HEl-

POHOB OTHOCHUTCS K BULY UHmepHelipoHoe. OHU UTPAIOT

JIIBOMHYIO POJIb:

1) SBASIOTCS reHepaTOpaMu PUTMOTEHE3a;

2) yIpaBISIIOT MOTOPHON aKTUBHOCTHIO MBIIIIIL BIOXA
U TIPOCBETA BO3MYXOHOCHBIX IyTel, ONpeaessisi co-
OTBETCTBYIOLIUI YPOBEHb BEHTWISILIMM JIETKHX.
Knb coctout u3 ceTu CMOHTAaHHO aKTUBHBIX MH-

CIUPATOPHBIX UHTEPHEUPOHOB ¢ CAMbIM HUKUM NOPO-

20M 6030yJcOeHlUs, KOTOPBIC dCUHXPOHHO PA3PSIKAIOTCS

in vitro B Bune otnenbHbIX BIICII ¢ HM3KOI 9acTOTOM

1 aMIUTUTYIO0 NpUOIN3NTENbHO 3—5 MB B TeueHue abI-

xatejibHOTO HuKia. [Ipuyem HetipoHbl Kb criocoOHbI
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aBTOHOMHO T€HEepPHPOBaTh CIIOHTAHHYIO aKTUBHOCTh
0e3 MeproINIECKNX BHEITHUX BXOMHBIX CUTHAJIOB MJIN
CUTHaAJIOB 00paTHOM cBsI3U. CITIOHTAaHHBIE MEXaHU3MBbI
TMOAIIOPOTOBO HEMPOHAIBHOM AaKTUBHOCTU OCHOBAHBI
Ha BBICOKOW YYBCTBUTEIHLHOCTU K YMeHbIIIeHNIO MIT
¥ CBSI3aHHOM C 3TUM YBEJIMUYCHUEM MOHHOI ITPOBOIM-
MOCTH MEMOpPaHBI M 3aMETHBIM YBeJIMYEeHNEM KOHIICH-
Tpauuy BHYTpUKIeTOYHOTO Kanblmd (Ca*"). HelipoHsl
9TOU CETU OTHOCSTCS K MeIiICMEKepHOMY TUITY; OHU He-
TIPEPHIBHO TCHEPUPYIOT DIIEKTPUUIECKYIO aKTUBHOCTH
TTOATIOPOTOBOM BETMUMHEI.

OrtnenpHBIC MHCITMPaTOpHBIC HelipoHnsl Kb He cro-
COOHBI TeHepUpOBaTh CEpUU MOocTCUHaNTU4YecKux 1/
BBICOKO# yacToThl. Cepuitabie (purmudeckue) I1/1 Bo3-
HUKAIOT TOJIBKO B pe3y/IbTaTe KOHBEPTECHIINM (TIOCTCH -
HanThudeckoi cymmanun) 4—5 oqHoBpeMmeHHBIX BITCIT,
MOCTYHAIIUX OT APYTMX MHCIIUPATOPHBIX HEMPOHOB.
BcenenctBue cyMMupoBaHMST BO30YXKIAOIINX ITOCTCH -
HaNTUYECKUX IMOTCHIIMAIOB MeMOpaHbl CUHEPTHYE -
CKM B3aMMOICUCTBYIOIINE MHCITMPATOPHBIC HEUPOHBI
TETIONISIPU3YIOTCS 10 KPUTUIECKOTO YPOBHS (OOBITHO
oT —60 MB 10 —45 MB) u reHepupyIoT cepun pacipo-
crpanstomuxcs I1]1. 3amyckaemoe HEOOJBIIUM KO-
JnuecTBOoM HelipoHoB Knb Bo30yxkIeHue BoBiaeKaeT
B TIPOLIECC aKTUBAIIMU OOJIBIIIOE KOJIMIECTBO B3aMMO-
NEeUCTBYIOIIMX MEXAY COO0 MHCITUPATOPHBIX HEWPO-
HOB 1 HapallluBaeT UX CYMMAapHYIO aKTUBHOCTD Ha ITHKE
Baoxa. OgHAKO IIPUPOCT KOJMICCTBA AKTUBHBIX MHCIIN -
paTOPHBIX HEIPOHOB HE HOCUT B3PBIBHOTO XapaKTepa,
a IMPOUCXOIUT JUHEHHO, TaK KaK BHYTPU MEKHEHPOH-
HBIX CMHANTUYEeCKMX CBsI3eii 3apoxknaeTcs nmotok TTICII.
Takum o6pa3om, HelipoHbl Kb co3patoT HeiipoHHBINM
put™ nHcnmpanuu (dasa 1), ucmomHsIsT poTb 6a3uCHOTO
PUTMOBOIUTE]IS.

MexaHn3M pUTMOTeHEe3a OCHOBAH Ha Mpeoopas3o-
BaHWHM aCMHXPOHHOM HM3K0YacTOTHOM (< 5 ') crioH-
TaHHOU aKTUBHOCTH B CHHXPOHHYIO BEICOKOYACTOTHYIO
(> 5 I'm) renepanmio cepuii pacrpoctpaHstommuxcs [1/1
B pe3y/IbTaTe CUHANITHYECKON MHTETPAIII MEXKITY CeTSI-
MU WHCIIUPATOPHBIX HEPOHOB. YTOOBI reHepupoBaTh
KaXKIbIi ITOCIEeOYIONTNIA ITMKII BIOXOB, HEOOJIBIIAS YaCTh
nHTepHelipoHoB Kb BHOBS MHUIIMKPYET TTOBTOPSIIO-
meecs Bo30yXneHune (YuTail mHCIMpainuio). Bo BpemMs
HOPMAJIBHOTO AbIXaHUS OalaHC BO30YKICHUS M TOP-
MOXXEHUS OTpaHUYMBACT MHCIIMPATOPHYIO aKTUBHOCTD
1 obecIeyrBacT OBICTPYIO, TMHAMUYIHYIO PUTMIYCCKYIO
aKTUBHOCTb.

I1o nipsimbIM HelipOHHBIM CcBsI3sIM OT K1ib putmuue-
ckue pa3psiabl [1/] mHTepHEeipoHOB TaHHOTO KOMIUIEKCa,
CUHXPOHHBIC C BIOXOM, B CBOIO OUECpEIb IIePeIaroTCs
Ha TIPEMOTOPHEIE OYIHOOCTTMHAIBHBIC HEHPOHBI B CTBO-
e 'M. AKCOHBI yacTU U3 HUX Jajiee TIPOeLuPYIOTCS
Ha 0-MOTOHEpOHBI cerMeHTOB CM, KOHTPOIMPYIO-
e PUTMUIECKIE COKpaIlleHUsT nuadparMsl (TI1aBHOM
MBILILBI BAOXA), U HA IPYTUE MOTOHEUPOHBI, KOTOPHIE
VIIPaBJISIOT COKpAIleHNEM Hapy>KHBIX M BHYTPEHHUX
MEXpeOePHBIX MBI, a TAKXKE MBI OPIOITHOM CTeH-
ku. [TocnmenHare MOTYT TIpH OIpeneICHHBIX YCIOBHSIX
yJacTBOBAaTh B aKTUBHOM BBIIOXE, YCKOPSIST ASDIISIINIO

nerkux. KpomMe Toro, HEKOTOpbIe aKCOHBI IIPEMOTOPHBIX
HEHPOHOB YIIPABISAIOT Y MBIIIIIIAMK, KOHTPOJIMPYIOIIH-
MM TIPOCBET IBIXaTeIbHBIX ITyTeH (IT0 CYTH, UX COIPO-
TUBJICHUEM IBIDKCHUIO BO3AYIITHOTO ITOTOKA).

Takum ob6pazom, nuHTepHelipoHsl Kb co3natot «mo-
TOPHBIN BBIXOMI» IJISI KOHTPOJIA 2 (DYHKIIMOHAIBHO pa3-
JIMYHBIX TPYIIIT MBI 1) KOHTPOJIUPYIOIINX TaBICHIE
B TPYIHOM KJIeTKe (BBI3bIBASI MHCIIMPAIINIO); 2) KOHTPO-
JINPYIOIINX COMPOTUBIICHNE ObIXaTeIbHBIX MyTeil. Ha-
mpumep, HeiipoHbl Kb ymmpaBiisiioT He TOJIBKO pUTMOM
yepeIoBaHUS OBIXaTeIbHBIX (ha3, HO M aKTUBHOCTHIO
CKEJICTHBIX MBI A parMel ¥ TOPTaHM (O YeM yXKe
YIOMHUHAJIOCH). DKCIIEPUMEHTHI MOKAa3aIn, 4To B ¢haze |
BO30YXIeHNUE TracparMaibHBIX HEPBOB TOCTATOYHO OBbI-
CTPO IIPUBOIUT K COKPAIICHUIO TadparMbl U yBEIMYC-
HUIO 00beMa rpyAHOM MOJI0CTU. B TO ke BpeMst BO30yK-
JIeHIEe BO3BPATHBIX TOPTAaHHBIX HEPBOB (IBUTATEIbLHBIC
BETBM OJTY>KIAIOIIETO HEpBa) BBI3BIBACT COKpAIICHUE
3aJHHUX ITEPCTHEUYCPITAIOBUIHBIX MBIIIIIL TOPTAHU, YTO
IIPUBOIUT K PACKPBITHIO TOJIOCOBOM IIEJIN U CHIXKE-
HUIO COTIPOTHUBIICHUE AbIXaTeJIbHBIX MYTEil Ha BIOXE.
MoOTOHEIPOHBI OCHOBHBIX MBIIIIII BIOXA PACTIOIOKEHBI
B CM, a nBUTaTeIbHBIC HEMPOHBI MBIIIII, KOHTPOJIUPY-
IOIINX BO3AYIITHBIN ITOTOK (Yepe3 BEepXHUE IbIXaTeIbHbIC
nmytH), — B ctBojie 'M. CkoopanHupoBaHHas AeITeb-
HOCTb YePEITHBIX MOTOHEPOHOB YPOBHS ITPOIOJITOBATO-
ro mo3ra (V, IX, X u XII mapbsl) 1 CHUHHOMO3TOBBIX MO-
TOHEPOHOB (IIEHHBIA U TPYIHOM OTAEIIBI) ONIPENEIAeT
putMm /1, T. e. matrepH abixaHus. [1aTTepH, CBSI3aHHbIN
C HOpPMAaJIbHBIM ObIXaHHEM (3YITHOD) B TIOKOE, OOBIYHO
XapaKTepU3yeTCcs aKTUBHOCTHIO TOJIBKO AradparMaib-
HOTO HEpBa, 3aITyCKaIOIIero CoOKpalleHue auadpparMbl
U COOCTBEHHO MHCIUPALIUIO.

Taxkum o6pasom, pyHKIIMOHANLHEIE 3agaun Kb
04eBUAHO CJTOXHBI. C OTHOI CTOPOHEBI, 3TO TeHEpaTopa
pUTMa IBIXaHUS, C IPYTroif — «MOTOPHBII BBIXOI», 00€e-
CIICYMBAIOIINI COOTBETCTBEHHBIN YPOBEHDb BEHTIISIINN
nerkux. CnemoBatenpHo, Kb KoopamHaupyet ¢assl abI-
XaTeJIbHOTO pUTMa 1 JJoKoMotuio JI/1, obecnieunBast cha-
30BYI0 CUHXPOHU3ALIUIO MEXIY BIOXaMU 1 TBUXKEHUSIMU
NbIXaTeJIbHbIX MblLIL. MHbIMU cioBamu, Knb orBevaeT
3a peCIIMPaTOPHO-MOTOPHOE COIIPSLKEHUE.

®DyHKUMOHaNbHas posib NOCTUHCNMPATOPHOro
KoMnJeKca HeMpoHOB

OTHOCHUTEIIPHO HETaBHO OBLIN OIPEAeICHBI PaCcIIo-
JIoXXeHne n Helipoxumudeckuit eHorum [1K — Bo3-
Oy>KIarolleil U pPUTMOIeHHOM CeTU MHTEPHEUPOHOB, OCO-
OEHHO aKTMBHOI BO BpeMs ITocTUHCcIMpanmu [12]. Heii-
ponnl I1K renepupytor a3y Pl npixatenbHOro mmkia.
DKCIIepUMEHTAIbHO TOKa3aHO, YTO JaHHAsl CTPYKTypa
obmamaeT cBoiicTBamMu HezaBrucuMoii (oT Kb u im®PT)
aBTOHOMHOI TeHepalliy pUTMa in vivo 1 obecIieuruBaeT
HEOO0XOIMMBII BO30YXKAAIOLIWI UMITYJIbC JJIs1 TeHepaLun
¢as3pr maccuBHoro Bhioxa PI. Putm ITK coxpansercs
B OTCYTCTBME UHTMOMPOBaHMSI, KOT/Ia CETh N30JIMPOBAHA
B ITONIEPEYHOM cpe3e in vitro. OCHOBY 3TOI CETH COCTAB-
JISIOT TJIlyTaMaTepruuyecKue U XOJMHEePTruyeckKue NHTep-
HelipoHsl, B To BpeMst Kak [AMK-epruueckue cBsizu
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mexay Knb u I1K nmomoraloT KoopaAMHUPOBaTh CMEHY
da3 I u PI, a Takke nx nmpogomkuTeabHOCcTh. ITokasa-
Ho, uto I[1K 1 Kb oka3siBaloT B3auMHOE TOPMO3SIILee
BJIMSHME IPYT HA Apyra.

B otinnuune ot Knb, Bo30yxneHue HeiipoHoB 1K
WHaYe BIMSCT Ha COKPAIICHNE CKEJICTHBIX MBIIIIIT 1A~
¢dparmel 1 Topranu. B ¢ase PI yBenuuuBaeTcs 1po-
JMOXKUTEbHOCTh COKpaIlleH!sT tuadparmpl, 4To 3a-
MeIIseT AeIISIINIO JISTKUX U COOTBETCTBEHHO ITOTOK
BBIIBIXaeMOTO0 BO3ayxa U3 Hux. BMecte ¢ Tem B (pase Pl
aKTUBALIMsI BO3BPATHBIX TOPTAHHBIX HEPBOB BbI3bIBAECT
COKpallleHHWEe JIaTepaIbHBIX TTePCTHEUYCPITATOBUIHBIX
MBIIII ¥ TTOMEPEUYHBIX YEPITaTOBUIHBIX MBIIIIL, YTO
TIPUBOINT K CY>KEHUIO TOJI0COBOI IIEN 1 YBEITNICHUIO
COTIPOTUBJICHUST BO3AYXOHOCHBIX ITyTEi, a B UTOTC —
K 3aMeIJICHUIO TTOTOKA BRIIBIXaeMoro Bo3ayxa. KoHTpo-
nmpyemast HelipoHamu [1K mpononTramus ¢assl BhImoxa
CIIOCOOCTBYET peaan3alliid HEKOTOPBIX BasKHBIX (popM
MOBENICHUS YEIOBEKa, HATIPSIMYIO CBSI3aHHBIX C TIOCTUH-
CIMPaATOPHOI aKTUBHOCTHIO, TAKMX KaK IJIOTAaHMUE, Ka-
1IeTh, YMXaHue, (POHAIS 1 MpodeccoHaIbHOE TICHNE.
3HaHMe TOTO, KaK yIIPaBISTh MIPOIO/KUTEILHOCTHIO BBI-
JoXa, CITy>KUT OCHOBOI 00y4YCHMSI T. H. TICHUIO Ha OTIOpe
(utan. appogiare la voce — OYKB. «IIOIIEPKKA TOIOCA»)
B ITIOAATOTOBKE TTPOheCCHMOHATBHBIX BOKATNCTOB. Pr3u-
OJIOTMYECKasl CYIITHOCTh 3TOT0 TEPMHMHA 3aKITI0YACTCS
B TIPOM3BOJIBHOM KOHTPOJIE MPOIOKUTEIILHOCTH BBI-
IBIXaTeJIbHOU (pOHAIINM HA MPOTSIKEHUM MACCUBHOTO
BBIIOXA, YTO MCITOJIB3YETCS B 00yJaloIieil BOKAIbHOM
npakTtuke. Yem criIbHee COKpallleHNe ITPUBOISIINIX
MBI TOPTaHU, TeM 3 deKTUBHEe Tpoliecc (hOHAILINU.

HTak, mocTMHCIIMpaIns CIIOCOOCTBYET MHTEHCU(DM-
Kalnu aJIbBEOJISIPHOTO Ta3000MeHa, YBEJIMUMBasI KOJIM-
YeCTBO BPEMEHU, B TEUCHHE KOTOPOTO BO3IYX OCTACTCS
B JIETKUX, U CITOCOOCTBYET JJaMMHAPHOMY ITOTOKY BO3-
Iyxa Ha BBIIOXE, YTO CHIDKAET BEPOSITHOCTD KOJLIarca
IbIXaTeIBHBIX MyTeit. MOMy SIS COMPOTUBIICHUS TbI-
XaTeJbHBIX yTell B (paze PI Takke crmocoOCcTByeT BO3-
HUKHOBEHUIO KaIlUIEBOTO pediiekca M HeIbIXaTeIbHOTO
MOBENCHNYSI, HAIIpUMep TJI0TaHUS 1 BoKaam3annu. Kak
ye OTMeYaJioch, HECITOCOOHOCTh KOOPIMHUPOBATH
IBIXaHUE C TVIOTAHWEM WJIM KaIllJIeM MOXKET ITPUBECTH
K acCIMpallMOHHON ITHEBMOHMNM, KOTOPasi CTAHOBUTCS
BEIyIICH MPUIMHON CMEPTH MPU HEKOTOPBIX Heipoe-
reHepaTUBHBIX paccTpoiicTBax. HelipoHnHsie cetu T1K
TaKKe MOTYT OBITh BOBJICYCHBI B ITATOJIOTUIO OOCTPYK-
THUBHOTO aITHO? BO CHE.

®yHKUMOHANbHAsA posb NaTepanbHoOM
napadaumanbHoi pecnMpaTopHOM rpynnbl
HelpoHOB

OTHOCHTEIFHO HeTaBHO HAa OCHOBAHUU 3KCIICPH-
MEHTAaJIBHBIX UCCIICIOBAHNIT HEPOHBI, PACIIONIOXCH-
HBIE PSIIOM C SIAPOM JIMIIEBOTO HepBa, ObLIH pa3aeIeHbI
Ha 2 onynsiuu — BN@®PI u andPT — B 3aBucUMOCTH
OT BBITIOJTHSIEMBIX (DyHKIIMH (purc. 5). YTo KacaeTcs Me-
cromooxenus, To TM®PI gBasgercs camolii pocTpab-
Hoi1 yacteio BPI'. OHa coctouT 13 yHKIIMOHAJIBHO
OIHOPOTHOTO Habopa BO30YKMAIOIINX HEMPOHOB — Te-

HepaTopoB (a3bl E2, KoTopsle 3aTOPMOKEHBI B COCTOSI-
HUU TTOKOS (MX MeMOpaHbI TUTIEPITOISIPU30BAHbI). XOTS
HelipoHbl TP PIT mo3uimoHnpyoTes Kak He3aBUCUMBIC
JIoKabHbIe ocumuisiTopbl, mogodHo Knb u I1K, Ho ak-
TuBHOCTH MM PI 3aBUCUT OT BO30YKIAIOIINX MEXaHU3-
MOB CMHAIITUYECKOTO B3aMMOACHCTBUS MEXIY HUMM.
3HaYMMbIMU CUTHAJIAaMU [UTsl TeHeparuu [1/1 HeifiponaMm
Jm®PT gaBngioTcs nenmoasapusanns UX MeMOpaHbl U U3-
MEHEHMS COCTOSIHUS LIEHTpaIbHO# xeMopeuenuuu CO,
(runepkamuus). Bo BpeMst M"HTEHCUBHBIX YIIpaXKHEHU
WU TSKEJIOU TUIIEPKAITHIH IIPOUCXOIUT (hOPCUPOBAH-
HBII WK aKTUBHBIN BbINOX (da3a E2), B Koropom ak-
TUBHO YYaCTBYIOT 3KCIMPATOPHBIC MBIIIIIBI OPIOIITHOM
creHku. [Tockonbky Heliponsl TIPPI B cocTossHUM
ITOKOST HE TEHEPUPYIOT CIIOHTAaHHYIO 3JIEKTPUUECKYIO
aKTUBHOCTb, OHU TIPEICTABISIOT COOOI YCIOBHBIE OC-
musitopsl T

HelipoHHble MexaHU3Mbl B3aUMOLENCTBUS
KoMnnekca npe-bBeéTuuHrepa, NnoCTUHCNUPATOPHOro
KoMmnsiekca u nn®PI B opraHu3auumn BeHTUNALUU
nerkmx

YenoBek MCOBITBIBA Obl OINPEaeIEHHbIM JUCKOM-
dopt, ecim OBI ero peyb MpepbIBAJIaCh HEPETYISIPHBIMU
BIIOXaMM, TTOPOXKIAeMbIMUA HEHPOHAMU BO30YKIAIOIINX
cereii Knb, KoTopble aBTOMaTMYECKU 3a1a10T AbIXaTe b~
HbIN pyuT™M. Ha caMoM fiesie 3Toro He MpOMCXOaUT, ITIOTOMY
YTO reHepalus IbIXaTeJIbHOrO PUTMA ik Vivo IMHaMuJe-
cK1 hopMaTUpPyeTCsl CMEHOM (pa3 IbIXaTeJIbHOTO IIMKIIA,
YTO TMO3BOJISIET PETYJIMPOBATH MPOAOIKUTEIBHOCTD TEKY-
IIeii (ha3bl IyTeM MHTETPAIIAN C IPYTUMU IBUTATCIHHBIMU
akTamu. B ocHOBe yepenoBaHmst (a3 JICXKUT adanmueHbolil
MOPMO3AUULL CUHANMUHECKUTI KOHMPOAb MEXITY PUTMO-
reHepupylommu komruiekcamu BPI', koTtopbie dop-
MUPYIOT €IMHYIO0 HEMPOHAJIbHYIO CETb, ONPEACIISIIOLIYIO
AKTUBHOCTH OIHOTO M3 HUX B COOTBETCTBUM C (DU3MOJIOTH-
YECKUMMU TPEOOBAHUSIMU U JUIS1 KOHTPOJISI IBUTATEIbHOTO
TTOBEACHYSI. DTU TIPOLIECCHI TeHEepalli HEHPOHAIBHOTO
pUTMa MOTYT HapyllaTbCs, KOTAa BO30yXaalomas CeTh
Kb cranoBuTCS (DyHKIIMOHATBHO HEKOHTPOIUPYEMOI
13-3a BBIKJIIOYEHUS CUHANTUYECKOTO TOPMOKEHUS.
B HOpManbHBIX YCIOBUSIX in Vivo QHAOTE€HHAs PUTMU-
yeckas akTuBHOCTh Kb oGecrieurBaeT 00bIYHOE AbIXa-
HUE BCSIKUI pa3, KOTAa CHUXKAETCS MIMLIMHEPTUYECKOe
CHHANTUYECKOe TOpMOXeHre co cTopoHbl TTK, Hanmpu-
Mep BO BpeMsl CHa, obecrieurBasi 6eCCo3HaTeIbHbIN aB-
TOHOMHBII PEKMM IreHepali 0a31UCHOTO IbIXaTeJIbHOTO
put™. CITIOCOOHOCTB PEeCITMPATOPHOI CETU MOTEHIINATBLHO
MEePEKITIOYATHCS MEXKITY COCTOSIHUSIMU aBTOHOMHOM pabo-
161 K1t 11 ITK 1 mi®PI™ nmocpeacTBOM MHTMOMPYIOIIETO
B3aMMOJIECTBHUS UX CUHANITUIECKMX ceTeit st apdex-
TUBHOTO KOHTPOJISI BEHTUJISILIMU JIETKUX 00€CTIEeYBaET
BBICOKYIO (DYHKIIMOHAIBHYIO MJIACTUYHOCTh CUCTEMBI
PEeTYJISILUY ObIXaHWS in Vivo.

Yepenosanue I, PI u E2 B niukite BeHTUJISLINY JIeT-
KHUX co3maeTcs 3 OTaeIbHBIMU He3aBUCUMBIMU KOMIIO-
Hentamu BPT: Knb, ITK n nn®PTI'. PacronoxeHHbie
B HUX peCIMpaTOPHbIE HEHPOHBI B HOPME HAXOIITCS
B TIPOTUBO(MA3HBIX COCTOSTHUSIX: BO3OYXICHUS U/UITHN
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TopMOXKeHMsI. POpMUPYET U MOIIEPKUBACT IIPOTUBO-
¢$a3HOCTh MHCIIMPATOPHBIX, TMMOCTUHCIIUPATOPHBIX
¥ 3KCIIMPATOPHBIX HEMPOHOB T. H. MOPMO3HOE KOAbYO.
I'AMK- 1 ruuuHepruyeckue B3auMHOUHTUOUPYIO-
e (PEIUIIPOKHBIC) CHHATITUIECKIE CBSI3H TIPEPHIBAIOT
aKTUBHOCTH TEKYIIECH IbIXaTeIbHOI (ha3hl, a pacTop-
MaXXUBaHWE CUHANTUYECKUX CBSI3EH BOCIIPOM3BOIUT
aKTUBHOCTb OTHOM M3 Tmociemyromux das (puc. 10).

Takoii TpuHILIMIT paOOTHI IIPENIIOIAraeT, YTo B ClIyJae
Bo30yxneHus dassl I ¢asza Pl 3aropmoxkeHa (MHruom-
poBaHa) M MOBTOPHOE HacTyIuieHHe | HacTymaeT He-
MeIUIEHHO Tociie nipekpaiienus Pl. Takum oOpa3zom,
AHTAarOHUCTUYECKNE CBSI3U MEXIY MHCIIUPATOPHBIMU
Heliponamu Knb, mocTuHCIIMpaTOpHBIMM HEeiipoHAMM
I1K u skcniuparopHbiMU HelipoHamu T PI cuaxpo-
HU3UPYIOT CMEHY IbIXaTeIBbHBIX (ha3 1 OMPEIeIISIIOT Be-
OYIIUI BpeMEHHOI OCIIIISTOP (ha3bl.

B cocTositHuM 11OKOST HOpMaIbHOE (TUITMIHOE) IbI-
XaHHe 00ecCIeYnBaeTCsI aKTUBHOCTBIO 2 HEHMPOHHBIX
cereit Knb n I1K, ynpasnsrommx ¢azamu [ u PI coot-
BeTcTBeHHO. I1pu 3TOM THIe Apixanus ¢asza E2 Mmoxer
ObITb HE BbIpakeHa, a PI HemocpencTBEHHO NepexoauT
B clienyonyio dasy 1.

B ycnoBusix BbICOKOI MeTab0IMYeCKO MOTpeOHO-
CTH aKTUBHBIMU CTaHOBSTCA 3 HelipoHHBIe cetu Kiib,
MK n mn®PT, ynpasnsionye ¢azamu I, PI u E2 coot-
BETCTBeHHO. TaKoii TUIT NBIXaHUS HAa3BIBAIOT ObiXaHUEM
¢ 3 akmuenbimu azamu.

CrenyeT OTMETUTh, 4TO B HOpMe (a3a I sBisercs
HEOTHhEMJIEMOI BeIYIIICiT YaCThIO JTFOOOTO THTIA TbIXaHUSsI
¥ KOOpAWHUPYET B3aumoneiicteue ¢ pazamu Pl u E2.

YnpaBneHue abixaTeNbHbIM LUKIIOM C fBYMS
aKTUBHbIMU pasamu

IIpu maHHOM THIIC BEHTHISLIUM JIeTKUX (assr |
u PI reHepupyroTcst yepeqoBaHueM aKTUBHOCTH MEXKIY
2 aHaTOMWYECKU OTACTbHBIMY OCHIIISITOPAMU PUTMOB
Knb u I1K [11]. Bo30yxneHue pecriupaTopHbIX HEHPO-
HOB B TaKOM CJIyJae IIUPKYIUPYyeT ToIbKOo Mexny Kb
u 1K, a B3auMHOMHIMOUPYIOLLIME CUHANITUYECKNE CBSI3U
YIPABIISIOT OYEPETHOCTHIO M ITPOIOJIKUTEIEHOCTRIO (ha3
(puc. 10). B atux ycnosusx aza akTMBHOTO BbImoxa E2
MOXKET TTOJTHOCTBIO OTCYTCTBOBATb.

Benymmm HeiipoHHBIM MEXaHM3MOM TMHAMUIECKOI
cuHxpoHuzanuu | u Pl mexny oTnenbHbIMU HEHPOH-
HbiMU ceTsaMu Knb u TTK gBisiioTcst TOMAHAHTHbBIE OT-
HOIICHUSI MEXKIIy HUMUA Ha OCHOBE B3aMMHOMHTUOMPY-
FOIMX CMHANITUICCKUX CBSA3ei. B MCXOMHBIX YCIOBUSIX
(HopManpHOE IBIXaHNEe) aKTUBHOCTh HelipoHOB Kb
nonaepxkuBaeT a3y I 1 MHTMOUpyeT UHTEPHEUPOHBI
I1K. OgHako, Korjga MHTMOMpoBaHME MTPEeKpallaeTcs
(me3mHTrHOMpoOBaHME), HacTymmaeT Bo3oyxkmaeHue 1K
u peanu3yercs dasa PI. B cBoto ouepenn, Bo30yXIeH1e
[1K HeiipoHOB 3amepXrBacT HA4ajIo CJICAYIOIIero BIoxa.
Takoe B3auMHOE TOPMOKEHHE TApaHTUPYET, UYTO aKTUB-
HocTtb [1K He Oyner coBnagaTh ¢ BIOXOM — BO30YKIEHM-
eM HeiipoHoB Knb. Crenyet o6patnuTh BHUMaHUE, YTO
B TaHHOM THIIe abixaHust PI — 3To He mpocTo MOTOPHBII
TIOIKOMITOHEHT BBIKJTIOUCHMST aKTUBHOCTU HEMPOHOB

HopMaanoe AblXaHue

B3aumHo
uHeubupyrwue( MocTMHCNMpaTOp-
cuHanmuye- \  HbI KOMMJIEKC
CKue CBA3U

Komnnekc

npe-béTumnHrepa

MHcnupauma
BunedvuudHULIO||

Puc. 10. CxeMa cornacoBaHHOM paboTbl MY KOMMIEKCOM rnpe-
BETUMHrepa 1 NOCTUHCIUPATOPHLIM KOMMNIEKCOM B OPMMPOBaHMM HOp-
ManbHoro gbixaHua (no Anderson T.M., Ramirez J.M., 2017 [11])

Kb (rmpekparieHust Booxa), a pe3yIbTaT BO30YKICHMS
MMOCTUHCITMpaTOopHOit rpynibl HeiipoHoB ITK. B ¢aze
PI mpouncxomuT mpoaoKUTEIbHOCTh COKPAIIICHMST TH -
acparMel YBeJIMUUBACTCS, YTO 3aMEISICT MeIISIIINIO
JIETKHMX 1 COOTBETCTBEHHO TIOTOK BBIIBIXaeMOTO BO3IyXa
13 HUX, 9TO oOecreynBacT, HAIIpuMep, COTIacOBaHNe
IJI0TaHMs, (POHAIIMIO U T. I1. (TTOIpoOHEee 00 STOM BBIIIIE).

YnpaBneHue pbixaTeNbHbIM LUKIIOM C TPEMS
aKTUBHbIMU Ppasamu

JaHHBIN TUTT TBIXaHWST BOZHUKACT, KOTAA TEKYIIast
YacTOTa IBIXaHUS U aMIUTATYda COKpaIlleHni quadpar-
MbI 00JIbllIe HE 00eCNeYrnBaIOT 1OCTATOYHOIO 00bEMaA
BEHTWJISILIAM JIETKUX, KaK, HAIIpUMep, B IIEPUOIBI BBICO-
Kol MeTaboamueckoii morpedHoct [11]. B Takux cinyua-
SIX B PETYJISILIMIO IbIXaHUST «BKJIIOYAETCS» 3-51 HEPOHHAST
cetb — IMPI mng cozmanus 3-¢asHoro putma. [pu
sToM Kaxnas u3 3 ¢a3 — I, Pl u E2 — renepupyercsa
IIPOCTPAHCTBEHHO HE3aBUCUMBIMU HEHPOHHBIMU Ce-
tavu: Kb, ITK u itm®PT" cootBeTcTBeHHO (puc. 11).
YcTaHoBIIeHO, UTO (DyHKIIMOHAJIbHASI aKTUBHOCTH Knib,
K u mm®PI" koopauHupyeTcsT B3AUMHOUHTUOUPY-
IOIIUMH CUHAIITUYECKMMHU MEXaHU3MaMU, KOTOPHBIE
B MTOTE OIPEACIISIIOT OUePEeTHOCTh HACTYIIICHMS (ha3bl
IBIXaTeIbHOTO puTMa (puc. 11).

DdusnosornyecKnii CMbBICI BKJIOYeHUs da3bl E2
B OOBIYHBIN PUTM IBIXaHUS 3aKITI0YACTCS B CICIYIOIICM.
[Tpu noBeILIeHHO OTpeGHOCTH B O, 9KCTIMpALKs CTaHO-
BUTCS aKTUBHOM, YTO CITIOCOOCTBYET CUITbHOMY BHITAIKHU-
BaHUIO BO3MIyXa M3 JISTKMX M 3HAYUTETHHO COKpaIlaeT MX
00BEeM, TI0 CPABHEHUIO C COCTOSTHUEM ITPYU HOPMATBHOM
BBIIOXE. DTO YBEJIMIMBACT IbIXaTeIbHBIN 00BEM TTOCIICy-
IOIIETO BIOXA (TTOCKOJIBKY CIICIYIOIIMIT BAOX HAUMHACTCS
IIpY MEHBIIIEM O00BbeMe JISTKMX). Ecii TIpemnonoXuTh,
YTO 9aCTOTAa HE CHU3UTCS, PE3yJIbTaTOM OyIeT YCUICHUE
BEHTUJIALMHU UL JOCTaBKU Gosbiiero Koaudectsa O,.
K Tomy Xe cunTaeTcs, 4TO aKTUBHAS SKCITHPAIINS 3BO-
JIIOLIMOHHO BO3HUKIIA B CBSI3M C TTOSIBJICHUEM Ta(parMbl
V MJICKOTTUTAOIIINX 1 IbIXaTeIbHBIN UK ¢ 3 aKTUBHBIMU
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[lbixaHue B CBA3M C BbICOKOW
MeTabonuyecKoii noTpe6HOCTbIO

KoMnnekc
npe-béTumnHrepa

locTuHcnnpatop-
HbI KOMMJIEKC

B3aumHo
UHeubupyrwue
CcuHanmuye-
CKUe CBA3U

AKTMBHaA aKcnupauua

Puc. 11. CxeMa JOMUHAHTHbIX OTHOLLEHWI MMy KOMMEKCOM Mpe-
BéTumHrepa, NoCTMHCNMPATOPHLIM KOMMIEKCOM U NaTepabHoM napadaLm-
arnbHOM PecnmpaTopHOi rpynmnoi B GOpMUPOBaHWM [ibIXaHNA B CBA3M C Bbl-
COKoV MeTabonuyeckoit notpe6HocTbio (Mo Anderson T.M., Ramirez J.M.,
2017 [11])

lMpnmeyanme: nn®PI" — natepanbHaa napadaumanbHas pecnmpaTopHas
rpynna.

(azamu mokazan 60JbIIyI0 3((MEKTUBHOCTD, YeM TBIXaHIE
¢ 2 aKTUBHBIMHU (Da3aMu, KOTOPOE YacTO HAOJIOIAETCS
y Hu3mmX. TpoifHast COBOKYITHAsI IUCKPETHAS ceTeBast Op-
TaHU3ALMS YIIPABICHUS IbIXaTeIbHBIM PUTMOM (2 UMEH-
HO BKJIIoUeHUe ¢aspl E2) peanusyer ruOKoe yrpaBiIeHHE
HE TOJIbKO COOCTBEHHO BEHTWJISILIMCH JISTKMX. AKTUBHASI
SKCITMPAINS TAKXKe SIBJISICTCST SKU3HEHHO BaXKHBIM KOM-
ITOHEHTOM Pa3JINIHBIX BOJIEBBIX Y OMOIIMOHAIBHBIX TIO-
BEICHUYCCKUX ICUCTBUI UeI0BeKa, B3aMMOCBSI3aHHBIX
¢ (ha3aMu ObIXaHMS: TUTAHUSI, PEYU, TICHUS, CMeXa, TuIa-
4a, CHa ¢ OBICTPBIMM IBYDKCHUSIMU TJ1a3, TUTABAHUS, UTPHI
Ha MY3BIKaJIbHBIX MHCTPYMEHTAX U T. 1.

ITo coBpeMeHHBIM MPEACTABICHUSIM, IIPU TIPOSIB-
JICHUM BceX 3 (a3 IbIXaTeIbHOTO UKJIA HEIIPEPBIBHO
akTuBHas ceTb HelipoHoB Knb reHepupyer putm I,
B T0 BpeMd Kak [TK u imi®@PT" B HopMme He akTUBHBI. VX
pacTopMaXKMBaHUE MTOCPEICTBOM KPAaTKOBPEMEHHOTO
MpeKpaIeHNS aKTUBHOCTY MHCITMPATOPHBIX HEMPOHOB
TeHEePUPYET PUTM, JIeXKAIIii B OCHOBE aKTUBHOM 3KC-
mupaunu. ClenoBaTeIbHO, TIPY JIFOOOM THUTIC THIXaHUS
Knb sBrnsercs Bemymmm Bo BpeMEHHOM KOHTPOJIE KO-
OpIMHAIIMY CMEHHI (ha3.

Yyactue Kopbl 605bLUMX NONYLUAPUIA FOJIOBHOIO
Mo3ra, runoranamyca u gpyrux cynpabynb6apHbix
otpenos LUIHC B perynsiuum gbixaHus

CynpabynbbapHbie otaensl I'M MoryT Hanpsamyro
MOIYJIUPOBATh PUTMUUECKYIO aKTUBHOCTH TPeX OYIb-
OapHBIX TeHEPaTOPOB AbIXaTeIbHOTO puT™Ma (puc. 11).

[MokaszaHo, YTO CO3MaBaEMbIIl MMM IbIXaTETbHBINA IIUKIT
MOXET OBITh U3MEHEH WM JaKe BPEMEHHO IMTOIaBIICH
HEPBHBIMY CUTHAJIAMH U3 KOPBI OOJIBIINX TTONYIIAPUIA
I'M u npyrux otnenos LIHC, Hanmpumep nmpu nieHUN,
peun, cMexe, TII0TaHUH, pBOTe, AeeKalliy, JINXOPa-
Ke, BO BPEMSI CHa U TIPOOYKIEHUSI, SMOLMOHATBHBIX
peaxkLusIX 1 T. I1.

B3aumopericTBue KapaMopecnnpaTopHoN perynsiTopHoim
CHCTEMbI, COMAaTOCEHCOPHOM KOPbI M APYr1X OTAE/I0B
6on1bLwunX nonywapuii A npucnocobneHns K pusndeckoi
pabore

B mpomonroBaToM M03re HEHPOHHBIEC CETU, PETYIIH-
pyIoIIre paboTy CUCTEMbI KPOBOOOPAIIIEHUS W JbIXa-
HUSI, B3aMMOCBSI3aHbI CHAIICAMU, YTO 1 O0ECIIeYNBACT
HX BaXXHOE (DYHKIIMOHAJIBHOE PETYISITOPHOE SIUHCTBO.
B 1o ke Bpems peciupaTopHble HelipoHbl cTBoJIa M
(hopMUPYIOT OTPOMHOE MHOXECTBO (DYHKITMOHAJIBHBIX
cBsI3elt ¢ cynpadynwoapHbeiMu obnactamu LITHC. Yka-
3aHHBIC CBSI3U OIPENCIISTIOT 3(p(HheKTUBHOE M aIeKBaTHOE
MIPUCITOCOOJICHUE BEHTWISILIUU JIETKUX K (PU3NYECKUM
1 TIOBEJCHYCCKUM (3MOIIMOHAIBHO-TICUXNICCKIM) Ha-
rpy3kaM. B mporiecce MpuBBIYHBIX OBITOBBIX, Ipodec-
CHOHAJIbHBIX W CIIOPTUBHBIX 3aHSTHI y YeJIoBeKa BhI-
pabatbIBatoTCs crmapmoguie peaxuyuu. OHU TIPOSIBISTIOTCS
B TOM, YTO B Hauaji¢ ABUTATCIHBHOM NESATEIbHOCTH JIbI-
XaHUE YIITyOJISIeTCS 1 yJallmaeTcsl, a 9acToTa CEPACYHBIX
cokpamenuit (YCC) u aprepuansHoe nmaBiacHue (AJl)
Bo3pacTatoT. M3BecTHO, uTO npu ¢pusndeckoi padbore
aprepuanbHoe PO, (1, BosmoxHo, PCO,) manaer. B 1o
JKe BpeMsl JIMIIb IIoKa3aTesIb apTepuaibHoro pH cHika-
ercs MerieHHo. B Haualie paboThl mogo0Oarolee mpu-
CITOCOOJICHNE PECTTUPATOPHOM M CEPIEUHOCOCYIUCTOMN
CHCTEM K OMMCAaHHBIM U3MEHEHUSM B apTepUalIbHOMK
KPOBU HEBO3MOXHO OOBSICHUTH pedieKcaMu, NCXOIs-
mmmu u3 TTXP u LIXP. CraproBast peakiiys B Ha4aIbHOM
cTamuu (bU3NIEeCKOit pabOTHI CO3MAETCST B3aMOICCTBU-
eM 2 HelpoHHBIX cucTeM ['M:

1) xapamopecrupaToOpHOUM CUCTEMBI B IIPOIOJITOBATOM

Mo3re, adpepeHTHBIC CUTHAIBI KOTOPOI1 ITOCTYITa0T

B MEAYJUIIPHYIO YacTh cTBoJIa 'M, e cocpenoro-

YeHBI HEMPOHBI, YITPABJISIONINE KaK PUTMOM U T1aT-

tepHoM JIJ1, Tak m HCC n AJl;

2) COMaTOCEHCOPHOM CUCTEMBI (ITPEMOTOPHOMN U MO-

TopHOI Kopbl 'M).

B urore corizacoBaHHO# pa®OTHI pa3HBIX OTACIOB
IHHHC (kapanoBeHTUISTOPHONM M COMAaTOCEHCOPHOI
CHCTEM) B pabOTAIOIIMX MBIIIIIAX BO3pacTacT MHTCH-
CHBHOCTH KPOBOCHAOXKECHUSI IIOCPEICTBOM COOTBETCTBY-
IOILIETO MOBBILIEHUS BEHTWISLIUY JIETKUX U MUHYTHOTO
cepreyHoro oobema. AddepeHTanus oT Iporpruoperern-
TOPOB PaOOTAIOIINX MBI (POPMUPYET NBUTATCTBHBII
IMaTTepPH CTAPTOBOI peaKIMM W BKIIIOYACT MEXaHU3MBbI
BEreTaTUBHOIO OOECITCYCHMSI TIOBBIIIIEHHOTO TTOTpeoIe-
Hus O, BO BpeMs (hU3MIECKOI pabOThI.

B3aumomeiicTBre OTIEIbHBIX AaBTOHOMHBIX CUCTEM
(pecrpaTopHOI, CePACTHO-COCYIUCTON 1 TBUTATEITb-
HOIT) ¢ pa3nuaHbBIMU adpdepeHTamMu u 3pdekTopamu
OoTpaxkaeT eINHYIO TIPUPOIY HEHPOHHOTO KOHTPOJIS
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ra3oo0OMeHa B KJIETKaX OpraHM3Ma 4YejloBeKa (YMTail
romMeocrasa BHYTpeHHel cpembl). Takoe coriacoBaH-
HOE IIeHiCTBHE 00eCIIeYBaeT IPUCITOCOOICHUS KapIro-
BEHTWISITOPHOM CUCTEMBI K MOTOPHOM ACATEIHHOCTH
CKEJICTHBIX 1 TJIAAKUX MBIIIIII €1IIe 10 TOTO, KaK HAYHETCS
peryastopHoe BiussHue [TXP u LIXP. Vx nonkitoyeHue
MIPOUCXOIUT Ha CPABHUTEIIHLHO MO3MHUX CTAIUSIX BbI-
MMOJTHEHUST (DU3UIECKOM pabOTHI.

npOM3BOI1beIﬁ KOHTPOJ1b BEHTUJIAUNN JIEFTKUX

YeroBeK 10 CBOCH BOJIe MOXKET YCUIUTh W/ 3a-
JIepXaTh PUTM U YepeIOBaHNE AbIXaTeJIbHBIX (a3 JUIIb
Ha HeTIPOIOJLKUTEIbHOE BpeMsl. [ UTepBeHTWIISIIIAS MO-
JKeT TIPOM3BOJILHO MOIICPXKUBATHCS YSTOBEKOM JIMIIIh
HEIOJITO, TOCKOJIBKY M3 KPOBM YCMJICHHO YHAJISICTCS
CO,, 4TO MOXKET MPUBECTU K Pa3BUTHIO IbIXATEIHLHOTO
aJiKajio3a 1 BbI3BaTb KOHCTPUKIMIO cocynoB I'M u no-
MpadeHHue co3HaHUs. Takke O4eBUIHO, YTO YeJIOBEK
HE MOXKET CO3HATEJbHO 3aepKaTh AbIXaHKUE OoJiee YeM
Ha 3 MuH. [1pm 3amepkKe ObIXaHUSI B apTepUaTbHOMK
kpoBu BospacraeT PCO,, a B KjleTKax HaKarIMBaloTCsI
KHCIIBIE TIPOMYKTHI. B MTOTE OHM CTUMYNIHMPYIOT peCcu-
patopHble HeiipoHbl BPI™ 1 oGecrieunBaloT 6ecco3Ha-
TEeJIPHOE ¥ aBTOMATHUYECKOE BO30OOHOBIICHUE ITBIXaHUS
eIlle 10 TOTO, KaK BO3HUKHET TUITOKCUYCCKUN 1/MIIN
TUTICPKAITHUICCKUIT 00MOPOK. JIbIXaHNE — «IITyMHBII1»,
BU3YaJIbHO OOHAPY:KUBAaeMBII ITPOIIECC, TIO3TOMY 3BO-
JIIOIIMOHHO MPOU3BOJIBHBIN KOHTPOJIb HOCUT 3aIIUTHBIN
XapakTep: 3aTanTh IbIXaHNE 3HAUNT XOPOIIIO CIIPSITATHCSL.

Tumoranamyc IpruBOIUT pabOTY ABTOHOMHBIX PUTMO-
oOpazoBareneii BPI' HelipoHOB B COOTBETCTBUE C YPOB-
HeM PO, (runokcust) u PCO, (runepkanHus) B apTe-
pUATbHOM KPOBY CUCTEMHOTO U JISTOYHOTO KPOBOOOpa-
IIEeHUSI, UCXOMS 13 peaJTbHOTO MeTabOoIM3Ma B TKAHSIX
opraHoB. M3BecTHO, 9YTO HEPOHHI TUIIOTAJIaMyca 00-
JIagaloT 0COOEHHO BBICOKOI YyBCTBUTEIbHOCTHIO K X1~
MHYECKOMY COCTaBY OMBIBAIOIICH NX KPOBU. YUacTHE
TUIIOTaJIaMyca B HEHPOSHIOKPUHHON PETYIISIIINN M KOH-
TpoJie BUCLIEPAIbHBIX (PYHKLMI (TEpMOpPEryIsiLts; pery-
JIIIIS TOJTONIA ¥ HACKIIIEHUST, XKaKIbl K BOMHO-COJIEBOTO
cocTaBa BHYTPEHHEH Cpelbl; CEKCyaabHOE TTOBEACHNCE;
POIBI; KOHTPOJIb CUCTEMBI KPOBOOOPAIIIEHNS, CTPECCO-
BBIX PEAKIMA U T. I.) €CTECTBEHHO BJIMSICT Ha MaTTepH
JJ1. T'unotanaMmuyeckue siapa 3a1eiiCTBOBAaHbI B KOH-
TPOJIC 3a IbIXaHNWEM BO BpeMsI CHa. Peanmu3arus BImstHIS
TUTIOTaIaMyca OOBSICHSICTCST €TO MOIIMHBIMU adhhepeHT-
HbIMU cBI39MU ¢ BPI uepes simpo omMHOYHOTrO Tpak-
Ta (puc. 11). B cuHancax addepentHsix HepBoB SIOT
BBICBOOOXIAIOTCST Pa3IMYHbIC HEHPOTPAHCMUTTEPHI:
rIytamart, aneHo3uHTpudochat (ATD) 1 ane THIXOIH.

Heiiponbl 1TMMOWYECKOii KOPBI BKIIIOUCHBI B PETYJIsI-
TOPHYIO CUCTeMy U3MeHeHUsT put™ma /1, cBsI3aHHBIX
C 3MOILIMOHAJIBHBIMU COCTOSTHUSIMM YeJIOBEKa, B YaCT-
HOCTH CMEXOM U TutadyeM. MMEHHO TIpY X yJaCTUM JTbI-
XaHWHU CTAaHOBUTCS TIPEPBIBUCTHIM, alIepUOINICCKIM.

Heiiponsl TaiaMyca yJacTBYIOT B I3BMCHCHUHN JbIXa-
HUS TIpHU OOJICBBIX OIMyIIeHUsX. HekoTopsle HEpBHBIE
KJICTKU MO32KeYKa W CTB0JA KOOPAUHUPYIOT IIIOTaHUE
U IBIXaHKe, TIPEIOTBPAIIasi ITOMagaH1e XXUIKOCTHY B IbI-

XaTeJbHBIC ITYTU W JITKME BO BpeMs IIpreMa IHIIHN.
Mo3:ke4oK TaKKe amanTUPYeT PUTM JbIXaHUS K BUILY
MBIIIICYHOM ACSTETLHOCTH.

PasnpaxkeHne HEpOHOB 00OHATEIbHBIX JIYKOBHII PC3-
KMMHM 3allaxaMy U3MEHSIET UMITYJIbCHYIO aKTUBHOCTH
IBIXaTeIbHBIX HEMPOHOB OYIL0APHOTO YPOBHS U MOIY-
JINPYET PUTM IBIXaHUS.

HepapixaTebHble HEMPOHDbI PeTUKYJIAPHO# Gopmanymn
crBosia I'M Kak MHTeTpaToOphl HeCIen(UIEeCKOil CeH-
COpHOI1 MH(pOPMAIIUK OT Pa3HOMOMATBHBIX 3KCTEPO-,
HMHTEPO- U IIPOIIPUOPEIICTITOPOB Tejia IIPUCITOCA0TMBAIOT
putM J1J1 yenoBeka K TeKylleil 0OCTaHOBKE OOMUTaHUSI
U IEeSITCTbHOCTH.

BaxxHO OTMETUTDH, YTO (PU3MICCKUE U CTPECCOBEIC
Harpy3ku, rmatonorus LIHC, nerkux u npyrue 6om1e3-
HEHHBIC COCTOSIHUSI COITPOBOXTAIOTCS CEPhE3HBIMU
COBATAMM XMMUYECKUX TTOoKa3zaTeseil Kposu. IloaTomy
YCUJIMBAETCSI BO3MYIIAIOMINI acdhhepeHTHBI MPUTOK
OT XeMOPEIICIITOPOB ¥ MEXaHOPEIICIITOPOB K HEIfpOHAM
BPTI'. EcrecTBeHHO, B TAKUX CUTYyalLIUSIX aBBTOMATUYECKUIA
PEXKMM BEHTWISIIMY BRIHYKIICH TIePECTPauBaThCS U IPU-
BOIUTH PUTMOT€HE3 K HOBBIM YCIOBUSIM C YIETOM CHT-
HanbHOM nHGopMayu 3 LIHC. B 0OBIYHBIX YCIOBUSIX
KM3HEIESITSIbHOCTI 0a30BbIC TIPOIIECCHI AbIXaTeIbHO-
IO PUTMOTEeHE3a OIPEIEISIIOTCS TOJIbKO aBTOHOMHOM
¢dynkumeit Knb, MK 1 nm®@PT” MeaymisspHOro ypoBHS
ctBosia 'M.

Cynpadyan6aphbie otaenbl I'M oKa3bIBalOT TOJIBKO
MOIYJIMPYIOIIee BIMSHIE Ha OCHOBHBIC PECITUPATOPHBIC
HEWMPOHBI MPOAOJTOBATOrO MO3Ta.

HTak, HeiipoOHHBIIT KOHTPOJIb BEHTUISIIIAM JICTKUX
y 4eJIOBeKa BBITIOJHSIET 2 OCHOBHBIC (DYHKITUH.

1) ycraHaBIMBacT aBTOMATHMYCCKUI PUTM YepeIOBaHUS
(a3 BeHTWISIIIUU JIETKUX, BBHI3BIBAIOIIMNI TIEPUOIM -
YeCKOE COKpAIeHNE MBIXaTeTbHBIX MBIIIIIT,

2) perymupyet nattepH 11 B COOTBETCTBUY C TEKYIIUMU
MeTabOTMIECKUMHU ITOTPEOHOCTSIMU, OTIPEICIISICMbI -
mu ypoBHeM CO, u O, B KpOBU U TKaHSIX, M JBUIa-
TEJIbHOU aKTUBHOCTBHIO (BBIITOJTHEHHNE PA3IMIHBIX
IBWXKCHU, TTONACpKaHNE OCAHKHU U T. 1.), a TAKKe
IIPH Pa3TNIHBIX (DOPMaXx ITOBEIACHMS, HE CBSI3aHHBIX
C BEHTWISIIMEH HaNIpsIMyIO (pedb, TJI0OTAHUE U T. 11.).
OCHOBHOI TBIXaTeIbHBIM PUTM TEHEPUPYETCS CITe-

IIMAIbHBIMU HEPBHBIMHU PECIIMPATOPHBIMHU CETSIMU

UHTEpHEWpOoHOB. OHM aHATOMUYECKH COCPEIOTOUYCHBI

B MeayJUIsipHO# obnactu ctBojia I'M u nmpeacraBisiioT

c000i1 3 He3aBUCUMBIX TeHepaTopa IbIXaTeJIbHOTO PUTMAa

U IBIXaTeJbHBIX ITATTEPHOB. PecrmpaTopHbie HEPOHBI

ctBosia 'M crmocoOGHbI aBTOHOMHO MHULIMMPOBATh CIIOH-

TaHHYIO PUTMUYECKYI0 aKTUBHOCTD 0€3 TIEPUOINICCKIX

BHEITHUX BXOIHBIX CUTHAJIOB WJIM CUTHAJIOB 0OpaTHOM

cBs3u. OgHako pabota aTux HeiipoHoB BPIT momynn-

PYeTCsT pa3sTUIHBIMUA HUCXOISIIIUMY U apDepeHTHBIMU

CHUTHaJIaMH1 00paTHOM cBsa3u. CyIIecTBYEeT 2 OCHOBHBIX

THTIA 00PATHOM CBSI3M, KOHTPOJUPYIOIINX PECITUPATOP-

HbIE HEVIPOHBI:

1) xummyeckast oopaTHast cBa3b oT LIXP u I1XP, un-
bopmupyromas pecrimpaTopHbIe HEIPOHBI 00 YPOB-
Hax CO, u O, B KpoBu 1 TKanu 'M;
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2) MexaHMYecKasi oopaTHas CBsI3b, obecIieunBaeMast
JICTOYHBIMH MEXaHOpeIeTITOpaMK, HECYIIIUMH WH-
dopmannio 06 oobeMe JIETKHX.

B cBoto ouepenb, HEMPOHHBIE CETH PECITMPATOPHBIX
HEHPOHOB PUTMOTECHEPATOPOB HAIIPSIMYIO (DOPMHUPYIOT
«MOTOPHBII BBIXO/» Ha OYJbOOCHMHAIbHbIE HEHPOHBI
B ctBoJie 'M. TIpoekiny ux akCOHOB Ha TradparMaitb-
HbIe MOTOHEPOHBI B CM KOHTPOJIUPYIOT IBUTATCIbHBIC
puTMHYecKre cokpameHus auadparmel. [Tpoekmum
K€ Ha APyTe MOTOHEMPOHBI yYaCTBYIOT B YIIPaBICHUHI
MBIIIIIIaMU OPIOIITHON CTEHKM W BHYTPSHHUMU MEXpe-
OCepHBIMU MBIIIIIAMU, KOTOPBIE B HEKOTOPHIX YCIOBUSIX
MOTYT y4acTBOBAaTh B aKTUBHOM BBIIOXE.

XuMunyeckasn perynauusa AblXaHus

Mepudpepuyeckue u LeHTpanbHble
XeMopeLenTopbl

Ilepudepuyeckue, win aprepuaibHbie, XeMOpeLen-
Topel ([TXP) oGnanaioT BeICOKOI YYyBCTBUTEIbHOCTHIO
K CIBUTaM KOHIICHTPAILIMU JbIXaTeIbHBIX ra30B (TIpe-
umyuiecTBeHHo O,) B apTrepuajibHOii KpoBu. OT HUX
CUTHAaJIbl HAIIPABJISIIOTCS K PECIIUPATOPHBIM HEMpo-
HaM JIBIXaTeIbHOTO IIEHTPa B MeAyJUIsapHOi yact CM,
M, TAKMM 00pa3oM, OTKJIOHCHUS B COICPKaHUM Ta30B
HaIIPSIMYIO BJIMSTIOT HA YPOBEHb BEHTUJISAILINU JIETKHX.
Llenb XuMUYECKOU perysiiuu — nepecTpouts putm ]
(00BeM 1 9aCTOTy) B COOTBETCTBUM C U3MECHUBIITUMMUCST
nokasarensmu PO,, PCO, u noHnos H* B aprepuaibHOii
kpoBu. Kpome ITXP B CM nMeroTcst COOCTBeHHBIE (1ICH-
TpaJbHbBIC) XeMOUYBCTBUTEIBHBIC 001acTH (puc. 12).

MHTEeHCUBHOCTh KPOBOTOKA B TEJIbIIAX BHIIIIE, YEM
BO MHOTHMX OpTaHax Teja 4eJoBeKa, U COCTaBIISIET

LleHTpanbHas
XeMmopeLenTopHas
obnactb B BPI

XemouyBCTBM-

TeNbHbIe KNeTKU Mepudepnueckme

XeMo4yBCTBU-
TeNbHble KNEeTKN
B KapoTUAHbIX
M aopTanbHbIX

. Tefblax

Budypkaumsa
COHHbIX apTepUin

[yra aoptbl

Cepaue

Puc. 12. CxeMa noKanusaumu KapoTuIHbIX U aopTanbHbIX Tenel (no
Joyner M.J. et al., 2018 [16])
Mpumeyanue: BPI — BeHTpanbHaa pecnupatopHas rpynna.

20 Ma.MuH '.T7! (CP. ¢ MHTEHCUBHOCTBIO KPOBOTOKA

I'M: 0,8 ma.mun~'.17"). Kaxmoe xemopenenTuBHOE
TEJIbIIE TIOJTyYaeT KPOBb HETTOCPEACTBEHHO OT COCETHUX
KPYITHBIX apTepUAaIbHBIX CTBOJIOB.

ITXP pacnosoxkeHbI B KapOTUIHBIX (glomera carotica)
1 aOpTaIBHBIX (glomera aortica) TeIbIIaX apTEPUATBHOTO
pyclia CUCTEMHOT0 Kpyra KpoBoobpanieHus (puc. 12).
KaporugHsie Tenblia JJOKaIUM30BaHbl OUIaTepabHO
B MecTe OudypKamuu o0leit COHHOM apTepuy Ha Ha-
PYKHYIO COHHYIO apTepUIO U BHYTPEHHIOIO COHHYIO ap-
TepUI0 U MHHEPBUPYIOTCS BETBBIO SI3BIKOTIIOTOYHOTO
HepBa (puc. 13). AprepraiabHbIe TEIbIIa PACIIOIOXKECHBI
BOKpPYT OyTY aOPThI 1 IIPABOM MOIKIIOUYNYHON apTe-
PUM M MTHHEPBUPYIOTCSI BETBHIO OJIYKIAIOIIEeT0 HEpBa
(puc. 13).

YyBCTBUTENBHOCTD apTepUanbHbIX XeMopeLenTopos
K Kucnopogy

XeMOYYBCTBUTEIbHBIC KJICTKA KapOTUIHBIX U a0p-
TaJIbHbIX TeJIell ABJs0TCA penentopamu O,: OHU OyK-
BaJIbHO M3MepsiioT PO, B apTeprabHON KPOBU U TIO/I-
IEepPKUBAIOT TOMEOCTATHIECKOE PETYJIMPOBAHUE €TO
YPOBHSI TTOCPEACTBOM PeIIEKTOPHOTO KOHTPOJISI BEH-
Ty, KiaeTku Tenenr 061amaT BEICOKOM YyBCTBH -
TEJILHOCTBIO K HeoCTaTKy O,, TaK YTO PE3KO YBEIMYM-
BalOT YacTOTY ah(hePEHTHBIX UMITYTHCOB TP CHIKCHUN
PO, B npezenax 30—60 MM pT. CT. — B AManasoHe, Npu
KOTOPOM HACHIIIIEHUE TeMOTIO0MHA KMCIIOPOIOM CTpe-
MUTENIbHO mamaet (puc. 14).

YyBCTBUTEIHHOCTD KAPOTUIHBIX 1 A0PTAIBHBIX TEIICIT
K O, HaCTOJIbKO BBICOKA, YTO OHU BO3OYXKIAKOTCS NPH
ele HopManbHOM aprepuaibHom PO,, paBHOM 95—
100 MM pr. cT. JIeJ10 B TOM, UTO JaHHBIE XEMOPELIETITOPHI

\ _ Glomeracarotica //\/
-< “( f3bIKOMMOTOYHBIN

: 3 HepB
KapoTtugHbiv \
CUHYC

by patowmin
” HepB

Glomera
aortica

[yra aopTbl

Puc. 13. Cxema pacnonoxeHus aptepuanbHbix (nepudepuyeckmx)
XeMopeL,enTopoB
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Puc. 14. [lenctBre napumanbHOro AaBeHWA KUCNOpPoaa B apTepuansHom
KpOBM Ha KOJIMYECTBO UMIMYNBCOB OT KAapOTWUAHOIO TeNbLia

PaCITONIOXKEHBI B HETIOCPEACTBEHHOM OJIM30CTH K JIEBO-
MY KeJTyI0YKY, 13 KOTOPOIO B CUCTEMHBII KPOBOTOK
(B HOpME) BRIOpACHIBAETCS BBICOKOOKCUTCHUPOBAHHAS
KpoBb. [1oaTOMY IlTaBHOI (PYHKIIMEH XeMOPEIICIITHB-
HOTO KapOTHUIHOTO 1 A0PTaTbHOTO TeJIbIIA SIBISICTCS He-
MeIJICHHOE YCUJICHYE BEHTUISILIVIM JIETKMX Ha CHYDKCHHE
OKCUTECHAIIMY KPOBU B CUCTEMHOM LIMPKYJISIIIUK. Takoe
«aBapUITHOE» PETYIMPOBAHMUE CIYXKUT OBICTPBIM 3aIIINT-
HBIM HEPBHBIM pehJICKCOM OpraHM3Ma, HaIpaBJIeHHBIM
MIPOTUB CUCTEMHOM TUTTIOKCHUU.

YyBcTBUTENIbHOCTD NEpudepuyecKux peLenTopos
K yrnekucioMmy rasy u BoAOpORy

TIXP Taxxe CTUMYJIUPYIOTCSI POCTOM KOHLICHTpAaLlUU
CO2 1 noHOB H', B OTBET Ha 3TO BEHTWIALUS JIETKUX
YCUJIMBAETCS HETIPSIMBIM CITOCOOOM. YPOBEHB UyBCTBH-
teabHoCcTH K CO, 1 H* onpenensercs, ckopee BCero,
3aKHMCJICHUEM IIMTO30JIsI CEHCOPHBIX KJIeTOK. OmHaKo
4yBCTBUTENBHOCTH [IXP K mpsiMoMy BIUSIHUIO TUTIEP-
KAITHUY ¥ MOBBILIEHUIO KOHLIEHTpauuu noHos H ne-
3HaunTeabHa. [lokazaHo, 94TO MpsMoOe BO3OECTBHE
CO,n H* Ha pecriuparopHsble Heliponsl BPT mpumepHO
B 7 pa3 cujIbHEee, YeM OTIOCPEAOBaHHOE apTepUATbHBIMU
XeMOPEIICTITOPaMU.

MukpocTpykTypa KapoTuaHoro Kiyb6oyka

KapoTuaHble Teabla COCTOST U3 UHHEPBUPYEMbIX
CKOIUIEHUI XeMOpELIeNTOPHbIX KiIeToK | Tuma u cu-
HANTUYEeCKM CBS3aHHBIX C HUMU [NIMAJIbHO-II0OI00HbIX
kierok I Tuma (He ciyxkaT xemopenenTopamu). BHyTpu
KaXX[0ro KApOTUIHOIO TeJIbLIA KIETKU OKPYXEHbI 00JIb-
LIMM KOJIMYECTBOM (peHECTPUPOBAHHBIX KPOBEHOCHBIX
KaIlWJUISIPOB C OY€Hb MHTEHCUBHBIM KPOBOTOKOM B HUX.
Kierku xkiy6ouka CBsI3aHBI APYT C APYIOM ILEJIEBbIMU
KOHTAaKTaMU 1 00pa3yioT MPEeCUHAIITUYECKUE U TIOCTCHU -
HaTTH4ecKue cBsI3U ¢ apdepeHTHEIMU U 3P PEepeHTHBI-
MU CUMIIATUYECKUMU U [TapacCUMIIATUYECKMMK HEPBHbI-
MU BoJIOKHamu (puc. 15).

JpdepeHTHbIE

cMMnaTuyeckme A
1 NapacuMnaTuyecKue $~§ &be
HepBbl S

KpoBeHoCHbIN
Kanunnsp

Puc. 15. MukpoctpykTypa KapotugHoro Tenbua (no Piskuric N.A.,
Nurse C.A., 2012 [17])

Boz0yxneHue KiIeToK KapoTUIHOI'O Tejblla mepe-
naeTcs 1o ahGepeHTHBIM BOJIOKHAM SI3BIKOTJIOTOYHOTO
HepBa Ha HeiipoHhl yxke JIPI" u panee cienyet K Helipo-
Ham BPT.

®usnosornyeckas poJb KieTok I tTuna. OHI OTHO-
CSATCSI K TUITY BO30OYIMMBIX KJIETOK 1 MCITOJTHSIIOT POJIb
TIePBUYHOTO TIpeoOpa30BaTesIsl SHEPTUU CTUMYJIa (IUTaM
TUIIOKCHUH) B BO30yXneHue adpdeperTHoro Hepsa. Oc-
HOBHBIM CBS3YIOIINM 3JIEMEHTOM ITPe0oOpa30BaHMS X1 -
MMYECKOTO CUTHAJIA B 3JICKTPUUYCCKUT B KJIeTKax | Tnma
SIBJISICTCST MX TIPeCUHAIITIECKasl, HeiipOCeKpeTOpHas
MeMmbOpaHa. Peakims kineToxk I TrITa Ha TUTIOKCHIO CKJla-
IIBIBAETCS U3 7 9TAIOB, IIPEICTABIEHHBIX Ha puc. 16.

Ha 1-m srane cumxenune yposHs O, B apTepuaibHOM
pycie < 60 MM pT. CT. 0OHAPYKUBAECTCSI MOJIEKY/ISIPHBIMU
cencopamu O, ki1eTok I tuna. CyuTaercs, 4To 3Ty posib
ucnoHsaT Kanuesble (K*) kaHabl.

Ha 2-m srane xoHuenrpauus O, nagaer 10 ypoBs-
HSI TUTIOKCUM KOCBEHHO WJIM MPSIMO (OOBSICHEHHE CM.
HIXKeE), 4TO MHAKTUBUPYeT K -KaHayibl, 1 OHM 3aKpbI-
BarOTCSI.

3axpoitrie K -xaHanos Ha 3-M 3Tarie MpUBOIUT K I€-
TTOJIIPU3ALIAN TIPECUHANITIYECKOM MEeMOpPaHBI TTIOMYCHOM
KJIETKU B CBSI3U C TIOBBIIIICHNEM KOHIICHTPAIIK BHEKIIC-
toyHoro K*. Beuin npemioxeHsl 2 MEXaHU3Ma, 00bsIC-
HSIOIIME «TOHKOE OILYIIEHNE» TUITOKCUN B CUCTEMHOM
KPOBOTOKE 1 MOCJICAYIOIIe N3MEHEHMS IIPOHUIIAEMO-
CTH Y TIPOBOAUMOCTH TIPECUHANITUYECKON MeMOpaHbI
XeMOPEIIENITOPHBIX KJIETOK: METaboIMIecKas TUIoTe3a
1 MeMOpaHHas TuIioTe3a. MeTtaboimueckasi TuoTes3a 3a-
KJTFOYaeTCs B TOM, YTO B MUTOXOHIPHSIX WJIU LINTOIUIA3ME
KJIeToK | Thma joKanM30BaHBI reMconepKaliie Oe/IKu,



162

Paspen 2. PecnupatopHas ¢usnonorus

TaKne KaK MUTOXOHAPHUATbHBIC IIMTOXPOMOKCHUIA3HI, WITH
HEMUTOXOHApPHAJIbHBIE (pepMeHThI, Takue Kak HAJIMH-
okcumasa. DTu OeJIKM CITOCOOHBI pearupoBaTh Ha HU3-
Kuit ypoBHU O, B apTepraibHOM KPOBU 3aKPHIBAHUEM
KaJIMeBBIX KaHAJIOB C MOCIICAYIONICH ACTTOISIpr3aueit
MeMOpaHbl. MeMOpaHHasi TuIoTe3a Mpearnojaraet, 4ro
CHIXXEHHUE KOHIeHTpauuu O, HanpAMYIO UHTUOUPYIOT
K*-xaHaisl ¢ nocienymoluei enoaapu3auneii pecu-
HanTU4YeCcKoil MeMOpaH KJIETOK KJIyOouKa.

OTKpbIBaHUE TOTeHLMAI-3aBUCUMBIX Ca’’-KaHAIoB
MIPOUCXOIUT Ha 4-M 3Tare. DTOT Mpoliecc aKTUBUPOBAaH
TUTIOKCHUEH 1 TMOCJICAYIOIINM TTOAaBJICHNUEM ITPOBOIM -
Moctu K" -xaHanos.

Ha 5-M stame yepe3 OTKphIThIC TTOTEHIIMA-3aBUCU -
mble Ca’’-xaHansr nonsr Ca?! yeTpeMIISIoTes B LIUTO30ITh
TJIOMYCHOM KJIeTKH. TakuM 00pa3oM, BHYTPUKIICTOUHAS
koHueHTpauus Ca®* moseiaercs. Bmecte ¢ mponuiae-
MOCTBIO M3MEHSICTCS ¥ TTOTCHIINA ITPECHHAITUICCKOMN
MeMOpaHBI: TIPOMCXOINT e¢ JTOKAIbHAasl NeTIOJISIpr3aIlus,
HasbIBaeMas perienTopHbIM noreHunanom (PIT; puc. 16
u17).

Ha 6-M sTamne nmpoucxoouT ciieayloliee: peLenTop-
HBII TTOTEHITMAJI BO BTOPMYHBIX pellenTopax (K KOTO-

KpoBeHocHbIM
Kanunnsp

Huskoe PO,

®

1.P0, &5
< 60 MM Ce,,t\‘o

2. aHan 3aKpbIT

7
pT. CT. 9 f
3. Knetka
[ienonApu3oBaHa
0,-uyBCTBUTENbHAA
TI0MyCHaA KneTka
KapoTWZHOrO TefbLia
5. Bxof| “ires .
Pl nowos Ca®
) 4. ToTeHuman-
3aBUcuMble Ca’*-KaHanbl

OTKpbIBaloTCA
MpecuHanTuyeckan @
Membpara AUX @ ® 6. 3x3oumTos
peLenTopHou ATO  HeifpoTpaHCMUTTEPOB
KIeTHM

Peuentop

Ha MOCTCUHANTUYECKOM

e AT MeM6paHe addepeHTHOro

HEpPBHOI0 BOJIOKHa

na

|

7.B [PT v nanee 8 BPT

PBIM U OTHOCSITCSI XeMOUYYBCTBUTEIbHBIC KIICTKH | THIIA)
SIBJISIETCST UTOTOBBIM PE3yJabTaTOM (DYHKIIUU XEMOpe-
IIETITOpa B KauyecTBE IIpeodpa3oBaTessi XUMUICCKOTO
CUTHaJla-TUIMOKCUU B 3JiekTpuueckuit PII. B orBer
Ha Bo3HMKHOBeHHe PIT mporcxonnT 3K301MTO3 KBAHTOB
AT® y aueTUIXONMHA U IPYTUX HEMPOTPAHCMUTTEPOB
13 Be3UKYJI IMTPECUHANITIYECKO MeMOpaHbI XeMOpPEIIeTI-
Topa B cuHarc. AT®, Oynyyn oCHOBHBIM HeipOoTpaHC-
MUTTEPOM TSI CTUMYJISIUY aphepeHTHBIX OKOHYAHWIA
HepBa, CBSI3BIBACTCS C MYyPUHEPTUICCKIMU MOHOTPOII-
HBIMU perienitopamMu P2X2 1 P2X3 mocTcnHanTiIecKoi
MeMOpaHBI B aphepeHTHBIX HEpOHaX 1 BO30YKIaeT NX
IMOCTCUHANITUYECKYI0O MeMOpaHy. DTO TIPUBOIUT K €€
JIOKAJIbHOM JeToIsIpru3aliii, Ha3bIBaeMOil TeHepaTop-
HbM nioteHIanoM (I'TT). Ammumnryma I'TT onpenensercs
KOJIMYECTBOM BBICBOOOKIAeHHOTO AT®. B ciayyae no-
crickeHus ['T] KpUTHIeCcKoro YpoBHS OCIOJISIPU3AIIAN
HaCTymaeT TeHepalus pacIpoCTPaHsIOMINXCS 1Mo ad-
depenTHoMy BoiokHy 111, kotoprie cnenyror B JAPT
1 BBI3BIBAIOT afalTUBHOE ycwieHue npixanus. [lokasza-
HO, YTO BBICBOOOXIAIOIIMNECS alleTYIIXOJIMH, 1o0haMUH
1 OTIMOUIBI OCYIIECTBIISIOT ayTO- MW TTapaKpUHHBIN
KOHTPOJIb aKTUBAIINM KapOTUIHOTO TeJIbIIA.
[MogmepkaHuUe MOCTATOYHOTO YPOBHSI KMCIOPOAA
B TKaHSIX — TOMeOoCTaTHUecKasl 3amavya oprannimMa. Kier-
KU | TNa KapOTUIHBIX TeJEL — KJIIOYEeBbIE YYACTHUKUA
BocnpusATus O, U pearMpoBaHKs Jaxe Ha HEOOIbLINE
M3MEHEHUS eTo KoHIIeHTpaun. ClieayeT OTMETUTD, YTO
B OPraHU3Me €CTh JAPYTHe YyBCTBUTEbHBIE K O, crienu-
aJM3MpPOBaHHBIC TKAHU, TAKME KaK HeMPOIMUTE I AIb-
HBIE TeJla B IeTKuX. OHU MMEIOT aHAJIOTUYHYIO CTPYK-
Typy ¥ OYHKIIMH, 9YTO ¥ KAPOTUIHBIE TeJIblIa, HO MEHEe
n3y4deHbl. Tak, 70 CHX TTOP CIIOPHBIM SIBJISIETCS BOTIPOC
0 TOM, SIBJISICTCS T BAa30KOHCTPUKIINS B JICTKHUX B OT-
BET Ha TUITOKCHIO Pe3yIbTaTOM IIPSIMOTO BO3ICHCTBUS
HM3KOTrO ypoBH#A O, Ha IMaJIKOMBIILEYHbIE KIETKH JIETOY-

KpoBeHocHbIN
Kanunnap

XeMopeuenTop —
Knetka | Tuna

Puc. 16. lMocnepoBatenbHble 3Tanbl BHYTPUKNETOUYHON Nepetaym v ycu-
NEHUA PeaKLMi XeMOUYBCTBUTENbHBIX MTOMYCHbIX KNETOK Ha CHUMEHMe
napLyanbHoro AaBfeHnA KUCIopoaa

lpumeuanme: PO, — napumansHoe Aaenexne Kucnopoaa; ALX — auetnn-
xonuH; ATO — apeHosuHTpudocdat; [Pl — fopcanbHaa pecnvpaTtopHas
rpynna; BPI" — BeHTpanbHas pecninpatopHan rpynna; [Tl — reHepaTopHbIn
noteHuman; [ — noteHuman gencreus; Pl1 — peLenTopHbIA noTeHLmMan.

Puc. 17. OyHKumA xeMopeLienTopa — KneTku | Tuna Kak npeobpasoBa-
TeNA XMMUYECKOr0 CUTHana rmrnoKCcUn B 3MEKTPUYECKUIA peLienTopHBIN
noTeHUMan 1 fanee B reHepaTopHbIi NOTEHUMAN U NOTeHLMan AeNCTBUA
lpumeyanwe: PO, — napumanbHoe fasnenue K1CTopoaa; I — renepatop-
HbIV noteHuman; N[ — noteHuman pevicteus; npeCM — npecuHanTuyeckan
MeM6paHa; nocTCM — noctcuHanTyeckan MembpaHa; Pl — peLienTopHbIi
noTeHuman; ALX — auetunxonuu; ATO — ageHosuntpudocdar; [P — nop-
canbHaA pecnmpaTopHan rpynna.
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HOM apTepun, WK HEUPOIUTETNATBHBIC TeJla B JIETKUX
KOCBEHHO OITOCPenyIoT 3TOT 3¢ deKT. B modoM ciaydae
IUITOKCUA NofaBsisieT Toku K B MeMOpaHax riagKoMbl-
IIEYHBIX KJIETOK JIETOYHOM apTepuH, BbI3bIBas ACTIOS -
PpU3ALIO UX MeMOpaH, OTKPBITHE IIOTCHIINAT3aBUCUMBIX
kananos Ca>* u coxpanenne rmagknux muimm. Cosep-
IIEHHO OYEBMIHO, YTO MUCKITIOUNTEIbHAS TyBCTBUTECIIb-
HOCTB KJIeTOK | Thma (1 Apyrux TKaHeit) K N3MEHEHUIO
conepxanus O, ¥ CIIOCOOGHOCTD OBICTPO TIEPENABATh 3Ty
nHdopmanuio B HHC 3aBucar ot pyHKIIMM TOTEHITAT -
3aBucUMbIX K™ -KaHaos.

Du3NONIOrnIeCKIM Pe3yJIbTaATOM CTUMYJISIINM KJIe-
TOK | THIIa KapoTuaHOro Kiybouka Huskum PO, aBis-
eTCsI MHUIIMMPOBAHNE HE TOJBKO OIMMCAHHOIO BBIIIIE
CHUTHAJIBHOTO BHYTPUKJICTOYHOTO YT, HO ¥ CUCTEMHBIX
3aIUTHBIX peIeKCOB. DTH peIeKChI XapaKTePU3YIOT-
Csl yCWIIGHUEM BEHTWISIIIAM, TAXUKapIUel, CHCTeMHBIM
Cy>KEHHMEM COCYIOB 1 BEIOPOCOM apeHaIMHA M3 MO3TO-
BOTO BeIlleCTBA HAAIIOYCUHUKOB.

®usunonornyeckas pone knetok Il una

I'muanbHO-nI0M00HbBIE KiIeTKU 11 TuMma u ux oTpoCcTKU
He TTOJTHOCTBIO MIOKPHIBAIOT KJIETKHU | TUMA, ¢ KOTOPBIMU
OHH CBSI3aHBL. DTO MO3BOJISICT KJIeTKaM | Trria Hermocpen-
CTBEHHO KOHTaKTUPOBATh C APYIrMMU KieTKaM | turma,
C HEPBHBIMU OKOHYAHWSIMU Y KaIMWIISIpaMU B TIpeaesiax
KapoTUIHOTO KIyOouka. B HacTosimee BpeMsi IIMPOKO
MPU3HAHO, YTO TTHAIBHBIC KJIIETKH SIBJISTFOTCS] BAXKHBIMU
(GYHKIIMOHAIBHBIMY 3JIEMEHTAMU HEITPOHHBIX CHCTEM,
XOTs1 ObUIO MOATBEPXKAEHO, YTO KieTKu II Tuna otHo-
CHUTEJIbHO He BO30YXKIAIOTCS NETIOJIsIpU3alineit MeMopa-
HBI: OHU He conepxaT Na'- u Ca*"-kananos. Creno-
BaTebHO, KiIeTKH 11 Thma, BO3MOXKXHO, HE pearupyroT
Ha TUTIOKCHUIO M3MEHEHNEM MOHHOM MTPOHUIIAEMOCTH
MeMOpaHBbI, B OTJINYNE OT KJIeTOK I Trma.

AopTajbHbIe XeMOPEmenTOPbl PaCIIPEeaCISIIOTCS
10 AyTe aopThl 1 e¢ BeTBIM. [10100HO KapOTHIHOMY
TEJBILY, XeMOPEIICTITOPHI A0PTHI YIABIMBAIOT M3MECHECHMS
PO, u B Menbuieii crenenn PCO, u pH B apTepranbHOi
KPOBU. AOPTaJIbHBIC XEMOPEIICTITOPBI TECHO KOHTAKTH -
PYIOT (KaK ¥ KJIETKM KapOTUIHOTO KJIIyOOoUYKa) IIpaKTHU-
YeCKH TOJIBKO C apTepraIbHOM, a He BEHO3HOU KPOBBIO,
nostomy PO, B HMX COOTBETCTBYET TAKOBOMY apTepu-
anbHOM KpoBU. CUTHAIBI OT XeMOPEILIEIITOPOB aOPTHI
MpOXOAsAT Mo OyKaalomieMy HepBy K HelipoHam BPT,
rIe aKTUBUPYIOT MX, YCUIUBAsI BEHTWISIINIO JIETKUX.
ITo cBOEMY CTPOCHUIO XeMOIYBCTBUTEIBHBIC KICTKHA
a0pTaJIbHBIX TEJICIl SIBJISTIOTCS BTOPUIHBIMU PEIICIITO-
pamu. OHM pearupyiot Ha Hu3koe PO, B apTepuaibHOM
KPOBH 10 TOM K€ CXeMe, YTO M KJIeTKH | TrIta Kapotu-
HBIX TeJIell.

IHentpansabie xemopenenTopsl (LIXP) momyunmm
CBOE Ha3BaHME MOTOMY, UTO SIBJISTIOTCS yacThio LIHC
u oykBanbHO I'M (puc. 18). I1epBonavyanpHO LIXP ObumHm
obHapykeHbI B 1954 1. I. Leusen [18], KOTOpHIii B 9KC-
MepUMEHTAaX Ha aHEeCTe3UPOBAHHBIX KUBOTHBIX TTOKa-
3aJ1, YTO TIPSIMbIC MUKPOUHBEKIINY KUCIIBIX XKUIKOCTEH
B Xemymouky ['M BBI3BIBAIOT yUallleHUE IbIXaHUsI, K TEM
caMBIM IIPOJAEMOHCTPUPOBAJ HAJIWUNE IICHTPATbHOMN

XeMouyBCTBUTENbHAA
obnactb
} |
PecniupatopHble .
z E—3
HEMPOHbl 0 ™ Y+ L HCO.-
BPT E—o° !
J {
H,CO,
C0,+H,0

Puc. 18. Knaccuyeckuit BUA pacnonoeHna HEMPOHOB LEHTPanbHOM
XeMOUYBCTBUTENBbHOM 06/1aCTV Ha BEHTPasbHOM NOBEPXHOCTM NPOJONIo-
Batoro Mo3ra (no lantoH A.K., Xonn [Ix. 3., 2008 [19])

lMpumeyanue: BPI — BeHTpanbHaA pecnmpaTopHas rpynna.

xeMopeteniyi. HaHeceHne Taknx XXUIKOCTel B pa3HbIE
YYaCTKU TIPOIOJITOBaTOrO MO3Ta JIOKAJIMN30BaIO Ha TJTy-
ouHe 0,2 MM ITOI BEHTPAJIbHOI MMOBEPXHOCTHIO CTBOJIA
Ha ypOBHE IIPOIOJITOBATOTO MO3Ta CETH HEMPOHOB, 00-
JIAJAIONINX XeMOUYBCTBUTEIBHOCTBIO.

[Mocnenyrotmast sKCIIepuMeHTaIbHAsI paboTa CyIie-
CTBEHHO pacCIIMpWIa HAIII 3HAHUS O IETaJISIX pacIipe-
NeJICHUST XeMOUYBCTBUTEIIBHBIX 00JIaCTE B TIpeaeaax
BEHTPaAJbHOM MTOBEPXHOCTU MPOHOJITOBATOTO MO3Ta.
XeMopelenTophl, KOTOPBIE PearnupyroT Ha TpssMoe (He
pPECIIMPAaTOPHOE) ACHCTBHE KMCIOTHOTO Pa3IpaKUTEIIsT
ObUTM UAEHTU(PUIIUPOBAHLI B KaynanbHo# yactu PTA,
Kub, pBPT, 40T, xBPI', runnoranamyce (puc. 19).

HMHTepecHo, 4TO coBNaaaloT ¥ aHAaTOMMYECKOE pac-
TTOJIOKEeHME BOJIM3U BEHTPAJTbHOM ITOBEPXHOCTH CTBOJIA
I'M, u cunepruynas GyHkums (npsivast u He npsamas O -
YYBCTBUTENIBHOCTH HeiipoHOB) SIOT Kak MecTta peTpaH-
CIISIIMU CEeHCOPHBIX adpdepeHToB, ncxoadmux n3 [MXP
I TmTIa KaPOTUIHOTO TETbIIA.

CBA3b aaneonﬂpHoﬁ BE@HTUJIAAUNN CO CKOPOCTbIO HapaEOTKM
YrJ1eKncsioro ra3a B TKaHsix

PCO, mosra orpaxaer usmeHenus pH skcrpanes-
JIIOJISIPHOM (BHEKJIETOUHOM) XXMIKocTH Mo3ra (D112XK).
YyscrButenbhbie Kk CO, n H* IIXP u I[IXP obecrnieun-
BaIOT MOCTOSTHHYIO M OBICTPYIO OOpaTHYIO CBSI3b C CHU-
CTEMOM KOHTPOJIST IbIXaHus cTBosia I'M, Kacatomnyrocs
yposHeii CO, B apTepuaibHOi KPOBY 1 aIbBEOJISIPHOM
Bozzyxe. Or1o 3HaueHue PCO, onpenensercs cOOTHO-
meHueM Metabonnyeckoit mpoaykuuu CO, TKaHAMU
opraHm3Ma U 00bEMOM aJIbBEOISIPHON BEHTWIISIIINY,
TaK YTO YMEHBIIICHUE aJIbBEOISIPHOM BEHTWISIIIAM C TI0-
CTOAHHOM CKOpocThio npoussoacTBa CO, NpUBOAUT
K YBEJIMYEHUIO apTepUaIbHOTO 1 anbBeossipHoro pCo,,
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AOT/IPT #F—

Komnnekc
npe-béTtumHrepa

=

BeHnTpanbHaa
MoBEPXHOCTb
NpofoNroBaToro
Mo3ra

€0, > H - PTA
[Ovadparma

Puc. 19. Jlokanvsaums xeMo4yBCTBUTENbHBIX HelipoHoB (no Moreira T.S.
etal., 2011[20])

Mpumeyanme: AOT/OPT - Anpo oAMHOYHOO TpaKTa/[opcanbHan pecnupa-
TopHas rpynna; pBPI" — pocTpanbHaA YacTb BeHTpasibHOM pecnypaTopHoi
rpynnbl; KBPI™ — KaynanbHan YacTb BEHTPaNbHOM PecninpaTopHoi rpynmbl;
PTA — peTpoTpaneumesnaHoe Aapo.

1 Hao6opor. [Toseimenune PCO, Gynet cTumMyaMpoBaTh
XEMOPEIETITOPHI, KOTOPHIC YBETMINBAIOT AIbBEOJISIPHYIO
BEHTUJIALMIO ¥ cHIXKaroT PCO,, KOppeKTUpys nepBo-
HauanbHoe yBenuueHue. YyscrpurenbHble K CO, u H'
XEMOPEIETITOPHI IPEAOCTABISIIOT MHGOPMAIINIO, Ka-
CaoIIYIOCS afeKBAaTHOCTU AJIbBEOJISIPHON BEHTUJISIIAN
10 OTHOIIICHUIO K META00IM3MY, W SIBIISIIOTCST MCTOY-
HUKOM BO30YXIaroIel MiIu TopMo3sieil apdepeHT-
HOI MHMOPMAILINU IJISI CUCTEMbI KOHTPOJIST TBIXaHMS,
MyTeM KJIACCMYECKOTO KOHTYpa KOHTPOJISI 0OpaTHOM
cBsA3u. OOIIENPUHATO CYUTATh, YTO MoabeM YpoBHA CO,
u rtageHne pH aBisiioTes aneKBaTHBIMUA CTUMYJIAMM Xe-
MOpELIeTILIHH.

CBs3b XeMOYyBCTBUTE/IbHbIX 06/1aCTeN C KPOBEHOCHbIMM
cocynamu

KpoBocHa0OXeHne MO3roBOr0 BEIIeCTBa OCYIIECT-
BIISICTCSI COCYIaMM, KOTOPBIC JIeKAT Ha BEHTPAJIbHOMN
MO3TOBOI TTOBEPXHOCTHU 1 IIPOHUKAIOT BETBSIMU IITyOOKO
B TKaHb MO3ra B I0pcajibHOM HarnpasieHuu. CO, xopo-
o nuddyHIupyeT B TKaHu I'M, 1 BHe3aITHOE TTOBBI-
wenue PCO, B aprepusx, CHaGXaloKMX MO3T, ObICTPO
OTpakaeTcsT Ha KOHIICHTPAIIUX YTJICKMCIIOTO Ta3a B TKa-
Hu 310T0 OpraHa. B ormnuue or CO,, HOHBI H* ne npo-
HMKAIOT OBICTPO Yepe3 cTeHKU KanwuisgspoB I'M. Ilo-
3TOMY TECHOE MPUJICTAHNE XeMOIYBCTBUTEIHHBIX KIICTOK
K COCyIaM, BEpOSITHO, MOXET CIIOCOOCTBOBAThH OoJiee
JIETKOMY 1 00JIee OBICTPOMY OOHAPYKEHUIO TIEPBUYHBIX
HapymieHuit pH, MeTaboImIecKx 1o CBOCH IIpUpoIe.

Ha puc. 20 mpeacrasieHa CHMHTUTpaMMa BEHTPaJTb-
HO¥ TOBEPXHOCTH IIPOIOJITOBATOTO MO3Ta ¢ KPOBEHOC-
HBIMU COCYIaMH, 3aII0OJJTHECHHBIMU BUIUMBIM (Diryopec-

Puc. 20. CuMHTMrpaMMa COCyLUCTOM CETU BEHTPabHOM NOBEPXHOCTM
CcTBOMa Mo3ra Kpeickl (o Nattie E., Li A., 2012 [21])

LIUPYIOIIUM KpacHUTeJieM, KOTOPHBI JEMOHCTPHUPYET
OOMJIBHYIO COCYIVCTYIO CETh, IPOHUKAOIIYIO BIITyOh
IIPOIOJITOBATOTO MO3Ta B TOPCAJIbHOM HAIlpaBJICHUU.
CrenyeT 00paTUTh BHUMAHHE, UTO PACIIOTIOXEHHUE CETH
KPOBEHOCHBIX COCYIOB ITPOELIMPYETCS HA XEMOUYYBCTBU -
TeJIbHYIO 00JIaCTh, B KOTOPOU HM OIWH HEMPOH HE Ha-
XOIUTCS JAJIEKO OT MCTOYHMKA KPOBOCHAOKEHMSI.

¢yHKLlMM LeHTpaJlbHbIX XeMopeLenTopoB

Llemenomaranue MeHTPATbHOM XeMOPELICTIIINH CBSI-
3aHO ¢ IByMSI (PM3UOJIOTHYECKUMH DYHKIIUSIMU: 1) TT01-
Jep>KaHEM ITOCTOSTHHOTO, HOPMAaJIbHOTO apTepUaIbHOTO
PCO, B xauecTBE KOHTYpa KOHTPOJISI OTPULIATEILHOM
00paTHOI CBSA3M; 2) TToAIepKaHNEM ITOCTOSTHHOTO pH
C TIOMOIIIbIO BEHTWISIIIMU JICTKUX ITyTeM OOMeHa MHIY-
uupoBaHHOro MetabonmsmoM CO, ¢ BHEIIHER cpenoii
IJIST TIPEIOTBPAIICHUST KUCIOTHO-IICIOYHBIX HapyIIIe-
HUIA B OpraHu3Me.

C byHKIIMOHATBHOI TOUYKH 3pSHUST IICHTPATbHAST Xe-
MOPEIICTIIINS TIOCPEICTBOM OTCIICKMBAHUS COMEPXKAHUS
noHos H* B nHTepcTManbHoii xuakoct I'M ety xut
IIJIST OLICHKYM COCTOSIHUSI M MHTETPaluy WH(GOpMAaIINy
HE TOJIbKO 00 aJIbBCOJIIPHOM BEeHTWISAIINU (YPOBHS
aprepuanbHoro PCO,), HO 1 0 MO3TOBOM KPOBOTOKE
1 MeTaboIM3Me TKaHel MO3ra, a TaKKe KMCIOTHO-IIIe-
JIOUHOM COCTOSTHMM opraHmu3Ma. Kpome Toro, myrem
orciexuBanus PCO, neHTpanbHas XeMOpELETIms 00e-
CreYNBaeT HOPMaJIbHBIN MCXOMHBIN CUMITATUICCKUIA
TOHYC COCYIUCTOU CTeHKH, YpOoBeHb A/l 11 TTpoCBeT BO3-
IYXOHOCHBIX MyTeil. MHBIMU clTOBaMU, LIEHTpaIbHAS
XEeMOpELeTIIINS OAIePKUBACT OIIPEICTICHHYIO CTCIICHb
(byHKIIMOHAIBHOM CBSI3W MEXIY HelipoHamu cTBojia ['M,
VIPABJISIIOIINMYI KapIUOPECITMPATOPHBIMU CHCTEMaMM.
LlenTpanbHast XeMOpPELCIIINS pearupyeT Ha He3HAUM -



naBa 6. Perynupytowasn ¢pyHKUUSA fbIXxaTeNbHOro LeHTpa

165

TenbHble 3MeHeHus: PCO,, 4TOObI peryiMpoBaTh HOp-
MaJIbHBII Ta3000MeH, 1 Ha CYIIIECTBEHHBIC KOJICOaHMUS
PCO,, 4T0Obl MUHMMU3KMPOBAThH KUCIOTHO-ILETOYHBIE
n3MeHeHMsI. C 3BOTIOIMOHHON TOYKH 3pSHUS POJIb IICH-
TPaJIbHOM XeMOPEIICTIIINK BO3POCa Y SKUBOTHBIX B CBSI3U
C U3MEHEHHMEM Cpeabl OOUTAaHUS U BOSHUKHOBCHUEM
BO3IYITHOTO ABIXaHUSI, TOMEOTePMUM, TTOIICPKAHMUS
cootBeTcTBYIOIIEeTO pH mipm 37 °C mig onTuManbHOM
CTPYKTYPHI U (PYHKITMOHUPOBAHUS OCIIKOB.

LIXP npencraBieHbl HEMpOHAMU, BHICOKOYYBCTBU-
TeJbHBIMU K YBEJIUYEHMIO COAEPXKaHUs MoHOB HY
B LIepeOPOCTTMHAIBHOMN (CITMHHOMO3TOBOM) KUIKOCTH
(ICX), T. e. kK cHIXeHMIO ee pH, He HaxoasICh B KOH-
TaKTe C KPOBBIO, OT KOTOPOI1 OHM OTHCICHBI TeMaTO3H-
nedammuecknM d6apsepoM (I'DB). ComepkaHune MOHOB
H" B OLIK mosra 3aBucut ot PCO, B apTepuaibHoii
KpoBH, 11o3ToMy LIXP 9yBCTBUTETHHBI U K TTOBBIIIICHHUIO
MAHHOTO MoKa3aTesl (TurepkamnHus). B To ke BpemMst
LIXP cnabo uyBcTBUTENILHBI K TUITIOKCeMuu. [Tokaza-
HO, UTO OHU aKTUBUPYIOTCS HaxKe ITPU HUITOKHOM M3-
MeHeHun KoHueHTpauuu H' u CO, B apTepuasibHoii
kpoBu. Harpumep, B ciaydae cHmkennst pH DL2K mosra
Ha 0,01 B 30HE PACIIOIOKEHMS XeMOPEIICTITOPOB JIETOY -
HasT BEHTWISILINS MOBBIIIACTCS B CpemHEM Ha 4 JI/MUH.
CremoBaTebHO, BEAYIIYIO POJIb B PETYISIINU aKTHUB-
HOCTU pecnupaTtopHbix HeiipoHoB BPI' urpaer nmoroxk
UMITYJIBCOB OT LICHTPAIbHOI XeMOPEILIENITUBHOI 30HBI.

B 06b1uHbIX yenoBusix LIXP meaneHHO (¢ Oosbloin
3amep:kkoit — yepe3 20—30 ¢) u 6oyiee MOCTETIICHHO pe-
arupyior Ha yBenndenue PCO, BO BIbIXaeMOM BO3/yxe
1o cpaBHeHMIO ¢ peakiueit ITXP (gepes 5 ¢). D10 00b-
sicHsieTcs TeM, 4yTo LIXP otneneHsl OT KpOBU CUCTEM-
HOM IMPKYJISIIINY TeMaTOSHIIe(aTnIeCKIM 0apbepoM,
KOTOPBII «3allpeniacT» HeTIOCPEICTBEHHOE BO3ICICTBHE
nonos H' u HCO, na UXP, nostomy Heo6Xonumo
Oosblliee BpeMsI I peanu3annu 3¢ GeKTa CTUMYJIS -
muu (puc. 21).

LIXP ne onpenenaror Hanpamyio PCO, B aprepuaib-
HO¥1 KpoBU. BMECTO 3TOTO OHM 0OHAPYKUBAIOT CHITKE-
Hue pH LHCXK. Dtn 2 3Ha4eHUS CBI3aHBI, TIOCKOILKY
aprepuanbHbiii CO, IPOHMKAET Yepe3 reMaTosHIeDam-
yeckuii 6apbep B LICK 1 mpeodpasyercs kKapboaHTHapa-
301 B yrosibHyto kucnoty (H,CO,), uro, B cBOI0 04eperb,
camxaer pH IICK. Monam H ' n HCO,™ «anperieno»
MOCTYNaTh U3 KPOBEHOCHOTO pycJa, T. €. IPeomaoIe-
Batb [ DB. Monsl H' BosneiictByior Ha LIXP, nepexons
B DILI2K mo3ra Tonbko u3 LICXK.

KoHTpob BEHTWISIIIUM B YCIIOBUSIX TIOKOST OCYIIIECT-
Bisercst LIXP, koTopsie B IIEpBYIO oYepeab pearupyor
Ha usmeHeHus H'. IIXP pacIionoxeHbl 3a FeMaTOSHLIE -
dammaecknm 6aprepom (I'DB) BIoab MeayUIIpHOI ITO-
BepxHoctu ctBosia 'M. I1pu stom 'Db numeercs B co-
CYOUCTOM CIUIETeHUU Kaxkaoro xeaygouka ['M. I1nor-
HBbIC KOHTaKThl MEXIy SHIOTEINATbHBIMU KJICTKAMU,
BBICTIJIAIOIIMMY KAIIMJUISIPHI, TICPUIIATHI, Oa3ajbHast
MeMOpaHa, OKpyKalolasi IEPUIUTHI M SHAOTEINATb-
HbIC KJIETKHM, a TaKxKe KOHIIEBbIE OTPOCTKU OJIM3JIe-
KaluxX acTpouToB aeiarT OB mpaktnyecku He-
MIPOHUIIAEMBIM JIJISI BCEX KOMITOHEHTOB KPOBH, HO TaK,

uTo6bI iponyckats CO,. beicTpo nuddyHaupys yepes
6apbep, CO, B3aumoreiictyer ¢ H,O ¢ obpasoBaHuem
H,CO,, koropas noxkucyser LXK mosra u LHCXK, kak
nmokaszano Ha puc. 21. LHCXK comepXut MUHUMAaIbHOE
KoJM4yecTBO Oenka st oOypepuzauuu pH, mostomy
Naxe He3HauuTeNbHble u3MeHeHus: PCO, BbI3bIBaIOT
cymectBeHHbIN aunno3 LICXK u DK, ITpnmeuarens-
Ho, yTo LIXP yenoBeka dvicmpo pearupyloT Ha MPEBLI-
IIEHUE B apTepuaibHOi KpoBu nopora PCO,, paBHoro
40 MM pT. CT., 1aXke Ha 5 MM PT. CT. (ee 3aKUCJIeHUE —
pecniupaTopHbBIi anmmo3) reHepanmeit [11. Dtu I/,
B CBOIO OUYepeab BIUSIS Ha pecIMpaTOpHbIC HEHPOHBI
BPT, npuBoaAT K MI3BMEHEHMIO TTATTEPHA AbIXaHUS (YBe-
JIMYECHUIO YaCTOTHI M 00beMa), BBI3bIBAas Y 3MOPOBBIX
JIIOJEH JIMHEMHOE TTOBBIIEHUE MUHYTHOU BEHTUJISLIUNA
JIETKUX B 2 pa3a. B ciayyae cCHIDKeHMST apTepuaJIbHOTO
PCO, <40 mm pr. cr. LIXP nocreneHHo npekpamaoT
BO30YXIAThCs, YTO MOXKET BBI3BIBATH alTHOD, OCOOCHHO

36 He ponyckaeT BO3AeNCTBUA
H" 1 HCO,™ Ha UM n LICK

LleHTpanbHble
XeMopeLenTopbl

> LICH

¢

3akucnenue (nosbiwenne HY) UM n UCHK

CTUMYNUPYET LieHTPasbHbIE XeMOopeLenTopbI

Puc. 21. MexaHn3M, NOACHAIOLLMIA YYBCTBUTENbHOCTb LEEHTPaNbHbIX
XEeMOpeLEenTopoB K r1nepKanHum B apTepuanbHOM KPOBU U CBA3AHHBIV
C 3TUM NyTb BAIMAHWA UOHOB BOJOPOAA Ha LiEHTPabHYI0 XeMopeLienLmio
(no Taylor C.R. et al., 2008 [22])

Mpumeuanue: 36 — rematosHuedanmyeckunii bapbep; LUK — akcTpa-
LennionsapHan uarocts; LUCHK — uepebpocnuHanbHas ®uakocTb; KA —
KapboaHruapasa.
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Bo cHe. HampoTtus, MeTtabonmueckne namMmeHeHuss pH
BOCIIPMHUMAIOTCS MeHee Obicmpo, TIOCKOJIBKY TpeOyeTcst
HECKOJIBKO OOJIBIIIE BpeMEHH, TIpeXKAe YeM MHIYIIUPO-
BaHHOE HapylIeHneM MeTabonu3Ma 3akuciaenue LICXK
(MeTaboMMYeCKM alla03) TMOBIMUSICT HA N3MECHCHUS
3JIEKTPOJUTHOTO COCTABA.

I'Db peiicTByeT Kak BaxXKHBIM MHOOPMALIMOHHBIN
GUIBTP, UCKITIOYAsT TIPSIMOIA TIepexo U3 KPOBU MOHOB
H* B DI12K mo3ra. OH gaeT XeMOpPELIENITOpaM BO3MOX-
HOCTb OTIMYUTD M3MeHeHuss PCO, ot 100X (POHOBBIX
n3meHeHuii pH B1XK (puc. 18).

HelipoHHbI MexaHU3M nepegaym Bo36y)kaeHus
OT LeHTPaIbHbIX XeMOPeLeNnTopoB Ha PECNUPaTOPHbIE
He#pOoHblI BEHTPAsIbHOM PecnupaTopHOI rpynmnol

Kak yxe yrnomuHanoch, BEHTpajibHasi HOBEPXHOCTh
MPOJOJITOBATOr0 Mo3Ta Ha rryouHe 0,2 MM COIEPKUT
CEeTb PECIIUPATOPHBIX U MPEMOTOPHBIX HEMPOHOB. Pe-
CIIUPATOPHbIE HEMPOHBI OTBETCTBEHHBI 32 T€HEPALIUIO
putMa u narrepHa I/, a cuHanTU4YecKu CBsI3aHHbBIC
C HUMU MPEMOTOPHbIE HEMPOHBI OTBEYAIOT 3a Iepe-
a4y 3TOr0 pUTMa Ha MOTOHEWMPOHBI TIEPETHUX POTOB
CM, ynpaBigionyx gruadparMoi 1 Hapy>KHBIMU MeX-
pebepHBIMM MBIIIaMu. OKa3ajaoch, YTO BEHTPaIbHAS
MOBEPXHOCTb MPOAOJITOBATOTO MO3Ta TAKXKE UTPAET POJIb
MEPBUYHOM LIEHTPAJIbHON XeMOPEUENTUBHON 30HHI.
bblM MoJiydeHbl 9KCMepUMEHTAIbHbIE CBUAETEIbCTBA
TOTO, UTO B €€ Mpeaeiax, IOMUMO CETU HEMPOHOB C pe-
CIIMPATOPHOU aKTUBHOCTBIO, PACIOJIOXKEHBI TPYIIIIbI
HEWPOHOB, 110 CBOEH IPUPOJIE YYBCTBUTEILHBIE K U3ME-
HEHUsAM KoHLeHTpauuu H, 1. e. o6nagaommx xeMope-
LIENTUBHBIMU CBOMCTBaMU. Takue rpynibl XeMOUYYBCTBU-
TeJIbHBIX HeMPOHOB nojyurin Ha3BaHue LIXP. [1Ipuuem
OHMU pa3MelleHbl HETTOCPEACTBEHHO HAa BEHTpaJbHOM
MOBEPXHOCTHU, a PECITMPATOPHBbIE HEUPOHBI HECKOJIb-

o o

Kanunnap

00, + H,0 «—H,C0, < H' + HCO,”

KO IopcajbHee 10 OTHOLIeHHWIO K HUM. [1o cTpyKTy-
pe u pyukunu LIXP g9BnsioTcss HEpBHBIMM KJIETKAMU
¥ TIOTOMY OTHOCSITCSI K TPYIITE IIEPBUIHOIYBCTBYIOIINX
PpeLIenTOPOB. DKCIIEPUMEHTHI ix Vitro VI in vivo TIOKa3aju,
YTO U3MEHEHMH B KOHLeHTpauuu H™, otpaxaroiiue Ko-
nebanusa PCO,, npencraBisior co0oii anekBaTHbIA CTH-
My i LIXP. DTu HelipOHBI ONpeaessTioT CABUT B KOH-
neHTpauny HY ¢ moMoLIbio CBOMX IE€HAPUTOB, KOTOPBIE
BBIXOIAT Ha BEHTPAIbHYIO MEIYJUIIPHYIO TIOBEPXHOCTD
1 OLEHUBAIOT U3MeHeHU ypoBHa H B okpyxalolieii
MHTEePCTULIMATIBHON XUAKOCTH Mo3ra (puc. 22). LIXP
pPACTIONIOKEHBI B HEITOCPEACTBEHHOM OJIM30CTU OT MH-
TepcTuLManbHol xuakoctu IV xenynouka I'M, a ux
JIEHIPUTHI BOCTIPUTHUMAIOT MH(MOPMALIHIO O €€ 3aKUCIe-
Hun. [lanee 1Mo akcoHaM 3Ta WHGOpMAIs TiepenaeTcs
Heitponam JIPI' u BPT.

VYBenmueHNe Ha BEHTPaJIbHON ITOBEPXHOCTH IIPO-
JOJIFOBATOTO MO3ra KOHIeHTpauuu noHos H™ akru-
BUPYET BBHICTYMNAOIINE AICHIPUTH M COMY IIEPBUYHBIX
XEeMOPEIIETITOPOB. BHYTpY IIEpBUYHBIX XeMOPELICIITOPOB
TUTICPKAITHUS MW 3aKMCJICHUE BBI3BIBAIOT ICTIONSIPH-
3aLIMIO TIOCPENCTBOM Bo3aeiicTBus Ha K*-kaHanbl (oHM
3aKpbIBAIOTCS). Jlemosipu3arius IIpuBOINUT K TOMY, UTO
B OKOHYAHUSIX aKCOHOB MepBUUYHBIX LIXP BBEICBOOOXK-
naetcst AT®, urpaiolnii KIro4eBylo poJib B Iiepenade
undopmaimu 06 yposHe PCO, (puc. 23).

Monekyinbsl AT®, BeicBoOOOXIaeMble U3 aKCOHOB
B IIPOIIECCe SK30ILIMTO3a, B3aMMOICIICTBYIOT C pelell-
Topamu P2 MemMOpaH pecrmpaTOpHBIX HEPOHOB U aK-
TUBHUPYIOT uX (puc. 23). B urore uyepe3 Bo30OyKIcHMIE
TIPEMOTOPHBIX HEIPOHOB, OTBETCTBEHHBIX 3a TIepeaa-
Yy 3TOTO pUTMa Ha CITMHHOMO3TOBBIE MOTOHEHPOHHI,
TIPOUCXOINUT afalTUBHOE YCUJICHNE BEHTWISIIINM JICT-
Kux. UHTEepecHOit 0COOEHHOCTHIO MeEMOpaHBI (YUTall
penienitopoB P2) pecrimpaTopHBIX HEIPOHOB SIBIISICTCS

{pH

l

Mo aKkcoHam
LIXP

l

K pecnupatopHbiM
T HerpoHam [1PT" n BPI
NpoAonroBaToro Mo3ra

Puc. 22. Onpefienenue LeHTpasnbHbIMIU XEMOpELLeNTopaMu CABMIOB B KOHLEHTPaLMM MOHOB BOAOpOAa
MpuMeyanue: LIXP — ueHTpanbHble xeMopeuenTopbl; [Pl — gopcanbHan pecnupatopHas rpynna; BPI — BeHTpanbHas pecnvpaTtopHas rpynna.
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LIXP Ha BeHTpanbHoi
MoBEpXHOCTH
MpoJoNroBaToro Mo3ra

LleHTpanbHble peLenTopbl
pearvpytot Ha:
TCO,
TH

= HevipotpaHcMuTTEp
ATO

Puc. 23. MMyTb aKTMBaLMM rUNepKanHueit apTepuanbHoOM KpoBU, BO3OYMKOEHWUA LEHTpaNbHbIX XeMopeLienTopoB U ATD-onocpeoBaHHOW Nepefaym ux
aKTUBHOCTM Ha pecrmpaTopHble HeyipoHbI BEHTPasbHOW PecrpaTopHoi rpynmbi
lpumeyanue: BPI — BeHTpanbHas pecniupatopHan rpynna; PH — pecnvipatopHble HelpoHbl; LIXP — uenTpanbHble xeMopeLienTopbl; ATO — aneHo3MHTpK-

¢ocdar.

TO, UYTO UX YyBCTBUTEIBHOCTh K AT® 3aBUCUT OT BHE-
KJieTouHoro pH.

06wmii nypuHepruyeckui CUrHaabHbIA MNyTb
nepugepnvecKoi U LLeHTPasbHON XeMOYyYBCTBUTE/IbHOCTH
K FMMOKCHUM M runepKanHum

Ha puc. 24 npencrasneHa cxema yyactusg AT® kak
€IMHOTO XeMOCEHCOPHOTO HeMPOTpaHCMUTTEpa TPAHC-
nykuuu curHasioB oT [TXP u LIXP Ha pecniupatopHbie
¥ IIPEMOTOPHBIC HEMPOHHI.

JeHIpuTHI XeMOPEIEIITOPHBIX KJICTOK Ha BEHTPAITb-
HO¥ TTOBEpXHOCTH IIPOIOJITOBATOrO MO3ra M3HAYAIBHO
XEMOUYBCTBUTEJILHBI. B OTBEeT Ha r'UmnepKamHuio OHU

lpopmonrosartbiv
MO3r

. v,
CuHycoBbIN

HepB
XeMouyBCTBUTENbHbIE
30HbI

SO .. KapotupHbiin
f AT&)‘-.\Knyﬁoqu 2
‘Knetka N . PH 3
I tnna @ . ,::;’_‘
I g AP, IR | I7
BeHTpanbHaa noBepxHOCTb

[AblXaTe/ibHbIM
MblILLLLGM

Puc. 24. CxeMa yyactus ATO B LeHTpanbHoM 1 nepudpepuyecKoit xemMo-
ceHcopHoii TpaHcayKuum (no Ackland G.L. et al., 2007 [23])
Mpumeyanue: ATO — apgeHosuHTpudocdart; AOT/OPI — aapo oguHouHOrO
TpaKTa/[mopcanbHan pecnvpatopHan rpynna; PH — pecnupatopHble Helipo-
Hbl; LUXP — LieHTpanbHble xeMopeLenTopbl; PO2 — napuumanbHoe faBneHue
Kucnopopa.

WHULIMUPYIOT IUCKPETHOE BhICBOOOXAeHE ATM, 4TOOBI
IeWCTBOBATH Yepe3 perentopsl P2 Ha 6osee mopcaabHO
pacmoioxXeHHbIe ceTu HeiipoHoB BPI (puc. 24). AKTuB-
HOCTB 3THX HEIAPOHOB ITOCPEACTBOM ITPEMOTOPHBIX HEli-
POHOB YCHJIMBAET AbIXaTeIbHYIO aKTUBHOCTD (puC. 24).

Knerku I Tuna KapoTUaHbIX KJIyOOUKOB aKTUBU-
pYIOTCsl B OTBET Ha CHYXXeHue PO, 1 BHICBOOOXIAIOT
AT® B KauecTBe OCHOBHOTO TIepeaaTynKa It CTUMY-
nsuun adpGepeHTHRIX OKOHYAHUI CMHYCOBOTO HEepBa
IMOCPEICTBOM B3auMOJeiicTBU ¢ peuentopamu P2X.
[, renepupyemble B HuX, cienytoT B IOT/IPT u manee
K pecniipaTtopHbIM HeiipoHaMm BPI', BbI3bIBast UBMEeHEHUE
MmaTTepHa AbIXaHUs. BHYTPUKIIETOUHBIN CUTHAJIBHBIN
IIyTh, IPUBOIAIINI K BeIcBOOOXKAcHMIO AT® B XeMo-
PELENTOPHBIX KJIeTKaX | THITa KapOTUIHBIX KITyOOIKOB
(BTOPUYHBIX PEIENTOpax) M IIEHTPaJbHBIX XeMOpe-
LIETITOPHBIX KJIETKaX (MIEPBUYHBIX XeMOpEIETOpax),
IIpY TUTTOKCUHU Y TUTIEPKAITHUY UIeHTUIeH. KpaTko oH
BBITJISIIUT TaK: TUITOKCUS M TUIIEPKAITHUS BBI3BIBAIOT
JETTOJISIPU3AINIo TTOCPEACTBOM BosaeiicTrs Ha K-
KaHaJIBI (OHU 3aKPBIBAIOTCS ). [demonsapu3aust IpuBOIUT
K BbIcBOOOXIeHNI0 AT®, KoTOpas urpaet KiIoueByiO
posib B iepenade uHdopmanuu o6 yposue PO, u PCO,.
[IpuBeneHHBIC JaHHBIC TTO3BOJISIOT MIPEIIOXKUTD, ITO
CYILIECTBYET OOBbEAMHSIIOIINI HEMPOHHBINA MEeXaHU3M
0 LEHTPaTbHOU 1 nepudepnIecKoii XeMOCEHCOPHO
TPAaHCIOYKIINU. DTO YOSIUTEIbHO CBUIETEILCTBYET, YTO
AT®-onocpenoBaHHas MypuHepruyeckas Iepegada
CHTHAJIOB MMEET pellallee 3HaUYCHNE B XeMOCEHCOP-
HOM KOHTpOJIE IBIXaTeJIbHOM (GyHKIINUM (puc. 24). Jleii-
CTBUTEILHO, py TuniepKarmHum AT® BbICBOOOXKIAETCS
akcoHamu LIXP BeHTpabHOM MOBEPXHOCTU MPOHOJITO-
BaTOI0 MO3Ta, a IIPU TUIOKCcUH — ahPepeHTHBIMU Hep-
BaMU, CHHANITUYECKHU CBSI3aHHBIMHU C KiIeTKaMu | Turma
KapOTUIHBIX KITyOOUKOB. DKCIIEPUMEHTAILHO T0Ka3aHO,
4yTO OJI0KaIa perenTopoB P2 ocimabiser pecrmmpaTopHbIii
OTBET, BEI3BAaHHBIM TUIIEPKAITHUCH, B TO BpeMsI KaK 0J10-
Kama perienTopoB P2X 3HaUMTEIbHO YMEHBIIACT PeCII-
paTOpHBIC peaKIIMU Ha TUITOKCHIO.
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MoBbiweHne napymanbHoro faBaeHns Kucaopoaa
B apTepuanbHoi KpoBu

IIna3maTtuyeckast MeMOpaHa TJIOMYCHBIX KJIETOK
OOBIYHO HEYYBCTBUTE/IbHA K MOBbILEHUIO PO, BbIllE
HopMasibHOTO (100 MM pT. CT.) 1 HAXOAUTCSI B COCTOSI-
HUU TIOKOS (TIOJISIpPU30BaHa), TaK KaK OTKPHITHI €¢ T10-
TEHIMAI-4yBCTBUTENbHBIE, O,-3aBUCUMBIE K*-kananel
(puc. 16). [''moMycHBIE KJIETKM B 3TOM COCTOSIHUU HE CTH-
MYJIMPYIOTCS, M BEHTWISIIIAS HE U3MEHSIETCS.

Hrak, xuMuyeckasi peryssiuus CIyXKUT KIaccuye-
CKMM TIpPUMEPOM CUHEPTU3Ma B YIIPABICHUS BEHTUIIS -
LUEeN JIETKUX T10 TIPUHLIMIY 00paTHOI OTpULIaTeIbHOM
CBSI3U. DTO O3HAYMT, UTO JIIOO0E OTKIIOHEHNUE B XMMYC-
CKOM COCTaBe apTepUAIbHOI KPOBH, a TAKKE SKCTpaIlelI-
JIIOJISIPHOM XKMIKOCTD M LIePeOPOCTIMHATIBHOM XKUIKOCTH
(PO,, pH u PCO,) ot onTuManbHOro ypoBHS BbI3bIBA€T
TaKyl0 peakLuIo pecrupaTopHbix HeiipoHoB JIPI" u BPT,
B PE3yJIbTaTe KOTOPOI BEHTUJISIIINS JISTKUX KOMITCHCH -
pyeT OTKJIOHEHHUE B XUMHU3ME KPOBH.

Konuentpauus noHos H™ B uHTepCcTULIMATBHOM
xuakoct I'M oTpaxkaeT MHTErpaluio: a) apTepuaib-
Horo PCO,; 6) uepe6GpaibHOro KpOBOTOKA; B) CKO-
poctu uepedbpanbHoro metabonusma. LIXP koHTpo-
nupyT pH mexkinerounoit xkxuagkoctu I'M, KoTopast
Hanpamyto 3aBucut ot PCO, B apTepusx u o6paTHo
MPONOpPIHUOHAJIbHA MEIYJJIIPHOMY KPOBOTOKY TIPH
JIT000M TTOCTOSTHHOM METabO0JIMIEeCKOM COCTOSHUU
moa3ra. Takum obpa3om, pH nHTepcTULIMATBHOMN XUI-
KocTu Mo3ra otpaxaetr PCO, B KpoBu, Lepebpaib-
HBII KPOBOTOK M METa0OJIM3M HEMPOHOB U TTO3BOJISI-
eT IaBaTh KOMIUIEKCHYIO OIICHKY 3THUX MEPEMEHHBIX.
C oroii Touku 3peHus, LIXP «o0HapykKuBaoT» CIBUTH
aprepuanbHoro PCO, 1 co31ai0T NETII0 XMMUYECKOM
00paTHOI CBSI3M B KOHTPOJIEC ObIXaHUSI, a TAKXKE U3Me-
HeHwmit pH TKaHM, KOTOpBIE BOZHUKAIOT Ha TIepudepun
00 B LIEHTPE B pe3yJbTaTe KUCIOTHO-OCHOBHBIX Ha-
pYLICHUIA.

[Mosbimenune PCO, crumyaupyer UXP u ycunua-
€T BEHTUJISILUIO JIETKUX, CBOJISI K MUHUMYMY JIefiCTBUE
HavaJbHOTO MHTeHCcHuBHOTO cTuMyna Ha LIXP. Compo-
Boxnawlas yseanyenue PCO, Basonunarauus cocy-
noB I'M U cOOTBETCTBYyIOIIIEE BO3pacTaHE MO3TOBO-
ro KpOBOTOKa MHTEHCUBHEE 0CBOOOXIaeT TKaHu I'M
ot usbeiTka CO,. HanpoTus, CHUXEHKME apTepUaIbHOTO
PCO, cHmxaeT KOHUEHTPALMIO HOHOB H" 1 unrubupyer
LIXP, HO B TO Xe BpeMs cyxkeHue cocynoB I'M, u, kak
CIIeICTBUE, YMEHBIIICHINE MO3TOBOI0 KPOBOTOKA yBE-
aunduBaeT PCO, B TKaHAX MO3ra, yMeHbIIasd Pa3HUILLY
aprepuajibHO-TKaHeBoro PCO, u cBois K MUHUMYMY
cTereHb nHruouposanus LIXP.

I'umokcust MIPUBOINUT K 3aKUCICHUIO TKaHEeH, Mo-
3TOMY OHa HE TOJIbKO CTUMYJIUPYET apTepuaTbHbBIC Xe-
MOPEIENTOPHI, HO 1 akTuBHUpyeT LIXP, B mTore mpuBoIst
K aIalTUBHOMY YCUJICHUIO BEHTWISIIIUY JICTKHUX.

N3noxeHHoe 1mo3BosieT yTBepkaaTh, 4yto LIXP
n ITXP ¢pyHKIMOHAIBHO HE pa3ielieHbl, a cKopee 3a-
BUCSIT IPYT OT Apyra. Tak 4To BEHTWISILIMOHHAST PeaKIIns
Ha akTuBauutio LIXP TecHO cBsI3aHa ¢ OMIHOBPEMEHHBIM
ypoBHeM akTtuBauuu [1XP.

Takum 06pa3oM, IMOCTOSTHCTBO KOHIICHTPAIIUN MO~
HOB H™ B XMIKUX cpenax OpraHu3Ma 4eJIOBEKa OCTAETCS
(yHIaMeHTaIbHBIM YCIOBHUEM KU3HMU.
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