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IMpoaHan3npoBaHbI OITyOJIMKOBaHHBIC paHee COBpeMEHHBIE 9KCIIEpUMEHTAIbHbIC TaHHbIE, TIOATBEPXKIa-
IOIIME TPEICTaBIeHUS] PETUKYJISIPHOI TEOpUN OpraHU3alluy HepBHOI cuctemMbl. OTMEUEHO, 4TO JToKa3a-
tenbeTBa [lleppHITOHA ONTPOBEPIJIN TJIaBHYIO KOHIIETIIINIO HelipoHHOM Teopun Pamon n Kaxans — 3akoH
IMHAMUWYECKOI MoJisipu3aiuu HeiipoHoB. [Tocie BoisiBaeHUs 1iesieBbix KOHTakToB (LI1K) o6HapyKeHBbI an-
Tre3MOHHas CBSA3b HEUPUTOB, MX BBICOKAS dJIEKTpUUECKas U MeTabondecKasi IIPOHUIIAEMOCTb U KyMYJIs-
TUBHOE B3aumozeiicteue. [IpuBeneHsl naHHbIe, feMOHcTpupytoiiue, yto K criocoGHbI TIpeBpalaThcs B
CUHIIMTHANIbHBIC TIepdopaiin, a comatTuaeckue 1K rmpu 6;1aronmpusTHBIX yCITOBUSIX MOTYT MPE0OPa30BhI-
BaTb HEMPOHBI B NMKapuOHbI. [IpearioioskeHo, YTo Bce ONnMrMcaHHble (DeHOMEHBI — MOCIeI0BaTeIbHbIC CTa-
N eIMHOTO TIpoliecca IMepecTpOKM HapyKHOM KJIETOYHO MeMOpaHbl HEMpoOHa.
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OTkpEITHE 3eKTpruYecKnX cuHancoB (Furshpan,
Potter, 1957) u ux ugeHTUGUKALUSI C IIEJIEBBIMU
koHTakTamu (IIIK) cymecTBeHHO M3MEHMIMN TIpe-
CTaBJICHUSI O B3aMMOCBSI31 HEMPOHOB U, CJIeI0BaTEJIb-
HO, O KOTHUTUBHBIX (yHKIMsIXx mosra (Okun ef al.,
2015). BosHukiia HeoOXOAWMOCTh B HOINOJIHEHUU
HelipoHHOM Teopuu CaHtbsiro Pamon n Kaxais (Ra-
mon y Cajal, 1906) uaessMu peTHKYISIPHON TeOpUH
Kamunno Tompmku (Golgi, 1906). 3arnaBue cBoeit
sHameHuTor KHMIM “Neuron Theory or Reticular
Theory?” Beaukuit Pamon u Kaxans (Ramon y Cajal,
1954) zaBepiua BOIIPOCUTEIBHBIM 3HAKOM HE CIIy-
yaitHo. Hacrosiuii ucciienoBatesib, BO3TJIaBUB IUC-
KyCCHUIO BeKa, MoOeauns, HO OCTaBUJI BOIIPOC IJisl Oy-
OYIIMX TIOKOJEHUM MBICIUTENEN W WX TEOPUIA.
O AYcKycCUM HEMPOHUCTOB U PETUKYJISIPUCTOB OMy0-
JIMKOBaHO MHoro o063opoB (Jones, 1999; Mazzarelo,
1999; Kruger, Otis, 2007; Ferreira et al., 2014 u ap.).
OnHako COBpeMEHHbIE MCClIeNOBAaHUS POXAAIOT HO-
BbIE€ MJICU 1 TIO3BOJISIIOT CHOBA BEPHYTHCS K PACCMOT-
PEHUIO HEMPOHHOI 1 PETUKYISIPHOI TEOPUU.

PETUKVIIAIPHASL TEOPUS KAK ITPEATEYA
SJIEKTPUYECKON CUHAIITUYECKOUN
CBA31 HEMPOHOB

Ucnomauioces 110 et co 1HI OTHOBPEMEHHOTO
NpucyxkaeHus equHoit HobelleBcKoil mpeMun AByM
BEJIUKUM HeliporucronoramMm Pamon u Kaxamo u
Tlonpmkn. AHaNNU3 TUCKYCCUY 3HAMEHUTBIX UCCIIEI0-
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BaTeJiell HEMPOHOB, K COXaJIeHUIO, IIPOBEICH HEll0-
CTaTOYHO. DTOr0 He CAeJaHO U B YIIOMSIHYTOI KHUTe
Kaxamst. IMm mpencraBieHBI OJIeCTSIIINE COOCTBEH-
HBI€ THCTOJIOTMYECKMeE IIpeIrapaThl LIEHTPAJbHOM U
neprudepruyecKoil HEPBHBIX CUCTEM, KCTaTU, MOJIY-
YEeHHBIE C MOMOIIBIO METOAUKY, N300PETEHHOI pe-
tukynspucrom 'onpmxku (Golgi, 1873). OgHako B OT-
MeueHHoI pabore Kaxasi HeT aHaiu3a OObEKTUB-
HBIX TIPUYUH U MOP(OJOru4YeCcKrX IIPEAIOCHUIOK,
IMO3BOJISTIONINX OIIIIOHEHTaM TaK JIOJITO U YIIOPHO OT-
CTauBaTh CBOU THUCTOJIOTMYECKUE U (HPU3UOJOTUYC-
CKMe HaHHBbIC. ABTOp OTMEYaeT TOJHhKO CYOBEKTHUB-
HBI€ IPUYMHBI: OIIMOKY (PUKCALIMUA 1 HEJTOCTATOYHO
yCIIeIIHbIE METOIUKM OKpalllMBaHUs TIperapaToB.
Oo6paraer Ha ce0sT BHUMaHUE TOT (aKT, YTO OCHOB-
HBIe JaHHble HelipoHHOI Teopun (Ramon y Cajal,
1995) 6b11M TIOTyYeHBI ITPU UCCIIEIOBAHUM TUCTOJIO-
TMYECKUX IIPEIrapaToB, Ha KOTOPHIX XOPOIIIO BhISIBIISI-
IOTCSI KOHTPACTHO OKpallleHHBIE Tejla OOUHOYHBIX
HEWPOHOB U YEeTKHE aKCOCOMaTUYeCKHUe TePMUHAIN
(puc. 1a). CTOpOHHUMKM K€ PETUKYJISIPHOI Teopuu
HEepeIKO CCHIIAJIMCH Ha IIperaparthl ¢ IIpeodiiaTaH-
€M HeMpoIuisi, Ha KOTOPBIX JOMUHUPOBAJIU CILIETe-
HUST HEPBHBIX OTPOCTKOB (puc. 10), 3ammyTaHHbBIE HE-
3pUMO TOHKME DUOPMILIBLI “TepstoTcsd B g dy3HOM
CeTU Ceporo BellecTBa” B “duiauane 06CKOHEYHO-
ctu” (Golgi, 1903). A cBsI3b HEIIPOHOB B 0€CKOHEY-
HOCTHM, KaK M3BECTHO, TPYIHO AOKa3aTbh. IloaTomy,
€CTeCTBEeHHO, ['OJIbIKM He MOT He CTaTh PETUKYJISI-
puctom (Jones, 1999). Pamon u Kaxanp HUKorma He
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Puc. 1. [Ipenaparsl, oTpaxaloiue MpeacTaBiIeHs HEUPOHHOM U PETUKYJISIPHOM TEOPUI O MEXKKJIETOUHBIX OTHOILLIEHUSIX B
HEPBHOM CHCTEME. a — aKCOCOMaTUYeCKHMe CUHAIIChI Ha niuttiocTpaiusix Pamon u Kaxans (Ramon y Cajal, 1906); 6 — npenrno-
JlaraeMble MeXXHEMPOHHBIE CBSI3U B HEPBHOU ceTu Ha wiutoctpanuu [onbmku (Golgi, 1906); B — CUHITUTHAIBHBIE CBS3U HEPB-
HBIX KJIETOK Y MOJIUXET Ha pucyHKax HelipoHucra Peruuyca (Retzius, 1884); r — CMHLIMTUU HEMPOHOB y ajuIMraTopa, u300pa-
xeHHble Petunycom (Retzius, 1892); / — cuHIIUTUATbHBIE CIUSTHUS T€Jl HEHPOHOB; 2 — CUHIIUTUAIBHOE CIMSTHUE HEPBHBIX BO-
JIOKOH; 3 — MUEJINHOBBIE BOJIOKHA, I0Ka3bIBAIOLIME IUTOIJIA3MAaTUYECKOE CIIUSIHUE HECKOIBKUX HEHPUTOB.

9 <

OBITAICS “pacmyTaTh” “3allyTaHHBIE CETU HEMPOIN-
J51”. BO3MOXHO, 3TO OJlHA U3 IEPBLIX OOBEKTUBHBIX
OPpUYNH POXASCHUS IIPOTUBOPEYMBBIX MIECH 3HAME-
HUTBIX wuccienoBareieii. EcTtecTBeHHO, OCHOBHas
uaesi CTOPOHHUKOB [OJbIXKM O LMTOINIa3MaTH4e-
CKOWM HEMNpPEephIBHOCTU BOJIOKOH B CIUICTEHUSIX HE
MorJia ObITh HM aOCOJIIOTHO JOKa3aHa PEeTUKYJISIPU-
CTaMU, HU YBEPEHHO OIIPOBEPrHyTa HEMPOHHOI TOK-
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TpUHOI. BUTMMO, OCHOBHBIMY JIOTUYECKUMU U 3MO-
HUOHAJIbHBIMUA NPUYMHAMU TUCKYCCUU ObLIN MCTO-
pUYECKM OOYCJIOBJIEHHBIE OIpaHWYSHUSI Hay4YHBIX
METOIOB OMOJIOTUUCCKUX UCCIIeTOBAHUIA.

Heiiponnas teopust Pamon u Kaxasns npenmona-
raet cjeaylllee: CaMOCTOSTEbHOCTb OAUHOYHBIX
HEpOHOB, CBI3aHHBIX MEXIY COO0I C ITIOMOIIIBIO X1~
MHUYECKUX CUHAICOB; OJHOCTOPOHHEE IPOBEAECHUE
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HEPBHOTO MMITYJIbca Yepe3 CHHAIC, OTCYTCTBUE Me-
TabOJIMYECKOM, CHHIIUTHAILHOM CBSI3W BOJIOKOH;
3JIEKTPUYECKOE MPOBEACHUE BOJIOKOH TOJIBKO B OJ-
HOM HampaBJIeHHNHU, OT IeHIPUTOB K aKCOHAM; IBY-
siIepHBle HEPOHBI — Pe3yJIbTaT CIIydaifHOTO aMHUTO-
3a WIN YPOICTBA.

Peruxkynspraas teopust 'odbmky cunTaeT peanb-
HBEIMU MaCCOBYIO aiT€31I0 HEPBHBIX BOJIOKOH (HEPB-
HYIO Ce€Tb); METa0OJIMUECKYI0, CUHIUTUAIbHYIO
CBSI3b HEPBHBIX OTPOCTKOB; 3JIEKTPUIECKOE B3aMO-
JIEJICTBM€ TPOBOOHUKOB B IIPOTHUBOIIOJIOXHBIX Ha-
TIpaBJICHUSIX; COBMECTHYIO, O0beAMHEHHYIO (DYHKIIUIO
HEWPOHOB; CBSI3b OCHOBHOM AESITEIbHOCTHA MO3Tra HE C
TeJIaMH1 HEIIPOHOB, a C HEPBHBIMHU CIICTCHUSIMU.

Y6eauTenbHbIM OOBEKTUBHBIM I0Ka3aTeJIbCTBOM
MpaBOTHI HEPOHHOI TOKTPUHBI, KaK U3BECTHO, OBbI-
J1a “Teopus] OTMHAMUYECKON ITOJISIpM3allMKU HEMpo-
Ha”, aBTOpaMM KOTOpoii cuutanuch BaH I'eryxran
(Van Gehuchten, 1891) u Pamon u Kaxans (Ramon y
Cajal, 1891). Ota Teopus npearoarana, YTo pacnpo-
CTpaHEHME MMITYJIbCOB B HEPBHOM CUCTEME IPOMC-
XOIUT TOJIbKO B OJJHOM HampaBJeHUU: OT AEHIPUTOB
YyBCTBUTEILHOIO HEMpPOHA K OKOHYAHMSIM IBUTA-
TEeJIbHOTO HelipoHa, HO He HaoOopoT. Kaxanb moa-
TBEPOUJ CBOIO MPUBEPKEHHOCTH 3TOH nnee B HobGe-
seBckoit texkunu (Ramon y Cajal, 1906).

Onmnako Yapnp3s Ileppunrron (Sherrington,
1897) Bckope ormmy0MKoBa paboTy O AByHAIIpaBJICH -
HOM (aHTMAPOMHOM) TPOBEAEHUU HEPBHOIO WUM-
nyibca B LIIHC. B cBoeii cTaThe OH YIIOMUHAET U UC-
cienoBaHus A.1. babyxnHa KOTOpbIii, 3KCIIEpUMEH-
TUPYs Ha DJIEKTPUUYECKOM OpraHe HUJIbCKOTO cOMa,
3aJI0KWUJI OCHOBY JABYHAIIpaBJI€HHO MPOBOAUMOCTH
nepudepuyeckux HepBoB (badyxuH, 2007). PamoH u
Kaxans 01 mrmaHO 3HakoM ¢ llleppuHTTOHOM, OXI-
Hako o KoHuenuuu IlleppuHrToHa B CBOMX Tpydax
OH Hukorna He ynomuHai (Berlucchi, 1999). Okcne-
puMeHTaibHble AaHHble [lleppuHrroHa Moriau Obl
CTaTb OCHOBOIi, OMpoBepramwlieii opTogoKcaabHbIe
yoexxneHust HeMpoHUCTOB. IS peTUKYJISIDHON Teo-
puu 3TU yoenuTeabHble JaHHbIE BaXXHEUIIIME 1 B Ha-
crosiiee Bpems (Berlucchi, 1999; Kriiger, Otis, 2007).
AOCOJIIOTHO OYEBUAHO, YTO ellle Mpu Xu3Hu Kaxas
u ['onpIxy MOXHO ObUIO ObI AeTaJbHEE U3YYUTh U
HEKOTOpble peajibHble MOPGOJIOTUYECKUe TaHHbIE,
CBUJICTEILCTBYIOIINE O BOBMOKHOCTU CUHIIUTHAIBHOM
CB$13M HEPBHBIX BOJIOKOH Y LIEJIBIX BUJOB XKMBOTHBIX.

CopataukoM Pamon u Kaxansg I'yctaBom Perim-
YyCOM B €r0 OTPOMHBLIX MHOTOTOMHBIX (hboJMaHTaX
MPUBEAEHBI MPEKPACHBIE U300paKEeHUSI, BO MHOXE-
CTBE BOCITPOU3BOJISIIIINE CEHCOPHbIE HEMPOHBI TTOJIH-
XeT (puc. 1B) CO CAMBIIMMUCS OTPOCTKAMM, 00pa3yro-
IIMMU PHIXJIYIO CUHLIIMTUAIbHYIO ceTh (Retzius, 1892).
OH TakKe Ha IpemnapaTtax (puc. 1T) 4eTKO IpoaeMOH-
CTPUPOBAJ CIUSTHUE HEUPUTOB, COCIUHSIIOIIMXCS B
OJIHO BOJIOKHO C MHWEJINHOBOW OOOJIOYKON M mepe-
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xBaTtoM PanBbe y ajuturaropa (Retzius, 1884). Oto —
abCOMIOTHOE ITOKA3aTeIbCTBO CIHMSTHUST HEHPUTOB
(Sotnikov, Laktionova, 2016).

IMo3nHee cuHIIMTHATIBHAS CBSI3b HEMPOHOB y Oec-
TMO3BOHOYHBIX (pUcC. 2) OblIa foKa3aHa HEOTHOKpaT-
Ho (Young, 1936; Nicol, 1948; Hagiwara ef al., 1964;
Giinter, 1975; Friedlander, Levinthal, 1982). CtopoH-
Huku Kaxais (1985) urHopupyioT 1 TBEpIo 10Ka3aH-
HBI 3aKOH KiaeTouHoi Teopun llIBanna n Imeiine-
Ha 0 €eAUHCTBE OOIIUX CBOMCTB BCceX KJIETOK. OTBep-
raeTcsl CBOMCTBO OTPOCTKOB M TeJ HEPBHBIX KJIETOK
00pa30BBIBATh CUHIIMTHUI IIOAOOHO IPYTUM KJIETKAM.
Bunumo, yke 1aBHO MOXHO ObLIO IIPU3HAThH MPaBO-
MOYHOCTb CHMHLMTHUAJIbHbIX CBSI3€ii B HEPBHOI CU-
cTeMe, T.€. B 00eMX TEOpUSIX OTCTauBaTh HE IIpE-
CTaBJICHUSI “WIM—WIX”, a UCKaTh obluee “u—u”.
Ham BnepBbIe yaaaoch B KyJIbType KMBBIX U30JIUPO-
BaHHBIX HEMPOHOB OKOJIOTJIOTOYHBIX TAHTJIMEB MOJI-
JIIOCKOB ITIPOJAEMOHCTPUPOBAThL NUHAMMKY U MeXa-
HU3M CUHUMTUAJIBHOTO CIUSIHUSI HEUPUTOB (~7 4),
T.€. TJIABHOT'O HEAOCTAIOIIETO J0KA3aTeIbCTBA PETH -
KyJIsIpHOI Teopuu (puc. 3).

Kaxane (Ramon y Cajal, 1906), a Takke Jdorenb
(Dogiel, 1893) ony6aukoBaiu yauBUTEIbHbIE KAPTHU -
HbI KPYITHBIX U MEJIKMX, KOJIbLEBUIHBIX, 0€CCIIOPHO
CUHLUTHUAIBHO aHACTOMO3MPYIOIINX, TPYIII BOJIO-
KOH, KOTOpbIE CUHIIMTUAJIFHO CIMBAJIMCH B OTHO BO-
JIOKHO WJIM CE€Th OTPOCTKOB BOJIM3M Tejaa HelipoHa
(puc. 4a, 6). 310 — yOENUTEIbHBII IPUMED STUYEEK JIO-
KaJIbHOM CMHLIUTUAJIBHOMN CETU, BBISIBJIECHHOU HA TU-
CTOJIOTMYECKMX IpernaparTax.

Benukuit Kaxanb ObL1 HE B COCTOSIHUM OATh APYToe
onucaHue SIBHBIM aHACTOMO3aM U Ha3Basl UX “CTpaH-
HBIMA oOpa3oBaHusIMI”’. KonbleBUIHBIE CUHIIUTH-
aJIbHbIE aHACTOMO3BI IIOCTOSTHHO OOHApPYKMBAIOTCS Y
OAWHOYHBIX HEPBHBIX BOJIOKOH aBTOHOMHOM HEpB-
HOM CHUCTEMBI ITO3BOHOYHEIX (pHC. 4T) IIpU UMIIpe-
rHauuu ux no bunemosckomy—I'poc.

CeHcopHEBIE TepMUHAJIN CITOCOOHBI (POPMUPOBATH
HacTosIIMe OOIIMpPHBIE CUHIIUTUANbHBIE ceT. HaMm
yAaJa0Ch B TeUeHUe 48 4 BOCIIPOU3BECTU KOJIbIIEBUI-
HbIE STYEeHKM MPIKU3HEHHO B KYJIBTYpe TKaHM IIeH-
TPaJIbHBIX TAaHIJIMEB MOJITIOCKA (pUC. 5a—B) M UCCIIEIO-
BaTh KMHETUKY UX (hopMupoBaHus (puc. Sr—e). ITomy-
YeHHbIE JaHHBbIE II03BOJIIIOT C(HOPMYIUPOBATh
HOBOE ITOJIOKEHHE O €CTECTBEHHOM 3aKOHOMEPHOM
OMOJIOTUYECKOM SIBJICHUM — 00513aTeJIbHOM OJIHO-
BPEMEHHOM BeTBJIeHUM (OuUdypKaum) pacTylIux
BOJIOKOH U MX CIIUSTHUH, C (POPMUPOBAHUEM LIMKIIV-
YECKUX SIYEE€K HEPBHOM CETH.

Takum o6pa3oM, B IPUHIINIIC yIAeTCs ITOATBEP-
JIUTh OCHOBHBIEC MOJOXEHUSI PETUKYJSIPHOI Teopuun
lombmkm — BO3MOXHOCTH ITMTOTUIA3MAaTHYECKOM
CHHIIUTHAIBLHOM CBSI3U HEPBHBIX BOJIOKOH — M TPO-
JIEeMOHCTPUPOBATh MeXaHU3M (POPMUPOBAHUSI HEPB-
HOI1 ceTH. Y pereHepupPYIOIINX OTPOCTKOB, TO-BUIM-
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Puc. 2. CuHUMTHAIbHBIC LIUTOIJIA3MAaTUYECKUE CBSI3U B HEPBHBIX CUCTEMaX OECITIO3BOHOYHBIX. @ — OOIIMIA BUI HEPBHBIX CUH -
uutueB y Loligo; 6, B — yBeJIMUEHHBIC IETAIN PUC. 2a; T — HEMPOCUHIIUTUM Y Sepia; I, € — MATOIIa3MaTUIECKIE aHACTOMO3BI

y Mormiride u y Myxicola.

MOMY, CYIIIECTBYET Opeae/IcHHbIN apUHUTET Heil-
poILIa3Mbl, KOTOPBIIi BBI3BIBAET IOBOPOT COCETHUX
OTPOCTKOB Ha 90° HaBCTpeuy Ipyr APYTy U oGpasyeT
X cIusiHuEe. BakHO OTMETUTh, UYTO B TOUKE CUHIIM-
THUAJILHOTO CIIMSIHMSI KOHYCHI pOCTa MCYe3aloT, a pe-
re’Hepanysi HelipuToB MHruoOUpyetcs. M3bupareb-
HBI€ OTHOIIIEHMS, BUIUMO, UMEIOTCSI HE TOJIBKO Y BO-
JIOKOH OJHOM M TOil Xe KJIETKH, HO U § OTPOCTKOB
pa3HbiX HelipoHoB. OtkpeiTe IIIK B HepBHOI cu-
cTeMe, 10 HalleMy MHEHWIO, JIMIIWIO INCKYCCUIO
“HeitpoHHast Teopusi WINW PETUKYJISIpHAsT Teopus”
00BEKTUBHBIX IIPOTUBOpeUnii. Terepb MHOXECTBEH-
HbIE 2JIEKTpUUECKHUE CUHATICHI TTOATBEPXKIAIOT UACH
PETUKYIISIPUCTOB O MOP(MOJIOTUYECKOM U (PU3NOJIO-
TMYeCKOM OOBbeIMHEHNY HEPBHBIX ceTeil. Kak roBo-
pun Kaxanb B cBoeii HOOEJIEBCKOI JIEKIIMU, “...0ymy-
Iasi HayKa OCTaBUT OOJIbIIINE CIOPIPU3BI 1 3aMeda-
TeJabHbIe 3aBoeBaHuUs i1 Hac” (Ramon y Cajal,
1906, c. 241).
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HIEJEBBIE KOHTAKTDBI — HOBAA BI10XA
PETUKVYJIAPU3IMA. PEABUJIWUTAL A
KAMWIUIO TOJBbIAXHN

ITocne moxkaszarenbcTBa MEKHEHPOHHON Iepena-
YU MMITYJIbCOB C IMOMOIIBIO SJICKTPHUYCCKUX CHHAII-
coB (Furshpun, Potter, 1957) “TpuymdanbHas dury-
pa Kaxansa” moryckuena (Kriger, Otis, 2007). Mcue3
IJ1aBHBIN HETOCTATOK TEOPUHM PETUKYISIPUCTOB — HE-
BO3MOXKHOCTb IIPOAEMOHCTPUPOBATh MEXaHUYECKYIO
CBsI3b MHOTOUMCJICHHBIX CMEXKHBIX BOJIOKOH BHYTPU
HEpPBHBIX CIUIeTeHUIi. JloKa3aHO UX 3JIESKTPUUECKOE
B3auMoOJIeHiCTBHE 0e3 XUMHNUECKNX MearaTopoB. I1o-
Ka3aHO, YTO aKCOH y4acTBYEeT B 00pabOTKe MUMITYJIb-
ca. Yepes IHIK cmaiik criocodeH mpoHUKaTh Oecripe-
MSITCTBEHHO C 00EMX CTOPOH B OTJIMYME OT KJIaIlaHO-
00pa3Horo AeiCTBUSI XUMUUECKOTo cuHarica. Takxke
BaXKHEHIITNM JOCTVDKEHUEM PETUKYIISIPU3Ma SIBIISIET-
csl yTBEp:KIeHUE OOIIHOCTU B3aMMOACUCTBUSI HEM-
pOHOB B Mo3re. “...5l HUKoOrga He MMeEJ IO CHUX IT0p
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Puc. 3. [luHamMnKa 1 MEXaHU3M CIIMSTHHS PACTYIIIMX BOJIOKOH Pa3IMYHBIX HEMPOHOB B KYJIbTYpe TKaHU. a—B — Ipoliecc oopa-
30BaHUS LIUTOIJIA3MAaTUIECKOTO CHHIIUTHUS; ] — OTPOCTOK HMKHEMN KIIETKH; 2 — OTPOCTOK BEPXHEM KIETKU; 3 — BAPUKO3HOCTb,
KOTOpas IMepeMeIaeTcs Yepe3 MECTO CIIMSTHUS IBYX OTPOCTKOB; 4 — TEJIO BEPXHE KIIETKU. YKa3aHO BpeMsl OT Hayasla CbeMKU;
st puc. 3 u 5. Kynbrypa tkanu. ®azoBblii KonTpact. O6. 40Ph, ok. 10.

Puc. 4. KosblieBumHbIC STYCITKY CUHIIUTUATBHOM CETH aHACTOMO30B BOJIM3U TeJl HEMPUTOB IMTO3BOHOYHBIX. a — mpemnapar Pa-
moH u Kaxans (Ramon y Cajal, 1891); 6 — pucynku Jorens (Dogiel, 1893); B — peLienTopHOe OKOHYaHWE TOLLEH KUILKU; T —
YBEJIMUYEHHBIN (hparMeHT ceTu Ha puc. 48. Umnpernauus no bunsirosckomy—I'poc. 0O6. 40, ok. 10.

MN3BECTHA PAH. CEPUA BUOJOTHUYECKAA Ne2 2019



132 COTHHUKOB

Puc. 5. KuneTtrika hbopMHpOBaHUS KaJTbLIEBUIHBIX CHHIIMTHABHBIX sTYEEK CETH OJMHOYHBIX HEIIPOHOB B KYJIbTYpe TKaHU. a —
MepBUYHBIE STYCHKN Y OCHOBAHMUSI TeJla HEMPOHa; 6 — BTOPUYHBIE STYEHKM CETH B 00J1aCTH BETBIIEHHSI OTPOCTKOB; B — GOJIBIIIOE
yBeJIM4YeHue puc. 56; r—e — AMHaMuKa (GopMUPOBaHMS KOJIbLEBUIHOTO CUHIIMTHAIBHOTO aHACTOMO3a PEreHEPUPYIOIIETO OT-
pocTka; I — nepBUYHbIE STYEHKU; 2 — BTopuuHble stueiiku. KyapTypa Tkanu. ®as3oBelit KoHTpact. 0O6. 40Ph, ok. 20.

MPUUYMHY, UTOOBI OTKa3aTbCsl OT KOHILETIUU, KOTO-
pyIo g Bcerma NMOMYEPKMBaJ, YTO HEPBHBIC KIIETKU
BMECTO TOTO, YTOOBI pab0TaTh MHANBUIYAJIBHO, ACH-
CTBYIOT BMECTE TaK, UTO MbI IOJIKHBI IyMaTh, YTO HE-
CKOJIBKO TPYMIT 3JIEMEHTOB OCYIIIECTBIISIIOT KyMYJIsI-
TUBHEBIN 3(¢eKT Ha TTepudepruiecKre OpraHbl C IO~
MOIIIBIO BCEro MMy4YKa BOJIOKOH” — oTMedast I ojbmku
(Golgi, 1906, c. 216).

B Heiipodusuonorum yxe gaBHO MOAPOOHO UC-
CJIEAYIOTCS TaK Ha3bIBacMble CMEITaHHBIC CHHATICHI
(puc. 6), y KOTOphIX MOopdooTudecKre MpU3HAKN
XUMUYECKUX CUHAIICOB OOHApYXKUBAIOTCSI BMECTE C
anekTpuyeckumu cuHancamu (IllamosanoB, Iupsi-
eB, 1987; Rash et al., 2015). O6 omHOM ciay4aiiHOM
npernapare JIOKaJIbHOro 00beqUHEHUS] XUMUYECKOTO
CHHAarca ¥ CMHIUTHAIbHBIX Hepdopanuii COOOIIIN
cropoHHuku Kaxans n3z Manpuna (Santander ef al.,
1988). IIpumeuaTenbHo To, uro LK B cMeliaHHBIX
CHHArcax 3aKOHOMEPHO JIOKAJIM3YIOTCS Mo OoKam
TUTOTHOM CHMHANTUYIECKOU CHeIMaIN3alli XUMHIIe-
CKMX CUHAICOB U YTO UMEHHO Ha 9TOM MecTe obpa-
3yI0TCS CHHIUTUAJIbHBIE mepdopanuu. MmeaabHoe
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COBITaIcHUE TOMOTpadUU ITUX CTPYKTYp — yOemau-
TeJIbHOE CBUAETEeNbcTBO npobdoaeHus K u ux mpe-
BpallleHus B cMHLIMTUM. HaM ynaBajsioch nmpu cTaH-
IapTHOM TPAHCMUCCUOHHOM 3JEKTPOHHOM MUKPO-
CKONUU OOHAPYXXUTh HEMAJIO TAKUX CUHIIUTUATbHBIX
nepdoparnuit Ha Mmecte LK (puc. 6). B npyrux ygacr-
KaX BOJIOKOH CUHLMTHUaJbHbIE TMepdopalym TakxKe
BCTpevaroTcs yacto. MIx pa3mepbl MOTYT OBbITh €1Ba
3aMETHBIMU WJIU OYEHb KPYIMHBIMU. MeMOpaHbl J1-
00 cnuBatTcs (puc. 7a, 0), MO0 nephopuUpyrTCs
(puc. 7B, T). YBenuueHue neeKToB MeMOpaH MOXET
MPUBECTU K CIUSIHUIO BOJOKOH (puc. 71). CUHLIMTU-
aJIbHO CBSI3aHHBIMM MOTYT OBITb M TeJla HEMPOHOB.
IlIpu npeaenpbHOM paciiiMpeHun Tepdopaluii oHu,
BUIIMMO, KaK 1 BOJIOKHA, MOTYT CJIMBaThCs U paccMaTpy-
BaIOTCS KaK KIIETKM C ABYMsI simpamu (puc. 8a, 0).

BoaMoxHo cimsiHue Tpex (puc. 8B) u Oosee Heii-
poHoB. Ham BrepBbie yaaaoch pa3padboTaTb METOIM -
Ky MOJy4YeHUS KUBBIX CHUMILJIACTOB HECKOJIBKMUX
CIIMBILIMXCSI HEPBHBIX KJIeTOK (puc. 8r). OmHako Me-
XaHW3M BO3HUKHOBEHUS 3TUX KJIETOK U UX CBOMCTBA
JIO0 CHX ITOp ocTaBaauCh MaonoHATHBIMU (Diloren-
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zo, 2010; Kawataki et al., 2010; Sotnikov, Laktionova,
2016). HeoGxoauMo BBIIEIUTH TpU (DEHOMEHA, Xa-
paKTEepPHBIX IS COBOCHHBIX KJICTOYHBIX MeMOpaH:
HIK, cuHimTranbHble TIepdopaiil 1 MeMOpaHHBIE
CIIMSTHUSI TEJ1 HEMPOHOB (IMKapuoHbl). EcTecTBEHHO,
BO3HMKAET BOMPOC: HE MOTYT JIM B MX OCHOBE HaX0-
IUTHCS OOHU M Te Xe CBOICTBA CITApEHHBIX HEMpPO-
JIEMM KJIETOK?

MEXAHW3M ITPEBPALLIEHWA LIEJTEBBIX
KOHTAKTOB B CUHIIUTUAJIbHBIE
[NEPOOPALINN

Ceifgac yxe Heab3sI 0e3 MpencTaBICHUN PETUKY-
JISIp3Ma OOBSICHUTH C IIOMOIIBIO TOJIBKO HEMPOHHOM
JOKTPUHBLI BO3MOXKHOCTH IIPEBpaIlicHUSI XaoTHYe-
CKOIi HEpBHOI UMNYyJIbCALIMU B pPUTMUYECKYIO YACTO-
Ty HayeK WIM KOJUJIEKTUBHOE cpadaThIBaHWE He-
CKOJIBKMX HEMPOHOB C YBEJIMYECHUEM aMIUIATYIBI ITO-
tenumuana (Igbal er al., 2014; Rosa et al., 2015).
Oxa3bpIBaeTCsl, peTUKYJISIPHAS CBSI3b “OrPOMHOTO Op-
KecTpa” 2JIeKTPUYECKM B3aMMOJICHCTBYIOIINUX CETEi
HeHponuis CIiocOOHA BIIMSITh HA KOTHUTUBHEIE ITPO-
LecChl — “IOBeAeHYECKUE ITIePeEMEHBI” — BCEro opra-
Husma (Okun et al., 2015; Jin, Ribelayga, 2016), kak u
npennoiaran INomsmxu (Golgi, 1883). IToka3zaHo, 4to
KO3((PUIIMEHT 3JIeKTPUYECKOIO COIPOTUBJICHUS B
IIIK KoHTaKTUpYyIOIIUX HEHPOHOB IIMPOKO Bapbu-
pyer (Schwemmer, Levis, 2014; Chen et al., 2016).
DTO 3aBUCHUT OT IUIONIIAAM, 3aHUMAaeMOl KOHHEKCH-
HOBBIMM MOJIEKYJIAMH, OT IIMPUHBI MEXKJICTOYHOMN
eI U OT COCTOSHUSI aKTUBHOCTHU 3JIEKTPOIPOBO-
ISIIUX KOHHEKCHMHOBBIX KaHajoB (Hanani, 2012;
Olesen et al., 2012).

Tak, MpUHSTO CUUTATh, YTO MPU UIIEMUU KOH-
HEKCUHOBBIE TMOJIyKaHalbl OTKpbIBalOTCs. [1pu aToM
yBeJIMYMUBaeTcss MeMOpaHHasi MPOBOAUMOCTb U BO3-
MOXHO MTOBpEeXIeHNEe MeEMOpaHbl. “OTKPBITHE KPYII-
HBIX KaHajioB IpoBomumoctu” (Thompson et al.,
2006) paBHOCHJIBHO YBEIWUYEHWIO CUHLIMTUATBLHBIX
Mmop Wiau repdopaliuu, BILUIOTh 10 pa3pbiBa Helipo-
nemmbl. Takum oopaszom, IIIK — 3To mogBmkHAsST cH-
cTemMa Top, pasMepbl KOTOPBIX 3aBUCST OT CTENEHU
UX BJIEKTPOIIPOBOIMMOCTUA U MEXaHUYECKOrO PacTsi-
xeHus (Salameh, Dhein, 2013). B skcnepumeHTax
ObLI0 TIOKa3aHo, uTo 4yepe3 mnopbl K momMumMo He-
OOJIBIIMX KpacuTeJeil TUMa MpoLIEOHOBOTO KEJITOTO
BCE-TaKM B HEKOTOPBIX CIy4yasix IMpoHnKaroT n Fura-2,
u Calcium Green, CIMIIKOM OOJBIINE, YTOOBI IIpe-
ononeth nopkl K (Buzsaki, 2001), kak O0yaTo KOH-
HEKCUHOBBIE MOPbl, PACIIUPUBILIUCH, TPEBPATUINCH
B CMHLIMTUAIbHBIE TTopbl. [TokazaHo Takke, 4To crie-
HuuyecKkue KOHHEKCMHOBbBIE 0JIOKATOPHI BJIEKTPU-
YECKMX CUHAIICOB — OKTaHOJI, rajloTaH U KapOeHOK-
coisieH (Draguhn ef al., 2000) — He MOTYT IIOJTHOCTBIO
npenoTBpatuTh 3ddekThl npucyrctBus LK, uro,
BO3MOXHO, TOXE CBSI3aHO C MePeX010M HaHOCKOMHU-
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Puc. 6. I1leneBnie koHTakThI (LK) 11 1X cMHIIMTHATTBHBIE
nepdopaly B OTHUX U TEX XK€ Y4aCTKaX CMEIIAHHBIX CH-
HAIICOB Y CUMITATUYECKUX TaHTJINEB KOIIKU. / — MOCTCU-
HaNTUYeCKOoe YIUIOTHEeHUE (CITelraIn3alus) MeMOpaHHbI;
2 — IIK; cTpenka — CMHUUTHAJIBbHBIE Nepdopauun Ha
MecTax OBIBILIMX MUEJMHOBBIX Tepdopaiiuii. DIeKTpoH-
Hast MuUKpockonus. YB. 40 000.

YeCKMX KOHHEKCUHOBEIX ITOP B 00Jice IMPOKIE CUH-
ouTHAJIbHBIE TTOphl. Kak n3BecTHO, IIIaBHBIN OENIOK,
obecneyuBaronnii cBs3p 1K — koHHEKCUH-36. Y
MO3BOHOYHBIX 3TO — 100%-HEb1ii Mapkep LK. Tem He
MEHee MpU MCCIEOOBAaHUM HOKAYTHBIX >KMBOTHBIX,
JIMIIIEHHBIX KOHHeKCcHHA-36, a 3HauuT LK, cnoco6-
HOCTh TUIIIOKaMITa K CUHXPOHU3ALMM CHAKOB U
JIpyTve ero CBocTBa 4yaCTUYHO coxpaHswoTcs (Deans
et al., 2001; Traub ef al., 2003). CnegoBaTelIbHO, I10-
mumo 1iop IIIK B rummokamiie CyIIECTBYIOT €lle
CUHILIUTHUATbHBIE MTOPHI.

Crapasich n30eraTb YIIOMUHAHUS O BO3MOXHOCTH
€CTECTBEHHOTIO CYIIIECTBOBAHWSI CUHIIUTUS B HEPBHOI
CUCTEMeE, KaK TpeACKa3bIBaId PETUKYJISIPUCTDI, HEKO-
TOpPBIEC aBTOPHI MBITAIOTCS BMECTO CJIOBA “CMHIIATHIT”
WCIIOJIb30BaTh TEPMUHBI “CBSI3b HEKOHHEKCHMHOBOTO
tumna” (Stebbings ef al., 2002), “BpeMeHHOe” YacTUy-
Hoe cmusiHue (Feierbach ef al., 2007), “nepexomnHas”,
“BpemMenHas1” anekTporiopanus (Barker et al., 2009),
“KpaTKOBpeMeHHbIi TepeHoc OenkoB” (Niu ef al.,
2009), “momycnusaue” (Poschner ef al., 2010) u np.
TakuMm o6Gpa3oM, aBTOPBI HEBOJIBHO CKJIOHSIIOTCS K
MPEeICTaBICHUSIM O BO3MOXKXHOCTU KaKOM-TO ecTe-
crBeHHOI nepectpoiiku K.
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Puc. 7. Ciiustnue MmeMOpaH 1 riepdopariius 1eeBbiXx KOHTakToB (LK) HepBHBIX BOJIOKOH. a, 6 — BApMaHTbI CIIMSTHUSI MeMOpaH
1K, nx ucToHYeHNEe BIUIOTh 10 00pa30BaHUS MJIOTHOM MEXXBOJIOKOHHOM ITePeMBIUKH; B, T — 00pa3oBaHMe MOP MM Iepdo-
paumii Ha MecTe ObiBIMX LK BOJIOKOH; 1 — OMHOBpeMEHHbIE CTalM IMPOLIECcCa CIUSTHUSI KOHTAKTUPYIOIINX MeMOpaH, UxX
nepdopaliny U CIUSTHUS [IMTOILIa3Mbl CMEXXHBIX BOJIOKOH; / — uctoHyeHHbIe LI[K; 2 — mepdopalinu KOHTaKTOB, 3 — CIUSIHUE
LIUTOILIa3M KOHTAaKTUPYIOIINX HEMPUTOB. DJIeKTPOHHAsI MUKpocKomus. ¥YB. 35 000.

He BBI3bIBacT COMHEHUSI, UTO CKOILUICHUE B OTHOM
MecTe HeilpoJeMMbl 3HAYUTEIBHOTO KOJIMYECTBa
0eJIKoB (KOHHEKCHHOB), a TaKKe COJIMKeHUE U CIIv-
SIHWE JBYX KOHTAaKTUPYIOIIMX JIMITUIHO-0EIKOBBIX
MeMOpaH 00s13aTeJIbHO HapyILIaT UX OMIUITUIHYIO
TeOMETPUUECKYIO YITOPSIAOYEHHOCTb, OOYCIIOBJICH-
HYI0 TUAPOPOOHBIMU CBOMCTBAMHY JIUTIUAOB (pHUC. 9).
BDT0, COOTBETCTBEHHO, CBUIETEIBCTBYET O TOM, UTO
1K — MecTo HamMeHbIIIeH MeXaHNMISCKOM YCTOMYM -
BOCTH MeMOpaH, HanOOJbIIIEeH ee 3JIEKTPUICCKON U
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XUMUYECKOM MTpOHUIIaeMOCTH. JlaHHbIE, TPUBEICH-
HBIe PSIOM HCCIeooBaTesIeii, M0Ka3bIBAIOT, YTO
MMEHHO YBEJIMUCHUE YMCIIA DJIEKTPUUECKUX KOHTAK-
TOB TIpU WIIEMUM, YEePEITHO-MO3rOBOil TpaBMe U
SIUJICTICUM MHULMUpPYEeT rubenb HeiipoHoB (Bel-
ousov, Fontes, 2013). Eciu corimacutbcs ¢ Te€M, 4TO
MeMOpanHbIi KoMmiuieke K mpu matomornm — mc-
XOMHBIN (haKTOp anbTepaluu, TO CIAeAyeT MPU3HATh
BEepHBIM Hallle npenronoxeHne o Tom, yro HHIK mo-
TyT OpeBpalllaThCs B CUHLIMTHAJIBHBIC MOPHI U TIep-
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Puc. 8. CuHUMTHAIBHOE CIIUSTHUE TeJl HEMPOHOB C YBEJIMUEHUEM YKCIIA UX SIIep. a — ABYSIACPHBINA HEMPOH C 00beIMHEHHBIMU
OTPOCTKaMM; O — XKUBOI HEMPOH — AMKAPUOH; B — XKUBOI TPEXbsIIEPHbII HEMPOH; I — UCKYCCTBEHHBIN CUMILIACT HECKOJIBKUX
CJIMBIIMXCS HEPOHOB, MOJIy4EHHBII U3 OTAEIbHBIX XXUBBIX HEPBHBIX KJIETOK MOJITIOCKA; / — siipa CIIMBIIMXCSI HEPOHOB; 2 —
BE3MKYJIOIOAOOHbBIE CTPYKTYPhI — OCTATKU MEXKJIETOUHBIX IIleJieil Ha TpaHUIaX CUHIUTUAIBHOTO CIIMSIHUST KJIETOK; a — UM~
nperHanus mo bunpimosckomy—I'poc. O6. 40Ph, ok. 20; 6, B — (ha30BbIil KOHTpACT, IpYKU3HeHHass Mukpockonus. O6. 40Ph,
oK. 20; T — BJIEKTPOHHAsI MUKPOCKOMUSI, (Da30BbIii KOHTPACT U KOMIObIOTEPHBIN KOHTpacT. ¥YB. 10000.

dopanuu. Bo3aMoOKHO, 3TO OIMH M TOT XKe Ipoliecc
YacCTUYHOM AeMeMOpaHM3allu HEMPOHOB IIPU UX A~
redepanuu. Y K n cuHnmuTranbHbIX niepdopaimii
MHOT0 001IUX CBOMCTB. O0e CTPYKTYphl 00pa3oBaHbI
CcIIapeHHBIMU OMJIUIIMIHBIMU MeMOpaHaMu, 001ana-
FOT HU3KUM 3JICKTPUYECKUM CONTPOTUBJICHUEM U BbI-
COKO#l MPOHUIIAeMOCThIO KOHKPETHBIX KpacuTeeit
(Schwemmer, Lewis, 2014). UMeHHO 3T mpU3HAKU
OOBIYHO McTIoNb3yloTcs Mt auarHoctuku K. C
otkpbiTieM LK y peTUKyISIpHOI TeOpUU TTOSIBUIICS
psd HEOOCTYITHBIX paHee IOKa3aTeJIbCTB: MHOXE-
CTBeHHas1 Mopdoorunyeckas CBsi3b BOJIOKOH, 3JIeK-
TPUYECKOE 1 YaCTUYHO MeTaboIMuecKoe B3auMOIeii-
CTBHE HEWPOHOB, CIIOCOOHOCTb Pa3HOCTOPOHHETO
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MPOBEACHMUS CIlalika U KyMYJISITUBHOE B3aMOMACH-
cTBUE ceTeii mo3ra. Hacrama mopa peabwivranmu
uneit Benukoro Kamuino IN'onbmku.

PetukynsapHasi Teopusi 3aHUMaeT paBHOIIpaBHOE
MECTO B HEBPOJIOTUU HapsIAy C MPU3HAHHBIMU 3aCJTy-
ramMu N1OCTOWHOU HepoHHOU NOKTpUHEL. [I[K — 31O
YYaCTKU aAre3uMOHHO-CITAPEHHBIX CMEXHBIX HapyX-
HBIX KJIETOUYHBIX HEiipoMeMOpaH B 00JIACTH CYKEHUST
ux MexHelipoHanbHoI menu (puc. 10a, 0). [llupuna
IIEJTU Pe3KO KOJIeOeTCs, BIJIOTh IO TOJTHOTO CIUSI-
HUS TIpUIeKaIInX MeMOpaH 1 00pa3oBaHUs TOHKO
3MEKTPOHHO-TUIOTHOM MEXHEWPOHHOI MepEMBIYKUA
(puc. 7a, 6 u 10B). OmgHa U3 NpuUaexKaIux MeMopaH
MOXET PE3KO JIOKATIbHO U3MEHSITh CBOIO KPUBU3HY U
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Puc. 9. Cxema mnipenroniaraeMoro MexaHu3Ma npeBpaiieHus meiaeBoro koHTakTa (LK) B cuHniutuanshyto nepdopaimio. a —
modekyisipHasi cxeMa LK ¢ cyxxeHrneM MeXKJIeTOUHOI 111e11; 6 — HapylleHUe TeOMeTPUIeCcKOi MOJIEKYJISIPHOM OpraHu3auuu
OMJTUTIMIHBIX CJIOEB MEMOPaH NpU UX COMKEHUU U CIMSIHUM; B — HApYIIeHUe MeXaHUUeCKOi MpoyHocTH 1 nepdopanus LK
(mememOpaHu3aius); I — MOJIEKYJIbl MEMOPAHHBIX OETKOB; 2 — MeXMeMOpaHHasl 11eTb; 3 — OUJINTIUIHAS OPTaHU3AIS MEM-
OpaHbI; 4 — MOJIEKYJIbIl KOHHEKCMHOBBIX TIPOTEUMHOB; 5 — KOH(MOpPMaIIMOHHbBIE U3MEHEHUS OEJIKOB U paclInpeHne KOHHEKCU-
HOBBIX TTOP; 6 — HapyILLIEHUE YIOPSIIOYEHHOCTH OpraHU3aluy JJUITUAHBIX MOJIEKYJT; 7 — IJIOTHBIN TSIK (OCTaTOK MepeMblYKU
nepoprupOBaHHOTO KOHTAKTA); & — OCTATOYHOE MEMOpaHHOE Teblie; 9 — BOCCTAHOBJICHUE OWJIMTIUIHBIX MEMOPAH 1O KpasiM

CUHLIMTUAIbHOM Tlepdopaunu.

anare3vio, CMEIAThCs U IPUINMNATh B KOHKPETHO
TOYKe K cocemHeit memOpaHe (puc. 10r). BaxHas
ocobeHHocTh IHHIK — MX CHOCOOHOCTH TPYIIIMPO-
BaTbCsl B ceTU U 1ernodku (puc. 10m), 4To HEOmHO-
KpaTHO OTMEUYaJloCh B Pa3JIMYHBLIX OTHEIaX MO3ra
(Fukuda et al., 2006; Baranes et al., 2007).

HcToHuyeHME TTepeMbIYKH IIPEAojIaracT BO3MOXK-
HOCTh €€ IIPOpBIBa U 00pa30BaHUS CUHIIMTUATLHOM
nopkl. [1py 3HAYUTENILHOM YBETMUYEHUN MUKPOCKO-
a 3TO JeCTBUTENLHO IIPOSIBIISIETCSI CHaYaia B BUIE
eIlBa yraJbIBacMbIX IIOP B MIEPEMBIUKE MEXKITy BOJIOKHA-
MH. 3aTeM ITOphI, BO3MOXHO, PacIIPSIOTC, 00pas3ys
KpyIHbIe CHHIIUTHAIbHBIE TTepdoparuu (puc. 11). 1o

MN3BECTUA PAH. CEPUA BUOJIOTUYECKAA Ne2 2019
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Puc. 10. BapriaHTbl 1 AMHAMUKA TTepecTpoiikH 1iesieBbix KOHTakToB (1K) B Hopme. a — LK ¢ cy>keHHOI MeXXMEeMOpaHHOM 111ebIO;
6 — KOHTAKT B HayaJle CIMSTHUS YaCTH MEXXMEMOPaHHOI 1IeJTH; B — MOJTHOE ciimsiHre MeMOpaH LK r — omHOCTOpOHHSIs TOKaTbHAST
anre3ust MeMopat Tipu oopazoBanuu LIK; m — miermouka cepuu 1K, / — caussHue HapyXKHBIX CJIOEB KOHTAKTUPYIOIIX MeMOpaH
(nepeMbluka); 2 — onuHounble K nenouku; 3 — MexxmMeMOpaHHas 111eJb; 4 — Ha4aslo Cy>KeHUs MeXMeMOpaHHOM weu; Ny, Ny —
HeHpoIuIa3Mbl KOHTAKTUPYIOIIX HEHPOHOB. DleKTpoHHast MUKpocKonust. YB. 25000 (a—r) 1 30000 ().

!
.(r)v ;NZ 4!.3 . & A 4 » 3 sl = .i’ ”JJ

Puc. 11. CtpoeHue CUMHIIMTHABHBIX MTepdopalinii CIUBIIMXCS MeMOpaH Ha MecTe 1esieBbiXx KoHTakToB (LK) npu anbrepa-
1MUY HelipoHa. a, 6 — o0t BUI OCTaTOYHBbIX hparMeHTOB MeMOpaH 1ipu nepdopauuu LHIK; B — chopMrpoBaHHbIe BO BpeMs
paspsiBa LK elie He oTaeaMBILIMECs OCTaTOYHbBIE TeJblia Ha rpaHulie cocenHux LK u Bo3HuKIe# nepdopaiiuu; r — yepeno-
Banue 1K u ux nepdopaunii npu CUHIUTUAILHOM CIUSHUU IBYX HEMPOHOB; I — OCTaTOYHbIE MeMOpaHHBIC TeJbla; 2 —
ciauimecs memopansbl LIIK; 3 — kapTuHa oTIIENIeHUs OCTATOYHBIX MEMOPAHHBIX TeJell; TOJCThIe CTPENKU — nepdopauuu
IIK; ToHKHME CTpeaKM — IUIOTHBIE U30THYTBIE OCTAaTOUHBIE TSKM-MEpeMbIYKU pazopsaHHoro LK; N, N, — Heliporiasmsl
KOHTaKTUPYIOIINX HEMPOHOB. DIeKTpoHHAast MUKpocKomus. YB. 40000.

MN3BECTHA PAH. CEPUA BUOJOTHUYECKAA Ne2 2019
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Puc. 12. BapuaHTbl TepMUHAaIeil CMHIMTUAIBHBIX TTepdopalinii ObIBIIMX 11ieaeBbIXx KOHTaKTOB (IL[K). a, 6 — meTanm ocratou-
HbIX pparmeHTOB repeMbruku LK nmpu 6osb1om yBenmyeHuu puc. 11a, 6; B — coxpanusiumecs yactv LK nocie ero pa3pbiBa
U MIpeBpallleHNs] B CHHIMTHUI; T — OKPYIJIEHUE KOHIIOB CIIMBIIMXCS MEMOpPaH TMpu paciimpeHuu nepdopauuu; / — IIOTHBIH,
BO3MOXHO O€JIKOBBIN, KPIOUKOOOPa3HbIii TsK (ocTaTok nepembruku LIK); 2 — ocTaBuiasicss iCTOHYEHHAs! CBSI3b CIMBIINXCS
CMEKHBIX MEMOPaH MePeMbIYKU M 06pa30BAHHOTO U3 HUX OCTAHOYHOTO TeJIblIa; 3 — CIUSHUE CMEXHBIX MeMOpaH; 4 — OCTaB-
1rasicst yacth MexkMemo6panHoii menu LHIK; 5 — mexkMemMOpaHHas 1ieib. DaeKTpoHHass MuKpockonust. ¥YB. 40000 (momoHu-

TeJIbHOE YBEIMYeHE PUCYHKOB).

He cJIyyaliHble pa3pbIBBI CITapeHHBIX MeMOpaH. OO0
3TOM CBUIETEIBCTBYET TOT (paKT, UTO HePeKThI 0Opa-
3yI0TCSI OOBIYHO psimoM ¢ rpynmnon npyrnx HIK n B
KadyecTBe MX IpomoinkeHus (puc. lla, 6). B obnactu
nepgopaumii UMeeTcs OBa Buaa TepMmuHaneil. OmHa
TePMUHAJIb MPEICTABISIET COOO0I TIOTHYIO CTPYKTYpY,
HMCTOHYAIOLIYIOCS 10 pa3priBa (puc. 128). Ha ee KoHiie
nMeeTCs KpIOUYKOBUIHOE OKOHYaHue (puc. 12a, 6).

dakTruecku 310 NpIMOe AOKA3aTeILCTBO nepdopa-
mym HIK. Bropast opma TepMuHamm — cgepudecKe
YTOJILIEHUSI, KOTOpPble OOBIMHO BBIWIEHSIIOTCSI, 00pasyst
KaruienogoOHbIe ocTaTouHble Teibla (puc. 11B). Otm
CTPYKTYpbl MOOOOHBI C(EepUUeCKUM OOpa30BaHUSIM,
BCerIa HabIIoIaeMbIM ITPYU MEXaHUYECKOM pa3pylleHUN
MUEIMHOBOI 000JIOUKHU, BOJIOKOH, TAKXKe COCTOSIIIICH 13
OMMNMOHBEIX MeMOpaH. MHorma ocTaTo4HOe TeJblie
MOXET UMETh Cjie[lbl KOHTYPOB TpEXHEH TepeMbIUKU
(puc. 116, 126). Ha puc. 12B ripomeMOHCTpUPOBaHEL BCE
craguu nedpopManmu 1K Ha ogHOM mipernapare: cyxe-
HUE MeXMeMOpaHHOI 1IN, CIMSIHIE MeMOpaH BILIOTh
10 00pa3oBaHUsI TIOTHOM IIEPEMBIYKM MEXIY ITUTO-
IIa3MaMu HeMpPOHOB 1 MpoboaecH1e MeMOpaH ¢ 00pa3o-
BaHWEM CUHLWTUAILHOI Tepdopaliy MeXIy KIeTKa-
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mu. Korna nepdopariyi pe3ko yBeJIMIMBaIOTCS, MX KOH-
IIbI MOTYT IIPUHUMATh (POPMY KPYIHBIX SJUIATICOMIHBIX
OKOHUYaHUI CO CJIMBIIMMUCS MeMOpaHaMM CMEKHBIX
HelpoHOB (puc. 12r). Y aTux TepMuHaJIei XOpOIIo BUI-
HBI CJIMBIIIECS] CMEXKHBIE CJIOM O00JIOUKI COCETHMX BO-
JIOKOH. Bce nepeunciieHHbIe MPU3HAKU (CTaIUK) pa3py-
menus K MoxHo HabIoIaTh OMTHOBPEMEHHO Ha Of1-
HOI 1 TOI XK€ IPyIIIe HEPBHBIX BOJIOKOH.

EI[PIHI)IPT [MPOUECC JEMEMBPAHU3ALIUN
HEWMPOHA OT IEJEBOI'O KOHTAKTA
J10 CUHLIMTHUAJIbHOW MMEP®OPALIMU
N ABYAAEPHOCTMH I1PU TTATOJIOTMA

DKCIEPUMEHTEl C MCIOJb30BaHMEM 3JICKTPOH-
HOIl MUMKPOCKOIIMM YOEIUTEIbHO IEMOHCTPUPYIOT
yBesmmueHne yucia K n mepdopaimii mpm martosro-
run. [To3ToMy MBI CUMTAIIN 1I€JIECOOOPa3HBIM IIPOBE-
pUTh ONMCAaHHBIA MexaHu3M IipeBpaineHus 1K,
MpoaHaJIU3UPOBaB IMHAMUKY BaJIJIEPOBCKOM IeTeHe -
pauuu XMMUYECKUX CUHAICOB, KOTOpasi BCerma OT-
MeYaeTcs IIPU pa3IndHbIX HO30JIOTUYECKUX (popMax
3aboneBanmii. [Iponecc mepepe3ku nmperaHTInoHap-
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Puc. 13. Cranuu AeMreTMHU3AIIMA HEMPOHOB IIPH TTaTOJIOIMU. a — U3MeHeHue 1iesieBoro KoHtakra (LK) cMexxHbIx MeMOpaH
XUMMYECKOTO CMHAIICa Ha 3-U CYT BaJJIEPOBCKOI1 nereHepaunu; 6 — npepaiueHue 1K B cuHuTransHbIe nepdopaliiy B TU-
TTMYHOM MECTE UX JIOKTU3AIIMY M0 60KaM CUHAIITUYECKOTO YIUIOTHEHUSI Ha 8-¢ CyT repeposkaeHusT; B — KonndecTBo LK (ce-
pble CTOJIOMKM) Y CUHUMTHAIBHBIX Tlepdopalinii (YepHbIe CTOJIOUKK) HEMOCPENCTBEHHO TOCIE TSIXKEJION YeperTHO-MO3TOBOM
TpaBMBI; T — T€ XK€ CTPYKTYPhI 4epe3 5 CyT MepeXXrnBaHUSI TIOCIIE JIeTKOW TpaBMbl MO3ra; / — U3MeHEeHUsI MeMOpaH B 00J1acTh

HIK; 2 — nepdoparmu K.

HBIX CUMITATUYECKMX BOJIOKOH TaHTJIMEB truncus
sympathicus y KpbIC IIOJTHOCTBIO TOBTOPSICT KMHETH -
Ky HIK npyrux ansrepainuii. BHayane mo 6okam ot
IJIOTHO# CUHATITUYECKOM crielIuain3ai Ha 5-€ CyT
MOSIBIISIIOTCSI UCTOHYEHUS W MPU3HAKU Jerpagalnin
MeMmOpaH (puc. 13a), cBUAETENbCTBYIONINE 00 UX ITO-
Bpexnenun, TunudHoM mjrst IIIK. Ha aTom xe mecte
Ha 8-e cyT obpasyiorcs (puc. 130) cMHIUTHUATBHBIE
nepdopauuu. [Ipm wmimemMun, 4YeperrHO-MO3roBOM
TpaBMe 1 30wiercuu apyrumu aBropamu (Belousov,
Fontes, 2013; Paltsyn et al., 2014) Takske 0OTMe4aIoCh
3HauuTeabHOe yBeaudeHue uyucaa LK, uro BmomHe
COOTBETCTBYET Hallleil TnmoTte3e o npeBpaiieHnu 1K
B CUHLUTUAJIBLHBIE TIepPOpaLin.

IlpeBpamenue K cMeXHBIX Tel HEWPOHOB B
CUHILUTHUATbHBIE Tepdopali yaaeTcsl MPOCIeaInTh
U TIPU YEPETHO-MO3TrOBOI TpaBMe KpoJjukoB. Hau-
0oJ1ee yIoOHBIM LISl 3TOTO OKa3ajcsl CpaBHUTEIbHbIH
nuardHo3 mivHbl 1K v cuHUuTHanbHBIX Tepdopa-
LM y HEHpOHOB B TUIIOKAMIIE€, KOTOPbIE YaCTO CO-
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TMpUKacaroTCs MeXOy co0oif U He MMEIOT TOJIHOTO
MIMaJIbHOTO MOKphITUS. MccliemoBaaruch MpoLecchl
IpU TSKEJIol (CMepTebHOI) TpaBMe U JIETKOM I10-
BpEeXIEHNM MO3ra KpOJIMKOB depe3 S5 cyr. Okasza-
JIOCh, YTO MPU TSIXKEJOU TpaBMe CPeIHsIsl IJIMHA Ofl-
Horo MemOpaHHoro IIIK cymecTBeHHO YBEJIMYM-
nmack. O6mee umciao IIK Takke pe3ko Bo3pacio
(puc. 13B). I[Ipu nerkoit TpaBMe uepes 5 CyT cpemaHsist
mmiHa Bcex HHIK, HaobopoT, yMeHbIIaaach IMpuMep-
HO B 3 pa3za.

TTpenmonoxuTh Kakon-1mbo JieueOHbIN > deKT
3a 5 cyT ObUIO HEBO3MOXKHO, TeM 0oJIee, UTO Y HeKO-
TOPBIX KPOJIMKOB MOSIBUJIMCH OCJIOKHEHUS B BULE CY-
nopor. IIpu aHanu3e pasMepoB MOSIBUBIIMUXCS O~
HOYHBIX CUHIMUTHUAJIBHBIX Iepdopainii oKa3ajaoch,
YTO WX JUJIMHA CUJIbHO Bo3pacTaia. Tak, eciu mpu
CMEpPTENbHOM TpaBME€ CpedHss AJWHA OJWHOYHOM
nepdopanu IIOYTH He OTINYaIach OT HOPMBbI, TO Ye-
pe3 5 cyT maxe npu ciaboit TpaBme (puc. 13B) oTMme-
Jayioch ee pe3koe yBeanueHue (B 2.7 paza). CienoBa-
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Puc. 14. EnuHeblii ipoliecc o6pa3oBaHus 1iejieBbiX KOHTakTOB (111 K) HelipoHOB B KyJIbType TKaHHM (a). 6 — nepdopalinst cMex-
HBIX MeMOpaH CO CIMSIHUEM HeUWpOoIIa3Mbl M 00beIMHEHUE SIIeP KJIETOK WU AeTpanalivs KOMILIeKCa KOHTaKTUPYIOIIX Heli-
POHOB; I — conukeHune KieToK u oopazoBanue LIK; 2 — mosgsnenne cuHumTHaNIBHOM nopsl u iepdopanus LK; 3 — nuksu-
nauus gedekra MeMOpaH U BO3pOXAEHUE KIETOYHOI opraHu3aiuu; 4 — ¢oopMupoBaHue TMKapyuoHa; 5 — JAereHepalus crna-
PEHHbBIX HEMPOHOB. a—B — NPMXKKU3HEHHAass MUKpocKonust. Ma3oBeiit KoHTakT. O6. 20Ph. ok. 10.

TeabpHO, oouuii pasMep LK yepes 5 cyT yMeHbIII1aeT-
csl He caM Mo cebe, a 3a cCYeT YBEJIMYEHUST pa3MepoB
nepdopanmii. Yepes 5 cyr odmasa mmmHa K pe3ko
YMEHBIIIAeTCsI, HO IIPOIIOPILIMOHAIBHO pacTeT o0LIast
IUIMHA CUHIUTUAIbHBIX Iiepdopaumit (puc. 13r).
CnenoBartenbHo, LK, mpopriBasich, IpeBpaiialoTcs
B CMHLIUTHUH, T.€. pe4b UACT O €IMHOM Ipolecce 00-
pazoBanus K u ux mpeBpailieHUs B CUHIUTHAIb-
HBIC Iepdopanu.

ITpu TpaBMe Ha cpe3ax oOpalllaeT Ha ce0s BHUMa-
HUe Tpolecc yBeJUYeHUsl oOlleil MIMHBI 00JacTu
COIPUKOCHOBEHUsI KOHTAKTUPYIOIIMX MeMOpaH.
OHa 13 TOYKHU, YIUTUHSISICh, ITpeBpalaeTcs B JUHUIO
(puc. 14a). B 210 e BpeMsi MOCTEINIEHHO HUBEIUPY-
€TCSl TAIUSI KOHTAKTUPYIOLIMX CMEXHBIX TeJl HEHpo-
HOB (80—125°). 8-o6pa3Hast CTpyKTypa CIIapeHHBIX
KJIETOK cTpeMuTcs K O-obpasHoii popMme (puc. 140).
Jpyrumu cioBaMM, 1Ba Tejla KOHTAKTUPYIOIINX Heli-
POHOB MPEBPAIIAIOTCS B €AMHBIN IUKAPUOH, LIEJITI0-
JIIpHBII KOMIJIEKC, coaepxKalluii 1Ba siupa. Takyro
K€ KMHETUKY TTPOIIECCOB MOXKHO HAaOIIOmaTh U TPU
WIIEMWH, U B KyJbType TKaHMU.
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OO6pa3syeTcsl eqUHbIi MEeMOpaHHBII MPOILECC OT
dopmupoBanus 1K 1o nx uasMeHeHUsI C HApYILICHU -
eM TUIPOPOOHBIX JTUITMIHO-0SIIKOBEIX CJI0OEB, IIPO-
OomeHueM MeMOpaH, oOpa3oBaHUEM CHUHLUTHUAJIb-
HBIX TTOP, TaJdbHENUIIIEN neMeMOpaH3aleii U CIns -
HUeM [uToruiasMbl. [IpyM TakoM CIUSIHUM Tej
HENpPOHOB 00pa3yloTcs ABysiAepHble KiaeTKu. Causi-
HUE KJIETOK HE OCTaHaBJIMBAET UX pPEreHepaluio.
MHTeHCUBHBII IIpollecCc AeMeMOpaHM3aluu, CBSI-
3aHHBIN C paclIMpeHeM U YBEJIMUYCHUEM CUHIIUTHATb-
HBIX TTOp, OOpeKaeT psiI KJIETOK Ha rudesb (puc. 14r).
OTUM OOBSICHSETCS MaJlo€ YMCJIO IUKAPUMOHOB B
HOpMaJibHOM Mo3re. OIHAaKO HEKOTOphIe ITOBpe-
XKIEHHbIE KJIEeTKW, BUINMO, CIIOCOOHBI BBLDKWBATh.
OHu, GeccriopHO, CBUIECTEILCTBYIOT O MPUHIIUIIU-
aJIbHOI BO3MOXXHOCTHU HEMPOHOB, KaK U BCEX APYTUX
HEHEPBHBIX KJIETOK, OCYIIECTBISTh CIUSHUE MEM-
OpaH, CIIOCOOCTBYS pecTaBpalluu HEMpOoHOB. MIMeH-
HO OTU OWKAPUOHBI, OYEBUIHO, WM BCTPEYAIOTCS B
pPa3IMYHBIX YYacTKax “HOpMaJbHOro” MoO3ra mociie
€T0 BBI3IOPOBJICHUS. YKE IPOBEACHBI IIPSIMbBIC 3JIeK-
Tpo(U3NOJIOTUUECKHUE 3KCIIEPUMEHTBI B KYJIBTYpe
TKaHu (McCarthy ef al., 2009), Korna onHU U Te Xe
HENPOHBI B IIPUCYTCTBMU HU3KOMNATOT€HHOTO BUpYyca
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IICeBOOBOAO0O0SI3H HAaYMHAIM IPOMYCKAaTh HU3KO-
MOJIEKYJISPHBIA KPACUTEb ITPOLIUMOHOBBINA KENTHIM,
T.¢. oopazoseiBaiu LK. Ho yepe3 HekoTOpOe Bpemst
Y HUX O0OHApYKMBajJach CIIOCOOHOCTD ITPOITYyCKaTh U
0oJice BHICOKOMOJIEKYJISIPHBI KpacUTedb AEKCTpaH
TexaCc KPacHBIM, YTO O3HAYAIO MpeBpallleHue KOH-
HEKCHUHOBBIX MOP B CUHUUTUAJbHbIE nepdopanuu.
IIpu 3TOM BCe CMexXHbIe HEHPOHBI ¢ aOCOJIOTHOM
TOYHOCTBIO BOCHIPOU3BOIUIN U PUTM, U aMIUIUTYIY
paznpaxkaeMbIX CTUMYI0B. CnapeHHbIe KJIETKH BeJIU
ce0s KaK eIUHbINA CAUBIINICS HEMPOH.

Tak Kak HEKOTOpbIE CIMBIIMECS HEHPOHBI MpHU
MaTOJIOTMA BCE-TaKW CIOCOOHBI BBIKWBATH TIOCTE
CJIIMSIHUSI TapHbIX MeMOpaH W LIMTOIIAa3M KJETOK,
MOXHO CUMTaTh, UTO TOT MPOLIECC XapaKTEPUIYETCS
pereHepaTuBHBIMU U KOMITEHCATOPHBIMU CBOMCTBA-
Mu. ChopmupoBaHHbIE OBYSIAEPHbIE KIETKU — YeT-
KWA MHIMKATOP YCTOHUYMBOTO COCTOSIHUS BBI3IOPO-
BEBIIIUX KJIETOK.

TaknMm oOpa3oMm, cOMMKEeHUE IBYX HEMPOJIIEMM
BIUIOThb 10 MX COIPMKOCHOBEHUSI U OOpa30BaHUSI
IIIK nmpuBoAUT K YMEHBIIEHUIO BOIbl MEXKJIETOU-
HOM IIeJIN, K KOHTAKTY JUITMI0B MeMOpaHHI 1 110 3a-
KOHY TUIpo(OOHOro B3aMMOIEHCTBUS K Hapylle-
HUIO ee CTPOMHOM opraHuzanuu. B aToM cocTtouT
MIpUYMHA CHIDKEHMS MEXaHMYEeCKOI yCTOMYMBOCTH,
BJIEKTPUYECKOTO COIIPOTUBJICHMS, YBEIUICHUS TIPO-
HULIAEMOCTU HEMpoJeMMbl U 00pa30BaHMUsSI CUHILIM-
THANBHBIX TTIOp U TIepdopanmii. [lepdoparms, mocre-
TMEHHO OXBaThIBas LIMTOILIA3MYy O0EUX CIIMBAIOIINXCS
KJIETOK, TIpeBpallaeT uX B OMHYKJIeapHbIii HEUPOH.
Tak, B mpomecce memMeMOpaHM3allMKM 3aBEpIIAETCS
MpeBpalleHre CUHIUTUS HEHPOHOB B ABYSACPHYIO
KJIeTKy. Bce Tpu onucaHHBIE CTAaTUUHBIC CTPYKTYPHI
(LK, cuamuTtuanbHas mnepdopanusi, TUKAPHOH)
OKAa3bIBAIOTCS IIOCIEIOBATEILHBIMUA CTAOUSIMU €IV~
HOTO pPEeaKTUBHOTO TIIpoliecca AeMeMOpaHM3alluu
HelpoHa.

CITNCOK JIMTEPATYPbI

babyxun A.H. Dnekrpudyeckue opraHel y peido. M.: Petu-
Hompwl, 2007. 87 c.

Kaxane C.P. ABro6uorpadusi (BOCHOMUHAHUS O MoOeit
ku3Hu). M.: Menuuuna, 1985. 271 c.

Illanosanoe A.HU., Illupsiee B.HU. Tlepemauya cuUrHajioB B
MexXHelipoHHBIX cuHaricax. JI.: Hayka, 1987. 173 c.

Baranes D., Cove J., Blinder P., Shany B., Peretz H., Vago R.
Interconnected network of ganglion-like neural cell
spheres formed on hydrozoan skeleton // Tiss. Eng.
2007. V. 13. Ne 3. P. 473—482.

Barker M., Billups B., Hamann M. Focal macromolecule
delivery in neuronal tissue using simultaneous pressure
ejection and local electroporation // J. Neurosci. Meth.
2009. V. 177. Ne 2. P. 273—-284.

MN3BECTHUA PAH. CEPUA BUOJIOTNMYECKAA  Ne 2

Belousov A.B., Fontes J.D. Neuronal gap junctions: making
and breaking connections during development and in-
jury // Trends Neurosci. 2013. V. 36. No 4. P. 227—-236.

Berlucchi G.1. Some aspects of the history of the law of dy-
namic polarization of the neuron. From William James to
Sherrington, from Cajal and van Gehuchten to Golgi // J.
Hist. Neurosci. 1999. V. 8. Ne 2. P. 191-201.

Buzsdki G. Electrical wiring of the oscillating brain // Neu-
ron. 2001. V. 31. Ne 3. P. 342—344.

Chen Z.Y., Shen EY., Jiang L., Zhao X., Shen X.L., Zhong W.,
Liu S., Wang Z.R., Wang Y.W. Attenuation of neuro-
pathic pain by inhibiting electrical synapses in the ante-
rior cingulate cortex // Anesthesiology. 2016. V. 124.
Ne 1. P. 169—183.

Deans M.R., Gibson J.R., Selitto C., Connors B.W., Paul D.L.
Synchronous activity of inhibitory networks in neocortex
requires electrical synapses containing Connexin-36 //
Neuron. 2001. V. 31. Ne 3. P. 477—485.

DilLorenzo D.J., Jankovic J., Simpson R.K., Takei H., Powell S.Z.
Long-term deep brain stimulation for essential tremor:
12-year clinicopathologic follow-up // Mov. Disord.
2010. V. 25. Ne 2. P. 232—-238.

Dogiel A.S. Zur Frage tiber den Bau der Nervenzeller und
uiber das Verhiltniss ihres Axencylinder-(Nerven) Fort-
sotzes zu den Protoplasma fortsiatzen (Dendriten) //
Arch. Mikrosk. Anat. 1893. Bd 41. S. 62—87.

Draguhn A., Traub R.D., Bibbig A., Schmitz D. Ripple (ap-
proximately 200-Hz) oscillations in temporal structures //
J. Clin. Neurophysiol. 2000. V. 17. Ne 4. P. 361—-376.

Feierbach B., Bisher M., Goodhouse J., Enquist L.W. In vitro
analysis of transneuronal spread of an alphaherpesvirus
infection in peripheral nervous system neurons // J. Vi-
rol. 2007. V. 81. Ne 13. P. 6846—6857.

Ferreira ER., Nogueira M.I., Defelipe J. The influence of
James and Darwin on Cajal and his research into the
neuron theory and evolution of the nervous system //
Front. Neuroanat. 2014. V. 8. P. 1-9.

Friedlander D.R., Levinthal C. Anomalous anatomy of iden-
tified neurons in the larval prawn: spontaneous induced by
microlesions // J. Neurosci. 1982. V. 2. Ne 2. P. 121—-142.

Fukuda T., Kosaka T., Singer W., Galuske R.A. Gap junc-
tions among dendrites of cortical GABAergic neurons
establish a dense and widespread intercolumnar net-
work // J. Neurosci. 2006. V. 26. Ne 13. P. 3434—3443.

Furshpan E.J., Potter D.D. Mechanism of nerve impulse
transmission at a crayfish synapse // Nature. 1957.
V. 180. P. 342343,

Golgi C. Sulla struttura della sostanza grigia del cervello
(Comunicazione preventiva) // Gazzetta Med. Ital.
1873. V. 33. S. 244-246.

Golgi C. Morphology and disposition of the nervous cells in
the anterior central and the superior — occipital convo-
lutions // Alien. Neurol. 1883. V. 4. P. 401—416.

Golgi C. The neuron doctrine-theory and facts // Nobel
lecture. 1906. Dec. 11. P. 189-217.

Golgi C. Opera Omnia. Milan: U. Hoepli. 1903—1929. V. 1—-4.

Giinter J. Neuronal syncytia in the giant fibres of earth-
worms // J. Neurocytol. 1975. V. 4. P. 55—62.

2019



142 COTHUKOB

Hagiwara S., Morita H., Naka K. Transmission through dis-
tributed synapses between the giant axons of a sabellid
worm // Comp. Biochem. Physiol. 1964. V. 13. P. 453—460.

Hanani M. Intercellular communication in sensory ganglia
by purinergic receptors and gap junctions: implications
for chronic pain // Brain Res. 2012. V. 1487. P. 183—191.

Igbal M., Rehan M., Khaliq A., Saeed-ur-Rehman, Hong K.S.
Synchronization of coupled different chaotic FitzHugh-
Nagumo neurons with unknown parameters under com-
munication-direction-dependent coupling // Comput.
Math. Meth. Med. 2014. V. 2014. P. 1—12.

Jin N.G., Ribelayga C.P. Direct evidence for daily plasticity
of electrical coupling between rod photoreceptors in the
mammalian retina // J. Neurosci. 2016. V. 36. Ne 1.
P. 178—184.

Jones E.G. Colgi, Cajal and the neuron doctrine // J. Hist.
Neurosci. 1999. V. 8. Ne 2. P. 170—178.

Kawataki T., Sato E., Sato T., Kinouchi H. Anaplastic gan-
glioglioma with malignant features in both neuronal
and glial components-case report // Neurol. Med.
Chir. (Tokyo). 2010. V. 50. Ne 3. P. 228—231.

Kriiger L., Otis T.S. Whither withered Golgi? A retrospec-
tive evaluation of reticularist and synaptic constructs //
Brain. Res. Bull. 2007. V. 72. Ne 4—6. P. 201-207.

Mazzarello P. Camillo Golgi’s scientific biography // J.
Hist. Neurosci. 1999. V. 8. Ne 2. P. 121—131.

McCarthy K.M., Tank D.W., Ehquist L.W. Pseudorabies vi-
rus infection alters neuronal activity and connectivity in
vitro // PLoS Pathog. 2009. V. 5. Ne 10. P. 1-20.

Nicol J.A.C. Giant axon of Eudistilia vancouveri (Kinberg) //
Transact. Roy. Soc. Can. 1948. V. 42. Ser. 3. Sect. 5.
P. 107—124.

Niu X., Gupta K., Yang J.T., Shamblott M.J., Levchenko A.
Physical transfer of membrane and cytoplasmic com-
ponents as a general mechanism of cell-cell communi-
cation //J. Cell Sci. 2009. V. 122. Ne 5. P. 600—610.

Okun M., Steinmetz N.A., Cossell L., lacaruso M.F., Ko H.,
Bartho P, Moore T., Hofer S.B., Mrsic-Flogel T.D., Ca-
randini M., Harris K.D. Diverse coupling of neurons to
populations in sensory cortex // Nature. 2015. V. 521.
Ne 7553. P. 511-515.

Olesen N.E., Hofgaard J.P, Holstein-Rathlou N.H., Nielsen M.S.,
Jacobsen J.C. Estimation of the effective intercellular
diffusion coefficient in cell monolayers coupled by gap
junctions // Eur. J. Pharm. Sci. 2012. V. 46. Ne 4.
P. 222-232.

Paltsyn A.A., Manukhina E.B., Goryacheva A.V., Downey H.E,
Dubrovin I.P, Komissarova S.V., Kubatiev A.A. Inter-
mittent hypoxia stimulates formation of binuclear neu-
rons in brain cortex — a role of cell fusion in neuropro-
tection? // Exp. Biol. Med. (Maywood). 2014. V. 239.
Ne 5. P. 595-600.

Poschner B.C., Fischer K., Herrmann J.R., Hofmann M.W.,
Langosch D. Structural features of fusogenic model
transmembrane domains that differentially regulate in-
ner and outer leaflet mixing in membrane fusion //
Mol. Membr. Biol. 2010. V. 27. Ne 1. P. 1—11.

Ramon y Cajal S. Significacién fisiologica de las expan-
siones protopldsmicas y nerviosas de la sustancia gris //
Rev. Cient. Med. Barcel. 1891. V. 22. P. 1—-15.

MN3BECTUA PAH. CEPUA BUOJOTUYECKAA  Ne 2

Ramon y Cajal S. Neurons: structure and connexions //
Nobel lecture. 1906. Dec. 12. P. 220—253.

Ramon 'y Cajal S. Neuron theory or reticular theory? Objec-
tive evidence of the anatomical unity of nerve cells. Ma-
drid: Inst. Ramon y Cajal, 1954. 144 p.

Ramon y Cajal S. Histilogy of the nervous system of man
and vertebrates // New York; Oxford: Oxford Univ.
Press, 1995. 805 p.

Rash J.E., Kamasawa N., Vanderpool K.G., Yasumura T,
O’Brien J., Nannapaneni S., Pereda A.E., Nagy J.I.
Heterotypic gap junctions at glutamatergic mixed syn-
apses are abundant in goldfish brain // Neuroscience.
2015. V. 285. P. 166—193.

Retzius G. Das Gehororgan der Reptilen, der, Vogel und der
Saugethiere. Stocrholm: Samson und Wallin, 1884. Bd
I1. 368 S.

Retzius G. Biologische Untersuchundenn // Neue Folge.
Stocrholm: Samson und Wallin, 1892. Bd IV. 418 S.

Rosa E., Jr., Skilling Q. M., Stein W. Effects of reciprocal in-
hibitory coupling in model neurons // Biosystems.
2015. V. 127. P. 73—83.

Salameh A., Dhein S. Effects of mechanical forces and
stretch on intercellular gap junction coupling // Bio-
chim. Biophys. Acta. 2013. V. 1828. Ne 1. P. 147—156.

Santander R.S., Cuadrado G.M., Sdez M.R. Exceptions to
Cajal’s neuron theory: communicating synapses // Ac-
ta Anat. 1988. V. 132. No 1. P. 74—76.

Schwemmer M.A., Lewis T.J. The robustness of phase-lock-
ing in neurons with dendro-dendritic electrical cou-
pling // J. Math. Biol. 2014. V. 68. Ne 1—-2. P. 303—340.

Sherrington C.S. Double (antidrome) conduction in the
central nervous system // Proc. Roy. Soc. 1897. V. 61.
P. 243-246.

Sotnikov O.S., Laktionova A.A. Membrane fusion and syn-
cytial cytoplasmic connection. Switzerland: Trans
Tech. Publ., 2016. 159 p.

Stebbings L.A., Todman M.G., Phillips R., Greer C.E., Tam J.,
Phelan P., Jacobs K., Bacon J.P., Davies J.A. Gap junc-
tions in Drosophila: developmental expression of the
entire innexin gene family // Mech. Dev. 2002. V. 113.
Ne 2. P. 197-205.

Thompson R.J., Zhou N., MacVicar B.A. Ischemia opens
neuronal gap junction hemichannels // Science. 2006.
V. 312. Ne 5775. P. 924—927.

Traub R.D., Pais 1., Bibbig A., LeBeau F.E., Buhl E.H., Hor-
muzdi S.G., Monyer H., Whittington M.A. Contrasting
roles of axonal (pyramidal cell) and dendritic (inter-
neuron) electrical coupling in the generation of neuro-
nal network oscillations // Proc. Natl Acad. Sci. USA.
2003. V. 100. Ne 3. P. 1370—1374.

Van Gehuchten A. La structure des centres nerveux: la mo-
elle épiniere et le cervelet // La Cellule. 1891. V. 7.
P. 79—122.

Young J.Z. Structure of nerve fibres and synapses in some
invertebrates // Cold Spring Harbor. Symp. Guant. Bi-
ol. 1936. V. 4. P. 1-6.

2019



PETUKVIIAPHAA TEOPUA KAMMWIIJIIO T'OJIBIXKU 143

Retikular Theory of Camillo Golgi and Restructuring Electrical Synapses
in Syncytial Perforations

0. S. Sotnikov*
L. P. Pavlov Institute of Physiology RAS, nab. Makarova 6, St. Petersburg, 199034 Russia
#e-mail: ossotnikov@mail.ru

The published earlier experimental data, confirming the representations of the reticular theory of the organi-
zation of the nervous system, are analyzed. It is noted that Sherrington’s evidence has refuted the main con-
cept of the neuronal theory of Ramon y Cajal, the law of dynamic polarization of neurons. After the detection
of gap junctions (GJ), adhesion of neurites, their high electrical and metabolic permeability and cumulative
interaction were detected. The data demonstrating that the GJ are able to transform into syncytial perfora-
tions are given, and somatic GJ, under favorable conditions, can convert neurons into dicaryons. It is assumed
that all described phenomena are consecutive stages of a single process of reconstruction of the outer cell
membrane of the neuron.
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