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Cpenu oprann3moB, HauboJIee HIMPOKO MCIIOJIb3YEMBbIX JUIsl M3y4YeHHs (PyHIaMEHTAIbHBIX MEXaHH3MOB ()yHK-
LIMOHMPOBAHUS HEPBHOM cucteMbl, Hemarona Caenorhabditis elegans 3annmaeT ocoboe Mecto Gnaroaapst
HCKITIOYUTEIHHO MAJIOMY KOJIMYECTBY HEHPOHOB. YiKe Ha MPOTSHKEHHUH 25 JIET OHA OCTAETCS € IMHCTBEHHBIM
OPTraHU3MOM, ISl KOTOPOTO OTIPE/IENIEH KOHHeKMOM — OTICAHUE BCEX HEHPOHOB M MEKHEHPOHHBIX CBsI3€il.
O1HaKOo ATUX JIAHHBIX 0KA3aJOCh B 3HAYUTEIBHOW CTEIIEHH HEJ0CTATOUHO, /ISl TOTO YTOOBI pa300paThesi B
MeXaHH3Max padoThl JaKe CTOJb MaJIOW HEPBHOM cucTeMbl. [locemyromniue roapl ObUIN MOCBSIIICHBI KaK
9KCIIEPUMEHTANBHBIM HUCCIEAOBAaHUAM, CYIIECTBEHHO JOMOJHMUBIINM M3HAYAJIHHO MOTYYEHHBIE 3HAHUS,
TaK M CO3JaHUIO KOMITBIOTEPHBIX MOJIENIEH, OXBAThIBAIOIIUX OTAEIbHbIE (hparMeHThl HEPBHOW M MBIIIEY-
Ho#t cuctem. C 2005 . mpeIIpUHAMAIOTCSI OIBITKH CO3/1aHusl BUPTYyanbHOU konnu C. elegans — CII0KHOI
KOMITBIOTEPHOM MOJIEIIH, 00bEIUHSIONIeH HEPBHYO, CEHCOPHYIO U MBIILIEYHYIO CUCTEMBI, T€JI0 U )parMeHT
OKpy>katolei cpenbl. HecMoTpst Ha onpe/iesieHHbIi IPOrpecc B 3TOM HallpaBJICHUH, PE3yJIbTaThl paboThI He
CTOJILKO IIPUOJIM3UITN UCCIIeA0BaTENeH K PEIICHHIO 33141, CKOJILKO IIPOJIMIIN CBET Ha ¢ AeHCTBUTEIbHYIO
CJIOKHOCTB. B 1aHHO# paboTe Mbl IIpOaHAIM3UPYEM Psijl TPOOIIeM, BOZHUKAIOIINX ITEPEJL HCCIIEI0BATENIEM,
3aJaBIIMMCS 11eJIbI0 CO3/1aTh OMOJOTHYECKH 00OCHOBaHHYIO Mojeib HepBHOW cucteMbl C. elegans, Ha
IIpUMepe MPOCTENIIEr0 HEPBHOTO KOHTYpa, CBA3aHHOTO C PeaKlrell Ha MEXaHOCEHCOPHBINA CUTHAJI.

KaroueBnie cioBa: C. elegans, Heﬁp06I/IOHOFHH, KOHHCKTOM, MOACINPOBAHUEC, DJICKTPOTOHUYICCKOC IIPO-
BCICHUC CUT'HAJA.

BBEJEHHUE

3amauu aHanw3a paboThl OMOTOTHYECKUX
WHGOPMAIIMOHHBIX CHUCTEM OOYCJIOBJICHBI KaK
BO3HHUKIINMU B IIOCJIICAHHUC T'OABI HOBBIMU BO3-
MOXHOCTAMU UX PCUHXUHUPHUHTA, TaK U HOTpC6-
HOCTSIMHA B TIOHUMaHHH MPUYUH BO3HUKHOBCHHS
HEHPOHAIBHBIX PACCTPONCTB, HEOOXOIUMOCTHIO
TOVMCKA CPEJICTB U METONOB MX Koppekiwu. [Ipu
3TOM OCHOBHOUM BEKTOpP MCCJEIOBAHUN OpPUEHTH-
POBaH Ha TEOPETUKO-3KCIICPUMEHTAIbHBIN aHAIH3
MOJICKYJIAAPHBIX MCXaHU3MOB pa60Tm HEPBHBIX
KJIETOK U HEHPOHHBIX CHUCTEM JOCTATOYHO IMPO-
JIBUHYTBIX B 9BOJIFOIIMOHHOM CMBICJIE OPTaHU3MOB.

OpHaKO METONIONIOTHUS aHAJIM3a MHOTOYPOBHEBBIX
MOJIEKYJISIPHBIX HH()OPMAITIOHHBIX CUCTEM, KaKH-
MU ABIISIOTCS HeﬁpOHBI TaKUX OpraHMU3MOB, ITOKa
HE/I0OCTaTO4HO pa3BuTa. MI3BecTHO, 4TO B Iporiecce
9BOJIFOIIMH U3MCHAJIMCh U YCOBEPIICHCTBOBAJINCH
MEXKKJIETOUYHbIE KOMMYHHUKAMH U CTPYKTypHAs
OpraHu3anus HepBHOU cucTeMbl. OTHAKO OCHOB-
HOM BEKTOP pa3BHUTHSI OPUEHTHPOBAH HA yCIIOXK-
HEHHE M yCOBEPIICHCTBOBaHUE, MPEXKIE BCETO,
BHYTPUKIJICTOYHBIX MOJICKYJIIAPHBIX CUTHAJIbHBIX
npoueccos (Barbosa-Morais et al., 2012). [Ipu
9TOM MOJICKYJISIpHAsE OpraHu3alus MHOTHX Oa-
30BBIX (DYHKIMI, BOSHHKINIAS HA PAaHHHUX HTarax
SBOJIIOLIMH, B TOM UM UHOW MEPE COXpPaHUIIACh U



PacripocTpaHeHue curHasos B HepHoit cucteme C. elegarns

1249

Yy OpraHu3MOB, HAXOISIIMXCS Ha 00Jiee BEICOKOM
YpPOBHE 3BOJIOIMOHHOTO pa3BUTHA. [loaToMy
CTPYKTYpPHO-(YHKIIMOHATIBHBIN aHalln3 paboThI
0osiee IPOCTHIX HEHPOHOB M HEHPOHHBIX CHCTEM
MO3BOJISIET HAJESATHCSI HA BBIABICHHE 0a30BBIX
(byHKIMIA, TeXKalX B OCHOBE KaK MPOCTHIX HEl-
POHAIIBHBIX pEaKHid, TaKk 1 00Jee IBOIIOIMOHHO
YCOBEPIIIEHCTBOBAHHBIX.

C. elegans cpeny MPOCTBIX OPTaHU3MOB TPH-
HaJUIKUAT 0cobast ponb. C TOUKHM 3peHUs HEHpPO-
OHMOJIOTHH 3TO, IOXKANYH, CaMblii M3y4YeHHBIN Ha
CEroJIHsd MHOTOKJIETOUHBIM OpraHu3M, COCTOSLLNN
Bcero u3 959 xietok, 302 U3 KOTOPBIX — HEHPOHBI.
ITuonepckas padora J.G. White c coasrt. (1986) o
onpenenenunto crpoenus C. elegans Ha KIIETOYHOM
ypoBHE moTpeboBana 12 jeT ymopHoro Tpyaa u
MOJIOXKHJIA HA4yaJlo IIeJIOMYy STy HalpaBlIeHWN B
HCCIIEIOBAaHUH 3TOT0 oprann3Ma. OCHOBHOM ee ak-
LEHT OBLJI C/IeNIaH Ha UCCIIEJOBAHUH aPXUTCKTYPhI
HEPBHOU CHCTEMBI, BKITFOUasi MOP(OIIOTHIO HEHPO-
HOB, X OTPOCTKOB, a TAKKE CBSI3eH HEHPOHOB MEX-
Jty cO00¥ 1 ¢ MBIIIIEYHBIMU KIIETKAMH OpraHu3Ma.
ITo onerkam J.G. White ¢ coaBt. (1986), KOHHEKTOM
C. elegans Bxmodaet okoyio 5 000 XUMHUECKHX
cunarncoB 1 okono 2 000 aghancos (3neKTpuuecKux
IIEJIEBBIX KOHTAKTOB, «gap junctions»), KOTOPEIE, B
OTJIMYHE OT MEPBBIX, CIOCOOHBI TPOBOINTH CUTHAI
B 000uX HampaBieHusX. JanpHeinme uccnenona-
HUSI IPUBEJIN K TOMY, YTO AMarpamMMa CBS3HOCTH
Heiiponnoii cetu C. elegans, no otienkam L.R. Var-
shney c coasr. (2011), 3aBepiieHa NPUOTU3UTEITHHO
Ha 90 %.

Takum 00pazom, B Hactosiiee Bpemst C. elegans —
MOXXKaIyd, €TMHCTBEHHbIN MHOTOKJIETOYHBIN opra-
HU3M, JJIs1 KOTOPOTO CYIIECTBYET IMOTeHIINaIbHAS
BO3MO)KHOCTb CO3/IaHHSI €r0 BUPTYaJIbHOTO IBOHHU-
Ka — Ha [peziesiec BO3MOKHOCTEH COBpEeMEHHOH Ha-
YKU U TEXHOJIOTUH. 32 IECATUIIETUS UCCIEOBAHUN
YK€ BJIOYKEHBI HACTOJILKO 3HAYMTEIFHBIE YCHITHS,
YTO HUKAKOHN IPYyrol MHOTOKJIETOYHBIN OpraHu3M
HE CMOXKET C HIM CPaBHHUTHCS B 3TOM OTHOILICHHU
B 0003prMOM OyayieM. HecMOTpst Ha KasKyIIyrocs
MPOCTOTY, 3Ta HEMATO/Ia UMEET JIOBOJIHO IIUPO-
KHI CIIEKTP MOBEJICHUYECKHUX MATTEPHOB, 00Ia1aeT
3agaTKaMH ITaMSITH U CII0CO0HA K (hOPMHUPOBAHHUIO
ycnoBHbIX peduiekcoB (Rankin, 2004). Muorue
WCCIIEZIOBATENN Pa3AeAioT MHEHUE, YTO UMEHHO
C. elegans MOXeT OKa3aTbCsl KIIOUYOM K MMOHU-
MaHHUIO (YHAAMEHTAIbHBIX MPUHLUIOB PaOOTHI
HepBHOI cucteMbl. CeHcopHast cuctema C. elegans

CIOCOOHA BOCIIPUHUMATh MEXaHUYEeCKUE BO3/ICH-
CTBHS Pa3IIUIHOTO XapaKTepa, KOHIICHTPAIIHH [ITH-
POKOTO CIIEKTpa XUMHIYECKHX BEIECTB, TEMIIepary-
PY OKpY’KaroIeil Cpe/bl ¥ CTETIeHb OCBEIIEHHOCTH
B BUJMMOM Juana3one. Bce atu dakropsl Oyaer
HEOOXOMMO yUECTh ITPH CO3J[aHUH BUPTYAIBHOTO
OpraHK3Ma U H3HA4aIbHO TPHHUMAThH BO BHIMaHHE
pu pa3padoTKe er0 MOJIEIH.

[IpeanonoxuMm, oIHAKO, YTO MBI yKe ceryac
obmamaem gocToBepHOM HH(DOpMAIIHEH 0 pactoso-
JKE€HHUHU U TUIIaX BCEX Me)KHeﬁpOHHBIX KOHTAaKTOB B
HepBHo# cucteme C. elegans. Kakas euie ungop-
MaIus IOHA0OUTCS TSI TOTO, YTOOBI JIOCTOBEPHO
OTIMCHIBATh U PAacCUYUTHIBATH PACIPOCTpPAHEHHUE
CUTHAJIOB 110 HEUPOHHOU ceTn? B manHoi padboTe
MBI TIoipoOyeM BKpariie MO3HAKOMHUTHCS C TEM,
KaKye Mpo0IeMbl MOT'YT BCTPETHTHCS Ha ITYTH UC-
ClIeIoBaTelsl, 33/1aBIICTOCS LIEJIBIO CO3AaTh OMOIIO-
TUYECKH 000CHOBAHHYIO KOMIIBIOTEPHYIO MOJICIb
HepBHOU cucteMbl C. elegans, OCTPOSHHYIO 10
00pasy u o060 )KUBOTO oprann3Ma. OCHOBHOE
BHUMAHUC 6YIIGT YACJICHO KOHHCKTOMY, WJIW Ora-
rpaMMe CBSI3HOCTH HEHPOHHOM CeTH, HeHpOpH3HO-
JIOTUYCCKUM XapaKTCPUCTUKAM OTACJIILHOI'O HEeM-
POHa, a TaK)Ke HaOIIONAeMbIM XapaKTePUCTHUKAM,
onuMchIBatomM nosesieHue C. elegans, CBSI3aHHBIM
C €ro HeMpOHHON aKTUBHOCTHIO.

JTUATPAMMA CBSI3HOCTH
HEMPOHHOM CETH

Hepgnast cuctema B3pocnoit ocodu C. elegans
MY>KCKOI'O Ionia cofaepxut 383 HelpoHa, a rep-
Magppoaura — 302, npyrux monoB Het (White et
al., 1986). ITocnennssi, BEpOSITHO, N3-32 MEHBIIIETO
qucia HEeWPOHOB SIBIIsIETCS Ooliee M3yYEHHOH, U
HWMEHHO O Hel Oy/ieT UATH pedb B TaHHOH padoTe.
Wndopmanust 0 KOHHEKTOME Ha CErOAHSIIHUN
JICHb NPEACTABICHA PAa3INYHBIMI UCTOUYHUKAMHU
naHabiX. OcHOBHasA MH(GOpPMAIUA MO JaHHOMY
BOIIPOCY TpeAcTaBieHa B Taom. 1.

WNuTepakTuBHas BeO-cTpaHmIla, 0oTOOpaxka-
ol1as THOOPMALIMIO O HEHPOHAX M CBS3SIX MEXKILY
HUMH, OCHOBaHHAasl Ha OOBbEIMHEHHBIX NaHHBIX,
noaydyeHHbXx 10 1999 r., nocrynHa oHJaiiH
(http://wormweb.org/details.html) u BxIIOUaeT B
cebst 5396 xuMHu4yeckux cuHarcos, 1 783 sdarica
u 1290 nelipoMebItieyHbix coequHeHuit. C qpyroi
CTOPOHBI, COTJIACHO AaHHBIM IpoekTa WormWi-
ring.org (6omnee qeTanbHAs pEKOHCTPYKITHS, BKIIIO-
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Taoauna 1

Yucino cuHanTHYecKuX KOHTaKTOB B HepBHOU cucteme C. elegans
10 JJAHHBIM PA3HBIX HCTOYHHKOB

HUucno XUMHUYECKHUX UYucno sdarico Uucno HeHpOMBILIEUHBIX 11 o
: . . UTEpaTypPHBIH HCTOYHUK
CHHAIICOB («gap junctionsy) COCIIITHEHU
~ 5000 ~2000 ? White et al., 1986
5396 1883 1290 http://wormweb.org/details.html
3419 2190 ? http://wormwiring.org
6393 890 1410 http://wormatlas.org

Yaromas MOPQOIOTHIO HEHPUTOB U KOOPIHUHATHI
KOHTaKTOB MEX/Ty HUMH ), K HACTOSIIIEMY BpEMEHH
obnapyxkeHo 3419 xumuaeckux cuHarcoB 1 2 190
a¢ancoB. ITOT MPOEKT HAXOAUTCS B Tpolecce
peayn3aluy ¥ K HACTOSILEMY BPEMEHH JaHHBIC
PEKOHCTPYKLUHH 0a3UpyIOTCS Ha ABYX CEPHIX
3NEKTPOHHBIX MUKpodoTorpaduii (TOM) mome-
peunbix cpe3oB C. elegans B UHTEpBaJiax IPUMEPHO
ot 0,09 o 0,61 («N2U», 5041 nzobpaxenue)
u ot 0,85 mo 1,0 («JSE», 2143 uzobOpaxeHus),
riae 0 — rojoBHOM, a 1 — XBOCTOBOU KoHel[ (I10JI-
HBI CIIUCOK Cepuil IOCTyNeH Ha BeO-pecypce
http://www.wormimage.org/wormList.php). Hau-
0oJiee COBpPEMEHHBIN B3I HA JOCTHUTHYTHIE
pe3yabTaThl PEeKOHCTPYKIIMH HEPBHOM CHCTEMBI
C. elegans w3noxen B padore L.R. Varshney ¢
coaBt. (2011). CormacHO MHEHHUIO aBTOPOB, XOTS
HeliponHast ceth C. elegans OTHOCUTEILHO Maja
Y TIPAKTUYECKU WICHTUYHA IS KaXXJIOTO K3EM-
MJsipa TaHHOTO BHJA, OMyOIMKOBAaHHBIE paHee
JIrarpaMMbl CBA3HOCTH MEXIy HEHpOoHaMU HE
SABJIAOTCA HU TOYHBIMH, HHU ITIOJIHBIMH, HU CaMO-
comracoBaHHBIMH. MM ynanoch Ha OCHOBE TeX
K€ M HOBBIX cepuil Mukpogororpaduii co3narb
MOJTHYI0, CaMOCOITIAaCOBAHHYIO JHAarpaMMy CBS3-
HOCTH HEHUPOHHOU ceTH, BKJIOUarolyw 6393
XxuMu9IecKkux cunamca, 890 adamnco u 1410
HEHWPOMBIIIEYHBIX COeTUHEHNH. OTHOCUTENHHO
npenpiayei Bepcuu 010 1ooasineHo 6oiee 3 000
CHHANTUYECKUX KOHTAKTOB, BKIIIOYAsi XUMHYECKHE
CHHAICHI, d(archl ¥ HEUPOMBIIIEYHBIE COC/IH-
Henus. [lockoneky cymma s WormWiring.org
cocranisieT 8469, a o Varshney c coasr. (2011) —
8693, To, mo-BuaIMOMY, 13 3 000 HOBBIX CHHAIITH-
YEeCKHX KOHTAKTOB 3HAYMTENNbHAS YaCTh 3aMEHIIIA
npekHUE OIMOoYHbIC JaHHbIe. Varshney ¢ coaBr.
(2011) cuuTarot, 4TO HECMOTPS HAa 3HAYNTEIIbHBIN
Mporpecc, JuarpaMma CBI3HOCTH HEHPOHHOM CeTH

C. elegans 3aBepuieHa npuonmsnuTensHo Ha 90 %
W3-32 HEJTOCTAOIIHX IAHHBIX M TEXHUYECKUX TPY/I-
HocTel. OnHCaHHBIE PE3YJIbTaThl PEKOHCTPYKIMU
JocTynHbI Ha BeO-pecypce WormAtlas.org.

OB DJIEKTPOO®U3NOJIOI' NN
HEMUPOHOB C. ELEGANS

B nepsHoii cucteme C. elegans umeetcst 00ObI4-
HBIH HA0OP MOHHBIX KAHAIIOB. [ €HOM CO/IEPXKHT BCE
n3BecTHbIe cemelicTBa Kt kaHanoB, moreHimar-
3aBucuMble Ca2" KaHaibl, U Jpyrue KaTUHOHHBIE
kaHaubl, ClI~ kaHalbl, a TAK)KE KaHAJIbI, 3aBUCHMBbIC
OT IUKJIMYECKUX HyKiIeoTunoB (cyclic-nucleo-
tide-gated) (Wei et al., 1996; Bargmann, 1998).
OnHako ecTh 0HO (DYHIAMEHTAIBHOE OTIHYNE —
OTCYTCTBHE MOTCHIINAI-3aBUCUMBIX Nat kaHaJI0B,
JIeXKAIUX B OCHOBE Mepesiaun, KOIUPOBAHUS H
00pabOTKH CUTHAJIOB ITOCPEJICTBOM ITOTEHIINATIOB
neiicteust (I1/1) B OONbIIMHCTBE HEPBHBIX CHCTEM.
OTO MoATBEpKAAaETCs Kak OTcyTcTBHeM Nat kaHa-
noB B renoMe C. elegans, Tak 1 3J1eKTpO(HU3NOI0-
THUYCCKUMH 3KCIIEPUMEHTAMH, TTOKA3bIBAIOIIIMH
orcyTcTBre ObICTPhIX Na™ TokoB. Takum oOpazom,
q)yHKI_[I/II/I, BBIIIOJIHACMBIC B HEPBHBIX CHUCTEMAX
JPYTUX OPTaHU3MOB TOCPEACTBOM IOTEHIHAA
neiictus, y C. elegans, 10-BUJUMOMY, OCYILIECTB-
JISIIOT TpajyaibHas JACTONSIPU3ALUS U JICKTPO-
TOHHYECKOE TpoBecHHE. [IpeanonokuTeabHo,
noHHble KaHaibl C. elegans ananTHpPOBaHbI IS
9TOTO HEOOBIYHOTO PEKMMa (PYHKIIMOHUPOBAHHS
(Nickell et al., 2002).

KitoueBas posib B 37IEKTPOTOHHYECKOM ITPOBE-
JI€HHMH TpuHaIeKUT HoHam Ca2", yyacTByIOIIUM
B FeHEpaIluy ToKa 4epe3 Bo30yIuMyro MeMOpaHy
HelpoHa (MCKITFOYUTENEHO BaXKHAs JETANb B CBETE
TOT0, uTO HelpoHs! C. elegans He CTIOCOOHBI TeHe-
puposars [1]]) (Goodman et al., 1998). Kanbuuit
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BBITIOJTHSIET TAKXKE P APYTUX CICIUATH3UPOBAH-
HBIX (YHKIUH: BRICBOOOXKIEHHE CHHAITHYECKUX
BE3HKYII, COMIEPKAIINX HEHPOMeTnarop, MOILyIs-
A0 AaKTUBHOCTH HOHHBIX KaHAIOB. BaskHy10 poih
UTPAIOT TAKXKE KAJIMEBBIC KaHAJIBI, MOTYJIHPYIO-
[IUE MOTCHIUA MTOKOS HEHPOHA U SIBJISIIOIITUECS,
TakuM 00pa3oM, OMpEeNeIIIIMUMU (pakTopamMu
I BO3OYXKIeHUsI HeiipoHa W pabOTHI CHUHAT-
coB. UccinenoBanue 43 pa3nuvyHbIX HEHPOHOB
W3 JIATEPAIbHOTO, BEHTPATHHOTO U TOPCATHHOTO
TaHDIHEB (COAEPKAIUX CEHCOPHBIE HEHPOHHI,
WHTEPHEHPOHBI © MOTOHEHPOHBI) METOAOM (PHK-
carnuu moteHnuana (voltage clamp) BHISABMIO
CXOJIHYIO JUTS BCEX HUX KapTuHY. Tok noHoB K*
HApYKy KJIETKH M BCTPEYHbIH TOK moHOB Ca’’
BHYTPBH KJIETKH, aKTUBUPYEMBIC TIPH JIETIONIIPU3a-
MY, 00€CTIeYNBAIOT OKOJIOHYJICBOM ITOJHBIN TOK
4yepe3 MeMOpaHny B uaTepBaie ot —30 10 —90 mMB,
€€ BBICOKOEC COIMPOTUBIICHUE U BBICOKYIO UYBCT-
BUTEJIBHOCTh K CEHCOPHBIM WJIM CHHANITHYECKIM
CUTHaJaM. 3a Ipe/ielaMy dTOTO MHTEpBaJIa THIIep-
TIOJIIPU3AIIHS AKTUBUPYET TOK BHYTPH KJICTKH, a
Jenosipuzanus — HapyxKy. Takum oGpaszom, Bce
BBIIICYIOMSHY ThIe HeWpoHbI C. elegans oka3aluch
MPaKTUYCCKU U30MOTECHIUATBHBIMHA B COCTOSTHUU
nokosi (Goodman et al., 1998). Taxxe nmeercs
CBUJIETENHCTBO, YTO TSI XEMOCEHCOPHOTO HEWpOoHa
AWA moTeHIan, COOTBETCTBYIOIIUNA HYJICBOMY
TOKY 4epe3 MeMOpaHy (zero-current potential), pa-
BeH —40 MB, a 061acTh BEICOKOTO CONPOTHUBIIEHUS
nexuT B unrepsaie or —40 go —60 MB; momumo
3TOTO, JUIE MHOXKeCTBa (21) pa3muuHBIX HEHJCH-
TU(UITIPOBAHHBIX HEHPOHOB F'OJIOBHOTO HEPBHOTO
ra"rus 17 HeHpOHOB UMEIH ITOTCHITHAT HYJIEBOTO
TOKa B mHTEpBasie oT —16 1o —22 MB, a ocTanbHbBIC
4 moxazanu 3HaueHus —65, —31, —37 u —44 mB
(Nickell et al., 2002). [ToTeHmuan HyJIeBOro TOKa
WHOT/Ia MCIIONB3YIOT KaK OIEHOYHYIO BEIHYUHY
JUTSE TIOTEHITMAJIa TTOKOSI, OTHAKO B JAHHOM CITydae,
KaK MBI BUIIM, OKOJIOHYJIEBOM TOK PETHCTPHUPYETCS
B IOCTaTOYHO IIUPOKOM MHTEPBaJIC HAPSKEHUH.

Jlyist GONBIIMHCTBA U3YyUEHHBIX HEPBHBIX CHUC-
TEM B 3aBHCUMOCTH OT THTIa HEHPOHA MEeMOpaHHbBIT
MOTEHIIMAJ TOKOS MMeeT BenuduHy oT —30 1o
—100 MB. OTHOCHTENBHO 3HAYEHUS TIOTEHIIMAA
nokost HeipoHoB C. elegans IMEIOTCsI BEChMa CKY/I-
HbIC JIaHHbIC BBMJY YPE3BBIYAHON CII0)KHOCTH
TaKOTO M3MEPEHUSsI, 00yCIOBICHHON MO MEHbBIIEH
Mepe JIBYyMs CyIIeCTBEHHBIMHU (pakTopamu. Bo-
MIEPBBIX, TEJIO B3POCION HEMATOABI UMEET JUTUHY

Bcero 1,0 ... 1,2 MM U TOKPBITO JOCTATOYHO MPOY-
HOU DJIACTUYHON 000J04YKOH, GOopMy KOTOpOH
TTOJIIEPKMBAET M30BITOYHOE BHYTPEHHEE TaBJICHNE
(TMapocTaTHYecKuil CKeNeT), TaKk YTo JT00parbes
CKBO3b HEe /10 HEMPOHOB caMo 10 cebe SBiIsIeTcs
HeJIETKOW 3ajaueil. Bo-BTOpbIX, HEHPOHBI Upe3-
BbIYaiftHO Manbl: Bcero 2-3 um (Schafer, 2006);
IUTS CpaBHEHUS, pa3MephI Tella HelpoHa YeloBeKa
BappupytotT oT 5 1o 120 um. Hecmotps Ha onu-
CaHHBIE CIIOKHOCTH, HenaBHO (Piggott et al., 2011)
MeTozoM (hukcannu Toka (current clamp) yoamoch
MIPOBECTH M3MEPEHHUS NIl CEHCOPHOTo HelpoHa
ASH u unrepneiipono AVA, AIB u RIM. Iloka-
3aH0, YTO noTeHuua nokost RIM nmeer 3HaueHne
okoso —20 mB, a AIB — okono —50 mMB, 4Tto g0-
CTaTO4YHO OJNM3KO K PACCMOTPEHHBIM BHIIIIE 3HAYE-
HUSM TMOTEHIMaa HyJIeBOro Toka. [[s cpaBHeHus,
MOTEHIXAN TIOKOS HEHPOHOB 3HAYUTENBHO OoJiee
KPYITHOW HEMaToAbl Ascaris suum TaxXe HMeeT
JIOCTAaTOYHO BBICOKOE 3HaueHue: okono —40 mB.
DNeKTPOTOHUYECKOE TIPOBEICHNE CHTHAIIOB
MMeeT CyNIEeCTBEHHBIE OTIUYNS IO CPAaBHEHUIO C
MOTEHIINANIAMH IeHCTBUS. AMIUTATY/A B JUTUTEITh-
Hoctb [1/] PpukcupoBansl Oaronaps Jiexxamemy B
€ro OCHOBE MEXaHHM3MYy aKTHBHOTO paclpocTpa-
HEHUs, TO3BOJISIONIEMY IMPEO0JIeBATh 3HAYH-
TeJIbHBIC paccTossHus (o 1-1,5 M) mpu ckopocTH
1o 100—150 m/c u gactote mmmyibcoB 110 S00 I'ig
(B HEpBHOH cHCTEME UYeNOBEKa). DIEKTPOTOHU-
YecKoe MPOBEICHUE, TPOUCXOsIee 0e3 yuacTHs
HUMITYJBbCHBIX ITPOIIECCOB, OCHOBAHO HA TACCUBHOM
pacnpocTpaHeHnH curHana. HampsokeHue, mpuio-
YKEHHOE K HEPBHOMY BOJIOKHY, HE PacIpOCTpaHs-
eTCsl Ha 3HAYUTEIFHOE PACCTOSHUE M3-3a HU3KOU
IIPOBOJIMMOCTH aKCOIIJIa3Mbl U YTEUEK TOKa Yepes
MeMOpaHy HelipoHa. B pesynbprare HampsikeHue B
3aBUCUMOCTH OT PACCTOSHUS MEXYy OTBOASIINM
ANEKTPOAOM M TOYKOH MHBEKIIMH TOKa CIHaaeT
SKCMOHEHIIMATBHO U XapaKTEePHU3YeTCs MOCTOSH-
HOU JUTHHOM BOJIOKHA A (pacCTOsIHIE, Ha KOTOPOM
MOTEHI[HAJI CHU)KAETCS B ¢ pas, T. €. 10 37 % oT
HayaJpHOTO 3HaueHus). [locTosHHAS JUIMHBI BO-
JIOKHA 3aBHCHUT OT YACJIHHOTO COMPOTHUBICHUS
MeMOpanbl R, (OM-cM2), YIAEIBHOTO CONPOTUBIIE-
HUS akcotiasMbl R; (OM'CM) B TnaMeTpa HEPBHOTO
d-Ry (Rall, 1989).
4R

i
I[I/IaMeTp HCPBHOTO BOJIOKHA Y HCﬁpOHOB

C. elegans Bapwpupyer B ipeaenax ot 0,1 10 0,5 pm,
a JIJTMHA HEKOTOPBIX HEUPUTOB MPEBBIIIAET 1 MM.

BOJIOKHA d: A =
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Wsmepenue R, u R; nisi C. elegans BBUILy Majoro
pa3mepa HEHpPOHOB MPECTABISACTCS YPE3BbIYAITHO
CJIO’)KHBIM, OJTHAKO UMEIOTCS TAHHBIE, TTOJTyYeHHbIE
Ha 4 MOTOHEHpPOHAX HEMATONIBl Ascaris suum:
R, nexano B upenenax 61-251 kOm-cm? (cpeanee
snauenue 150 kOm-cm2), a R; — B mpenenax ot 79
1o 314 Om-cm (cpennee 3HaueHue 180 Om-cm)
(Roehrig, 1998). [lns cpaBHEHNS, IPH H3MEPEHHUAX
Ha )KHBOTHBIX JIPYTHX BHUJIOB JIAHHBIE BAPHHPOBAJIH
B muanasone ot 1 1o 50 kOm-cm? (R,,) u ot 30 10
250 OMm-cMm (R;). D10 cornacyeTcs ¢ HaOMIOICHUEM,
4yro Helponbl C. elegans UMerOT 3aMeTHO OoJjee
BBICOKOE COTPOTHBIICHHE MEMOPaHbl HEHPOHA, YeM
y APYTHX OPraHU3MOB, OJarojaps MajaoMy 4UCITy
MOHHBIX KaHAJIOB Ha €MHHMITY IIIomIau. Pacders
Ha OCHOBE NPWBEACHHBIX BEIMYHMH JAIOT 3Ha4e-
Hue A (C YYETOM pas3IudHBIX d B nipezenax ot 0,2
1o 0,3 um) B mpenenax ot 0,3 mo 1,5 mm (cpennee —
0,73 MM), 9TO IEHCTBUTENHHO MOATBEPKAAET BO3-
MOYXHOCTB AJIEKTPOTOHHYECKOTO PACIPOCTPAHEHHUS
CUTHaJIa Ha BCIO JuuHY HelipuTtoB C. elegans.

HeiipoHbl ¢ 2I€KTPOTOHUYECKUM ITPOBEICHUEM
CHUTHAJIA TAK)KE BCTPEUAIOTCS B CETYATKE M JIPYTUX
ornenax [IHC mo3BoHOYHBIX, B INIa3y YCOHOTHX
PaKoB, B HEPBHOW CUCTEME HACEKOMBIX U B CTOMa-
TOTaCTPaJIbHOM TaHTIINU pakooOpa3HbIx. OOBIYHO
0011131 ITTIHA 3TUX KJIETOK HE TPEBHIIIAST HECKOITh-
KAX MIJJTAMETPOB, U, KaK MIPaBUIIO, JJIs1 HUX Xapak-
TEPHO BBICOKOE YJCIBHOE CONPOTHUBICHUE MEMO-
paHsl, Oarofapst uemy gocturaercs 3pdexTuBHOE
AIIEKTPOTOHUYECKOE PaCcPOCTPaHECHUE CUTHAJIOB
¢ MasbIM 3atyxanuem. [1o mepe pacripoctpaHeHus
MOJJOOHBIE CHTHAJIBI YTacaIOT, OTHAKO MX aMILIH-
Ty/la OCTaeTCs BCE JK€ IOCTATOYHO BBICOKOM, IS
TOTO YTOOBI, TOWIS 10 OKOHYAHUI HEHPOHOB, OHU
MOIJIM MHUIIUUPOBATh BEICBOOOXK/ICHUE MEMATOPA.
(Oxkkepr u gp., 1991, I'n. 6).

OmHAM 13 BOKHEHIITNX TapaMeTpOB, OTICHIBA-
FOIIUX AIIEKTPOTOHUYECKOE MPOBEICHNE CUTHAJIA,
SBIIAETCS CKOPOCTH PACIIPOCTPAHECHHS AIIEKTPH-
YeCKOTO BO30YKIEHHUs 1Mo MeMOpaHe Helpura.
CornacHo pacueram Johnston u Wu (1995), ona
BBIpakaeTcs GopMyI0H:

o [ 2d iy
R, R; C,

rne C,, — yaeiabHas €MKOCTh CAMHHUIBI ILIOIIA-
JI1 MEMOpaHbl HEeWpOHa, COCTABIISIONIAS OKOJIO
1 Mk®/cM? 17151 BCEX HEPBHBIX U MBIIIEYHBIX BOJIO-
KOH (KJICTOYHBIE MEMOpaHbl 00pa30BaHbI JIMITH]I-
HBIM OHCII0EM TONIIMHOW BCEro 5 HM, Onaromaps

4YeMy MOTYT HaKalUlMBaTh JOCTaTOYHO OOJNBIION
3apsanm). Takum oOpazom, momydaem, 4TO IS
HelipoHoB C. elegans nipenonaraeMple 3HAYSHUS
nexar B uatepBaie ot 7,1 go 35,3 mm/c, T. €. qaxke
P MUHUMAJIBHOW CKOPOCTH CUTHAJ MpOoiaer
OT TOJIOBHOI'O 10 XBOCTOBOro kouma 3a 0,14 c.
CTOUT OTMETHTB, YTO MOCKOJIBbKY H A, U § 3aBHCAT
OJTHOBPEMEHHO OT R,, U R;, Mpu4eM pa3iudHbIM
o0pa3oM, TO MAKCUMYM U MUHUMYM A BOBCE HE
COBIAJIAIOT ¢ MAKCUMYMOM WJIM MUHHUMYMOM 0.
Tax, mas muauMansaoro A= 0,3 MM 0 = 14,4 mm/c,
JUTSI MakcuManbHoro A= 1,5 MM 0 = 17,4 mm/c; Mu-
HuManbHOMY 0 = 7,1 Mm/c cooTBetcTBYyeT A = 0,63
1 MakcuMaiabHOMY O = 1,54 MM/C COOTBETCTBYET
A = 0,76 mm. IIpu sTOM B pe3ynbrare 3aTyXaHHs
CUTHaJIa HAa y4acTKe Helpura JuHOW 1 MM ero
aMIUTUTYIa COCTABUT, MPENOJIIOKHUTEIBHO, OT
3 % (mis A = 0,3 mm) 10 51 % (mma A = 1,5 mm)
OTHOCHUTEILHO MCXOIHOTO 3HaYeHus. Buano, uto
CTETICHb 3aTyXaHUs MOXKET H3MEHAThCS JIOCTATOY-
HO CYIIECTBEHHO B 3aBHCHMOCTH OT A, TIOSTOMY
BechMa )KeJaTellbHO 3HATh KaK MOXKHO OoJiee ToY-
HOE ee 3HauCHHeE.

Teneps, obnanast 6a30BBIMH MPEICTABICHUSIMA
0 pacnpoCTpaHEHUH CUTHAJIOB B HEPBHOM CHCTEME
C. elegans, nonpoOyeM NPUMEHNTH 3TH 3HAHUS Ha
MpaKTHKE /IS aHAIHM3a IpocTeimero ¢pparmeHTa
€€ HeUpOHHOU CeTH.

HEMPOHHBINA KOHTYP,
OTBETCTBEHHBIM 3A BOCITIPUSITUE
CJABBIX IPUKOCHOBEHMUIA.
CBSI3b HEMPOHHOM AKTUBHOCTH
U HABJIFOJJAEMBIX
IMAPAMETPOB JIBUKEHUS

B nepsHnoii cucteme C. elegans umerorcs 6
MEXaHOCEHCOPHBIX HEHPOHOB, 00JaMAIOIINX
JUIMHHBIMU OTpocTkaMu. Hellputsl nepsbix 3
(ALML, ALMR u AVM) HHHEPBHUPYIOT TIEPETHIOIO
MOJIOBHHY Tena, a octaBmmxcs 3 (PLML, PLMR
u PVM) — 3agnroro (Chalfie et al., 1985). CnaObie
npukocHosenus (ot 0,1 pH) cmocoOGHBI BBI3BIBATH
OBICTPO aKTUBHUPYIOIINECS MEXaHOPEIETITOPHBIC
TOKH; OOJIbIIINE CHJIBI BBI3LIBAIOT OOJIBIINE TOKH,
BBIXOJSIIIIE HA HachIeHue B obmactu 1-2 pH
(O’Hagan et al., 2005). Hauunas ot 100 uH akru-
BHUPYIOTCS IPYTUE€ HEHPOHBI, pearupyromne Ha
cwiibHOE AaBieHue. OOBIYHO B DKCIIEPUMEHTAX
IUIS TOTO 4TOOBI BBI3BATh PEAKIIUIO Ha ciadoe
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MPUKOCHOBEHHE, UCTIONB3YIOT OJMHOYHBII BOJIOCOK
pecHutipl. [Ipy 5TOM HEMaToa TOYTH Cpasy mocie
KacaHUsl MEHSET HalPaBJICHHE CBOETO JIBHKCHHS
¢ mpsmoro Ha obparnoe (http://www.youtube.
com/watch?v=olrkWpCqVCE). Takoe noBeeHue
c(hopMUpPOBAIOCH B XOJ€ IBOJIONUH M HpEAHA-
3HAYEHO ISl TOTO, YTOOBI N30eraTh MonajaaHus B
KOJIBIIA-JIOBYIIIKHA XHIMHBIX TpHO0B Drechslerella
doedycoides, BcTpedaronuxcsi B €CTECTBCHHOM
cpene oburanus C. elegans. IlokazaHo, 4To 3a-
JIepKKa MEXJy MOMEHTOM KacaHWs BHYTPECHHEH
CTOPOHBI KOJbIa M CpabaThIBAHUEM JIOBYLIKH
cocrasisieT okoio 5 ¢ (Maguire et al., 2011). Onu-
canHas peakuus C. elegans Ha TIPUKOCHOBEHHE
TIpENCTaBISIET COO0H IpUMEp TOTO, KaK HEHpOHHAs
ceTh mpeoldpa3yeT BXOJHOW CEHCOPHBIM CHTHAI
B KOOPJMHUPOBAHHBIN JBUraTenbHblil oTBET. [1o-
npoOyeM pa3o0paThes, Kak yCTPOEH U Kak paboTaer
JTaHHBIN HEHPOHHBIN KOHTYP.

YnomsiHyTast BBIIIE BHICOKAS CIIOKHOCTB AIEKT-
podHU3MOTOTHYECKUX M3MEPEHUN aKTHBHOCTH
HelipoHoB C. elegans n Heu30EKHOE TIPU ITOM
MOBPEXKACHHE 000JOUYKH Tela, UCKIIoYalolee
BO3MOKHOCTh HAOJIO/EHUS] TOBEJCHHSI MHTAKT-
HOW HEMaTo/bl OJHOBPEMEHHO C perucrpanuen
e€e HEeHpPOHHOW aKTHBHOCTH, MOOYAMIM HCCIIe-
JloBarerel MCKaTh allbTepHATHUBHBIE CIOCOOBI
JUI pelieHus 3Tou 3ajaun. BecbMma ycremHbiM
0Ka3aJcsl OAX0/l, OCHOBAHHBIN Ha ONITOTCHETHKE.
beina co3nana tpancrennas aunus C. elegans, y
KOTOPOH B BBILLICYTTOMSIHYTHIX 6 MEXaHOCEHCOPHBIX
HEHpOoHaX AKCIpeccUpoBaics (IFOOPECIICHTHBIN
oenox YC2.12, conepxamuii 04HOBPEMEHHO
CFP u YFP kommonents! (Suzuki et al., 2003).
B npucyrcteun nonoB Ca2™ OTHOIIEHHE MEXLY
WHTCHCUBHOCTSIMH (DIIOOPECICHIINN Ha JJIMHAX
BouH, cootBeTcTBYROINX CFP (Cyan Fluorescent
Protein) u YFP (Yellow Fluorescent Protein), orpa-
JKaeT M3MEHEeHNE BHY TPUKIIETOYHON KOHIIEHTPAITII
Ca?* (Miyawaki et al., 1997). 3Ha4uTeNbHbIN MH-
Tepec MPEACTABISIET SKCIIEPUMEHT 110 U3MEPEHHIO
BpPEMEHH PaclpOCTPaHECHUS CUT'HAJIA 110 ICHIIPUTY
HelipoHna ALM (TouHee OmiiaTepambHO CHMMET-
puyHas napa HeilpoHoB — neBbld ALML unu npa-
BeIii ALMR; kakoii IMeHHO OBLI 3a4€HCTBOBAH B
SKCTIEpUMEHTE — HE yTouHseTcs ). Teno HeiipoHa
ALM pacnonioeHo B CpeIHel 4acTh HeMaTOdbl
(OTHOCHTENBHO HANPAaBICHHS TOJOBa—XBOCT), a
JUTHHHBIH ICHAPUT UJIET B HAIIPABICHUH K TOJIOBE,
WHHEPBUPYS NEPEIHIOI0 MTOJIOBUHY Telna. B skcme-

pumente Suzuki ¢ coast. (2003) O6buTO TOKa3aHO,
YTO JIETKOE KacaHWe TMepeHed MOJOBUHBI Teya
gepBs (IPOAOIKUTEILHOCTh cTUMYyma — 90 mc)
Ha paccTossHUH Okojio 350 um mo Tema HeipoHa
ALM mnpuBeno K JOCTUXKEHUIO CTaTUCTHUYECKHU
3HAYUMOTO YPOBHSI aKTHBAI[MU CaMOro HeWpo-
Ha (Ha ocHoBaHuu ypoBHs Ca?") uepes 45 mc
mocje MOMEHTA Havayia CTUMYJSuu. B Tede-
HHE MEPBBIX 22 MC HE OBIIIO HHKAKOTO CBHC-
TETLCTBA OTBETA HelpoHa Ha BO3OyxaeHue. [1o
MHEHUIO aBTOPOB, HEsICHO, Kakas aosa 20-30 mc
3aJIepKKH COOTBETCTBYET BPEMEHHU paclpocTpa-
HEHMsI CHTHajla TI0 JeHIPUTY N0 Tejla HEeHpoHa.
OfHako dTH JaHHBIC BCE-TAKU TMO3BOJAT HAM
OIICHUTh MUHHMAIIBHYIO CKOPOCThH DJIEKTPOTO-
HUYECKOTO PacHpOCTPaHEHUS] CUTHAA, PaBHYIO
350 um/22 mc, T. €. okosio 16 MM/C, UTO BIIOJIHE
comracyeTrcsl ¢ Hallleld OLEHKOM, IOJy4YeHHOU
BBIIIIe, — HHTEpBaIOM oT 7,1 10 35,3 mm/c.
Kakumu myTsiMu cursai, BOCHPUHATHIN HEl-
pounamu ALM(L/R), Oymer pacmpocTpaHATHCS
nanbine? ALM(L/R) 1 AVM uMeIoT MpoTsKEeHHEIE
JEHJIPUTHI U POPMUPYIOT IAIIChI IPYT C APYTOM,
a TaKkKe 3HAYMTENbHOE YUCJIO COCIUHEHUU CO
MHOTHMH JIPYTUMHU HEUPOHAMU; MO3UITUU ITUX
MEXHEHPOHHBIX KOHTAKTOB PAaCIOJIOKCHBI B
o06macTu rooBHOrO HepBHOTO TaHrausa (White
et al., 1986). OOBIYHO B CTAThAX, MOCBAIICH-
HBIX M3YUYEHHIO pabdoThl HEPBHOTO KOHTYypa
C. elegans, oOpabaThIBarOIIETO CIA0BIC MTPUKOC-
HOBEHUSI, YIOMHHAIOTCSI XAMHYECKHE CUHAICHI OT
ALM(L/R) u AVM k nape KOMaHIHBIX WHTEp-
ueiipoHoB AVD(L/R), koTopsie, B CBOIO 04€penb,
00pa3yroT CHHAICHI C CEpUSMU MOTOHEHPOHOB
DA (DAL1...DA9)u VA(VAL...VA12), obecieun-
BaroIUX JBUxkeHHe Hemaronsl Hazan (Chalfie et
al., 1985; Rankin, 2002). Takxe UMEIOTCS JaHHBIC
0 TOM, YTO B PE3yJbTaTe CTHUMYJSAIUH MEXaHO-
ceHcopHbIx HelipoHoB ALML, ALMR nnu AVM
akTuBupyrorcs Heliponsl AVA(L/R) (OCHOBEIBAsICh
Ha yposre CaZ"), mpaBza, Cyas 10 IPUBEIEHHBIM
rpadukam, IPUMEPHO Ha OJHY CEKYHIy TO3XKeE,
YeM MPOM30IIUIa CMEHA HaIllPaBICHUS ABHKCHHS
HeMmarons! (Shipley et al., 2014, Fig. 2, B), xots
Onaronaps xumudeckuM cuHarncam ot AVD k AVA
9TO JIOJDKHO MPOUCXOANUTH 3HAYUTEIBHO ObIcTpEe
(MBI Terepb UMeeM NPEACTABICHUE O XapaKTep-
HBIX CKOPOCTSIX PacnpoCTpPaHCHUS CHTHAJIOB
no uHeiiputam C. elegans). 13 Toro xe rpaduka
CKOPOCTH PaCHpOCTPAHEHHS BOJHBI MBIIICYHBIX
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cokpamenuit (Shipley et al., 2014. Fig. 2, B)
CJIeTyeT, YTO CMEHA HalpaBJICHHS JIBIDKCHUS Ha
MTPOTUBOIIONIOKHOE ITPOUCXOIUT MIPHUMEPHO Yepes
1,5 ¢ mocye Hagaza ONTHICCKON CTUMYIISIIIH Me-
XaHOCeHCOpHOro Heilpona ALM reHeTuiecku Mo-
muduuupoBanHoro C. elegans. OqHaKo MoKaapo-
BBIi aHaK3 BUieo3aruceit nemxenus C. elegans B
MOMEHTBI PeBepCa MO3BOJISIET BBISIBUTH, YTO CMEHA
HaTpaBIeHUs ABM)KCHUS HEMAaTO/Bl TIPOUCXOIUT
MPAaKTUIECKH MTHOBEHHO IOCIIE IPUKOCHOBEHHS K
Hei. [lonmpobyem Ha eTo OCHOBE OLICHUTD, C KAKU-
MU MaciiTabaMu BpeMeH U CKOPOCTE Mbl UMEEM
JISJIO TIPU PeBEpCe HATPABIICHUS JIBHIKSHUSI.

Kak MBI BUauM, TTOCTYyMaTenbHOE JBM)KCHUE
MIPH TIOJI3aHUU IO BIAKHOW TOBEPXHOCTHU (CJIOI0
arapa B vamke llerpn) peanmsyercs mocpezacT-
BOM BOJIHOOOPAa3HBIX COKpaIeHU# Tena, Gopma
KOTOpPOTr0 MpHU 3TOM HAmoOMHHaeT (QparMeHT
CUHYCOHUJBI, y KOTOPOH B Ipolecce ABMKEHUS
TUTaBHO MEHseTcs (a3a: Mpu JIBUKCHUU BIIEpE]
B OJTHOM HaIpaBJICHUH, a TIPH JIBYKSHUH HA3a]l —
B oOparHOM. Pa30uB BumeoparMeHT Ha OTAEIb-
HBIC KaJpbl C MOMOIII0 TiporpamMmbl VirtualDub
(dgacrora ux cienoBaHus coctannser 30 kaJIpoB
B CEKyHJY), a TaKXKe TOYHO OIpPEJCIUB KaJp,
COOTBETCTBYIOIIUH MOMEHTY KacaHHsI HEMaTOIbI,
Mbl PEIIMJIM paccMOTpeTh ceputo u3 30 Kaapos
1o aToro MmoMmeHTa u 30 kagpoB mocie. biaromaps
XOpOIIeMY OTIIMYHIO MEX/Ty (POHOM U TEJIOM HeMa-
TOJIBI YAJIOCh HAITKCATh AOCTATOYHO HECIOKHYIO
MPOrpaMMy, KOTOpasi BbIJICIHIIA Ha KAKJIOM KaJipe
KOHTYP TeJla HEMaTO/Ibl ¥ BBIYUCIINIIA TTOJIOKCHHE
€ro IeHTpa Macc.

Kak BunHO 13 prcyHKa, paBHOMEPHOE JIBHKE-
HUe Briepe] (co ckopocthio = 0,19 MMm/c) mocie
kacanus Tena C. elegans cMeHsieTCS MEPEXO/-
HBIM IIEPUOJIOM, MPOJIOJDKAIOIIUMCS B TCUCHHE
7 xanpos, T. €. = 0,23 ¢, mocie 4ero HadIonaeTcs
paBHOMEpPHOE NIBIDKEHWE B HANPABICHWW Ha3a
(co cxopoctrio = 0,30 MM/c). Hammm pacueTsl, kak
0Ka3aJI0Ch, HAXOJISTCS B COTJIACHHU C DKCIIEPUMEH-
TaJIbHBIMU AJAHHBIMHU O TOM, YTO CKOPOCTH IIPO-
JIBUYKCHHSI B3POCIION HEMATOIbI 10 IIOBEPXHOCTH
arapa IpH JIBIKeHUH Biepes Bappupyet ot 0,1 10
0,3 mM/c (Liiersen et al., 2014). UaTepecHo, 9TO
CKOpPOCTH JABIKEHUS Ha3aJl 0Ka3ajlach MPUMEPHO
B 1,3 pasa GoJbliie, 4eM UCXOHAsI CKOPOCTh JIBH-
JKCHUA BIIEpEA, YTO MOXKET CBUACTCILCTBOBATH
0 Pa3JIMYHBIX HEHPOHHBIX MEXaHU3MaX, yIpPaB-
JSTONIUX JIBIDKEHUEM Briepes 1 Hazaj. CormacHo

nanaeiM Faumont ¢ coast. (2011), oOHapyXeHBI
MOTOHEHPOHBI, aKTUBHBIE BO BPEMSI IBUKECHHS KaK
BIIEpE], TaK M Ha3aj; 10 MHEHUIO aBTOPOB, HEOO-
XOJIMMO TIPOJIOJDKATh UCCIICIOBAHHS B 00JacTH
perucTpanny HeMPOHHOM aKTUBHOCTH B CBOOOHO
JBIDKYIIUXCSI HEMATOAAX.

HmeroTest naHHble, YTO CKOPOCTH pacipo-
CTpaHEHHs! BOJIHBI MBILICYHBIX COKpPAILCHUN TpU
JBPKEHHUH BIEpe]] IO IOBEPXHOCTH arapa coCTaB-
nset 0,39 mm/c (Shen et al., 2012). Ananuz Bu-
JI€03aIMCH TI03BOJIMII PACCUUTATh 3Ty BEITHUUHY,
KoTOpasi B JaHHOM citydae coctaBuia 0,26 Mmm/c.
Ota ckopocTh Oonee ueM B 10 pa3 MeHble, 4eM
paccMOTpEeHHass HAMH paHee CKOPOCTb Pacipo-
cTpaHeHHUs curHainoB no Hedpurtam C. elegans
(ot 7,1 mo 35,3 mm/c). PactipocTpaneHue curHaia
no kparvaimemy mytu or ALML/ALMR/AVM
k AVDL/AVDR, 3arem k MotoHeiporam DA/VA
(pacnojoKEeHHBIM MOCIEI0BAaTENFHO OT TOJOBBI
K XBOCTY BJIOJIb BCErO TeJa) M, HAaKOHEell, K MbI-
LICYHBIM KJICTKaM, Ja)Ke C y4eTOM 3aJlep’KKU Ha
CHHANTHYECKUX KOHTAKTaX (KOTopasi OOBIYHO CO-
CTaBJISIET OKOJIO 2 MC JJIsi XHMUYECKHX CHHAIICOB
u 0,2 Mc 1151 3(harcoB), TAKUM 00pa30M, HE MOKET
00BSCHUTDH HAOTIOAEMYIO CKOPOCTb pacrpocTpa-
HEHUS MBIILIEYHBIX COKpalleHuii. imeercst rumnore-
3a 0 TOM, YTO OTPOCTKHU MOTOHEHUPOHOB cepuii DB
1 VB, pacronoxeHHbIX BJOJIb OPIOIIHOW HEPBHOM
OCIMOYKH, UMCIHOIIUE JOCTATOYHO AJIHMHHBIC KOH-
LEBbIC OT/EIbI, HE 00pa3yIoIue CHHANTHYECKUX
KOHTAKTOB, MOTYT CIYKUTb IPOIIPHOLIETITOPAMH,
pearupyonuMy Ha PacTsXKEHUE Tella YepBs B
MecTax U3ru0oB. BiusHue 3THX JOMOTHUTEIBHBIX
CUTHAJIOB MOTJIO OBI, HAPUMEp, MMOAABISTEL pac-
MpOCTpaHEHHE OCHOBHOIO CHTHAja Jajnee BAOMIb
TeJla HEMATOMbl 10 TEX IOP, NOKa MPEabl Ty
y4acTOK HE MPOM3BEACT JAOCTATOUYHBIH U3THO
WIH, HA00OPOT, HE CTAHET JJOCTATOYHO MPSMBIM.
OpnHako y Kak0ro HelpoHa, UMEIOLIEro TaKkoil He
00pa3yIoni CHHAIICHI OTPOCTOK, OJJHO M TO K€
HaTpaBJICeHUE — OT TOJIOBBI K XBOCTy. [laxke ecinu
9Ta TUIOTE3a CMOKET OOBSICHUTH PACIPOCTpaHe-
HUE BOJHBI MBIIIIEYHBIX COKPALLICHUN IPH ABHKE-
HUH BIIEPE, TO C ABWKCHUEM Ha3aJ BO3HUKAIOT
CI0oKHOCTH. TakmMm 00pa3oM, Ha CETOMHSIITHHII
JCHb MCXAaHH3M, nemamnﬁ B OCHOBEC I'€HCpalun
BOJIH MBIIIICYHBIX COKpaHIeHHﬁ, HECMOTPA HA MHO-
TOYKCIICHHBIE MOMBITKU Pa300paThCs B MPUHIUIAX
ero aeticteus (Cohen, Sanders, 2014), 1o cux mop
ocraercs HeoObsICHeHHBIM. C y4eTOM TOTO 4TO BCE
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Puc. M3menenne ckopocTr ABMXEHUS (a) M KoopAnHATH nieHTpa Macc (0) C. elegans B HapaBICHUY JBIKCHUS
B pe3yJIbTaTe JICTKOro MPUKOCHOBEHUS K IIEPeIHE YacTH Tena.

Hounb o ocu BPEMCHU — MOMCHT KaCaHUs.

Fig. Dependence of C. elegans velocity (a) and center of mass coordinate (b) along the direction of movement as

a result of gentle touch to the anterior part of its body.
Zero of the time axis corresponds to the moment of touch.

HaIlIM BBIYMCIICHUS, KACAIOUINECs BUCO3aMUCH
peaxkuuu C. elegans Ha ciiaboe MPUKOCHOBEHUE,
0Ka3aJIUCh B COMIIACUU C UMEIOIIMMHUCS SKCIIEPH-
MEHTaJILHBIMU (haKTaMH, ECTh BCE OCHOBAHUS CUH-
TaTh BEPHBIM U HHTEPBAJ MPOJOHKUTEIHFHOCTHIO
~ 0,23 ¢, KOTOpBIi TpeOyeTCcss HeMaToje, YTOObI
MEPEKIIOUUTHCS C PEXKUMa JBHKECHUSI BIIEpe/ Ha
IBrkeHue Hazaa. OJHAKO B YIOMSHYTOM HaMH
paHee onToreHeTnueckoM skcriepumente (Shipley
etal.,2014) nns aToro morpebdoBanock okono 1,5 ¢,
YTO MOXKET CBUIETENLCTBOBATH MO0 00 ommOKax
B HX METOJIMKE U3MEPEHUS, JINOO O CYIIECTBEHHOM

3aJiep)KKe CUTHAJla OT MEXaHOCEHCOPHBIX HEW-
POHOB IIpU UX BOSGy)KI[eHI/II/I HE IMyTECM KaCaHUuAd
C. elegans, a mocpencTBOM OINTOTEHETHYECKOM
aKTUBAIUH.

B nmanHOU paboTe, MOCBAMIEHHOW CO3JaHUIO
NPEANOCHUIOK JJIsS MOJCIUPOBAHMS HEPBHOM
cucrembl C. elegans, Mbl TIONBITATUCH COOPATH
WH(pOPMAIHIO, UMEIOIYIO OTHOIIEHUE K TOCTAB-
JICHHOM IIEJT, TIOITy THO MTPOU3BOISI HEOOXOAMMBIES
pacueTsl, MpeaNnpuHUMas MONBITKA aHalln3a U
COOTHECEHHS MEXKy cOO0W pa3po3HEHHBIX (haK-
TOB, IMOJTYUYCHHBIX Pa3HbIMU aBTOpaMHu, U T. H.
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Taoauna 2

OCHOBHBIE MEKTPOPHU3NOIOTHIECKIE U MOP(OIOTHIECKIE
XapaxkTepucTHKH HelipoHoB C. elegans

ITapameTtp 3HayeHue JluTeparypHblil ICTOUHUK
IloTenuuan HyneBOro Toka
(mist BBIOOPKH 13 43 pasmHYHBIX HEHPOHOB) —30 ... 90 MB | Goodman et al., 1998
IloreHuunan HyaeBoOro Toka
(uts BBIOOpPKHM M3 21 HeilipoHa n3 ronoBHOTO | —16 ... —22 MB
HEPBHOTO TaHTJIHA)
[Torenmuan HyaeBOTO TOKa Nickell et al., 2002
0 —65, 44, -37,
(nst 4 npyrux HEHPOHOB U3 TOJIOBHOTO ’31 MB
HEpPBHOT'O T'aHIJIHS)
[Torenman HyneBoro Toka Heiipona AWA —40 MB
ITorenunan nokost uuTepHeripona RIM —20 MB .
- Piggott et al., 2011
[Torenmman mokost naTepHEiipona AIB -50 MB
TunaHeI pa3mep Tena HelpoHa (COMBI) 2 ...3mkm |Schafer, 2006
Huametp HeiipuTa 0,1 ...0,5 mxm |Roehrig, 1998; Lockery, Goodman, 2009
Tmuna medipura o 1 MM WormAtlas.org;
p u Oonee caltech.wormbase.org/virtualworm/
VaenpHOE COnpOTHBIICHHE 61 .. 252 1 Roehrig, 1998
MeMOpaHbI HeifpoHa KQ-cm
VienbHOE CONPOTUBIIEHUE aKCOILIIa3Mbl 30 ... 250 Q-cm | Huxosmne u ap., 2003
A, KOHCTaHTa JUIMHBI JUIS 3JIeKTPOTOHU- Paccuntana Ha OCHOBE NTPHUBE/ICHHBIX BHIIIE
0,3...1,5Mm o A
YECKOT'0 PacrpoCTPAHCHHS TOTCHIIMAIA 3HaueHuit o popmyre u3: (Rall, 1989)
YnenbHas 2MeKTpUUecKast 1 MeD/er2 OnuHakoBa ISt BCEX TUIIOB HEPBHBIX
€MKOCTh MEMOpaHBbI 1 MBIIIEYHBIX BOJIOKOH
CKODOCTD MEKTDOTORIUECKOrO Paccunrana Ha OCHOBE ITPUBEACHHBIX BBIIIIE
P P 7,1 ... 35,3 mm/c | 3HaueHm# 1o popmyie u3: (Johnston, Wu,
pacnpocTpaHeHHUs TOTEHINaIa 1995)
3ajiepiKKa CUTHalla Ha XMMHUYECKOM CHHAICe ~2Mc
3aepIKKa CHIHANA HA L[EJICBOM KOHTAKTE 0.2 Mc en.wikipedia.org /wiki/Electrical _synapse
(«gap junction») ’

OCHOBHBIE JTaHHBIE, UMEIOIUE OTHOILICHHE K OTIH-
CaHUIO HEHPOHOB 1 HelpoHHbIX ceteit C. elegans,
NpUBEICHBI B TAOII. 2.

OBCYX/JIAEHUE

Jannas pabota mo3Bosuia 0000IIHTh, COOTHE-
CTH ¥ yIIOPSIIOYUTH MHOXKECTBO (DAaKTOB U IaHHBIX,
KacaloNIuXcsi MEXaHW3MOB pPacIpOCTPAHCHUS
curHaioB B HepBHoW cucteme C. elegans. Ml
COCTaBHJIM JOCTaTOYHO 000CHOBAaHHOE MPE/ICTaB-
JIGHHE O CKOPOCTSX PacHpPOCTPAHEHUSI CUTHAJIOB,
UX 3aTyXaHUH CO BPEMEHEM U O CKOPOCTSX, Xa-
PaKTEePU3YIOIINX JIBIKeHUE HeMato b, [TokazaHo,
YTO IEKTPOTOHUYECKOE TPOBEJICHNE CUTHAJIA HA

paccrosinus 1o 1 MM 1 Oonee, XapakTepHOE JUIs
C. elegans, BO3MOXHO B IIpeiesiaX PACCMOTPEHHBIX
HMHTEPBAJIOB 3HAYCHHUH MapaMEeTPOB, OIMCHIBAIO-
X MOP(OJIOTHIO U 3JICKTPOPHU3HUOIOI U0 HEHPO-
HOB JIAaHHOTO OpraHu3ma (Tabiu. 2). OTuX JaHHBIX
JOCTaTOYHO JJIsl CO3AaHuUs IOAPOOHOM, Oromoru-
4ecKr 000CHOBaHHOM Mozienu (pparMeHTa HepBHOM
cucremsl C. elegans — Hanpumep, ¢ IOMOLIbIO
nakera NEURON (Carnevale, Hines, 2006), opu-
SHTUPOBAHHOTO Ha CUMYJISIHUIO OHOJIOTHYECKIX
HEWPOHHBIX CETEH, UTO U INIAHUPYETCS NMPEANPU-
HSTH Ha CIEAYIOUIEM dTare Haleil paboThl.
[Ipoctoe oObsicHEeHNE TeHEPALIMY BOJIH MbIILICY-
HBIX COKpAILIEHUH, OCHOBAaHHOE Ha 3aICP’KKE CUT'Ha-
JIa [P JIBMPKEHUH OT TOJIOBBI K XBOCTY, OUY€BHIHO,
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He paboTaer, a Ayl BBISIBICHUS! ICTUHHON KapTHHBI
MPOUCXOSIIINX IIPU TOM HEHPOHHBIX IPOLIECCOB,
H0-BUIMIMOMY, HEZIOCTaTOYHO JaHHBIX. Taknm oOpa-
30M, JJAJIbHEHIIINI IPOTrpecc B TaHHOM HaIlpaBJIeHUN
WCCIIEI0BaHMI MOYKHO OJKUJIATh JINOO B pe3ynbrare
HOBBIX ONTOTCHETHYECKUX IKCIICPUMEHTOB, OJHO-
BPEMEHHO PETHCTPUPYIOMINX aKTUBHOCTH MHOTHX
HEHUPOHOB y ABWXKYILEHCS B €CTECTBEHHOU cpene
HEMaTo/bl, JTUOO MOCPEICTBOM OMOJOIMYECKU
000CHOBAHHOTO KOMITHIOTEPHOTO MOAEITHPOBAHHS
HEWPOHHBIX KOHTYPOB, MO KOTOPBIM PacIpoCTpa-
HSIFOTCSI CUTHAJIBI OT MEXaHOCEHCOPHBIX HEHPOHOB
ALML/ALMR/AVM, [to 1 OyfeT npeArnpuHsITO B
ommkaiimem OymymeM. Bo3MoXKHO, 00JIErduTh 1mo-
HUMaHue paboThl HelipoHOB C. elegans M yTOYHUTD
X (YyHKIIMOHAILHBIC XapaKTEPUCTUKN MTOMOTYT
METO/bI KyJIBTUBUPOBAHUS 3TUX KJIETOK M PEKOH-
CTPYKLUSI HEUPOHHBIX CETEH in Vitro.

CornacHo naHHbIM 0 KoHHekToMe C. elegans, Tpu
MexaHOCeHCOpHBIX Helipona ALML/ALMR/AVM,
MHHEPBUPYIOUINX HNEPEAHIO IOJOBUHY Tela,
00pa3yroT KOHTaKTHI 10 MEHBIIEH Mepe ¢ 26 npy-
TMMH HEHpOHAMH, JIMIIb MaJasi 9acTh U3 KOTOPBIX
YUUTBHIBAETCSl B UMEIOIIUXCS MOJICISIX TeHepaluu
BOJIH MBILIEYHBIX COKPALLICHHUH.

Msl Hazeemcsl, YTO AaHHast paboTa U moce-
JYIOLIME UCCIIEIOBAHUS B JaHHOM HAIPaBICHUH
MO3BOJISIT 3HAYUTEITBHO MTPUOIH3UTHCS K PEIICHUTO
3TOH MPOOIIEMBI.

OTae’apHO CTOUT OTMETHTH HaOIIOJEHUE O
TOM, uTO JBIKeHue C. elegans Ha3aa Ipy peBepce
Ha4yMHAeTCs ¢ TOW ke (Das3bl, Ha KOTOPOM 3aKOH-
YHJIOCH JABMKEHUE BIIEPEN, BEPOSITHO, OHO MOXKET
CBUJIETENTLCTBOBATH O TOM, YTO HEMATO/1a CIIOCOOHA
00 XpaHUTh MHOOPMAILIMIO O CBOCH TEKyIIei
¢dopme Tena, 100 CUMUTHIBATH €€ MPH TOMOIIU
MIPOIPUOIIETITOPOB.

[Tony4eHHble 1aHHBIE U NPEATIOKEHHbBIE MOJ-
XOJbl TAKXX€ MOI'YT OBITh MCIIOJIB30BaHbI IIPU
MOJIETMPOBAHUH 00JIee CII0KHO OPTaHN30BAHHBIX
OHMOJIOTHUECKUX HEMPOHHBIX CHCTEM.
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Summary

Among organisms most widely used for investigation of fundamental mechanisms of nervous system
functioning, Caenorhabditis elegans is unique due to exceptionally small number of its neurons, 302. Over
a period of 25 years it stays the only organism with known connectome — a description of its neurons and
interneuronal connections. However, this information appeared to be insufficient for deciphering of mechanisms
underlying the work of even such a small nervous system. Further years devoted to both experimental research
and development of computational models. Consolidation of simulated nervous, sensory and muscular systems
united with nematode body, or virtual C. elegans, is a big hope for solving this problem. Recent progress
rather shed light on the real complexity of the problem than brought researchers closer to its solution. Here we
perform an attempt to generalize, correlate and order a set of facts and data related to mechanisms of signals
propagation in the C. elegans nervous system. As a result it was shown that electrotonical propagation of neural
signal within distance of 1 mm or slightly more, which is common in C. elegans nervous system, is possible
for some combinations of parameters (describing morphology and electrophysiology of this organism) within
theoretically possible intervals. According to this, simulation of a fragment of C. elegans neural network based
on real morphological and electrophysiological data presents to be quite reasonable. For example, it can be
performed using NEURON software oriented to simulation of biological neural networks.

Key words: C. elegans, computational neuroscience, connectome, modeling, electrotonic signal propagation.



