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Annomayua. Hemarona C. Elegans — eqMHCTBEHHBI Ha CETOAHAIIHUI J€Hb OpPraHU3M, IJIS
KOTOPOTO HM3BECTHAa CTPYKTypa BCeil HEPBHOH CHCTEMBI U B MEPBOM MPHUOIMKEHHU MOTyUYEeH
KOHHEKTOM. OIHaKO MOHSTH, Kak paboTaeT maxke Takas OTHOCHUTENBHO IpocTas HEpBHAs CHC-
TeMa, JI0 CHX TOp He yJaanochk. B maHHON paboTte mpemiaraetcs o0yJaromascsi CHCTeMa yIpaB-
JICHUsI, MOZIeNUpYIomas paboTy HEHPOHHOTO KOHTYpa yNpPAaBIECHHS XEMOTAKCHCOM HEMAaTOIbl
C. Elegans. I coznanust 00ygaeMbIX HEHPOHHEIX KOHTYPOB IIPEUIOKEHA MOJIETh 00ydaeMBbIX
norudeckux Heiponos. [pu momomu 3D-cumynsTopa HeMaTo bl ObLIa MPOBEICHA CEpUsl yC-
HELTHBIX JKCIIEPUMEHTOB 110 00YUYECHUIO NMpeaIoKeHHON Mozenu. CucTeMe ynpaBiieHHs yaeT-
cs cTabMIBHO OOHApYKUBATh ONTHMAIBbHYIO CTPATETHI0 XeMoTakcuca B cpenHeM 3a 1000 tak-
ToB. IIpu 3TOM HabmoAaeTCsl 3HAYUTENBHOE BU3yaTbHOE CXOACTBO MOBEACHHS MOJENH C IOBE-
JICHUEM peabHOI HeMaTobl. Pe3ynbTaTsl 3KCIEPUMEHTOB [TOKA3allH, YTO JABUTaTenbHAs (QyHK-
U ¥ CBA3aHHBIC C HEHl MEXaHW3MBl OPHEHTAIlMH HEMAaTOIbl MOTYT OBITh MONYYEHBI ITyTeM
00y4eHHs TOJIBKO Ha OIIBITe B3aMMOACHCTBHS ¢ OKpyskaromiei cpenoif. C mpakTHIecKoi TOUKH
3peHUs], Pe3yNIbTaThl ITOKA3hIBAIOT, YTO IPEUIOKEHHAs MOJEIb MOXET OBITh C YCIEXOM HC-
MOJIB30BaHa JUIS YIPABJICHHS CIOKHBIMHA OOBEKTaMU.

1. BBenenue

MonenvupoBaHue MTOBEICHHS JKUBOTHBIX SIBIICTCS OHUM U3 BO3MOXKHBIX ITy-
TeH, TO3BOJISIOIIUX TPHONM3UTHECS K TOHUMAHUIO CYIIHOCTEH OHMOJOTHYECKHX TpO-
I[ECCOB, YIPAaBJAIOMINX MOBEJCHUEM JKUBBIX OPTraHH3MOB, a TaKXKe SBISIETCS XOpO-
ITUM METOJIOM, MTO3BOJISIFOIIMM dKCIIEPUMEHTAIBHO TIPOBEPHUTH HAIIA TPEICTABICHUS
U THIIOTE3Bl 0 MEXaHU3Max PabOTHl OMOJOTHYECKHX yIpaBIsAonmx cucreM. Ha cero-
masmHud nenp Hemartona C. Elegans sBisercss Hambosiee yIOOHBIM OOBEKTOM IS
M3Y4YCHUS] U MOJICIMPOBAHUS Pa3IMYHBIX ACIEKTOB pabOThl HEPBHOW CUCTEMBI MO
l'[pI/l'-lI/lHe TOT'O, UTO OHA ABJIACTCA Han6onee l/I?:y'-IeHHI)IM MHOT'OKJICTOYHbBIM OpFaHl/IS-
MOM H CJUHCTBCHHBIM, IJIA KOTOpOFO HN3BCCTCH IMOYTH BECCb KOHHCKTOM — COBOKyH-
HOCTh HEWPOHOB, MEXKHEHPOHHBIX M HEHPOMBIIICYHBIX CBS3€H, KICTOK-CEHCOPOB U
JIPYTUX KOMIIOHEHTOB HEPBHOM cUCTEMSI [1].

Hepshas cucrema C. Elegans otHocutenbHO mpocta: 302 HelipoHa, OKOJIO
CEMH THICSY MEXHEHPOHHBIX coeauHeHNH (~5000 ThICSY coeqMHEeHUI MexX Ty co00i 1
~2000 — Mexay HEHpOHAMH W MBIIIIAMHA), 95 MBIIMIEYHBIX KIETOK, HECKOJIBKO IECST-
KOB CEHCOPHBIX KJIETOK PAa3HOTO THIIA M MPUMEpPHO 86 COCIMHEHUH MEeXIy HeHpoHa-
MU ¥ CEHCOPHBIMHU KieTkamu. OIHaKo, HECMOTPS Ha 3TO, HEMaToaa 00IalaeT IIHpO-
KAM CIIEKTPOM IOBEJeHYeCKUX peakiuii. Kpome 3rtoro, Hemaroma crocoOHa 00y-
4aThCs: MPHOJIMKATBCS WM, HA000pOT, M30eraTb MCTOYHUKOB BKYyCa, 3amaxa Win
M3MEHCHHUU TEMIIepPaTyphl, KOTOPbIE HA OCHOBE MPEKHETO OIMbITA MO3BOJIIOT MPOTHO-
SI/IPOBaTb HAJIU4YHUC UJIN OTCyTCTBl/Ie CIbI. A TaKXE HpOHBHﬂeT aCCOLIMATUBHBIC (l)OpM])I

" PaGoTa BEITONHEHA IPH (PHHAHCOBOI MOANEPKKE HHTErpanHonHoro nmpoekta CO PAH
Ne136, narerpaunonsoro npoekta PAH Nel15/10 u rpanta PO®U Nel1-07-0388-a.
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00y4eHus, Takue, KaKk BBIPabOTKa KJIACCHYECKOro M MU (epeHInPOBaHHOIO YCIIOB-
Horo peduekca, U 00JaJaeT CrioCOOHOCTAMH K KPaTKOCPOYHOM M JIOJATOCPOYHOH Ia-
MSITH.

B nanHO# pabote B kauecTBe 00bEKTa JJIsl HCCIIENOBAHMS U MOJEITUPOBAHMS
ObUTM BBIOpaHBI HEHPOHHBIE KOHTYPHI YIPABJICHUS JIOKOMOIMEH M XEMOTAaKCHCOM,
OTBETCTBEHHBIE 3a ABMXXEHHE U MOMCKOBOE MOBEACHHE HeMaToAbl. M3yueHue mexa-
HU3MOB pa0OTHI JaHHBIX KOHTYPOB BBI3BIBAET MHTEPEC MCCIIENOBATEINECH, IIOCKONIBKY,
C OZTHOH CTOPOHBI, TI03BOJISIET OTBETUTH HA BOIPOC, KAaKMM 00pa3oM HEpBHAs CHCTEMaA
TpaHC(OPMHUPYET CEHCOPHBIN BXOA B MOTOPHBIN BBIXOJ] NPH IEJICHAIIPABICHHOM I10-
BE/ICHHUH, @ C JIPyTOH CTOPOHBI, OTKPBIBAET MEPCIEKTHBHI MCIIOIb30BAHMS MOTYy4EH-
HBIX 3HAHUH B MHKCHEPHBIX IPOEKTAaX.

W3BecTHO, YTO AaHHBIE KOHTYPHI JOCTATOYHO HE3aBUCHMBI JIPYr OT Jpyra,
YTO MOATBEPXKIAeTCs TeM (PaKTOM, YTO ITOCIIE HOBPEXICHUS! HEHPOHOB, OTBETCTBEH-
HBIX 338 XEMOTAaKCHC, JIOKOMOTOpHAasI (DyHKLUsI HEMaTOAbI coxpaHsercs [2]. YkazaHHas
0COOEHHOCTh MO3BOJISIET U3y4YaTh MEXaHU3Mbl pabOThI ITUX KOHTYPOB IO OTIEIHHO-
CTH, YTO SIBJISIETCSI YPE3BBIYANHO YAOOHBIM ISl HCCIIEIOBAHUS U MOJICITMPOBAHMSI.

B Hacrosiiee BpeMsi CyIIecTBYeT HECKOIBKO TEOPHid, OOBICHSIIONNX padboTy
HEHUPOHHBIX KOHTYPOB yIpaBieHus Jlokomouuei [3-5] u xemorakcucom [6-7] Hema-
TOABl. B TOM umcie MpeanokXeHO HECKOJIIBKO KOMITBIOTEPHBIX MOENeH, HIMUTHPYIO-
IUX JBWKCHHE HEMaTodbl, paboTy IBHUTATEIIFHOTO HEHMPOHHOTO KOHTypa [4-5] u
ynpasieHue xeMotakcrucoM [8-11]. OgHako cymiecTByromuye padoTsl B OOIIBIIEH cTe-
HeHN c(OKYCHPOBaHBl Ha IOAOOpE MapaMeTpoB IPEIaracéMbIX MOJENEH C LEeIbIo
MOJTy4eHHs: HanboJiee peaaCTUYHOTO MOBECHUS, B TO BPeMsI Kak BO3MOKHOCTb 00Yy-
YEeHUs] M aJanTalii HEMPOHHOTO KOHTypa Jlake He paccMmarpuBaercs. OTianune Ha-
IIEro MOAX0/a COCTOUT B TOM, YTO MBI IIpe/jiaraeM 00y4Yarollyrcs MOJIeNb yIpaBJie-
HUSI JIOKOMOIIMEH 1 XeMOTaKCHUCOM, CIIOCOOHYIO OOYUYUTHCSI HA CBOEM OIIBITE B3aUMO-
JIEUCTBUS C OKPYIKaroIle cpeoil.

B npenpinymeii padore [12] Hamu Oblna mpeasioxkeHa W oOydeHa MOJETb
HEIPOHHOrO0 KOHTypa yIpaBleHHs Jokomouued mist 3-D cumynstopa HemaTonsl. B
JAaHHOH paboTe MBI MONBITAINCH PACIIMPUTH MPEABLIYIIYI0 MOJENb, 100aBUB K HEH
HEWPOHHBIH KOHTYp YIPABJIEHHS XEMOTAaKCHCOM, YTOOBI, B MTOTE, MOIYYHUTH KOM-
IUIEKCHYIO 00yJaroIIyocst MOJEIb TONCKOBOTO TIOBEICHHS HEMATO/IBI.

2. Xemortakcuc Hematoasl C. Elegans

Hematona C. Elegans mucmnonb3yeT XeMOTaKCUC — HAINPABICHHOE JBUKCHUE
O]l BO3JCHCTBHEM XUMHUYECKOTO Pa3IpakKUTEIs, UL HaXO0XKICHHUS CKOIUICHUH Oak-
TEpUH, ABJSFOIIUXCS U1 Hee UICTOYHUKOM THIIH. Bo BpeMs cBoero IBMKEHHUS HeMa-
TOJa pacroyaraeTcs Ha OOKy, a MepeaBIKEHIE TOCTUTACTCS 3a CUET IMOTIePEMEHHOT0
COKpaIeHUs CIIMHHBIX W OPIOIIHBIX MBI, paboTarux B npoTuBodase. bonbiryio
4acTh BPEMEHHM HeMaroja ABUTaeTCsl BIEpel WIM Ha3ad, COBEpIIas IIUTEIbHBIC
«TPOOEKKM», KOTOPBIE, BPEMSI OT BPEMEHH, IPEPHIBAIOTCS «IIHPYITAMIY) — PE3KUMHU
pPa3BOpPOTaMu, KapIMHAIHHO MEHSIOUUMH HANPABICHUE JTBUKECHHSI.

st peanu3aiuu XxeMOTaKCcHca HEMaTola UMEET JIBE Mapbl XEMOPEIENTOPOB,
pacIioIoKeHHBIX B OKOHYaHUH TroioBbl (am¢unel) u xBocta ((pazmunsr). Mccnenona-
HUS TPY TOMOIIY MYTaIui, OJIOKAPYIONIMX YyBCTBUTEIBHBIA OpraH Ha XBOCTE MTOKa-
3aJld, 4YTO €ro HaJIM4HMe He sBIAETCS 00sA3aTeabHBIM JuIsl XeMoTakcuca [13]. OT1o mo-
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3BOJIIET CHEIATh BBIBOJ O TOM, YTO JUIf YCIHEIIHOTO XEMOTaKCHCa HEMaToJe J0CTa-
TOYHO JIMIIb OJJHOTO IepeIHero opraHa. Bo3Mo>KHOCTh TOT0, YTO HEMATO1a OPUEHTH-
pyerTcs, CpaBHMBAs MIOKa3aHUsI MEXY JIEBBIMHU M TIPaBbIMU aM(pHIaMH, TAKXKE OTBEp-
raeTcs, IOCKOJIbKY OHH PACIIOJIOKEHBI CIIMIIKOM OJIM3KO APYT K APYTY, YTOOBI 3a(hHK-
CHpOBaTh MEXIy HUMH KaKylO-IM00 3HaUNMYIO pa3sHOCTh B KoHIeHTpawmu [14]. bo-
Jiee TOro, B HOpMaJIbHOW CHTyaIlM HEMaTo/a JIBUIraeTcs Jexa Ha OOKy, B pe3yJbraTe
4Yero mnapa CEHCOpPOB PACIOIAracTcs OPTOrOHAIBHO T'PaJUCHTy XMMHUYECKON KOHIEH-
Tpatyu [14]. YaureiBast qaHHble (HaKThl, MOXKHO CUHTATh, YTO aM(uIbl (GyHKINOHH-
PYIOT KaK OJMH OpraH, M HEMAaToJa OCYIIECTBIIET XEMOTAKCUC, OIICHMBAs KOHIICH-
TPaIMIO B OJHOIM TOYKE MPOCTpaHCTBA. TaknuM 00pa3oM, HEMaTOAa HE MOXET Harpsi-
MYIO IOJIy4aTh HH(GOPMAIHIO O HAPABIEHUH XUMUYECKOTO I'paJleHTa OT CBOMX Op-
TaHOB YyBCTB, BMECTO 3TOI'0 OHA BBIHYX/ICHA OLICHUBATh N3MEHEHNE KOHLIEHTPALUH B

IMpoHecce CBOCIo ABUIKCHUA.

Puc. 1. Cxemarmdeckoe NpeAcTaBICHUE CTPATeTHi XeMOTAKCHCa: a) CTPATerus MIpydToB, b)
cTparerus ¢uorepa. ['paxueHTHas 3aIuBKa (pOHA 0TOOpaKaeT XUMUYECKYIO KOHIICHTPALIHIO.

a) b)

B nacrosiee Bpemst u3BectHo, uro Hemarona C. Elegans B mporecce xemo-
TaKCHCa TapajUIeTIbHO HCIIONB3YEeT [IBE CTPATETHH, KOTOPHIE MOJIYYIIN Ha3BaHHE
«CTpaTeruy MUPYITOB» U «cTpateruu ¢uitorepay» (puc. 1). Crparerust mupysToB BIEp-
Bble ObUIa Ipe/cTaBiIeHa B pabote [6] Oojiee necsTH JieT Ha3al, U J10roe BpeMsi Cuu-
TAJIOCh, YTO ATO €IMHCTBEHHAas cTparerusi xemorakcuca Hematozsl C. Elegans. Cytb
JIAaHHOW CTpaTerHu 3aKJI0YaeTcsi B TOM, YTO HEMATOJa COBEPIIAET JUIUTENbHBIE MIPO-
0eXKHM B BBIODAaHHOM HalpaBJiCHUH, KOTOPBIE MPEPHIBAIOTCS MUPYITAMU — PE3KUMHU
pa3BopoTaMU, MCHAIOUINMH HaIlpaBlicHHe NBIKeHUs (puc. 1 a). [Ipu aTom BeposT-
HOCTh BO3HHKHOBEHUS MTUPY3Ta YBEIUINBACTCS, KOT/Ia KOHIICHTPALUS Pa3apakuTelNs
BO BpeMms jiBKeHus Hematosl ymenbinaercs (dC/dt < 0). B pesynsrare, npobex-
KU B CTOPOHY YBEJIWYEHHs KOHIIEHTPALUU OKa3bIBaIOTCS 00Jiee MPOIOKUTEIbHBIMHI,
4eM NPOOEKKH B JIPYTHX HAIlPaBJICHHS, YTO, B KOHEYHOM CYETe, MPUBOJIUT K TOMY,
4YTO HEMAaToJa BCEeria JOCTUTaeT IMKa KOHIEeHTpauuu. [1oJo0HbIH MEeXaHU3M TaKxke
M3BECTCH Y OJTHOKJIICTOYHBIX OPTaHU3MOB, K npumepy, y oakrepuii E.Coli [15]. OmxnHa-
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KO NPH KOMIIBIOTEPHOM MOJEIMPOBAHUH BBICHHUIOCH, YTO MOZEIbHBIE YEPBH, HC-
HOJIB3YIOIIUE TOJIBKO AAHHYIO CTPATEruio, OCYIIECTBIISIOT XeMOTaKCHC MeHee d(dex-
TUBHO, YeM pealbHble YepBU [7], 4YTO yKa3blBaeT Ha TO, YTO >KUBBIE HEMATOMAbBI HC-
HOJIB3YIOT 00JIee CI0XKHbIE MEXaHU3MbI OPHEHTaLIUH.

B nanpHeWmmx ucciefoBaHUsX ObUIO OOHApY)KEHO, YTO MapajuIeNbHO CO
CTpaTerueil Mupy’TOB HEMATOJbl TAKXKE UCIOJIb3YIOT APYTYI0 CTPATEruio, KOTopas
Obuta Ha3BaHa «crpaterueit guorepa» [7]. CyTb 3TOH CTpaTerny 3aKir04aeTcs B TOM,
YTO BO BpeMs NMpoOeKeK HEMAaTo/a MMoJ BO3ACHCTBUEM IPON3BOIHON KOHLCHTPALMH
10 HANPAaBIICHUIO, NEPIEHANKYSIPHOMY HANpaBlICHUIO IBMXCHUS, OCYIIECTBISET
TUTABHBIHA ITOBOPOT B CTOPOHY YBENWYeHUs KoHIeHTparuu (puc. 1 b). lannas ctpate-
THs TIOJydHyIa Ha3BaHUE «CTpaTerud (uirorepa», HOCKOIbKY ITOBOPOT HEMATOBI MO
BO3JCHCTBHEM IpaJieHTa HAIOMUHAET MTOBOPOT (uIrorepa oA BO3AEHCTBHEM BeTpa.
OCHOBHBIE OTJIMYMA JIByX CTpaTeruii XeMoTaKCcHca 3aKIIoYaroTcs B TOM, YTO, BO-
MEPBBIX, MEXaHU3M IHUPY3ITOB 3aMyCKAaeTCsl B OTBET HAa M3MEHEHHE KOHLEHTpaluu
BJIOJIb HAIpaBJICHHs ABMKEHHUsI HEMAaTOZbl, B TO BpeMs KaKk MeXaHU3M «dirorepa»
3aIlyCKaeTCsl B OTBET HAa U3MEHEHHE KOHLEHTPALUU EPIEeHANKYIIPHO HAIPaBICHUIO
JIBIDKEHHUSI. A BO-BTOPBIX, M3MEHEHUE HAIPABICHHS JIBI)KCHHS B MEXaHU3ME IHpY-
9TOB OCYILIECTBIAETCSA OTAEIABHBIM JBIKEHHEM — IMUPYITOM, TOTAA KaK B MEXaHU3ME
«(rrorepa» KOPPEKTUPOBKA HAMPABICHUS MIPOUCXOIUT HETIPEPBIBHO B TIPOLIECCE JIBH-
JKeHUsl. B HacTosiee BpeMsi ocTaeTcsi HeM3BECTHBIM, KaKMM 00pa3oM HeMaroja ole-
HHUBAET IMPOM3BOAHYIO KOHIEHTPAIMU TI0 HANpPAaBJICHHUIO, NEPIECHANKYISIPHOMY CBO-
eMy IBIKEHHIO. BeposiTHee Bcero, HeMaToa «BBIYHCISIETY MPOU3BOJHYIO BO BpEMs
KoNeOaTeNbHBIX ABM)KEHHUI T'OJOBBI BIIPABO M BIICBO, U, KOMOMHHPYS 3TU MOKa3aHUS,
dbopMupyeT IONOIHUTEIBHOE BO3ACHCTBHE Ha KOHTYD YIPaBJICHHS JIOKOMOILMEH, B
pe3ysbTaTe Yero OCYLIECTBIISETCS IOBOPOT B Hy)KHYIO CTOpoHY. UTo ke KacaeTcs
caMOi MEXaHUKU IOBOPOTA, TO, MOCKOJBbKY HEMaToJa MepeABHUraercs, MpoIycKas
BJIOJIb TEJIa BOJIHY, HICTOYHUKOM KOTOPOIl SIBJIsIeTCSl KOJieOaTeIbHbIE JIBH)KEHUS IOJI0-
BbI, Han0oJiee BEPOATHOI MPUYNHOM IUIABHOTO M3MEHEHUsI Kypca SIBJIIETCS CMEIIECHHE
KoJIeOaHHUH TOJIOBBI B CTOPOHY ITOBOPOTA.

B Hactosmiee BpeMs npu MOMOIIM UCCIENOBAHUMN, CBS3aHHBIX C IOBPEXKAE-
HHEM OTAEIBHBIX HEHPOHOB M T€HHBIMH MYTAalWSMH, yJajOCh BBISIBUTH HEHPOHBI,
OTBEYAIOIIME 32 YNPABICHUE XEMOTAKCHCOM y HeMaToabl. OHAKO AaHHbIE HCCIIE0-
BaHUS HE MO3BOJIAIOT YCTAaHOBUTH (DYHKIIMU OTACIBHBIX HEHPOHOB M MEKHEHPOHHBIX
CBSI3€H, ONpPENeINTb CUILy CBSA3M, THUI — BO30YXIaromasi Wik TopMossmas u 1.4. Ta-
KM 00pa3oM, HECMOTPSI Ha TO, YTO MOBEJECHUE HEMATOIbI IPH XEMOTAKCHCE XOPOIIO
H3y4YeHO, a TaKXKe M3BECTHBI BCE HEMPOHBI, 3a/€iICTBOBAaHHbIE B yNpPaBJICHUH, Pa30-
Opatbcsi ¢ MexaHu3MaMu paboThI YIIPABIISIIONIEr0 HEHPOHHOTO KOHTYpa MOKa TaK U He
yZaJIOCh.

3. Jloruyeckuii HelipoH

Ilis co3nanus 0OyvaeMbIX HEHPOHHBIX KOHTYPOB YIIPaBieHHs B pabore
npeasaraeTcst Moziedb 00y4aeMbIX JIOTHYECKUX HEWPOHOB (puc. 2).

Jlornyeckue  HEUPOHBI  (YHKIHMOHMPYIOT B  JUCKPETHOM  BPEMEHU
t=0,1,2,.... B xaxaslii MOMEHT BpEMEHU f Ha BXOAbI HEWPOHA MOJAETCA BXOJs-

uast iHGOpPMALs, OIUChIBaeMasi HAOOPOM BXOAHBIX mpexukaroB {X,,..., X, } . Pe-

Heiipoundopmatuka, 2013, Tom 7, Ne 1 32



3yJIBTaTOM PaOOTHI HEHPOHA SBISAETCS BBIXOJAHOW CHUTHAI, ONMCHIBAEMBIH MPEINKATOM
Y u3 naGopa Beixoxubix mpexukaros {Y;,...,Y, } . MHOXECTBO BXOJHBIX U BBIXOJ-
HBIX TPEAUKATOB JUISI HEHPOHOB MOXET OBITh 33/1aHO, K MPHUMEpPY, IIyTeM KBaHTOBA-
HUS TMana3oHa BO3MOXKHBIX 3HAU€HUH COOTBETCTBYIOIIMX BXOJIOB U BBIXOJOB HEHpoO-
HA.

Pabora HelipoHOB ompememnseTcss MHOXKECTBOM JIOTHUECKHX 3aKOHOMEPHO-
CTEH C OLEHKAaMH, UMEIOIINX CIEAYIOIUN BUA;

X, X, Y >r, (1)
rae X,,...,X, — MHOXKECTBO IPEIHMKATOB, OLMCHIBAIOIIMX BXOJSIINC CUTHAJIbI HEH-

poHa, ¥ — mpeaukar, ONMMCHIBAIONIMI BBIXOMAIIMN CHIHAJI HEHpoHa, F — Harpaja,
MaKCUMHU3aIUsl KOTOPOW SIBJISETCS MOCTOSHHOM 3ajaveil HeipoHa. J[aHHbIE 3aKOHO-
MEpPHOCTH IPEACKA3BIBAIOT, YTO €CJIM Ha BXOJ HelfpoHa OyIyT MOJaHbl CUTHAJbI, OIH-

ChIBACMBIC MPCAUKATAMU X] ""’Xn , " HeﬁpOH nogacCT Ha CBOI BbIXOJ CUI'HAJI, OIIN-

CBHIBAEMBII TIpeMKaToM Y , TO MaTeMaTHYecKOe OKHIAHHE Harpaibl OyAeT paBHO
HEKOTOPOU BEIMUUHE F .

BXO/IbI BBIXO/I

Xi

X IIpaBnna

v

e O——— A X Y21

Puc. 2. Cxema norudeckoro HelipoHa

OYHKIMOHUPOBAaHHE HEWpOHA MPOUCXOTUT CIEAYIOMHM oOpa3zoM (puc. 3).
[Ipennonoxum, 4To B HEKOTOPHII MOMEHT BPEMEHM Ha BXOJ HEHpoOHA MOCTyHaeT
Ha0op BXOJSIINX CUTHANIOB. B mpouecce addepeHTHOTO CHHTE3a M3 TaMATH HEHpoHa
M3BJICKAIOTCSL Bce 3aKoHOMepHocTH Buaa (1), y koropeix npeaukarsl X,..., X, u3

YCIIOBHSI TIPABHJIA BBITIOJHSIOTCS HA TEKYyIeM Habope BXOIAIIKX curHaioB. Jlanee, B
MIPOLIECCE MPUHATHS PELIEHUs, CPEIHN BCEX WU3BJICYEHHBIX U3 MaMITH 3aKOHOMEPHO-

creil BhIOMpaeTcss OfHA 3aKOHOMEPHOCTh R, ., IPOTHO3HPYIOIIAs MAaKCHMAaJbHOE

est °
3HAa4YCHHUEC MATCMAaTHYCCKOI'0 OXXHIAHWUA Harpaabl Fr . 3aTeM Ha BBIXOOE He171p0Ha re-

HEpHPYeTCs BBIXOAHON curHan Y , yka3saHHbIN B yCIOBHY 3aKOHOMEpHOCTH R,

est *
B HavanbHOUW cTagun QyHKIMOHMPOBaHMS HEHpOHA, KOTJa MHOXKECTBO 3a-
KOHOMEPHOCTEH, OIMUCHIBAIONIMX pabOTy HEWpoOHa elle MycTo, 100 Korjaa HeT Ipa-
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BWJI, IPUMEHUMBIX K TEKyIeMy HaOOpy BXOAAIINX CUTHAJIOB, BBIXOJ HEWPOHA Ompe-
JenseTcs caydalHbIM 00pa3oM.

BXOJAMHAE CHTHATHI

A®PEPEHTHBIA CHHTE3
Bribop MHOMECTEA MPABIW, NIPHMEHIMELX
K TEEYIIMM EXOJHRIM CHTHATAM

I

OPHHATHE PENMNEHHA OBYYEHHE
Bribop mpasuna, NporHOZHPYIOMIETO KoppexTHPOEEZ (¢ =|= ==
MAKCIMANEHYIH Harpagy MpaEHn
BRIXOJHOM CHIHAI

T'emepanis HAa BEINOTE HeHpPOHA CHTHANA,
VEA33HHOTO E ERIOpaHHOM NpaBwTe

VII'VAIVH

Puc. 3. Cxema GyHKINOHHPOBAHUS JIOTHYECKOTO HEHpoHa

[Tocune Toro, kak 0TpabOTAIOT BCE HEHPOHBI KOHTYPA, OT BHELIHEH Cpe.ibl 10-
ctymnaet Harpajna. OyHKIMA Harpajsl 3a7aeTcs B 3aBUCHUMOCTH OT KOHEYHOH LT U
CIIy’KMT OLIEHKOW KauecTBa yrpaieHus. K npumepy, B 3a1ade 00yueHUs JJOKOMOLMH
3-D Mozenu HeMaTo/bl, ONMCAHHOW B mpeablaymel padore [12], Harpaga ans Hell-
POHHOTO KOHTypa YIpPaBIEHUS JIOKOMOLIMEN OIpeNessnach Kak BEJIMYMHA CKOPOCTH,
KOTOPYIO Pa30BbET HEMATO/A 3a MMPOMEXYTOK BPEMEHH MEXAY AByMs TaKTaMHu pado-
TBI KOHTYDA.

[Toce mocTymieHust Harpaabl OT Cpebl OCYIIECTBISIETCs] 00ydeHne Helpo-
Ha, B IIPOIIECCE KOTOPOTO KOPPEKTHPYIOTCS MpaBwia ero padorel. Ha aToM 3akaHum-
BAaeTCs OAMH TaKT pabOTHI HEHpOHa.
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4. O0y4yeHue JIOTN4eCKOro HelpoHa

OOydueHue HelipoHa 3aKITF0YACTCA B HAXO0XKICHHH MHOXXECTBA 3aKOHOMEPHO-
creit Buza (1), onpenensrouux ero paboty. Jlis HAXOKIEHHUS 32aKOHOMEPHOCTEN HC-
MOJIB3YETCS aJTOPUTM, OCHOBAHHBIN Ha WAESIX CEMAaHTUYECKOTO BEPOSTHOCTHOTO BEI-
BOJ/Ia, OMMMCaHHBIN B paboTax [16-17]. [Ipu momomy JaHHOTO aNTOpUTMa aHAIH3UPY-
€TCsl MHOXKECTBO TAaHHBIX, XPAaHANIMX CTAaTUCTHKY pPaOOTHI HEHpOHa (BXOA-BBIXO[
HellpoHa U MOJy4eHHas Harpaja) U M3BJIEKAIOTCSA BCE CTAaTUCTUYECKH 3HAYMMBIE 3a-
KOHOMepHOCTH BHa (1).

PaccmoTpuM anropuTM mHoucKa 3akOHOMEpHOCTed moapoOHee. [[ng storo
CHayaja BBe/IeM psill OpMaIbHBIX OIpEIeIICHHH.

Omnpenenenue 1. [Toonpasurom npasuia
R, =X,,..X,,Y>r
Oyznem Ha3BaTh JII000E MPaBUIIO
2 2
R,=X;,..X,,,Y>r,

JJI1 KOTOPOI'O BBITMIOJIHEHO CJICAYIOIIEC YCIIOBUE!
2 2
{(X;,...X,,}c{X,,...X,},0<n2<n.

Onpenenenne 2. 3axonomeprocmvio OyneM Ha3plBaTh IpaBuio Buga (1),
YIOBIIETBOPSIOLIEE CIIEAYIOLIMM YCIOBUSIM:
1. Maremaruueckoe OKUIAHUE HATPAbl F ISl IPaBHJIA OMPECIICHO.
2. Maremarndeckoe OXHIAHHUE HArpajbpl ¥ TOpaBHia CTPOro OOJbIIe Ma-
TEMAaTHYECKUX OXKHIAQHUI HArpajibl UIsl KKIOTO U3 €ro MOINPaBHII.

Omnpenenenne 3. [IpaBuio

R,=X,,..X,,X,,;.Y>r
OyJIeM Ha3BaTh yMOYHeHUueM TIPaBHia

R, =X,,..X,,Y>r,
€CII OHO IIOTY4eHO N00aBIEHHEM B IIOCBUIKY IpaBuia R, ele omHOro BXOJHOTO
npeaukara X, ,, ¢{X,,...X,}, n=0.

n+l1°

CyTh anropur™Ma oOHApYKEHHsI 3aKOHOMEPHOCTEH 3aKIII0YaeTcsl B IIOCIEN0-
BAaTEJIbHOM YTOUYHEHHUH IpPaBWI C IMPOBEPKON BBIMOIHUMOCTH YCIOBUH Ul HpPUHAI-
JISXKHOCTH K 3aKOHOMEpPHOCTAM H3 onpenenenus 2. [lo cymiecTtBy peanusyercst Ha-
MIPaBJIICHHBIM TIepebop MpaBul, MO3BOJSIOMININ CYIIECTBEHHO COKPATHThH MPOCTPAHCT-
Bo mnoucka. CokpaiieHue nepedbopa JOCTUTAETCS 33 CUET MCIIOJIb30BAHMS IBPUCTHKH,
KOTOpasi 3aKJI04YaeTcs B TOM, YTO, HAUWHAsI C MOMEHTA, KOT/la JJIMHA MOCBUIKH Mpa-
BWJI JIOCTUTAeT HEKOTOPOW 3aJaHHON BEIMYHMHBI, HA3bIBACMOH TIyOMHOW 0a30BOro
nepebopa, HAUMHACTCS MOCICOBATEILHOEC YTOUHEHHE TOJBKO TEX MPaBHI, KOTOPHIC
SIBJISIFOTCS] 3aKOHOMEPHOCTSIMU.
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MOI[GJ'II) yYpaBJICHUA XEMOTAKCUCOM HEMATO/AbI

IMepeiiaemM K ONMCAHMIO AJTOPHTMA, PEATH3YIOLIETO MOMCK MHOXKECTBA 3a-
KOHOMepHOCTel st Helipona. O6o3naunm uepes Spec(RUL) — MHOXKeCTBO BCex
BO3MOXHBIX yrouneHuit Bcex mpaswit u3 RUL , rne RUL — npou3sBoibHOE MHOXeE-
ctBO mpasmi Buaa (1). BXoIHBIM mapaMeTpoM alropuTMa TakKe sBJISeTCs IIyOuHa
6azoBoro nepebopa d , rae d > 1 — HaTypanbHOE YKCIIO.

1. Ha nepsoM mare renepupyem MHoxxecrBo RUL, Bcex mpasmi enu-
HUYHOU JUIMHBL, UMEIOLIUX CIEAYIOLINI BUIL:

Yor, Ye{Y,.. Y} .

Bee npasuna RUL, npoxonsr NpoBepKy Ha BBHIIOJHEHHE yCIOBHI HPUHAT-
JIEKHOCTH K 3aKOHOMepHOCTsM. [IpaBuiia, pOIIe/INne IPOBEPKY, OYIAyT SBIATHCS
3akoHOMepHOCTAMU. O603HaunM depe3 REG, MHOXECTBO BCEX 3aKOHOMEPHOCTEH,
00HApYKEHHBIX HA [IEPBOM IIIare.

2. Ha mare k<d renepupyercs mHoxecrBo RUL, = Spec(RUL, )
BCeX YTOYHEHHUH MpaBMJI, CTEHEPUPOBAHHBIX Ha MpeaslaylieM mare. Bee npasuna u3
RUL, mnpoxonsr npoBepKy Ha BBIIOJHEHHE yCIOBHI MPHHANICKHOCTH K 3aKOHO-

mepHocTsAM. OGosHaunM uepes REG, momydeHHOE MHOKECTBO BEPOSTHOCTHBIX
3aKOHOMEPHOCTEH.

3. Ha mare I/>d renepupyercs muoxecrBo RUL, = Spec(REG, ;)
YTOYHEHHI BCEX 3aKOHOMEPHOCTEH, OOHAapyXKEHHBIX Ha MpeaplaymieM Inare. Bce
npasuna u3 RUL, npoxonaT npoBepKy Ha BHIIOJTHEHHE YCIOBHIT IPHHAUICKHOCTH K

3akoHOMepHOCTsAM. O603HaunM REG, — MHOXECTBO BCEX 3aKOHOMEPHOCTEH, 0OHa-

PYKEHHBIX Ha JIaHHOM IlIare.
4. AJNroput™ OCTaHABJIMBAETCS, KOT/Ia HE OOHAPYKEHO HOBBIX 3aKOHOMEP-

Hocreit REG, = .
5. PesympTHpYIOIIce MHOXECTBOM 3aKOHOMEPHOCTEH SABIAETCS 0O0BeaHHe-
HHUE BCEX MHOXKECTB OOHAPYKEHHBIX 3akoHOMepHOcTel REG,.

[laru anroputma k <d cooTBercTBYIOT 0a30BOMy IMepebopy, a Imaru
k >d — nononunurensHOMy nIepeGopy.

OLieHKa MaTeEMaTHYECKOTO O)KMIAHMS HArPaibl IS IIPABMII OCYLIECTBIISAETCS
[0 MHOYKECTBY JaHHBIX, XPAHAIMX CTATHCTUKY PaOOThl HEHpPOHA (BXOM-BLIXOJ HEM-

POHA ¥ TOJYYCHHAs Harpajaa), CICAYIOIIMM 00pa3oM: ¥ = Zri / |I|, rne I — mHO-
iel

JKECTBO COOBITHI, KOTJa MPaBUIO MOXET OBITh MPUMEHEHO (T.e. MOCHUIKA IMpaBUiIa

BBITOJIHEHA HA BXOJIE-BHIXOJIE HEMpOHA), ¥, — Harpaja HeilpoHa JUisg i-ro coOBITHS,

iel.

5. Cucrema ynpasJieHHs] XeMOTAKCHCOM

B npenpinymeit padore [12] ObUT IMpeANoKEH U YCHENTHO 00yYeH HEHPOH-
HBII KOHTYp YIpaBJIEHUS JIOKOMoLueH, coctoammi u3 12 norudeckux HEHpPOHOB

Heiipoundopmatuka, 2013, Tom 7, Ne 1 36



(puc. 4). Kaxnplii vefipon NV, i =1,...,12 3T0ro KOHTypa KOHTPOJIHPOBAI § MBI-
LIEYHBIX KJICTOK — IO JBE CIIApECHHbIC KICTKU U3 Kaxkaoil rpymmsl Mbiuu: DR, ,,
DR, , DL, ,, DL,,, VR,, ,, VR,,, VL,, ,, VL,,. VickizoueHnue coCTaBJsI I0-
caenHuil HeUpoH IV, , KOTOPBIl KOHTPOIMPOBAI TONIBKO 7 MBIIICYHBIX KIETOK, IO-

cKonbKy rpymma VL , B oTiHume OT OCTaNbHBIX TPYII, COMCPKHUT 23, a He 24 Kier-
KH.

TonoBHol HelipoH [V, momydan Ha BXoJ MHGOPMALUIO OT PELENTOpa pac-
TSDKEHHUS B TOJIOBHOM CETMEHTE, KOTOPBI MOJEIHPOBAJICS KaK yroj Cruda Mexmy
TOJIOBHBIM M IOCIEAYIOIIM cerMeHToM. [loMiMo 3Toro Ha BXoJ HelpoHa 1o oopaTt-
HBIM CBSI3SIM TIOCTYINAJI CHUTHAJ OT €0 COOCTBEHHOTO BBIXOJla C BPEMEHHON 3a1epK-

koit At . Octanbusie Hefipousl N,, i=2,...,12 nomydamu Ha CBOIl BXOJ TOJIBKO

CUrHAJ OT BBIXOJa Hpeblayiero Heiipona N, , ¢ BpeMEHHOM 3anepxkoil Af .

5
;
v
&
4

> b s
n 7 L

Puc. 4. Cxema HelipOHHOTO KOHTYpa yIpaBieHHsl JOKOMOLUEH

0

Jnst Mo#enupoBaHUs CUCTEMBI YIPABICHHS XEMOTAKCHCOM MBI J0OaBHIN K
OIIMCAaHHOMY BBIIIE HEHPOHHOMY KOHTYPY YIIPaBJICHUs JIOKOMOLMEH, KOTOPBINA ObLI
HpeIBapuTeIbHO 00y4eH M 3a(MKCHUPOBaH, €Ile OJUH HEWPOHHBIH KOHTYp, COCTOS-

wmii u3 ogHoro Hedipona [V, (puc. 5). Beixomsl JaHHOro HelpoHa OBLIM CBSI3aHBI C

IPYIIION MBI, yIPAB/IEMbIX FOJIOBHBIM HefipoHoM [V, , B pe3yibTare 4ero oH Mor

MoJIaBaTh Ha 3TH MBIMIIB TOMIOJNHUTEIbHOE BO30YKIaromiee Bo3zeiicTBue. Ha cBoit
BXOJI HEHpOH monyyan UH(GOpMALHKIO OT XeMOpPELenTopa B BUIE UIMTEIBHOCTH I10-
CTYIUIEHHUS TOJIOKHUTEIHHOTO WJIM OTPHUIATENBHOTO 3HaKa M3MEHEHHS XUMHYECKON
KOHIIEHTPAIINH.
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MOI[GJ'II) yYpaBJICHUA XEMOTAKCUCOM HEMATO/AbI

» sasss | N2

Puc. 5. Cxema HEHpPOHHOTO KOHTYpa YIIPaBICHUSI XEMOTaKCHCOM

Jinst oOydeHus Helipona N, B KauecTBe Harpaiubl Oblia HCIIOJIB30BAHA Be-

JMYMHA U3MEHEHHSI XMMHYECKOH KOHIIEHTpalWy 3a OJWH TaKT paboThl HEWPOHHOTO
KOHTypa. PyHKIHUS KOHIEHTpAlUK B SKCIepUMEHTax Oblla 3aJaHa ciemyromei Gop-
MYJIOH:

C(x,y)= e (=X 4 (=3)?)
b B

rae (X,,y,) — KOOpAUHATA [IMKA KOHIICHTPALIHHL.

5. Pe3yJbTaThbl

Wcnons3yst naTepakTuBHBIN 3D-cumymnarop Hemartossl [ 18-19], Mbl mpoBenu
CEepHI0 IKCIIEPUMEHTOB 10 00y4YeHHI0 XxemoTakcucy. st obecriedeHus: HerpepbIBHO-
cTH 00yYeHUs KaIbli pa3, Korja Hemaroja MpHOKalach K MUKY KOHLUEHTPAUN
Ha JIOCTaTOYHO OJIM3KOE PacCTOSHHE, MUK KOHIIEHTPAIUU CIIyYailHbIM 00pa3oM cMe-
IIaJcs B HOBYIO TOYKy. Ha pucyHke 6 mpuBEICH CHHMOK JKpaHa CHMYJIATOpa MpU
00yYeHIH XEMOTAKCHCY, CBETIIas TOIycdepa B CHMYIIATOPE 0003HAYAET UK KOHIICH-
TpAIHH.

Pe3ynbraThl S9KCIEPUMEHTOB MMOKA3aIH, YTO CHCTEMa YIPABICHUS YCIICITHO
00Hapy)KUBACT CTPATETHUIO XEMOTAKCHCA, COBMAJAMOIIYIO CO CTpaTerueii, UCrosb3ye-
MO OHOJIOTHYECKUM MPOTOTUIIOM, BKJIFOUAs «IIPOOEKKU» M «ITUPYITHI», YTO MO3BO-
JSIET CHIENaTh BBIBOJ O TOM, YTO JIAHHASI CTPATErHsl B YCIOBUSIX MOCTABICHHOM 3aa4u
SIBJISIETCsl onTUMalibHOW. CpejiHee BpeMsi JOCTHXKEHHsSI CHCTEMO ONTHMAIIBHOTO I10-
BeJICHUS B 3KcTiepuMeHTax cocTaBuio 1000 TakToB pabOTEI HEHPOHHOTO KOHTYPA.
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Puc. 6. Bua cumynstopa npu 00y4eHUU XEMOTaKCUCY

Puc. 7. IIpumeps! TpaeKTOpHiA ABMKESHUS HEMATOIbI, TOJyYeHHBIE B 9KcriepuMeHTax. [Tuk
KOHIICHTPALUH PACTIONI0KEH B IEHTPE OKPYKHOCTH.
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MOI[GJ'II) yYpaBJICHUA XEMOTAKCUCOM HEMATO/AbI

Ha pucynke 7 HIpUBENEHO HECKOJIBKO IPHUMEPOB TPAECKTOPHUM JBHKEHUS
«BUPTYAJIbHBIX)» HEMATO, NOJTYUYCHHBIX B SKCIIEPUMCHTAX. Hpnmeaneano, 4TO Ha-
OJro1aeTcsl BU3yabHOE CXOJICTBO MOJIYYEHHBIX TPACKTOPHI C TPACKTOPUSIMH JIBIIKE-
HUS peallbHBIX YepBei.

6. 3akaouenune

B nanHO# pa®oTe MBI NPEAIOKHUIN OOYJAIONIyIOCS CHCTEMY YIpaBICHUS,
MOJICTIMPYIOILYI0 paboTy HEHPOHHOTO KOHTYpa YIpPaBJICHHS XEMOTaKCHCOM HEMaTo-
nei C.Elegans. IIpoBeneHHbIE SKCIEPUMEHTHI MOKA3aJIH, YTO JOCTATOYHO CIIOXKHBIN
MEXaHHU3M OPHEHTALMM HEMATO/bl MOKET OBITh IOJIyYEeHBI ITyTeM OO0Y4YEHHs Ha OIIbI-
T€ B3aUMOJIEHCTBUSA C OKpyxarolel cpenoil. C MpakTUYECKON TOUKH 3PEHHUs], Pe3yib-
TaThl 3KCIEPUMEHTOB IOKA3bIBAIOT, YTO IIPE/UIOKEHHAsl B JIaHHOW paboTe Mojenb
CHCTEMBbI YIPABJICHHS ABISIETCS 1OCTaTOYHO (P PEKTUBHON M MOKET OBITH MCIOIB30-
BaHa AJISl YNpPaBICHUS CIOKHBIMH OOBEKTAMH, MMEIOLIIMMH MHOXXECTBO CTETeHEH
CBOOO/IEL.
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