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1. OBIIASA XAPAKTEPUCTUKA PABOTBI.

1.1. AKkTyajabHOCTb padoThI.

Hacrosimass paGora HampaBieHa Ha  H3yYy€HHE  KIETOYHBIX MU
MOJIEKYJISIDHBIX ~ MEXaHW3MOB HEWPOHHOM  IUIACTUYHOCTH, CBSI3aHHOW ¢
U3MEHEHHEM  HEHpOHHONW  BO30yQUMOCTH, NPHUHHUMAIOLIEH  ydacTHEe B
(GbopMHpOBaHUN  TONTOBPEMEHHOM MaMSATH U  aJanTaTUBHOTO IIOBEJICHHUS.
W3y4yeHne HJIEKTPUYECKOM AaKTMBHOCTU M IUIACTUYHOCTH HEWPOHHBIX CETEH,
OTJICJIbHBIX HEPBHBIX KJIETOK U CYOKJIETOYHBIX KOMIIAPTMEHTOB Ha COBPEMEHHOM
JTalle HEBO3MOXKHO 0€3 MpPUMEHEHHS ONTHYECKUX METOJO0B BU3yalU3alUU
AIIEKTPUYECKUX CHUTHAJIOB, IMO3BOJISIIOIIMX PETUCTPUPOBATH  BIEKTPUUECKUE
COOBITUS KaK BO MHOTMX HEWpOHaXx OJHOBPEMEHHO, TaK M B OTIEIIBHBIX
JEHJIpPUTAaX U aKCOHAX, IPUBOJS UM B COOTBETCTBHE TOYHOE MOP(OJIOrHYEcKOe
nzoOpaxenue. [IpumeHeHHE ONTUYECKON pPErucTpaliy sSBISETCS €IUHCTBEHHBIM
U3 MaJoro 4uciaa JOCTYHHBIX CEroJHS METOJO0B, COYETAIOIIMM BBICOKOE
IPOCTPAaHCTBEHHOE paspemeHre (10 1 MKM) ¢ BO3MOXHOCTBbIO PETrUCTpPaLU
cBepxObIcTpbIX curHaioB (<0.1 Mcek) B pealbHOM BpeMEeHH, U 00eCIeunBaIOLIIM
BBICOKOE COOTHOIIIEHUE CUTHAJI/IITYM.

OOwmenpuHsTas TOYKa 3pEHMs] HAa IJIACTUUHOCTb B HEPBHOHM cHCTEME
yIEISET OCHOBHOE BHUMAHHUE CHHANTUYECKUM KOHTAKTAM MEXAY HEHpoHamH,
cunTas UX Hambosiee BaXKHBIMU M MHOTOOOEIMIAIONIMMH TOYKAMH IUIACTHYECKUX
U3MEHEHUH, CBA3aHHBIMU C MaMsIThio. CHHANTUYECKHME MEXAaHHU3MBbl YacTo
MPEJICTaBISIIOT KaK NepBUYHBIM MexaHu3M, popmupyromuil naMmarts (Giese et al.
2001). @opMbl HECHMHANTUYECKOH IJIACTUYHOCTH, TaKHE KaK MOBbIIICHHAS
cOMaTHuecKass M JeHAPUTHas BO30YAMMOCTb WJIM IOBBIIIEHHE MEMOPaHHOTO
MOTEHIIMaNda TakXke ObUIM OTMEYeHbl KaKk Ha OEeCHO3BOHOYHBIX, TaK W Ha
MO3BOHOYHBIX JKCcHepuMeHTaIbHBIX cuctemax (Debanne et al. 2003). HenaBuue
MHOTOYHCJIEHHbIE CBUJIETENIHCTBA MPUBEIH K IIUPOKOMY IMPHU3HAHUIO (pakTa TOrO,
YTO HECHHAINTHYECKHWE H3MEHEHHs (YHKIMOHMPOBAHUS HEHpoHa Hapsay c
MoJU(HUKAIMEe CUHAICOB SBIISIOTCS CyOCTpaTOM JAJsl JOJITOBPEMEHHON MaMsATH
(Zhang & Linden, 2003, Magee et al., 2005).

Heiipodusnonornueckuii aHaau3 MOJAENTBHBIX CHUCTEM MOJUIIOCKOB BHEC

3HAYNTEILHBIN BKJIaJg B Haiie IIOHHMMAaHHueC KJICTOYHBIX MCXaHHU3MOB



HEacCOIMaTUBHBIX W3MEHEHUH COCTOSIHMSI CHCTEMBI,  OMPEIEIIAIOIIEro
MOBE/ICHNE, KOTOpbIE HKBUBAJIECHTHBI POJIM OPHUEHTUPOBOYHOW pEaKIUH Y
no3BoHOYHBIX (Brezina et al., 2003; Kupfermann 1974; Marinesco et al., 2004). K
BOXHOMY THUIY UIACHTU(PUIHPYEMBIX MOIYISTOPHBIX HEHPOHOB, O0O0JIaJArOIINX
GyHKIMEH «yCTaHaBIMBAHU IMOBEJECHUYECKOTO COCTOSHUS B CETH IHUIIEBOTO
MOBE/ICHUSA, OTHOCSTCS THraHTCKuWe KieTku uepeOpanbubix ranrimmueB (CGC)
yautok Lymnaea (Yeoman et al., 1994). HenaBHue naHHbIC MO3BOJIWIN CBSA3ATh
Heiipoel CGC ¢ MexaHM3MaMH acCOLMaTUBHOM JOJTOBPEMEHHOH IMaMATu
(Kemenes et al., 2001). XoTsa ecTh JO0BOJILHO MHOTO JOCTYITHON HMH(OpManuu o
MPOSIBIICHUM HECHHANTUYECKOW IMJIACTUYHOCTU KaK pe3yjbTaTa HEWPOHATBHBIX
NPOIIECCOB NMPH OOYYEHWH, HO Topa3fo MEHbBIIE H3BECTHO O TOM, KaK OHa
BBI3BIBACT MTOCTOSIHHOE M3MEHEHHOE MoBeieHue mocie ooydenus. [loka ocraercs
HEU3BECTHBIM, KaKuM 00pa3oM HECHHAINTHYecKas TUIACTUYHOCTh MOXKET BHOCHUTH
BKJIaJ] B M3MEHEHHE COCTOSHHUS HEWPOHHBIX CETe, OT KOTOPOro HAaMpPSIMYIO
3aBUCUT NaMATh. OOBSICHEHHWE TOro, KaKk HECHHANTHYECKas IUIACTUYHOCTD
TpaHCIHUPYeTCSI B MOIU(UIIMPOBAHHOE COCTOSHUE HEWPOHHOW CEeTH |
U3MEHEHHOE IIOBEJICHUE, SBJISETCS OJHOM M3 Ba)KHEHIIMX 3a/1ad COBPEMEHHBIX
UCCIIeIoBaHU B oOynacTh oOy4yeHHMs M mamMsaTd. Takke, 0e3 sSCHOW KapTHHBI
YCTPOMCTBA KJIETOYHOW IIJIACTUYHOCTH Ha YPOBHE BCEX KOMIIAPTMEHTOB HEHPOHA
HEBO3MOXKHO ITyOOKO€ TOHUMaHHUE KJIETOYHBIX MEXaHHU3MOB O0yUCHHS U TIAMSATH.

OcumsisTopHasi HeMpoHalbHas aKTUBHOCTh IIHUPOKO PAcHpOCTpaHEHa B
OOOHATENBHBIX CHCTEMaX, KaK MO3BOHOYHBIX, TaKk M Oecrno3BoHOUHbIX (Gray &
Skinner, 1988; Laurent & Davidowitz, 1994). V Ha3zeMHBIX MOJIIIOCKOB
CIIOHTaHHBIE OCHWIUISAIUMU TeHepupyroTcs B mporiepedpansaom (PC) otnene [IHC,
I7ie MpOoUcXoAuT obpaboTka oOoHsTenbHON uHpopmanuu (Gelperin & Tank,
1990). BO3MOXXHOCTb TOr0, YTO IIMPOKO PACHPOCTPAHEHHBbIE OOOHSTENbHbIE
OCHMJUTSIIIAA MOTYT SIBJISITHCS YaCThIO MEXaHU3Ma MOTOPHOTO KOHTPOJISI M BIHSIOT
Ha (OPMHUPOBAHHUE BUIOU3MEHEHHOTO OOOHATEIHFHOTO TMOBEACHUS TIPH 00yUEeHUHN
OCTaeTCs MOKa HEU3YYEHHOM.

B nobGaBneHne K M3BECTHBIM KOMaHIHBIM HEWpOHAM OOOPOHMTEIHHOTO
NOBEJICHUS, Y YIUTOK OIMCaHa IPyIIa CEPOTOHMH-COAEPKAIIUX MOIYIATOPHBIX
HEHPOHOB CETH, TaKXKe Yy4YacTBYIOIIEH B OOOPOHUTEIHHOM IIOBENECHUH JTHX
*KUBOTHBIX (Zakharov et al., 1995). Pa3psasl B 3TUX HeMpoHaX HE BBI3BIBAIOT

CaMOCTOATCIIbBHO OIIPCACICHHBIX q)OpM NOBCACHHA, HO U3MCHAIOT IMOBCACHYCCKUC



OTBETHl B OTBET HA HENPUATHBIC PA3JAPaKUTENU: 3T CBOWCTBA MOANAAAIOT MOA
ONHUCaHUsI MOZYJIATOPHBIX HEHpoHOB. PaHee OmyOIMKOBAaHHBIE pPE3YJIbTATHI
MOKa3bIBAIOT HEOOXOIUMOCTh M3YUYCHHUS POJIHM CEPOTOHMHEPTUYECKHX HEWPOHOB
KaK TJIaBHBIX YYAaCTHUKOB pealu3allii IOBEJICHUYECKOT0 TIPHUBBIKAHUS |
BbIPA0OTKM KOHTEKCTYaJIbHOI'O aBEP3UBHOIO YCJIOBHOrO peduiekca Ha IHILY
(Balaban et al., 1987).

Ha coBpemeHHOM »JTame W3y4eHHE DIEKTPUYECKOH aKTUBHOCTH H
IUTACTHYHOCTH HEHPOHHBIX CETEH, OT/ENbHBIX HEPBHBIX KJIETOK U CYOKIETOUHBIX
KOMIIAPTMEHTOB ~ HEBO3MOXKHO 0€3 IPUMEHEHUs  ONTHYECKUX  METOJIOB
BU3yalu3aluy  (YHKUMOHAJIBHBIX  CHUTHAJOB  (TakWX, Kak, Halpumep,
BU3yaJIM3alisl KOHIEHTPAMM BHYTPUKIECTOYHOTO KaJIbIUs), TO3BOJIOIINX
pETUCTpUPOBATh  DJIEKTPUYECKHE COOBITUS KaK BO MHOTHMX  HEHpOHax
OJTHOBPEMEHHO, TaK M B OTAEIbHBIX JCHIPUTAX M aKCOHAX, MPHUBOAS UM B
COOTBETCTBUE TOYHOE Mopdonoruyeckoe uzobpaxenue. B  mocnennee
JeCATUIIETHE TIPOU30IIENT 3HAUYMTENBHBIA MPOrpecc B MPUMEHEHHH ITOTCHIIUAI-
3aBucuMbIX Kpacutened (II3K), B uacTHOocTM ObUIM TOJY4YEHBI JaHHBIE O
BO3HUKHOBEHUH U KOJUPOBAHMU DJIEKTPUYECKHUX CHUTHAIOB AaKCOHOM H
JICHJIPUTaMH, KOTOPbIE HEBO3MOXHO MOJIy4uTh ApyruMm crocobom (Foust et al.,
2010).

Ha coBpemenHOM ypoBHE 3HAHUM WCCIEAOBAHMS MPOOJIEM TUIACTUYHOCTH
U TaMATH C TPUMEHEHHEM METOJIOB KIJIACCHUECKOW 3IeKTpo(U3HOIOTUN U
HEHpOOMOJIOrMM Ha MOJENbHBIX CHCTEMaX MO3BOJIMIM HAKONUTH JOCTAaTOYHO
Oonpioil 00bem wuHPpopManuu. OFHAKO, ITOrO TOKa HEIOCTATOYHO, YTOOBI
KayeCTBEHHO NPUOIM3UTHCS K PEIIEHUI0 3THX MpodieM 0e3 MeTonoB Ooiee
BBICOKOT'O YPOBHSI, TAKUX, KaK IIPUMEHEHHBIE B 3TOM paboTe METObl ONTUYECKOMH
peructpanvy (yHKIHMOHAIBHOM 3JIEKTPUYECKONH aKTUBHOCTH HEHpOHOB. Takxke
NPEJCTaBISIETCS] OYEeHb BAXKHBIM, YTOOBI YCIIENIHBIE JJISi TPOCTBIX HEPBHBIX
CHCTEM METOIbl OBUIM aJalTHPOBAHBI JUISI TEPCHEKTHUBHBIX HCCIIETOBAHHMA

KJIETOYHBIX MEXaHU3MOB IIaMATH Ha 0oJiee CIIOKHBIX CUCTEMaXx MIJICKOITUTAKOIIHNX.
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1.2. llean 4 3a1a4M UCCAET0OBAHMS.

OcHOBHOM 1eNbl0  pabOThl  SABJISAJIOCH  HCCIIEJOBaHHE HEWPOHHBIX
MEXaHU3MOB TIIOBEICHUS M IUIACTUYECKHX NEPECTPOeK IMpH OOY4YeHUH C
UCIIOJIb30BAHUEM  ONTHYECKOM  PErucTpaluM  3JEKTPUYECKONM  aKTUBHOCTHU
HEHPOHOB HAa pPa3HBbIX YpPOBHAX. /ISl KaXXI0ro ypoBHS OpraHU3allM¥ HEHPOHHOMU
CETH, HauMHasg OT CYOHEHPOHHBIX KOMIIAPTMEHTOB M 3aKaH4MBasl CIOXKHBIMU
OCUMWJUTUPYIOIIUMH  CETAMH,  TpeOoBajioch  pa3paboTarh  CHEIMAIbHBINA
oNnTOQU3HONIOTHYECKUA  TMOAXOA  C  MPHUBJICYCHHEM  JIONOJHUTEIbHBIX
MOBEJCHYECKNX, IMMYHOLUUTOXUMUYECKUX, LUTOJIOTUYECKUX U IPYTrUX METOAUK
HKCIIEPUMEHTAIILHON HeWpoOuosoruu. B COOTBETCTBUHM ¢ HAIIMMHU LEISIMH U
BBIOPaHHBIMU MOJICTBHBIMU CHCTEMAaMHU OBUIH TIOCTABIICHBI CIICAYIONINE 3a0a4u:

1) IIpogeMOHCTpUPOBATh HECUHANITHUECKYIO TIACTUYHOCTD, CBSI3aHHYIO C
YCIIOBHBIM MUILEBBIM 00y4EHHEM, UCCIEA0BATh €€ HOHHOKAHATbHBIE MEXaHU3MBI,
BBISIBUTH YYaCTBYIOUIHE CIIEU(PUIECKHUE HEHPOHAIBHBIE KOMIAPTMEHTBHI, a TAKXKe
BBISIBUTH U OOBACHUTH BO3MOJKHYIO CBSI3b ATOM IUIACTUYHOCTH C M3MEHEHUEM
CHUHAIITUYECKOU 3¢ (HeKTUBHOCTH, HE0OXO0MMON JUTSL peanuzanuu
BHUJOMU3MEHEHHOTO IOBEICHUSI.

2) BbIABUTH CBSI3b MEXKy OTBETaMH MOTOHEHpPOHA peTpakTopa IIynaibiia
Ha 3amMaxy ¢ [aTTepHaMU PUTMHUYECKUX OCIMJUISALUMHA B MO3r€ YIUTKH,
U3MEHSIOMUXCS B mporecce oOydeHus. OnpenenuTb MEXaHHW3M, C IOMOIIBIO
KOTOPOTO  OCHWIJISIIMM B OOOHATEIBHOM  MO3r€ MOTYT BIMATH Ha
OpPUEHTUPOBOYHOE OJIb(PAKTOPHOE MOBEACHUE JI0 U TIOCTIe 00YUEHHUS.

3) BBISICHUTB CTPYKTYpPY CEHCOPHBIX BXOJIOB, BHYTPEHHIOIO OpraHU3allUIo
U MEXaHU3Mbl (OPMHUPOBAHUS HHUCXOJSAIIMX BIUSHUN MOIYIATOPHON ceTH
OOOpDOHHUTENIBHOTO  TMOBEJACHHsI  YJIUTKH, HEOOXOOUMBbIE JUIs  pealu3aluu
00OpOHHTENBHOTO  TOBeAeHHUs.  Pa3zpaborarh TOAX0A K ONTHYECKOMY
KapTUPOBAHUIO HEMPOHHBIX MOMYJISALUNA B COOTBETCTBUU C (YHKIIMOHATIHHBIMU
XapaKTEepUCTHUKAMU U CTENEHBI0 CHHXPOHHOCTH HEHPOHHBIX MOJIKJIACTEPOB.

4) OueHUTb TNEPCHEKTUBBI NPUMEHEHHUS  METOJOB  OINTHYECKOM
peructpani (QyHKIMOHAIBHBIX AJIEKTPHUUECKUX CHTHAJIOB, Pa3paOOTaHHBIX IS
U3YYEHHUS KJIETOYHBIX OCHOB OOY4YEHHS M IJIACTUYHOCTU OECIIO3BOHOYHBIX, IS

aHaiu3a 0oJiee CI0KHBIX CHCTEM MIJICKOIIMTAIOIINX.
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1.3. Hayuynasi HOBU3HA padoOThI.

Hcnonp3ys  mapaaurMy  KJIacCHYeCKOro  OoOydeHUss  BMeCcTe ¢
EKTPOPUZNOIOTUYECKUM U ONTO(DU3UOIOTUISCKIM aHATH30M, OBUTH BIIEPBBIC
OINKCAHbI KJIETOYHbIE MEXAHU3MBI, C MOMOIIBI0 KOTOPBIX BbI3BAaHHBIE 00y4YeHHEM
HECHUHAIITUYECKHE  JJIEKTPUYECKUE HW3MEHEHUsT B  HEHPOHAIBHOUW  CcOME,
PAcCIIONIOKEHHON JJalIeKO OT CHHANTUYECKUX OOJIaCTel, MepexolsaT B 3P QeKTHl,
NPOSIBJIAIOIIMECS HAa ypOBHE HEHPOHHBIX CETeHW MW CHHAINCOB. bbuIO
MIPOJIEMOHCTPUPOBAHO, YTO YBEJIMYEHHE IIOCTOSHHOIO HATPUEBOTO TOKA B
KJIFOYEBOM JUIsl TOBEJACHUS MOJYJISITOPHOM HEHpPOHE CTOUT 32 OTCTaBJICHHOM
MIOCTOSIHHOW AETOsiprU3alliel, MOsBIISAIOIEHCS B 3TOM HEHpOHE rnocie o0yyeHus
JKUBOTHOTO KJIACCHYECKOMY yCIOBHOMY peduiekcy. JlambHeHii aHamm3
MOKa3aJl, YTO CBA3YIOIIMM 3BEHOM MEXIy HECHHANTHYECKUMU H3MEHEHUSMHU B
HEHpPOHE U KOMIAPTMEHTAJIM30BAaHHBIMM WM3MEHEHUSIMU B CHHAITUYECKOU
3QQPEKTUBHOCTH  CIY)KUT JIOKAJIbHAash IOTCHIMAN-3aBUCHMAas HHAKTHUBAIUSI
KaJIMEBOTO TOKa A-THUIIA.

Ha monenu mpocToil ceHCOpHOM W MOTOPHOI cHCTEeMBbI OBIJIO MOKa3aHo,
4YTO B OOOHSATENLHOM CHUCTEME B3aMMOJEHCTBHE OCHMIUIATOPHONW AaKTUBHOCTH M
AKTUBHOCTH OTIIE€JIBHOTO HEHpPOHA UIPAECT BAXKHYIO POJb B TOHKOM HACTpPOMKE
OpPUEHTAIIMOHHOTO TIOBEIEHUS K U3MEHSIOIIMMCS YCIOBUSAM OKPYKAIOLIEH Cpebl.
CornacHo HallUM JaHHBIM, TOPMO3HAsl CBSI3b MEXAY OOOHSTENbHBIM MO3IOM H
MOTOHEHPOHOM peTpakTopa LIyHajbla TaKkKe MOXKET CIYy>KUTb CyOCTpaToM JyIs
Mou(UKaAIMI HEHPOHHBIX CBS3€H, JIeKallMX B OCHOBE aBEP3MBHOIO OOyueHUs
Ha 3aaxu.

AHanu3 OTBETOB HEMPOHOB CEPOTOHMHEPIMUYECKON TPYIIIBI ONTHYECKUMHU
U 3IIEKTPO(PU3NOIOTHUECKUMHU METOaMHU Olpenenui (yHKIHOHUPOBAHUE BCEH
Ipynnbl Kak €IMHON CeTH MOAYISIMH OOOPOHUTENBHOTO IMOBEACHUS C OAHHUM
TUTAaHTCKUM  «BBIXOJHBIM»  HEHPOHOM, KOTOPOMY OCTaJbHble  HEHPOHBI
JIeneTupyroT  GYHKIHUIO  OOIIEHUST C  OCTAIbHOM  HEPBHOW  CHUCTEMOM.
OKCHEpUMEHTBI,  IMPOBEJIEHHBIE  HAa  IEPEXKMBAIOLIMX  Cpe3ax  Mo3ra
MJIEKONIHUTAIOIETO, OATBEPININ BO3MOYKHOCTh U NMEPCIEKTUBHOCTh aJalTalluu
ONTHUYECKUX METOAOB PETHCTPAllMd HEUPOHHOW aKTUBHOCTH IJIsI MCCIIEAOBaHUIA
HEHPOHHOW IJIACTUYHOCTH M KJIETOYHBIX MEXaHU3MOB IaMATH Ha CHUCTeMax

MIJICKOIIUTAOKUX.
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Ha ceromnsmHuii eHb HUCIOJNBb30BaHHAs B Hamlel paboTe MopeabHas
cucTeMa Ha3eMHOT0 MOJUIIOCKa Lymnaea — elMHCTBEHHBIH OOBEKT, e yAaloCh
IPOJEMOHCTPUPOBATh y4YacCTHE IMOCTOSIHHOIO HAaTPUEBOIO TOKA B OTIEIbHOM
HeiipoHe B mpoueccax oOydeHHss ¥ (OpMHpPOBaHUS MamsATH. B ToMm uumcne, mo
MaTepHajaM OCHOBHBIX MCCJIEIOBAaHUN 110 HECUHAITHYECKON MIIACTUYHOCTH ObLIO
OnyOJIMKOBaHO 3  SKCHEPUMEHTAJbHBIX CTaTbM B  BBICOKOLIUTUPYEMOM
MexxayHapoaHoM skypHasie Current Biology (marmnernuit mmmakt ISI = 10.5).
CpaBHeHuE IPOBEACHMS MOTEHIMANIAa [0 aKCOHY MOJUIFOCKA U MJIEKONMTAOIIEr0
BBISIBUJIO OOIIHOCTh €r0 MEXaHU3MOB Ha 3TUX cucTeMax. I1o cpaBHEHUIO ¢ 3TUMU
paboTaMu MBI HE TOJBKO CMOINIM  TPOJEMOHCTPUPOBATb H3MEHEHHE
IIPOBOJAMMOCTH, HO U HaIlpsIMYyIO CBfA3aTb €ro C JIOKaJU3alued INpecHuHarcoB
HEHpOHA,  IIOABEPraloIIerocs  IUIACTUYECKOM  MepecTpoiike, a  Takke
IPOIEMOHCTPUPOBAThH CBA3b C OOYYEHHEM B MPSAMOM 3KCIIEPUMEHTE, MOAO0OHBIH
KOTOPOMY Ha CEroAHSAIIHUM [eHb Ha MIIEKONMMTAIOLMX II0Ka HEBO3MOXEH.
CoBepIlIeHO HOBBIM OIIMCAaHHBIM MEXaHM3MOM SIBJIIETCS HECHHANTUYECKas
IUTACTHYHOCTh, TO3BOJISIIONIAS ~ PEATM30BaTh  yBEIHUYCHHE APPEKTUBHOCTH
CHHAIITUYECKOM mepenayn Ha CyOKJIETOYHOM YpPOBHE IYyTEM JIOCHHAINTHYECKOM
00pabOTKM DJIEKTPUYECKHX CHUTHAJIOB B  CHEUM(PUUECKHMX HEWPOHAIBHBIX
KOMIIapTMEHTaX.

bnarogaps uWCHoONb30BaHHMI0O METOAA ONTHYECKOW PETrUCTpalud  JUIs
UCCIIIOBAaHMsI KJIETOYHBIX MEXaHM3MOB TIOBEAECHUS M OOy4YeHMs yJaJloCh
MOJIyYUTh NPHUHLHUIINAIBHO HOBBIE JAHHBIE, KOTOPHIE HEBO3MOYKHO IIOJIYYHUTH
IpYTUM CrocoOOM, KPUTHUECKH HEOOXOAMMBbIE MJii TMOHUMAaHHUS MPOLECCOB
IUIACTUYHOCTH U paboThl HEpBHOM cuctembl. Pa3paboTaHHblE MOIXOIbI
NO3BOJISIIOT OOHApY)KUBaTh U OOBSCHATH SIBIEHHUS IUIACTUYHOCTH Ha Tpex
ypoBHsX: 1) CyOKJIETOYHOM, BKIIOYash HEMpOHalbHbIE OT/AEIbHBIC BETBH; 2)
KJIETOYHOM, BKJIIOYasl MEKTPUUYECKYIO0 aKTHBHOCTb OTAENIbHBIX HEHpOHOB; 3) Ha
HEHpOCeTeBOM, BKIIIOUAs CHHXPOHU30BAaHHBIE OTBETHI OOJIBIIOIO YUCIIa HEHPOHOB
WM UX TIPOCTPaHCTBEHHO-000CO0IEHHBIX KOMIAPTMEHTOB BO B3aUMOJICHCTBUU C
YIPaBIAIOUMMI/MOTOPHBIMA ~ HEHpOHaMHU,  pealu3yloUMMH  IOBEJCHHUE.
PazpaboranHple Ha cucreMax OECMO3BOHOYHBIX METOJbl IMPHUMEHUMBI Ha

MIJIEKOIIATAIOIINX M 00JIa1af0T OTEHIIHAIOM Ul JAILHEHIIINX UCCIIEIOBAHNI.
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1.4. TeopeTnyeckoe U HAYYHO-NIPAKTHYECKOE 3HAYEHHE PAOOTHI.

COBOKYITHOCTh TPEJICTABIICHHBIX JAaHHBIX O KIETOYHBIX MEXaHU3Max
00y4deHUs1 M TOBEJICHUHM MOXXET HaWTU NPUMEHEHHWE NpPHU KOHCTPYUPOBAHUU
HEHPOKUOEPHETUYECKUX CHUCTEM M KOMIIBIOTEPHBIX MoJeleid Mo3ra. Metozbl
ONTUYECKON pEerucTpalud aKkTUBHOCTH HEHPOHAIBHBIX KOMIApTMEHTOB U
MYJIbTUHEHPOHHONH aKTUBHOCTU C HCHOJb30BAHUEM IOTEHIIUAT-3aBUCHUMBIX
kpacuteneit (I[13K) sBISIOTCS WHHOBAIMOHHBIMH, TPUMEHSIIOTCS HEOOIBIINM
YHUCIIOM JIabOpaTopuil B MUpE, U PE3yJbTaThl, MOJIYYEHHbIE TAKHUM CIIOCOOOM,
VHHUKAJIbHBI, HE BOCIPOM3BOAUMBI IPYTMMHU METOJAMU M HUMEIOT Ba)KHEHIee
3Ha4YeHHUE NJ1s1 (DOPMUPOBAHMS HOBBIX TECOPUN O XpaHEHUU NamMaTH. BHeapenue
OMHUCAHHBIX B pab0TE€ METOJOB ONTHUYECKOW PErHCTPallUU MO3BOJUT pa3padboTaTh
HOBBIEC TIOJIXOJBI B HEHPOXHPYpPruH U OOJee TOYHO OLEHUTH dPPEKTUBHOCTH U

0€e30I1aCHOCTD BOSHeﬁCTBHﬁ Ha MO3T.

1.5. HOJ’IO)KCHI/IH, BbIHOCHUMBIC HaA 3allIUTY.

1. KomnapTMeHTanu3amusi CTpOEHUS HeWpoHa U (QyHKUIHMOHAIbHAsS
Crienuanu3alys €ero OTPOCTKOB U CHHAICOB SBJISIIOTCS OCHOBOW  JIIA
3G (PEKTUBHOTO XpaHEHUS U BOCIPOU3BEACHHUS CJIEAOB JIOJITOBPEMEHHOMU
acCOIIMaTUBHOM MaMSTH.

2. Hecunantuueckass  JONTOBpEMEHHAas  IUIACTUYHOCTH  MOXKET
peaTn30BhIBaTHCS B M3MEHEHUM S(DPEKTUBHOCTU BBIXOJHBIX CHHAIICOB HEHWpOHA
MyTeM U3MEHEHUs MMapaMeTpPOB T'eHEpaINK MOTEHI[HANIA JCUCTBUS, YTO SIBISETCS
OJIHUM U3 CYIIECTBEHHBIX MEXaHHW3MOB XPaHEHUs CJIEJOB MAMITH HAa ypPOBHE

OTACIBHOTO HeﬁpOHa.

1.6. Anpobamus.

Martepuansl ~ AuccepTallud  ampoOMpOBAIMCh  Kak  JOKIAIsl  Ha
MHOTOUHCJICHHBIX OTEUECTBEHHBIX U MEXKIYHAPOJHBIX KOHPEPEHIUSAX U
CeMHUHapax, BKIOYas che3q Dusmonormdeckoro obmecTBa mMeHu IlaioBa
(2007), Bcemupnsrit kourpecc IBRO (2003), cre3npr O6mectBa Heliponayk CIIIA
(2005, 2006, 2008, 2009, 2011, 2013 roxsr), cbe3n Empomeiickoro obmiecTBa
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Heriponayk (2004), cve3n bpuranckoit accormumanuu  HekpoHayk  (2005),
MexayHapoaHsle koHdpepeHnun «lIpocteie HepBHBIE cuctemb» (2009, 2011,
2012) u np. IlpoBeneHsl nokiaaabl U ceMUHapbl B MIHCTUTYyTE BBICIIEN HEPBHOMN
nesitenbHOCTH U Heripodusuonoruun PAH (Mocksa), B UHcTUTyTE OMONIOTHY TeHA
PAH (MockBa), Ha (akynpTeTe HayK O JXM3HHM B YyHuBepcurere Caccekca
(Benukobpurtanus), ICUX0JIOTUYECKOM (aKylbTeTe yHuBepcuTera KoHHeKTHKYTa
(CIJA), B menunuHckoil mkone yHuepcutera Texaca (CLIA), B bocTtoHckoM
yauBepcurere (CLHA) u ynuepcutere ['elimenvOepra (I'epmanms). Yactb
paboThl MpoBeieHa B coTpyaHudecTBe ¢ LleHTpom HelipoHayk Oecro3BOHOYHBIX

(Caccekc, BenukoOpuranusi).

1.7. CTpykTypa u 00beM AUCCEPTALINH.

Juccepranust COCTOMT U3 BBEIEHHUS, 0030pa JUTEpaTyphl, ONHCAHMS
METO/IOB HCCIIEIOBAHMs, YETBIPEX TJIaB C H3JIOKEHUEM pE3ylbTaTOB M HX
00CyX/IeHUuEeM, 3aKIIIOYCHHUS, BBIBOJIOB U CITMCKA JIUTepaTypsl. Pabora cogepxur 1

Tabnuiy u 66 pUCYHKOB.
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3. JUTEPATYPHBI OB30P.

3.1. HpOCTaH HEPBHasi CUCTEMa racrpomoa Kak OCHOBHasg MOJAC/Ib

HCCIeT0BAHMM KJETOYHBIX OCHOB MOBeAEHUA U MAMSITH.

IIpocrasg HepBHas cucTeMa MOJUIFOCKOB YacTO BBIOMpAETCs B KauecTBe
00BEKTa AJI1 COBPEMEHHBIX HelpoOuosornueckux ucciaenoBaHuii. OHa cOCTOUT
U3 OTHOCUTEIBHO HEOOJBILIOr0 4YHCIa HEHPOHOB, a IIOBEACHUE MOJIIIOCKOB
JIOBOJILHO ~CTE€PEOTUITIHO W OTPAaHUYEHHO. OTH OCOOCHHOCTH IO3BOJISIOT
HeijpoOuosoraM JeTaabHO HCCIeNoBaTh pabOTy HEPBHOM CHCTEMbI MOJUIIOCKOB
BIUIOTh JI0 YPOBHS KIETOYHBIX MeXaHM3MOB moBeleHus. Hacrosimas pabota
HallpaBJI€HA Ha U3YYECHHUE KIIETOYHBIX U MOJEKYJISIPHBIX MEXAaHU3MOB HEMPOHHOM
IUIACTUYHOCTH, CBSI3aHHOM C  H3MEHEHMEM HEHPOHHOM  BO30yIHMMOCTH,
npuHUMamomeil ydyactue B (OPMUPOBAHMM  JIOJIFOBPEMEHHOM MaMATH U
ajanTuBHOro moBeaeHus. [lomaBisromas uactb paboOThl IpoOBEIEHa Ha
MOJUIFOCKAX, JEMOHCTPHUPYIOIIMX IPOCTOM penepryap IOBEACHUS € XOPOLIO

AOCTYIIHBIMU JJI1 U3YUCHUA HCprOHHBIMPI CCTAMMU.

3.1.1. Beoywasa cencopnasa MoOaibHOCMb 8 KOHMeKCcme 00y4eHus

MOJLIIOCKO8 YCTI06HOMY pedhneKcy.

OOoHsIHKE 1711 Ha3€MHBIX MOJUTIOCKOB (YJIMTOK U CIIM3HEW) — BayKHEHIIast
CEHCOpHAasi MOJAJIbHOCTh, 00ECTIEYMBAIOIIAsl UM YyBCTBO OOBEKTA HA PACCTOSHUU.
Criennanu3upoBaHHbIE OpraHbl CllyXa OTCYTCTBYIOT, a ci1ab0 pa3BUThIE IJla3a He
MO3BOJISIIOT YJAMTKaM OPHEHTHUPOBAThCSl B mpocTpaHcTBe. OOOHSHME Ha3eMHBIX
MOJUTIOCKOB OY€Hb YYBCTBUTEIBHO K XHWMHYECKHM BemiectBaMm. Hampumep,
[IOpPOTroBasi YyBCTBUTEIBHOCTh YIMTOK K M30aMMJIAIlETaTy COCTaBIISAET MPUMEPHO
10" M, 4TO CpaBHEMO C TyBCTBHTENHHOCTBIO UeTOBEKA K 3TOMy BemecTy — 107
M (Chase and Tolloczko, 1993). OGoHsiHME Ha3eMHBIX MOJITIOCKOB HIpPaET
LEHTPaJIbHYIO POJb B pelieHUH 3a1ad noucka nuuy (Balaban, 1993). TNononnas
yiautka Achatina fulica 3ameuaer 3amax nunm ¢ paccrosiaust 20-50 cm (Croll and
Chase 1980). YIUTKH U CIIM3HU JIOKAJIU3YIOT HCTOYHUK 3aaxa ¢ MOMOILBIO Mapbl
3aJJHUX IWIyIajeln TOJIOBBI. YaJeHHe O0OWX 3aJHUX IIyMayel] JHIIACT YIUTKY

Achatina fulica crmocobHOCTH HaXOAWTh MHIMY MO 3amaxy. [ 0J0JHas yJIUTKa C
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OTCYTCTBHEM OAHOro (yAanEHHOro) 3aJHEro miynaiblia, Oyaydd MOMeIlleHa B
IpaJueHT aNmeTUTHOro  (MPUATHOTO, IMPHUBJIEKATEIHLHOT0) 3alaxa, HauuHaAeT
OnmyXX1aTh 1O OKPY)KHOCTH, 3aBOpPAayMBasi B CTOPOHY BTOPOro (MHTaKTHOTO)
3anHero mynanena (Chase and Croll, 1981). Ynanenue omHoro umm 0060ux
NepeIHuX IIyrnaiel 3aMeTHO He CKa3bIBA€TCs Ha CIIOCOOHOCTU YIUTKH JABUTATHCS
B HaIpaBJICHUU 3araxa nuiy. [lepeanue urynanpia MOTyT CIYKUTh YIUTKAM JJIs
NPOCIICKUBAHUS CJIE0B MHILIM HA OMIOPHOM MOBEPXHOCTH (HANpUMeEp, Ha TPYHTE,
0 KOTOpOMY MON3ET ynuTka). Poib 3aHUX UIymnajnel B 3TOM MPOCIICKUBAHUU
ropasio meHee 3HaunTenbHa (Chase and Croll, 1981). Takke yauTKa OUTyIbIBacT
NepeIHUMHU  [IyNalbllAMHU  AaMMeTUTHO MaXHYIIUE NpPeaMeThl C  LEJbIo
ompezeneHus ux cbepoonoct (Balaban, 1991).

Jlnst BeipaboTku y ynutku Helix mumeBoro npeamnoytreHus: 00s3aTesbHO,
YTOOBI UYBCTBUTENBbHBIN SNUTENNN ee puHO(GOPOB KOHTAKTUPOBAJ C MUILEH, T. €.
SMUTENNN JOJKEeH ObITh MHTAKTHBIM U (GyHKImoHanbHBIM (Friedrich and Teyke,
1998). Ecnu couerath NpeabsIBIEHUE MUK C YIAPOM JIEKTPUYECKOTO TOKA, TO Y
yautkd Helix BbipabaThiBacTCs HEraTHBHAs pPEakiys HAa BKYC M 3arax IHIIH.
Torma rojogHas ynMTKa, MOJIBEPrHYTass TaKOMy OOYYEHHMIO, HE BO3BMET
MpeUIOKEHHYIO0 el MUIy, HECMOTps Ha muiieBylo MotuBanuio (Balaban, 1993).
AHaOTMYHBIM 00pa3oM MOKHO BBIpaOOTaTh MHUIIEBYIO aBEP3UI0 y CIU3HEH.
[Tocne HECKOJbKMX HAHECEHWH Ha YyBCTBUTENIbHYIO OOJAcTh TOJIOBBI Karld
TOPBKOTO Cynb(haTa XHHUIMHA B COUETAHUU C 3araxamu KapTodems W MOPKOBH
CIIM3HU HAYMHAIOT U30eraTh 00IacTel OTKPBITOTO MOJIS, TJ€ KOHIEHTPALUS dTHX
3amaxoB BbIcOKa (Sahley et al, 1981a). HUcnonp3ys 3Ty cxeMy oOy4deHHs H
COYETaHUs JBYX Pa3UYHBIX 3allaXOB MOXKHO BBIPAOOTaTh y CIM3HEH YCIOBHBIH
pedaekc Broporo nopsaaka. Kpome storo, npu BelpaboTKe YCIOBHOTO peduiekca
IpU  OMNPENENICHHBIX YCIOBHSAX VY CJIM3HEH Takke TMposBisercs (EeHOMEH
omokupoBku (blocking; Sahley at al, 1981b). Taxxe ObUTO MOKa3aHO, YTO OJTHOTO
coyeTaHWsl 3amaxa W Cynb(ara XWHUAWHA YK€ JIOCTaTOYHO ISl TIOSTBICHUS

CTATUCTUYECKU 3HAUMMOM peakimu n3deranus (Sahley at al, 1981a).
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3.1.2. Ocuyunnayuu ¢ cemu HeuUPOHOB 00OHAMENLHO20 MO32A

(npouepedpyma) moa0OCKO8.

CHauasnia B CeTH MHTEPHEHPOHOB mpolepedpyma cim3Hei Limax maximus
(Gelperin, 1989), a 3arem Takxke B mporepedpyme ciausneit Incillaria bilineata u
Limax marginatus (Kawahara et al, 1997) OblIM ONHKCAHBI CIIOHTAHHBIC
PUTMUYECKHE OCHWJUIAIUH JIOKAIBHBIX MOTeHIUANoB. Yacrora ocumyusinuili B
nporiepeOpyme Limax maximus B OTCYTCTBHH BHCIIHUX pa3ApakuTeNei
crabmwipbHa W coctaBiger 0.69 + 0.12 I'm. Ocuuuisiiuu COXpaHSIOTCS TpU
nepepe3ke 00OHATENbHOTO HepBa. KoyiebaHus JTIOKaIbHBIX MOTEHIIMAIOB BO BCEX
ydacTkax mnporepedpyma momduHsoTcs ooOmel ygactore (Gelperin and Tank,
1990). OcuwmaropHass akTUBHOCTh B IporepeOpyme aemoHctpupyer NO-
CHUHTa3HYI0 3aBUCUMOCTh - YacTOTa W aMIUIUTYJa PUTMHYCCKHX OCIMJUISAIUI
3HAYHUTEIBHO CHIDKAIOTCS MPH aNILIMKAIIMK CIICUPHUUECKUX OJIOKATOPOB CHHTE3a
MoHookcuaa azota (Gelperin, 1994; Gelperin et al, 2000). Morookcua yriepoaa
(CO) Boe3bIBacT cxomHoe ¢ d3ddekrom ammummkamuun NO  10303aBUCHMOE
yBenmuueHue dYactoTel ocrwuisanuid  (Gelperin et al, 2001). Onruueckas
perucTpanms ¢ HCIOJb30BaHUEM (DIIyOPECIEHTHOrO IMOTEHLUAI-3aBUCUMOTO
kpacutens di-4-ANEPPS nokassiBaer, uto (hasa ocmuuisiuil cMemaercs ot
arieKca K OCHOBAHUIO Tpolepedpyma, T. €. IPUCYTCTBYIOT PaCIpOCTPAHSFOIIUECS
ot amekca k ocHoBanuto BouHHI (Kleinfeld et al, 1994). CxopocThs ABMKEHUs
BOJIHBI olleHUBaroT Kak 1 Mm/cek (Gelperin, 1998). PacnipocTtpansiomascs BojaHa
NPEJICTaBIsIET COOON Y3KYIO TOJIOCY JETIONSIPU3AIiK, 32 KOTOPOH cienyeT Ooree
mupokas (1 Oonblas Mo aMILIUTY/E) nojoca runepnoispusanuu (Delaney et al,
1994). HanpaBnenue NBUKEHHS BOJHBI MOXKET ObITh M3MEHEHO MYTEM CO3TaHMs
oyara XpoHHYECKOro BO30Yyx/1eHus. Toraa Hayano BOJHBI IEPEMECTHTCS BMECTO
CO3IaHHOTO oOuara. JTO 3HAYUT, YTO B CETH OCHHUIMPYIOMIUX KJIIETOK
npouepedpyMa mpucyrcTByeT rpaaueHT Bo3Oyaumoctu (Delaney et al, 1994).
3amax M3MEHsSET MapamMeTphl OCHWUIALNHN, TpUYeM HanOojee YeTKO W3MEHEHHS
nposiBisgoTes B yactote. Gervais et al (1996) omucan XapakTepHblil MaTTepH
U3MEHEHHsI OCHWIIUIIIUN B mporepeOpyme Limax B oTBeT Ha HENPHSTHBIE JUIS
YKUBOTHOTO 3allaxy — CHayalla YTHETCHWE YacTOThl U aMIUTHTYIBL, 3aTeM depes3 S-
10 cex oOpaTHOEe TOBBINICHHE YacTOTHl W aMIUTHTYIBI JI0 YPOBHS BBIIIE

HCXOJHOTO (CBOETO poja MOCTTOPMO3Has oTaada). BaprabeabHOCTh OCIMILISIIHA,
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PErHCTPUPYEMBIX B CBOOOJIHOM MOBEICHHH IN VIVO 3HAYUTEIBHO BBIIIE, YEM MPH
peructpanun Ha npenapare (Cooke and Gelperin, 2001). Takxe UMEIOTCS JaHHBIC
0 TOM, YTO TOJ| BO3JEHCTBHEM 3araxa MPOUCXOTUT KOJUIanc (a3zoBOro CIBUTA
pacIpoCTpaHSIOMICHCS BOJHBL, T. €. pe3KO BO3PACTaET CKOPOCTh BUKECHUS BOJIHBI
(B tpum pasza wmm Ooxnee, Delaney et al, 1994). Ocuumisiiuu JOKaIbHBIX
MOTEHIIMAJIOB, KOTepEeHTHbIE MpoLepeOpaibHBIMU OCHMIUIALUAMUA OOHAPYKEHBI B
nefanbHOM Tanrnuu. [lonararor, 9To 3TO OTpaskeHUE IEKTPUIECKON aKTHUBHOCTH
npoiepedpyMa, OIMpeAesionieil BpIOOp MOTOPHOM NPOrpaMMmbl MOBEICHHUS B
otBeT Ha 3amax (Schutt et al., 1999a-1999b).

WuTepHeliponsl npoiepedpyma 1mo akTUBHOCTH BO BpeMsl (pa3 OCIIMIUISIIIHIA
JIOKQJIbHBIX MOTEHLMAJIOB pa3fensaoT Ha aBa Tuna (Delaney et al, 1994): B-
kietku (bursting cells), gal0T cepuio MOTEHIMANIOB IEHCTBHS B HA4aJbHOU (aze
BOJIHBI 000HSATENbHOTO puTMa, NB-kiieTku (non-bursting cells) monyaaror TIICIT
aMIUIUTYABI 5-7 MB 4yepe3 HeCKOIbKO MUJLTUCEKYH]I TOCie pa3psaaa B B-kieTkax.
HaubGonee anukanbHble B-kileTKM MMEIOT camblii KOPOTKHM HHTEpPBal MEXIY
paspsimamu. B-KIETKH HMMEIOT CBS3M MEXIy €000, W MOITOMY aKTHBHOCTH
KJIETOK alMKadbHON TPYMIIBI ONPEeseT Mepro] aKkTUBHOCTH OCTalIbHOM ceTH B-
kjeTok. NB-kietku coctaBistor ~98% ot yncina kietok nporepedpyma (Gelperin
and Tank 1990; Gelperin, 1998). B orcyrctBue 3amaxa NB-kieTku CHIBHO
THIIEPTIOISIPU30BAHbl U HE paspspkatoTcs. llpeamonararor, 9To 3TOT THIT KIETOK
CBs3aH ¢ pacmo3HaBaHueM 3amaxa (Ermentrout et al, 1998, 2001). Anmnukanus
CEpOTOHMHA OKa3bIBAaeT TMpsAMOE BO37CicTBHE Ha B-HEWpOHBI, YyBeIMYMBaS
aMIUTUTYAY MEIJICHHBIX IEPUOINIECKUX OCIIUIAINN MEMOPaHHOTO MTOTEHIIMAIA,
TEM CaMbIM, YBEJIMYHMBAs YMCIIO CIIAWKOB B cepuH, a anmuukanus NO u3meHser
YacTOTY OCHUWJUIALIMKA, HE YBEIWYUBAs TPU ITOM YHCIO CHANKOB B IIHKIIE
ocumwusanuit (Inoue et al, 2001). Anmuukanus aleTUIXoJMHA OKa3bIBaeT MPSIMOe
BO30OyXmaromiee feiicTBre Ha B-HEWpOHBI U MOABIsAET CAKOBYIO aKTUBHOCTH B
NB-neitponax, Bo3M0oxHO uepe3 aktuBaiuio B-neitponos (Watanabe et al, 2001).

UccnenoBanus, npoBeAEHHbIE HA KYyJIbType KIETOK Ipolepedpyma
(Rhines et al, 1993), nokazanu, uro okono 90% HEWPOHOB KYIbTYpPhl CIIOHTAHHO
TEHEPUPYIOT MOTEHIMANBI 1eUCcTBUS co cpeanelt yactoToit 0.8+0.07 I'u. IlaTTepn
AKTUBHOCTH HEPETYJSIPHBIA. M3MepeHne BHYTPHKICTOYHOTO KATBIUS B aKTUBHBIX
KJIETKax METOJIOM ONTHYECKOH pEerucTpali C MPUMEHEHHEM KaJbIIHi-

CBA3BIBAIOIICTO, ITPOHUKAIOIICTO YCPE3 MeM6paHy (I)J'IyopCCI_ICHTHOl"O 30HJa fura-
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2 moka3bIBaeT HapacTaHHE KOHIIEHTpAIMM CBOOOJHOrO KalbliUs BO BpeMms
reHepaluu MOTeHIHaNa JeHCTBUSA.  AmNMmiukanus AodaMuHa YBETUYHMBACT
CIIOHTAHHYIO aKTHBHOCTh KJIETOK KYJIbTYphl TIpoliepeOpymMa U  BBI3BIBAET
KJIACTEpU3ALMIO CIAHKOBOM AKTUBHOCTH. ANIUIMKAIMS CEPOTOHUHA BbI3BIBACT
OOBIYHO JUIMTENBHBIA pa3psii KIETKH KYJIbTYpbl Ipolepedpyma. AMNIMIUKalus
FMRF-amuma wnun SCPb nHOT1a BRI3BIBACT HU3KOAMIUIUTYIHYIO JICTIOISPHU3AIINIO
WIH THUICPIONAPU3ANUI0. ATNIUIMKAIUS TJIyTaMara BbI3BIBACT TOPMOKECHHUE
crioHTaHHOW akTuBHOCTH (0.5 CEeK ammIuKalud, TOpMOKeHHEe Ha  5-8 cek) 6e3
3aMeTHOM rnmoctropMo3Hoi otaauu (Rhines et al, 1993).

HemaBHo rpynmoii wuccienoBaTeneid  Oblia  OmyONUMKOBaHA — cepus
cooOmieHnii 0 HaiIeHHBIX B mpouepedpyMe (HU3HOIOTHYECKUX KOppenaTax
oOyuenust 3amaxam. [To manueiM (Kimura et al, 1998a), cucremHoe BBeaeHuHE
dnyopecuentHoro kpacurens Lucifer yellow HazemMHBIM MOTIOCKaM MO3BOJISET
BBISIBUTh AKTUBHO MUHOLMTUpPYIOIIUME HEWpoHbl. Bo Bpems BbIpaboOTKH
ABEpP3WBHON peakiMu Ha 3amax MU Y KUBOTHBIX 33apETUCTPHPOBAIN
MOBBINICHHOE BKJIIOYCHWE METKHM B HEWPOHBI OCHOBaHUS TpoIepedpyma,
MPEIOJIOKUTEIHHO Yy4YacTBYIOIIME B Mporecce OoOydeHus. OTH >KUBOTHBIC
JIOCTOBEPHO OTIUYAIOTCS OT KOHTPOJIbHBIX MO KapTaM BkitoueHus: MeTku (Kimura
et al, 1998c). ABTOpBH Takxke COOOMIAIOT O TOSBICHUU OCOOOM IMOJIOCHI
nenossipusaiuu (belt-shaped region) Bo Bpemsi MpOX0XKASHUS BOJTHBI OCHUIUISIINI
noJ1 elicTBUeM HenpusiTHoro (mocie oOydenus) 3anaxa (Kimura et al, 1998b), u
00 yMEHBIIEHWH OTHOCHUTENBHOTO HM3MEHEHHS YacTOThl OCHWIUISAIUNA B
nporepedpyMe pu CTUMYJISIIMA HETaTUBHBIM 3allaXxoM OOOHSTEIIEHOTO OpraHa

00yUYEHHBIX YJIUTOK 110 CpaBHEHUIO ¢ KOHTposbHbIMU (Kimura et al, 1998c¢).

3.1.3. Ilpemomopnutii KOHMPOL 0GOPOHUMENBHO20 NOBEOCHUA.

V3MeHeHHsT B TOBENEHHH, COOTBETCTBYIOIIME AKTHBAIMU OTIEIHEHOTO
HEepoHa OECIO3BOHOYHOTO OBUIM ONMHCAaHBl B JIUTEpPAType IOCTATOYHO JaBHO
(Wiersma, 1938; Willows, 1967; Nolen & Hoy, 1984). Illupoko W3BECTHBIMU
npuMepaMu SIBJISIOTCS JIaTepajbHbIe T'MTAaHTCKUE HEHpoHbl paka (Wiersma &
Ikeda, 1964), mayrtHepoBckue kietku pbiOok (Eaton, 1984) u HelpoHsl,
KOHTPOJIMpYIOIIMEe OOOpOHUTENbHOE MOBeAeHNne Yy MoiuttockoB (Balaban, 1979).

OTH KIETKA OBLIM Ha3BaHbI KOMaHJIHBIMHU HeﬁpOHaMH, IMpUHAJICKAIIUMH K
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KJIaCCy MPEMOTOPHBIX HEHPOHOB, UCKYCCTBEHHAs aKTHBAIMs KOTOPBIX CIOCOOHA
BBI3BAaTh AJIEMEHT IIEJICHANIPABIEHHOTO MOBEJICHUS, MOJAOOHOIO TOMY, KOTOpOE
BBI3BIBAETCS COOTBETCTBYIOIIMMHU CEHCOpHbIMU cTuMynamu (Wiersma & lkeda,
1964). [leBsaTh THTraHTCKHX HPEeMOTOpPHBIX HelpoHoB (Balaban, 1979, 1983),
JIOKAJIM30BAHHBIX B IJICBPAJbHOM M MMapuUeTaIbHOM raHriusx yautku Helix
NOAXOJAT MO TPEM KPHUTEPUSM KOMAHAHBIX HEHWPOHOB, YCTAHOBIIEHHBIX
Kupfermann & Weiss (1978). Bo-mepBbIX, OHU OTBEYAIOT Ha MPEIbABICHUE
HETaTUBHOTO  TaKTWIBHOTO  CTHUMYJA  pa3psaoM, MPEIIECTBYIOLIIM
MOBEICHYECKON peakiuu (KpUTepuil «ydacTusi»). Bo-BTOpbIX, BHYTPHUKIETOYHAS
AKTHBALIMSA OJHOTO U3 TaKMX HEHPOHOB BHI3BIBACT YACTh MMOBEACHUECKOTO OTBETA
(xputepuil «rocraroyHocTu»). W mocnenHee, KpUTEpUl «HEOOXOIUMOCTUY,
BBIMOJIHSCTCS. JUII KOMITOHEHTa OOOpPOHMUTEIIEHOTO TIOBEJCHHS, BBI3BIBAEMOTO
BHYTPUKIIETOYHOW CTUMYIALKUENH — 3TOT KOMIIOHEHT M30eraTeJbHOrO MOBEACHUS
(withdrawal) HApyIIaeTCss TOCJIE HCKYCCTBCHHOW — THIEPIONAPU3AIHH
3allyCKaloluX  HEHpPOHOB 3TOr0 TWMa INoBedeHUs. Takum  oOpasowm,
00OpPOHUTENFHBIE OTBETHI Y YIUTOK ONPEICINSIOTCS B 3HAYUTEIBHON CTENEHH
NEBATHIO  3aMyCKAIOUIUMHU  KOMAHJIHBIMM  HEHpPOHAMHU  IUIEBPAIBHOTO H
MapueTaIbHOrO TaHTJIMEB, KOTOpPbIE BKIIOYAIOT PEAKIUU BTITUBAHUS TOJIOBBI,
TeJa, 3aKPBITHE ITHEBMOCTOMA U TIPU ATOM TOJIYYarOT MOJTHCHHANITHYECKHE BXOIBI
o01el MoaMMoIaTbHON CeHCOpHOM wyBcTBUTENbHOCTH (Balaban, 1979, 1983;
Balaban & Zakharov, 1992).

B nobGaBneHne K M3BECTHBIM KOMaHIHBIM HeWpOHaM OOOPOHHUTENIBLHOTO
nosesieHust, y Helix omucana rpymnma cepoTOHHH-COACPKAIIUX MOIYISTOPHBIX
HEHpPOHOB CETH, TaKXKe Yy4YacTBYIOMIEH B OOOPOHUTENHFHOM IIOBEIEHUHM JTHX
KUBOTHBIX (Zakharov et al., 1995). Pa3psasl B 3TUX HEMpOHAX HE BBI3BIBAIOT
CaMOCTOSITENILHO ONpeeNIeHHbIX (POPM MOBEIEHUS, HO U3MEHSIOT OBEJICHUECKHUE
OTBETHI B OTBET Ha HETPHUSATHBIE Pa3JAPaKUTENN: ST CBOWCTBA IMOJMANAIOT IO
ONHCAaHWsI MOJIYJSTOPHBIX HEWPOHOB. OKCTPAKJIETOYHAS CTUMYJIIHS JTHX
CEepTOHWHEPTHUECKUX HEHPOHOB BBI3BIBACT KPATKOBPEMEHHYIO (hacCHIINTAIIHIO
CHHANITUYECKUX OTBETOB W TEHEPUPYIOIIMXCS MOTEHIMAJOB JCWCTBUS B
3alycKamoIuX  HeHpoHax  OOOPOHUTENBHOTO  TMOBEJICHMS,  BBI3BIBAEMBIX
HETPUSTHBIMA ~ Pa3IpaKUTENsIMU. HIWBUAyalbHBIE CEPOTOHHMHEPTUYECKHE
KJIETKH OTBEYAlOT Ooyiee CHUJIBHBIM OTBETOM Ha HICHJIATEpAIbHYI0O YeM Ha

KOHTpaJIaTCPAJIbHYIO CTUMYJISLIUTO u 06J'Ia,[[aIOT pa3invaromIuMHuCA
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petentuBHBIMA ToJIsiMH  (Zakharov et al., 1995). MMMyHOTHCTOXUMHUYECKHE
UCCIICIOBAaHHUST  TPOJEMOHCTPUPOBAIH  TPUCYTCTBHE  CEPOTOHMHEPTUYCCKHUX
TEPMHHAJICH B HEHPOIWIEC U CIO€ KICTOYHBIX TEJ OKPYKAIOIIUX 3aIyCKAIOIINE
KOMaH/IHbIE HEMPOHBI B NAPUETATHHOM TaHTJIMH 1T KOHTPOJIS OOOPOHHUTEIHHON
peakuuu (Vehovszky et al., 1993), yto moapaszymeBaer nmpsamMoe B3aMOJICHCTBUE

MECXKAY CEPOTOHUHEPTHICCKUMHA HGﬁpOHaMH 1 KOMaHJIHBIMHA HeﬁpOHaMH.

3.2. CyOkJieTOYHAsl JTOKAJIU3ANMS CANTOB IVIACTUYHOCTH B HeHpPOHax

0eCIO3BOHOYHBLIX H MMO3BOHOYHBIX JKHBOTHBIX.

OnarM w3 3(PQEKTUBHBIX CIIOCOOOB OTBETa HEPBHOW CHUCTEMBI Ha
pa3HoOoOpa3ue BHEUIHUX W BHYTPEHHHX CHUTHAJIOB SIBIISCTCS IIOBBIIICHUE
BO30yIUMOCTH OT/ENbHBIX HEHPOHOB, MpUOOpeTaeMoe, HalpuMmep, B Mpolecce
oOyuenusa. Ha cerogHsmHuii eHb JOCTOBEPHO YCTAHOBJIEHO, YTO HapaBHE C
CHUHAIITUYECKON TUIACTUYHOCTBIO, TIOCTOSIHHASI HECUHANTHYECKas HEeUMpOHaIbHas
IUTACTUYHOCTh BO3HUKAET TMOCIE OOYyYEHHUS U MOXKET CIY)KHTh CyOCTpaTtom s
JTONTOBPEMEHHOW  MaMATH. XOTs, TOKa OCTaeTCd HEU3BECTHBIM, Kak
HECHHAINTUYECKAs] TUIACTUYHOCTh BHOCHUT CBOM BKJIAJl B U3MEHEHUE COCTOSHMS
HEWPOHHBIX CETEH, OT KOTOPOTO HAIMPSMYIO 3aBUCHUT MamsiTh. OOBsSCHEHHE TOTO,
KaK HECHHANTHYeCKas IUIACTUYHOCTh TPAHCIUPYETCS B MOIUDHUIIMPOBAHHOE
COCTOSIHUE HEHWPOHHOW CETH U HW3MEHEHHOE IOBEIECHUE SABIISIETCS OJHOU U3
BaXHEHMININMX 3a/1a4 COBPEMEHHBIX HCCIIEIOBAaHUI B 00JIaCTH OOYYEHHS U TaMSTH.
Taxxke, KpoMe€ CHHAICOB, OYEHb Maji0 HWH(OpMAllUM HUMEETCS O JAPYTUx
crienupuiecKkux HEMPOHAIBHBIX KOMIIAPTMEHTaX aKCOHA U JICHJIPUTHOTO JIepEBa,
HECYIIMX  IJAaCTHYECKHe HW3MEHEHHS B  KOHTEKCTe  MOP(OIOTHUECKHUX
OCOOCHHOCTEl KOHKPETHOro HeHWpoHa U S(PPEKTUBHOCTH €ro BXOAHBIX H
BBIXOJIHBIX CHHAIICOB, IOBEPTAIOIINXCS OMOCPEIOBAaHHON MOAU(MUKAIIMN TIPU
HECHHANTUYECKNX HW3MEHEHHSIX. B  gaHHOM pasnmene  paccMaTpuUBarOTCS
BOKHEUIIME TMPOOJIEMbl KOMITAPTMEHTAIU3ANN TUIACTUYHOCTA W BIIUSTHUS
HECHMHANTUYECKUX TIUIACTHUYECKUX H3MEHEeHHH Ha d()(PEKTUBHOCTH CHHAICOB

HEHpOHa.
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3.2.1. Buowsl necunanmuueckou naacmuyHOCmMU U UX C653b C

nogeoenuem u odyuenuem.

VY3ke JO0CTaTOYHO MIMPOKO MPU3HAHO, YTO HECHHANTHYECKAs JIACTUYHOCTD
HapaBHE C CHUHANTUYECKOM IUIACTUYHOCTBIO MOXET CIIY)KUTh CyOCTpPaToM JUIsl
nosroBpemeHHoi nmamsatu (Giese et al., 2001; Debanne et al., 2003; Zhang &
Linden, 2003; Maggee et al.,, 2005). CunanTuueckne MEXaHHM3MbI YacTO
NPECTaBISIOT KaK MEePBUYHBINA MexaHu3M, Gopmupytommii namsath (Giese et al.
2001), ¢opMbl HECHHANTHYECKOW IUIACTUYHOCTH, TaKHE KakK ITOBBIIICHHAS
coMaTHyecKass M JEHAPUTHas BO30YAMMOCTb WJIM IOBBILIEHHE MEMOPAaHHOTIO
NOTEHIMAJa TaKkKe OBUIM OTMEUYEHBl KaK Ha OCECIO3BOHOYHBIX, TaK W Ha
MO3BOHOYHBIX JKCIepuMeHTaNbHBIX cucteMax (Debanne et al. 2003; Magee &
Johnston 2005; Nikitin 2007). OaHako 1O CpaBHEHHIO C CHHANTUYECKOU
IUTACTUYHOCTBIO JIOCTYIIHO TOpa3fo MeHble HH(OpManmuu [0 MeXaHU3MaM
cnenu(UYecKnX THIIOB HECHHANTUYECKOH IUTACTUYHOCTH, 33/J€HCTBOBAaHHBIX B
YETKO OIpEIeICHHBIX MpUMepax MaMATH, WACHTUPUIHPYEMOU MOBEICHYSCKUMHU
MetoaaMu. be3 nomyyeHus sACHOM KapTHHBI YCTPOMCTBA IUNIACTUYHOCTH HAa YPOBHE
BCEX KOMIApTMEHTOB HEHpOHAa HEBO3MOXHO INTyOOKOE MOHMMAaHHE KIIETOYHBIX
MEXaHU3MOB OOYUEHUS U aMSITH.

Heilipodusnonornuecknii  aHanM3  MOJENBHBIX  HEPBHBIX  CHUCTEM
MOJUIIOCKOB BHEC HEOCIIOpPHMMBIM BKJIaJ B Halle IOHUMaHHE HEWPOHHBIX
MEXaHU3MOB HEACCOLMATUBHBIX M3MEHEHUI B TIOBEIEHYECKUX COCTOSHHSIX,
DKBUBAJICHTHBIX OPHEHTHPOBOYHOMY IIOBEIEHUIO y BBICIIAX TO3BOHOYHBIX
(Kupfermann, 1974; Kupfermann and Weiss, 1982; Teyke et al., 1990; Brezina et
al., 2003; Marinesco et al., 2004). I'mranTckue MetanepeOpaibHble KIETKH
(cerebral giant cells: CGC), urpatoT yCTaHOBOYHYI pOJIb B OIpEJeICHUH
COCTOSIHUSI TIMIICBOM CETH, CXOMHYIO C WX TOMOJIOTAMH B JAPYTHX CHCTEMax
MoiuTtockoB (Yeoman et al., 1994). HemaBHO ObLIO TIOKa3aHO, YTO BBI3BaHHAs
o0y4eHHeM coMaTH4ecKas JeToNSIpH3alist HISHTHOUITUPYEMOTO MOAYIISTOPHOTO
HeiipoHa (ruraHTckod uepeOpanbHOM kieTku, cerebral giant cell, CGC)
NPECHOBOAHOrO0 MOJUTIOcKa Lymnaea stagnalis xpanut mH(popmamuio, KoTopas
HeoOXonuMa  JUIsl  WM3BIICYEHUS M TPOSBICHHWS B  TOBEICHWHM  Ciela
JOJITOBPEMEHHON acCOLMAaTUBHON mamsaTH. Takke ObLJIO MPOJEMOHCTPUPOBAHO,

4qTo HeﬁpOHBI CGC NPOABJIAIOT BbI3BAHHYIO 06y‘-IeHI/IeM AOJITOBPEMCHHYIO
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nenospusanuio  (Kemenes et al. 2001). DxkcrnepuMeHTalIbHO IOKa3aHHBIE
(eHOMEHbl HECHHANTHYeCKON IUIACTUYHOCTH MO3BOJIAIOT Jajiee IMOCTaBUTh
BOIIPOC O TOM, KaK JUIMTEIbHAs JICHOJSPU3aLis, BO3HUKAIOIIAS 1Oociie 00ydeHus,
MOXET  BO3JCHCTBOBaTH HA TPOBEJIEHHE IOTCHUUAIOB JIEHCTBHA IO
HEUPOHAJIbLHBIM KOMITAPTMEHTAM HEUPOHOB?

OOwenpuHsTas TOYKa 3peHHs]  YAENseT OCHOBHOE  BHHMAaHHE
CHHANTUYECKUM KOHTAKTaM MEXIy HEHpOHAMU, CUUTas UX HanOoJee BaKHBIMH
MHOTOOOCMIAIONIMMHA ~ TOYKAMH  IUTACTHYECKUX W3MEHEHMH, CBS3aHHBIMU C
namsTeio. CoBceM HeIaBHO, MHOTOUYUCJICHHbIE CBUICTENLCTBA MPHUBEIU K
IIMPOKOMY TPHU3HAHHIO (haKTa TOro, YTO HECHHANTUYECKUE BHYTPEHHUE
U3MEHEHHS Hapsny C MOAM(HKAIMeHd CHUHAICOB SBISIOTCA CyOCTpaToM JUIs
nonroBpeMeHHoW mamsaTH (Zhang & Linden, 2003, Magee et al.,, 2005;
Mozzachiodi & Byrne, 2010). BuyTpeHHue miaacTU4ecKue H3MEHEHHMsS] MOTYT
pean30BbIBATHCS Yepe3 BUIOM3MEHEHHE COCTaBa, IJIOTHOCTH U pacHpeesieHus
WOHHBIX KAaHAJIOB HEHPOHATBHOH MeMOpaHbl, AaKTHBHPYEMBIX CIABHUTOM
NOTEHIMAaJa, TOTJa KaK pPacHoJOXEHWE W TPHUPOJa BHIOW3MEHEHHBIX KaHAJIOB
ABIIIOTCS KIIFOUOM, OTPEACISAIONIMM CEJNEeKTUBHOCTh M BKJIAaJ B HU3MEHEHUE
Bo30ynumMocTtu HepBHOM kieTku (Griindemann & Héusser, 2010). C apyroit
CTOPOHBI MOXKHO TPEINOJNIOKNTh, YTO TeHEpalusi BHIOU3MEHEHHOTO BBIXOJIHOTO
TOKa MOHHBIMH KaHaJIaMHU HYXJIaeTCsI BO B3aMMO/ICHCTBUH C OCTATbHBIMUA TOKAMH,
MeMOpaHOil W (yHIaMEHTAIbHBIMH 3JIEKTPUUYECKUMH COCTABIISIIOIIUMH, TJie
U3MEHEHHMs  BBIpaXEHBbl  ropa3fo  ciabee, TakUMM, Kak, HampuMmep,
[IUTOIUIa3MAaTHYECKOE COMPOTUBICHUE WM OCHOBHAs TEOMETPHUS KIETOYHBIX
KOMITApTMEHTOB. B mpensinymieit padoTe ¢ ucnoiib3oBaHUEM (uUKcanuu
norennmana (Staras et al.,, 2002). [emonsipusyromiie CTYINEHH MOTEHIHAlA C
BaphbUPYEMOI'0 HAYAIbHOTO MOTEHIMaNa (PUKCAlMM HE BBISBHIIA KaJIUEBOTO A-
TOKa MpPH 3HAYEHUHM HadajlbHOro mnoreHuuana -40 MB 4ro CBHAETENBCTBYET O
ITOJIHOM MHAKTUBALMM A-TOKa IIPU CTAlMOHAPHOM 3Ha4eHUM noteHuuana -40 MB.
Takum 00pa3oM, 3aperHCTPUPOBAHHBICE B OIBITaX 3HAYCHHS MEMOPAHHOTO
noreHuuana CGC mexny -55 u 58 MB B KOHTpOJIBHOI IpyNIie HAXOAATCSA B OYEHb
YyBCTBUTEIBHOM JIMama3oHe, M JaJbHeillee TMOBBIIIEHHE MEeMOPaHHOTO
MOTEHIMaja MOTJO OBl TOBBICHTh HHAKTHUBAIlMIO A-TOKa H  0O0JEerduTh

pactpoctpanenue [1]] mo 6oxoBo#t 11epedpanbHOM BETBH aKCOHA.
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Ha cucreMHoMm ypoBHe, paHee H3BECTHbIE ()OPMBI ITATOJOTHYECKOM
IUTACTHYHOCTH, TaKUE KaK TMIIepare3us, HelponmaTuyeckass 0O0JIb W SIUJIEIICHS,
KaK ObLIO ITOKA3aHO HENABHO, MMEIOT CBs3b C MOBBIICHHEM Inap) (Amaya et al.,
2006, Dib-Hajj et al., 1999, Gold et al., 1996, Stafstrom et al., 2007), Torma xak
Ha MOJUTIOCKe Lymnaea BriepBbie OblTa IMOKa3aHa Ba)kHast POJIb 3TOTO THIIA TOKA B
HEMATOJIOTHYeCKUX  (opMax  IUIACTHYHOCTH,  JIOJTOBPEMEHHOW  IaMsATH,

npruobperaeMoll B X0JI€ aCCOLMATHBHOTO 00Yy4EHUSI.

3.2.2. Jlokanuzayua Komnapmmenm-cneyupuueckoii naacmuiHocmu

Ha cyﬁmemoquom ypoene.

Xots umeercss MHPOpMAIUs, MOATBEPKAAMONIASA, YTO HECHHANTHYECKAs
IUTACTHYHOCTh MOXKET BO3HUKATh B XOJ€ aKTHBHBIX MpoIeccoB o0ydenus (Zhang
& Linden, 2003), ropa3ao MEHbIIE U3BECTHO PO TO, KaK OHA JIOKATU3YEeTCS Ha
cyOkieTrouHOM ypoBHe. HemaBHue ucClieoBaHMs BBISBUIM BaKHBIA (DaKT, 4TO
HECHHANTHYeCKasl TUIACTUYHOCTh MOXET OBITh CBfi3aHA CO CHEHU(PUUECKUMU
KOMIApTMEHTaMU HEMpOHaNbHBIX AEHIpUTOB U akcoHa (Losonczy et al., 2008;
Grubb&Burrone 2010; Kuba et al., 2010). JlanpHe#mmii aeTalbHbBIA aHATH3
KOMITAPTMEHTAJIN3AlUN HEeCUHANTH4ecKoi ruactuunoctu (Puc. 3.2.1) momoxer
IPeosIoNIeTh Pa3pblB MeXAy (EHOMEHOM JOJITOBPEMEHHBIX 3JEKTPUUYECKUX
U3MEHEHUH U €ero MEXaHUCTHYECKOM (PU3MOIOTrHYecKOod MHTepHnpeTanuei,
HEOOXOJMMOW JJIsl HAIlero IMOHMMaHUS TOTO, KaKk BO30YIMMOCTH OTIEIBHBIX
HEHpOHOB crnocoOHa JeXxaTb B OCHOBE XpaHEHUS W H3BJICYEHUS NaMsITH B
TOJIOBHOM MO3T€.

B pa6ote Grubb& Burrone (2010) uccienoBaiicss 0COOBIN yd4acTOK aKCOHA
— €ro HaydaJbHBIA CErMEHT — BBICOKOOPTAaHW30BaHHAS CTPYKTYypa, COIeprKalas
MOBBILICHHYIO TUIOTHOCTh HaTpueBbix KaHanoB (Garrido et al.,, 2003; Kole et al.,
2008; Fedelvish 2010), rme, mo mMOCIETHUM MPEACTABICHUSIM TPOUCXOAUT
nepuyHas reHepauus I1J] (Palmer&Stuart 2006;  Foust et al., 2010).
B03MOXXHOCTh TJTACTUYHOCTH B OSTOM KOMITAPTMEHTE HEHpPOHA TI03BOJISIET
HAMpsIMYIO0 BIMATH Ha WHTETPATHBHYIO (DYHKIIHIO U CIIOCOOHOCTH T€HEPHUPOBAThH

Hﬂ B OTBCT HAa BHCHIHHMC CHUIHAJIbI, IMPUXOAAIINC HAa ACHAPHUTHI. Ha KYJIbTYpC
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HCHPOHOB THINOKamIa ObUIO II0Ka3aHO, 4YTO MPU IOBBILICHUU YPOBHS
9KCTPAKIIETOYHOTO KaJIKs, SBIISIOIIETOCs TPUITEPOM MOBBINICHHOH HEHPOHAIBHOM
AKTUBHOCTH, HAYAJIBHBIA CETMEHT aKCcOHa W (OPMHPYIOUIMX €ro OeIKOBBIX
MOJICKYJI CABUTaCTCA B HAIIPABJICHUH OT COMbI HeﬁpOHa, a NPOTAKCHHOCTH MCHCC
BO30YZMMOr0 y4acTKa MEXKIy HadalbHBIM CETMEHTOM aKCOHa W COMOU
YBEJIMYMBACTCS, YTO CIY)KHT MEXaHW3MOM PEryJSHH BO30YIMMOCTH HEWpoHa
(Grubb& Burrone 2010). biokama kananoB T- u L-THmoB mnpenorBpamaer

NepeMCIICHUC HAYaJIbHOTO CCTMCHTA aKCOHA U IMMOBBIIICHHUEC B036y,III/IMOCTI/I.

Puc. 3.2.1. CxemMa pacnonoxXeHusI CHHAITHYECKUX W HECHHANITUIECKUX (COMa, ICHIPUTHI,
aKCOH) KOMIIAPTMCEHTOB KJICTKH, KOTOPBIC MOTYT HECTU BHYTPCHHUC IUIACTHYCCKHC

BxoaHble
CUHanchbl

BbixoaHble
CUHancobl

BHewHasa
Moaynaums

3. enaputbl

W3MEHEHUS W SBISTHCS CYOKIETOUYHBIM CYyOCTpATOM JIJIsl TIPOIIECCOB XPAHCHUS IMaMSATH B
LEHTpaJIbHONH  HepBHOW  cucreme. lludppamu  0003HAYCHBI  HECHHANTHYECKUE
KOMITAPTMEHTHI. BHEITHAS MOAYJIAIMS, CHOCOOHAsS WMHUTHPOBATH IUIACTHYHOCTH IIPH

OTCYTCTBUHU JOJITOBPCMCHHBIX HM3MCHEHMI B caMoOi KJICTKEC, OTMCUYCHA CTpCJ'IKOfI.

B npyroit nemaBueit pabore Kuba et al. (2010) ananusupoBanu, Kak
CIIyXOBasi CEHCOpHasl JICTIPUBAIINS BIHSET HaYaJbHbIE CETMEHTBHI aKCOHOB KIJIETOK
snpa nucleus magnocellularis 1pimuIsT. BBUTO yCTaHOBIEHO, YTO JIETIPUBAIIMS

BBI3bIBAET YBEIMYEHUE MPOTSHKEHHOCTH HAYaJIbHOTO cerMeHTa akcoHa (1o 70%),
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COIPOBOXKIAEMOE OJJHOBPEMEHHBIM YBEIIMYCHHEM BO30YIMMOCTH HEHPOHOB spa
(Kuba et al., 2010). Y HelpoHOB 3TOr0 fapa OTCYTCTBYIOT aKCOHBI, IO3TOMY
U3MEHEHHS BO30YAMMOCTH BO3MOXKHO OOBSICHHTH TOJBKO HM3MEHEHUEM
AKCOHAJIbHOM BO30YAMMOCTH.

Kpome akcona, M3BECTHO Takke O JIOKAIbHOW IIACTUYHOCTU TOHKUX
BETBEH (BTOPOTO U BHIIIE YPOBHS) NeHApUTOB Tumnmnokamia (Losonsy et al., 2008),
BBIPAKAIOIICHCSA B PA3IM4YHOM IMPOBOAUMOCTH OCHWUIALMNA IOTEHIMANIA I10
pa3HbIM BETBSIM, MPUYEM C HX MPOBOJMMOCTHIO MOXKHO MAaHHUITYJIIUPOBATH C
MOMOIIBIO0 TETA-MPOTOKOJIAa MOTEHIMAIMU, & MPOIECC 3aBHUCUT OT AKTUBHOCTH
KaHAJIOB OBICTPOTO0 WHAKTUBUPYEMOTO ITOTCHIIMAI-3aBUCUMOT0 KaJMeBOro A-
toka. Tarke panee Frick et al. (2004) mokaszanu, 4To TpH HAYaIBHOU (Qaze
JOJITOBPEMEHHON TMOTEHIIMAIIMY, BBHI3BAHHON COYETAHHON CTHUMYJISIMEH BXOJ0B
HAa HEWPOH, MOXET NPOUCXOAWTHh CABUT KPHUBOW HMHAKTHBAIMM A-TOKa,
CBSI3aHHBIN, MO-BUAMMOMY, ¢ MOIU(HUKAIMEH KaHAIOB B MPOIECCaX, 3aBUCUMBIX
OT apaxuJOHOBOM KHUCIOTHL. B momoOHBIX paboTax B KauecTBE CpeICTBa
BO3/ICIICTBUS Ha KallMeBble KaHANBl U JAEMOHCTPALMU y4acTHsl A-TOKa PyTHHHO
npuMensiercs 6iokarop 4-amunHonupuauH (4-All) B coderaHun ¢ MeToJaMH
(GYHKIIMOHAIBHOW BM3yaJW3alluu JIOKAJbHBIX HeWpuToB. CoOrlnacHO OJHOW U3
HemaBHux pador (Wu el at, 2010), mpoBeaeHHOW Ha KyJIbType
TpaHcdenupoBanHblx kiaetok HEK, 4-All MoxeT Takke OKa3blBaTh BIMSHHME Ha
6era-3 cyOpeauHuny kaHaioB HVA-moTeHuman 3aBUCHMMBIX —KalbLUEBBIX
KaHAJIOB M3HYTPH KiIeTKH. OHAKO XOTS M U3BECTHO, 4TO 4-All MOKET BHI3BIBATH
HEOOJIBIIION BXOJ KaJNbLHUS HE3aBHCHMO OT KOHIIEHTPAIUH, IO JINTEPATYPHBIM
nmanHeiM (Grimaldi et al.,, 2001) 4-All He BAMSET Ha AMIUTUTYAY JOKAalIbHO
BBI3BAHHOT'O KaJIbIIUEBOI'O CUTHAJIA.

WHTepecHo, YyTO HEe BCErJa J0JTOBPEMEHHBbIE M3MEHEHUsI BO30YIMMOCTH
HEpoHa B XOJe OOy4YeHHUs SBIAIOTCS IMOJUIMHHOW  HECHHANTUYECKON
IUTACTHYHOCTRIO. Hampumep, M3BECTHO, YTO CBS3aHHBIC C MHIIEBHIM OOyYeHHEM
U3MEHEHHs B BO30YAMMOCTH IepeOpalIbHBIX MOIyISTOpHbIE HeifpoHoB CVla
MoJuTIocKa Lymnaea xotTst U sBIAI0TCSA CTaOMJIBHBIMU M BOCIIPOM3BOAMMBIMHU, Ha

caMoM Jiere 00ecreurnBaroTCs MOCTOSTHHOM BHeMIHeW moayismueit (Jones et al.,,

2003).
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3.2.3. Céa3v necunanmuyeckoil naacCmuyHoOCmu ¢ 6bIX00HbIMU

CUZHa’iamu Heﬁpona U CUHARMUYECKOIL NJIACIUYHOCHLBIO.

XoTs M cuMTaercsi, YTO HECHUHANTHYecKas IUIaCTUYHOCTb, JieXkalas B
OCHOBe OOy4YyeHMsT M MaMATH HapsAly C CHHAITHYECKOM IUIACTUYHOCTBIO,
HOJ/IEP>)KUBACTCSI CAMOCTOSITENIbHO U UMEET COOCTBEHHBIE MEXaHU3MBI, €€ CBA3b C
CHUHANTUYECKON IJJACTUYHOCTBIO B 3TOM XK€ HEHUpOHE OCTaeTcsd IPAKTUUYECKU
HEHCCIEIOBAaHHOW. XOTS M3BECTHO, YTO pas3Hble (HOPMBI CHHANTUYECKOH H
HECHHANTHUYECKONW IUIACTUYHOCTH MOIYT COCYIIECTBOBAaThH B OJHOM HEWpOHE,
B3aMMOCBS3b M B3aMMO3aBUCHUMOCTb 3THX ABYX (POPM IUIACTUYHOCTU OCTAOTCS
IIPAKTUYECKU HEM3BECTHBIMU. KIIH04eBYyI0 pOjib B YCTAHOBIIEHHUU CBSI3U MEXKIY
[IPECUHANITUYECKOW W HECHUHANTUYECKOM IJJaCTUYHOCTSAMHM MOXKET HUIpaTh
OIpe/ielIeHHE CBS3YIOLIEH poJId  PEryjIupyeMoro IOCTOSHHOIO —MEJUIEHHO
MHAKTUBUPYEMOIO HATPUEBOIO0 TOKAa, JIEKAIIEro B OCHOBE JJIUTEIbHBIX
U3MEHEHUHN B (YHKIIMOHAJIHLHOM COCTOSIHUM HEWPOHA, U CIIOCOOHOTO ONpPEesiTh
4gacToTy reHepauun noteHuuanoB neiictus (Kole 2011). HemaBuo Obuio
[IOKa3aHO, YTO BbI3BAHHbIC M3MEHEHUS B MEMOpaHHOM  HOTEHIHAJe
MOJYJISITOPHOTO HEWpPOHA MOJUTIOCKA U YYaCTBYIOIIHME B I0JITOBPEMEHHON MaMsATH
BO3HHMKAIOT uepe3 >24 yacoB mociie 00yueHus. Takum oOpa3oM, BrepBbie ObLia
IIPOJEMOHCTPUPOBAHa CBA3b MEXIY BBI3BAaHHBIMH OOYyYE€HHUEM H3MEHEHUSMH B
MeMOpaHHOM MoTeHIuane y moiutocka (Kemenes et al., 2001).

[Ipensiaymme paboThl, MCCIIEOBABIINE MOHHBIE MEXAaHU3Mbl BBI3BAHHOM
00y4eHHEeM HECHHANTHYeCKON IJIACTUYHOCTH, MPOJEMOHCTPUPOBAIN OCHOBHbBIE
TUIIBI TOKOB, KOTOPbIE€ BHOCAT BKJIAJ] B MOBBIIIEHHYIO BO30YJIUMOCTh MEMOpaHBI,
KOTOpbIE TEPEHOCATCS KaJbIIMEBHIMM W KaJlMEeBBIMM HOHAMHU WM Yepes3
aKTUBUpPYEMbIe THIEepHosipu3aleil kaTnonHusle kananbsl (Zhang& Linden 2003).
He Obulo mokazaHo Halu4yhe BBI3BAHHOIO OOy4YE€HHEM  YMEHbILEHUs
OTCTaBJIEHHOT'O BBINIPSMIISIIOIIETO KaJUeBOro TOKa, KOTOPOE, B TEOPHH, MOTJIO OBl
BHECTH BKJIA]T B MOBBILIEHHYIO JeTNOSpU3ALIII0 MeMOpaHBI.
Wnentudpunmposannsie panee B CGC kanbumeBblie Toku (Staras et al, 2002)
MHAKTUBHUPYIOTCS CIMIIKOM OBICTPO, UYTOOBI MOAJIEPXKUBATh JOJTO JUISIIUICS
3¢ dexT Ha MeMOpaHHBII NOTeHIMaAI. AHAIN3 HE BBISIBUI HUKAKHX JJOKa3aTelIbCTB
TOT0, YTO MOJOOHOr0 pojia MOBBIIEHUE HEWPOHATbHONW BO30YAMMOCTH MOXKET

OBITH HHAUKATOPOM HU3MCHCHUS KAJIMCBOI'O TOKaA A-tuna nnm MPUCYTCTBUS TOKaA
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TUTIEPIOJIAPU3AIMOHHO-aKkTUBUpYyeMoro Tuma (Staras et al., 2002). Takum
o0pa3oM, B OTJIMYUE OT JPYrUX HU3BECTHBIX HA CErOAHSIIHUNA J€Hb MPUMEPOB
HECHMHANTUYECKON IUJIAaCTUYHOCTH, BbI3BaHHAs OOydYyeHHEM JIeNOJIsIpU3aLus
memOpanHoro mnoteHnuana CGC sBusieTcss 0coObIM ciydaeM U 0asupyercs
UCKIIIOYUTENIbHO Ha TIOCTOSIHHOM HaTpHeBOM ToKe. Beblne omnucaHHbie
SKCIIEPUMEHTANIbHBIE  JTAaHHbIE  IO3BOJWIM  CHOPMYIUPOBATH  KOHIIETILIHIO
yaJE€HHOTO0 KOHTPOJII COOCTBEHHBIX IIPECHHANTUYECKUX TEPMUHAIEH HEMpoHa
YpOBHEM COOCTBEHHOW COMATHYECKOW JEHONspH3aluu. ITa  KOHIICTIIIH
MoJIpa3yMeBaeT, YTo OT JCNOJspuU3alii B COME 3aBUCUT, HACKOJIBKO CHUIIBHO
OyIyT aKTUBUPOBaHbI COOCTBEHHBIC MPECHHANTHUYECKUE TEPMUHAIM HEWpOHa
NOTEHLIMAJIOM JEMCTBUs, U BOOOLIE HACKOJIBKO XOPOLIO IMOTEHLMAN AEUCTBUS
pacmpocTpaHseTcs 10 AUCTAIBHBIX aKCOHAIBHBIX KOMIIapTMEHTOB. Hike OynyT
000011IeHbl COBpEMEHHBIE JaHHbIC, MOAJICPKUBAIOIINE JTY KOHICMIHUIO U
MOJlyYeHHBIE KaK Ha MOJUIIOCKaX, TaK M Ha IEHTPaIbHBIX HEHpOHAX
MJIEKOTIUTAOIUX.

[IoCTOSIHHBIM HATPUEBBIM TOK TaKK€ IPUCYTCTBYET B THIIIOKaMIIE
miekonuraromux (French, 1990, Vervaeke 2006), ogHako BO3MOXHasi CBS3b
MeXAy INap) ¥ U3BECTHBIMM  IIPUMEpaMH  BbI3BIBAEMONW  0O0ydeHHEM
HecuHanTtuueckor muactuyHoctu (Debanne 2003, Magee 2005, Zhang, Linden
2003) B »TOM KIIOUYEBOM 00JIACTM MO3ra JI0 CHX MOp He uccienoBaHbl. B cBere
HalIUX MPEICTaBIECHHBIX TAHHBIX, UCCIIEIOBAHNE TOTO, KAKOW BKJIAJ BbI3BaHHBIC
00y4eHHEM U3MEHEHUS B Inap) MOTYT BHOCHTH B yXK€ M3BECTHBIE U €IIE HE
OTKpBIThIE (POPMBI ACCOLMATUBHOM HECHMHANTUYECKOM IMIACTUYHOCTH, MOTJIO ObI
UMeTh OOJIBILION MHTEpec M BaKHOE 3HaueHue. HHTepecHO, 4TO B HelaBHEH
paboTe ¢ MpUMEHEHHEM IMOTEHIMAI-3aBUCUMBIX KpacuTened Ha mupamugax LS
3puTenbHON Kopbl Kpbickl (Foust et al 2011) GpuT0 MOKa3aHO, YTO MOATIOPOrOBas
JEnosipu3alsl B COME MOXKET OKa3blBaTh BIIMSHUE Ha IIMPUHY MOTEHLHaa
NeHCTBUS Ha MeMOpaHe MPECHHANTUYECKUX OYTOHOB IEPBOM aKCOHAJIBHOMN
KOJJIaTEpajf, YTO MOXKET CIY>KUTh MEXaHM3MOM peaju3alliid HECHHANTHYECKUX
U3MEHEHUH B COME Ha ypOBHE COOCTBEHHBIX TepMHMHalel HelpoHa. M3BecTHO
TaKXke, 4YTO Jaxke HeOoJsbIIas Jenojspu3als B coOMe HeipoHa cmocoOHa
MOBJIUSTH HA BBIXOJIHBIE CUTHAJIBI TUPAMUJIHBIX HEHPOHOB 3pUTEIbHON KOpHI (Shu
et al., 2006) u runmoxamra (Alle et al, 2006), 9To Takke OBLIO paHee HaMIEHO Ha

KyneType HelipoHoB (Debane et al., 1997). Taxxe, HenaBHee OTKPBITHE ITOKA3aJo0,
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YTO HCTOYHUKOM MEAJIEHHO MHAKTUBHPYEMOTO HATPUEBOTO TOKa Inap),
PETUCTPUPYEMOTO B COME KOPKOBOW MUpaMuibl LS5, SBISIOTCS aKCOH W MEpBBIN
nepexar PanBbe (Fleidervish et al., 2010), oT KOTOpPOro OTXOOHUT TmepBas
KoJIJIaTepajib, M aKTHUBAIUS STOTO TOKA HAMPSIMYIO CBA3aHA CO CIIOCOOHOCTBHIO
9TOr0 HEMpPOHA T'eHEPUPOBaTh pa3psbl BeICOKOM yacToTsl (>200Hz; Kole, 2011).

HecuHanThueckass IJIaCTUYHOCTh  OCTaeTcs OJHUM W3  Haumbolee
UHTPUTYIOIIUX ¥ BAXHBIX OTKPBITHHA TIOCIEAHETO BPEMEHH, CIIOCOOHBIM
3aMOJIHUTh HENOCTaoUMe (QparMeHThl HAIIMX MPEACTABICHUNA O ILEIOCTHOM
HEHpOHE KaK O KOMITAPTMEHTAJIM30BAHHOW CHUCTEME, CIIOCOOHOW XpaHUTh H
U3BJICKATh CJEIbl JIOJTOBPEMEHHONW mamsTh. JlanpHellnee W3ydeHUE ISTOM
npoOJaeMbl JODKHO CHITPaTh KIIOYEBYIO pOJIb B OOBSICHEHHWH TOTO, Kak
HEHPOHHBIE CETH UX OTHENIBHBIC JIEMEHTHI PEATH3YIOT OMOJIOTHUYECKUE ()YHKIHH
HEPBHOW CHCTEMbI aJICKBAaTHO OTBEYaTh M MPEICKA3bIBaTh HW3MEHSIIOIINECS

yCJioBUsA BHEIITHEH CpCabl.

3.3. CoBpeMeHHasi oONTHYeCKasi perucrpanusi (PyHKUMOHAJIBLHOM

3JIEKTPUYecKOi akTUBHOCTH HelipoHnos LTHC.

N3yueHne »HIIEKTPUYECKOM AaKTUBHOCTHM M IUIACTUYHOCTH HEHWPOHHBIX
CeTeH, OTAENbHBIX HEPBHBIX KJIETOK U HX CYOKJIETOYHBIX KOMIApTMEHTOB Ha
COBPEMEHHOM 3Tale HEBO3MOXXHO 0€3 MNpPUMEHEHHUs ONTHYECKUX METOJIOB
BU3yalu3alMi  (QYHKIMOHAJIBHBIX CUTHAJNOB, TaKUX, KaK KOHLEHTpaIus
BHYTPHUKJIETOYHOTO KaJIbIUA, ITO3BOJSIOIINX PETHCTPUPOBATh JJIEKTPUUYECKUE
COOBITHSI KaK BO MHOTMX HEHpoHaX OJHOBPEMEHHO, TaK U B OTIEJbHBIX
JICHJIpUTaX U aKCOHAX, MPUBOJS UM B COOTBETCTBHE TOYHOE MOP(}OIIOrHYecKoe
nzoOpaxkenue. ['opa3no OGosnee HMHTEpeCHOW M MeHee HW3BECTHOM sBIsETCA
perucTpanus ¢ HCIOJIb30BaHUEM MOTeHIMan-3aBUcUMBIX Kpacurteneil (I13K),
€IMHCTBEHHBI W3 MaJOT0 4YMCJIa JOCTYIHBIX CETOJHS METOJO0B, COYETAOIINN
BBICOKO€ TPOCTPAHCTBEHHOE pazpemieHue (10 1 MKM) C BO3MOXHOCTBIO
peructpanuu cBepXObICTPhIX cuUrHanoB (<0.1 Mcek) B peaqbHOM BpPEMEHH, U
o0ecreynBaroIlUM  BBICOKOE COOTHOILIEHHE CHUTHal/mymM. B mocnennee
JECATUIIETUE TIPOM3OLIENl 3HAYUTENbHBIM mporpecc B mnpuMeHeHnun II3K, B
OCOOCHHOCTH TMpU aHalu3e BO3HUKHOBEHUS M KOJUPOBAHUS AIIEKTPUUYECKHUX

CHUT'HAJIOB AdKCOHOM n ACHAPpUTAaMU, CBSI3aHHBIN C Kau4€CTBCHHbBIM
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COBEpIICHCTBOBAHUEM METOJa MPHU HCIOJIb30BAaHUM HAWIYUIIUX KpacuTele B
KOMOHMHAIIUM C TMOCJEAOBATEIbHBIM YIIYYIIEHUEM TEXHUYECKUX CPEACTB U
ONITUYECKOTO 000PYAOBAaHUS. DTO MO3BOIMIO METOAY J0Ka3aTh CBOIO IOJIE3HOCTh
U 3(p(PEKTUBHOCT, UM U3 YUCTO TEXHUYECKOM IUIOCKOCTH MEPEUTH B apCeHal
OCHOBHBIX OpYIUH BEIYIIMX JIaDopaTOpHil MUpa, TPOBOASILIUX UCCIEIOBAaHUS HA
NepeHeM pyOeke KIETOYHOW OMOI0THH U HEHPODHU3NOIOTHH.

Ontuueckast  peructpauuss ¢ ucnoas3oBaHueM II3K  ycnemno
ucrnonb3yercss ¢ KoHma 80-X TOMOB HEKOTOPHIMH JIA0OPATOPUSIMHU TSt
OTCIIC)KMBAHMSI aKTUBHOCTH HEWPOHOB B peallbHOM BpeMeHH. YacTo onTHueckue
METOJIbl MPUMEHSUIUCH Ui TMOJIyYEeHUs JAaHHBIX, KOTOpPbIE 3aTPyIHUTENBHO MU
HEBO3MOXKHO TMOJY4YUTh JpyruM crocodom. Jlmanazon mnpumenenus [I13K
BapbUpPYeT OT PETUCTPAlMM CYMMAapHBIX IOTCHLIUAIOB IS, Hampumep,
KapTUPOBAHUS KOJIOHOK JHPEKIIMOHHOW H30UpaTeabHOCTH 1IN VIVO U [0
OJIHOBPEMEHHON  perucrpaiuu CMAlKOBOIl ~ aKTHBHOCTU CETe MHOTHX
OTJENbHBIX HEWPOHOB, ISl PETHCTPALMY OTEHIIMATa B KOMIAPTMEHTaX aKCOHa U
JNCHJIPUTHBIX IIUMHUKax. HecMoTps Ha NeCATHIETHS YCIEIIHOTO NPUMEHEHUS
(Cohen & Salzberg, 1978), MeTo Bce elie 0CTaeTCss METOAMYECKH U TEXHUYECKU
CIIO)KHBIM ¥ TMpPEIbsIBIAET BbICOKHME TpeOoBaHUSA K Moa00py oOOpyaoBaHuS,
YEeTKOW OpraHU3allH SKCIEPUMEHTa W JPYTUM HEOOXOJUMBIM YCIOBHUSAM IS
NOJy4eHUsT KOHEYHOTO pe3ynbTara. Kpome Toro, s NpOBENEHUS YCIECUIIHBIX
UCCIICIOBaHUH HEOOXOJMMO IOCTOSIHHOE BBEJCHUE YCOBEPUICHCTBOBAHUN B
METOAMKY Kak JAJs aJanTaluu ee IO0J] KOHKPETHYIO 3aJlauy MM OOBEKT, Tak M
NPUBHOCST YaCTHBIE TEXHWYECKHE YCOBEPIICHCTBOBAHHWS W YIYUIICHHUS, YacTO
MO3BOJISIOIINE JOOMTHCS KAueCTBEHHO HOBBIX pE3yNbTaTOB W YBHUJETH OoJjee
TOHKME  JleTaqu  (U3UOJOTMYECKUX  IPOLECCOB, paHee  OCTaBaBLIMECS
HEM3BECTHBIMM M3-3a HEIOCTaTOYHOM YYBCTBUTEIBHOCTH MeToAa. B  aTux
YCIIOBHSAX TIPEJICTABISICTCS OCOOCHHO BAKHBIM TOCTOSTHHO — OTCIIC)KHUBATh
TeXHU4YeCKni nporpecc B npuMmeHeHuu [13K, ocBemaeMbiil B pacTylieM 4ucie
nyOoIMKauii  BEAYIIMX MHUPOBBIX HAYYHBIX KOJUICKTHBOB. B pasznene
paccMaTpUBAIOTCSl HOBBIE COBPEMEHHBIE acleKThl TNPUMEHEHHUs MeToJa
ontuyeckoil perucrpauuu c¢ II3K B mpunoxkeHun k Haubosiee axKTyalbHBIM

0o0BeKTaM U 3a7jauaM COBpEMEHHON HEeHpPO(U3HOIOTHH.



31

3.3.1. Boioop onmumanvnozo ousaina ycmanoeKu 00veKkmuea 01

onmuuecKkou pecucmpauuu.

KiroueBbIM MOMEHTOM B IpOILECCE OIPENEICHUS] KOHKPETHOW 3aaayu
skcriepuMenTa ¢ npumenenueMm [13K sBnsercs BpIOOp HeoOXoIuMoOro auszaiiHa
YCTAaHOBKM Il pelieHus (yHIaMEHTaIbHONM mpolOiieMbl wHcciaenoBaHud. B
COBPEMEHHOM AKCIEPUMEHTAIbHOW NPAKTUKE Yallle BCETO HUCIOJIb3YIOTCS JIBE
OCHOBHBIE CXE€Mbl YCTAaHOBKU ONTHYECKON PETUCTpPALMU, UMEIOLINE OYEPUCHHBIE
HENEPEeKPhIBAIOIINECS CIIEKTPhl MPUMEHEHUS U COBEPILIEHCTBOBAHUS CO CBOUMU
OTPaHUYEHUSIMHU, C TPYAOM MPEOJOTUMBIMU TOCIE TOTO, KaK BBIOOp ClENaH.
[lepBoii ObTa cxeMa, TOCTPOCHHAS! HA UCIIOIB30BAaHUM MATPHUIBI (DOTOAMOMOB C
NapajuleJbHBIM YCHJIEHUEM CHUTHaja, MOCTYHAIOLIEro OT KaXXIOro 3JEMEHTa B
otnenbHOCTU. llpakTHueckn ycTaHOBKa Ha OCHOBE (DOTOJMOTHOM MATPHUIIBI
npecTanisieT co0oit Habop He3aBUCUMBIX (POTOIMO/IOB, COOPAHHBIX B MATPUILy U
NEepeJalolIMX CHUTHAJ OT KaXJOro JUOJa CBOEMY YCWIMTENIO, KOTOpBIE
COCIMHEHBI ¢ OOIIMM MHOTOKaHAIBHBIM aHAJIOTO-IU(POBEIM MpeoOdpazoBaTeneM
(ALLIT). Takas cxema MMeEET BBICOKOE pa3zpemieHue 1o BpemeHu (10 0.2 MKc),
MeHbIIIee MpocTpaHCTBeHHOE pazpemieHue (124 unu 464 GoTOUyBCTBUTENBHBIX
AJIEMEHTA), CPEIHIO YYyBCTBUTEIBHOCTH IPHU BBICOKOM (HOTOJMHAMUYECKOM
nuamnazone (Puc. 3.3.1A). Paspemenue mo BpeMEHU OTpaHUUYMBACTCA Kak
CBOWCTBAMM KpacuTels, Tak U JOMYCTUMBIMH CKOPOCTAMHU Oomnpoca (OTOIUOI0B
JUIsl TIOJYYCHHUS YIOBJIETBOPUTEIBHOTO OTHOIIeHUs1 curHan/mym (Cohen 1988).
Curnan ycuinBaercs OT Kaxa0ro (poTonoa napajiiesibHo, I03TOMY, HalpuMep,
ycTaHoBKa ¢ 124 auogamu umeet 124 nByXKacKaJHBIX YCUIIUTENS, YTO J0OaBIISIET
CJIO)KHOCTU B KOHCTPYKIIMU U 00CTY)KMBaHUU. V13-3a BBICOKOW 4yBCTBUTENBHOCTH
K BHOpanMoHHbIM ImymMaMm (10 20 I'm) W MeXaHHYEeCKUM CMELICHHUSM,
MOJYJHPYIONUM HHTEHCHBHOCTH TPOXOJISIIETO CBETa, MHUKPOCKON YCTAaHOBKH
JOJKEH JKECTKO KpEeMUTbCS K AaHTUBUOPALMOHHOMY OCHOBAHMIO KOMILIEKCA
MUKPOMAHHUITYJIATOPOB WJIM MTHEBMAaTHYECKOMY aHTUBHUOPAIIMIOHHOMY CTOJY.

Curnan, mojy4aeMblii NpHU PErHCTpallUU BJIEKTPUYECKOH aKTHMBHOCTU
HEHpPOHHBIX CTPYKTYp C TpUMEHEHHEM aOCOpOIMOHHBIX KpacuTeled B
MIPOXOJAIIEM CBETE, MPECTABIAET COOON CyMMaII0 MEMOPaHHbBIX OTEHIIUAIOB
HEWPOHOB, MPOCIUPYEMbIX Ha (POTOUYBCTBHUTENIbHBIC dNIeMeHThI MaTpuilsl (Cohen

1988, Wu et al., 1998). [TonaBaembIii Ha mpenapaTt CBET MPOXOUT CHAvYasa yepes3
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TEIJIOBOM (PMIIbTp, M Jajee uYepe3 MHOTOCIOWHBIM Y3KOIOJIOCHBIH (GUIBTP C
nojocou mponyckanusi ~720 £ 20 HM JyIsl MOJy4YEHUsS MaKCHUMaJIbHOI'O OTBETA.
[Ipy »sTOM yBenMuEeHHE KOJIMYECTBA IPOXOJALIETO CBETA COOTBETCTBYET
JENOIApU3alMil HEMPOHOB, a YMEHBIIEHUE — runeproispusauuu. OT cUCTEMBbI
pPErucTpaluy B MPOXOASIIEM CBeTe HE TpeOyeTcs: OOJbLION YyBCTBUTEIBHOCTH,
TaK KakK MPOXOJSIIMIA CBET 00J71a7aeT BBICOKOM MHTEHCHUBHOCTHIO, HO KPUTUYHBI
TaKkue MapaMeTpbl, KaK IIUPOKUHM JTMHEWHBIA AMANa30H U HU3KUE COOCTBEHHBIC
IIYMBI JUOJTHON MATPHIIbl, YCUIIUTENEH U UCTOUHKKA CBETA.

Bropas cxema moctpoeHa Ha ucnons3oBannun CCD-kamepsr (Coupled
Charged Device, Puc. 3.3.1b) ¢ mociemoBaTeabHbIM OIPOCOM (HOTOIIEMEHTOB.

Takast cxeMa UMeeT BBICOKOE TPOCTpaHCTBEHHOE pazperienue (256000

A B

doToanoaHas YCUNEHWE CCD-kamepa
maTtpuua ™S
2 N
v 1
vV
| AL
CBET
A [uxpounyes
[q] OBbEKTUB SRE «_A‘ a
L «'
NPEMAPAT vy h

‘ B ) 77 71"’/ [ mo| ﬂ
vT P w Sunccns Bo3byxaeHve

f—: KOHOEHCOP
=1 O6paboTtka < i 4
CUMHANA B

SMNONYOPECLIEEHUNA
OUINBTP

fé_ ? CBET

Puc. 3.3.1. Cxema ycTaHOBKH /ISl ONITHYECKOW PETUCTPAIMM W3MEHEHUS MPOXOXKICHHUS
ceera depe3 o0bekT (AT/T, relative change in transmission) ¢ OMOIIBIO (HOTOAMOAHOM
Mmatpunbl (A) mpu ucnonb3oBanuu snuduyopectenimn (AF/F, relative change in
fluorescence) u CCD-kamepsl B kauectBe aerektopa (b). Curnan or CCD-kameps! Takxke
yCHIIMBAeTCSI ¥ OLM(POBBIBAacTCS (HE TMOKa3aHO Ha pUCyHKe). [oammucu cooTBETCTBYIOT
4acTsM ONTHYECKOTO IyTH MHKPOCKONA C TOJKIIOYEHHBIM K HEMY YCTPOWCTBOM

JIETEKIINH.
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9JIEMEHTOB WK 0oJiee), BRICOKOE paspemicHue mo Bpemenn (~ 1 mc, Canepari et
al., 2008; ~0.1 mc, Palmer & Stuart, 2006) 1 BBICOKYIO YyBCTBUTECILHOCTH K
ciabbiM  (uryopecueHTHBIM curHasiam. llpm npuMeHeHMH (DIyOpECIEHTHBIX
kpacutenedr nans perucrpauu  CCD-kamepoil mosie3HBI CHUTHAT OTpa)KaeT
oTHOCHTENbHOE M3MeHeHue uryopecueHiuu (AF/F). HaunbGombimuMm paspericHuemMm
[0 BpPEMEHU MPH MAKCUMAJIbHO JOCTI)KMMOM OTHOIICHMH CUTHAJI/UIYM Ha
CETrOIHSAIIHUI JeHb 001agaeT naTerpupoBanHas cuctema RedShirtimaging Neuro
CCD SMQ 80x80 mukceneit (CLLHA, c¢ Bo3moxHOCThIO peructpamuu 10000
KaJIpOB B CEK B pexkuMe 00pe3ku kajapa 10 12xX80), koTopast paKkTUIECKH SIBISICTCS
Haubosee paclpoCTPaHEHHBIM CTaHJAPTHBIM O0OPYJOBaHMEM BO MHOTHX
Jaboparopusx Oiarogapsi Takke yaoOHO# mporpammuoin obosouke (Neuroplex,
Optimaging LLC, CIIA) u MHTErpupOBaHHBIM aNMapPaTHBIM M POrPAMMHBIM
pelIeHusIM  JUIsI OAHOBPEMEHHOTO YIPaBICHUS M CHHXPOHHOW PETHUCTpAIUU
ONTO(PHU3NOIOTHYECKIX M DJIEKTPUYECKUX CUTHAJIOB M CTHMYJIOB. B KOMITIEKT
BXOJIUT Kamepa, ONTUYECKUIN afanTep ISl yCTAaHOBKU Ha MUKPOCKOII (3aBHUCHUT OT
ero wmojenu) u oOpaOateiBatomuii komnbioTep ¢ AL, nporpammHbIM
o0ecrieyeHreM ¥ BHEIITHUM OOKCOM YIIPaBJICHUS U CHHXPOHHU3AIHH.

Kpome CCD-kamepbl, s perucrpanuu  (QIyopeclueHIInd  Takke
BO3MOKHO HCHOJIb30BaHUE KOH(POKAIBHOrO MHUKpockona. OJHaKO KJIacCCUYECKHUe
KOH(OKaIbHBIE MUKPOCKOMBI Mallo MOAXOMAAT Ajs peructpauuu curHaioB [13K,
MOCKOJIBKY HE MOTYT PETHCTPHPOBATH JOCTATOYHO CHJIBHBIA CHTHAN C OOJIBIION
CKOpOCTBIO M3-32 MOTEPH MHTEHCUBHOCTU NPU MPOMYCKAaHUH BO30YXKTAIOMIETO H
OTpPaKEHHOT'O CBETa 4epe3 CKaHupyroulee oTBepcTHe auadparmel. Kpome toro,
npu  KOH(GOKAJTbHOM  CKaHUPOBAaHMM  IPOUCXOAUT TOTEPS  BPEMEHHOTO
pa3peluieHns CUTHajla, MOCKOJIBKY OHO MPOUCXOIUT MOTOYEUHO (MM TOCTPOYHO)
¢ ¢u3NYECKUM MepeMeleHNeM TOYKHU (WM JIMHUM, €CIU JETEKTOp JIMHEWHBII)
3epKaJioM CKaHHepa  IpH TOM, YTO HHMKAKOW CHUTHal M3 JPYTUX TOYeK
u300pakeHust B 3TO BpeMs He peructpupyercs. B cpaBnHenun ¢ Hum B CCD-
KaMepe OTPOMHBII BBIUTPHIII B CKOPOCTH BU3YIU3AIIUHN H300paKEHUS TTOITydaeTCs
OT TOTO, YTO Kbl MHKCETh HEMPEPHIBHO TOIyYaeT MPOCIHPYEMbId CBET OT
u300pakeHus, epeMeniaeTcs JMIb TOYKa CYUTHIBAHUS 3apsaa, 00pa30BaHHOIO
(GoTOTOKOM ONIHOW SYEHKH, B TO BpeMsl KaK B OCTaJIbHBIX MHUKCEIAX 3apsij
NPOJIOJDKAET HAKAIUTMBATBCS JIO CIEAYIOMIET0 IUKJIa CYAThIBaHUS. Hekotopbie

UCCIIEIOBATEd KOMOMHHMPYIOT TMPUCTaBKY KOH(MOKAIbHOIO CKAaHUPOBAHMS,
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coBMmemnias, ee ¢ ObicTpoit CCD-kaMepoil MEHBIIIETO pa3penieHuss C TMOMOIIBIO
JOTIOJIHUTENILHOTO TXpondeckoro aenutens (beam splitter) B oqHoit ycraHOBKe.
DTO TO3BOJSET COMOCTABIATh KAPTHHKY BBICOKOTO Pa3pelieHHs, MOJIYYEHHYIO
MOCPEICTBOM KOH(OKAIBHOU MpHCTaBKU ¢ ObIcTpoil peructpanueii CCD-kamepsl
menbmiero paspemenns (Foust et al, 2010; Foust et al., 2011). Ilpu sTOoM
COOTHECEHHE KAPTHUHOK OCTaeTcs MPUOIMU3UTENbHBIM, OCOOEHHO 10 ocu Z, u3-3a
orpaanueHHoro paspemieauss CCD-kamepsr (~4-5 wmxm). JlomomHuTENbHAS
KOH(OKanbHAasg Hacajka TaKXXe TIO3BOJISIET HCIOJb30BaTh TE€HETUYECKH
MOJIU(HUIMPOBAHHBIX KpPbIC/MbIILIEH ¢ HEHpOoHaMHU, (UIyOpPECLEHTHO MEUCHHBIMU
GFP (green fluorescent protein), 4yto mo3BoJs€eT HMPOBOIUTH OTOOpP HEWPOHOB
HY)KHOTO Tuna u mMopdoiuoruu s nocienyromeit okpacku 13K u nposenenus
skcriepumenta (Foust et al., 2011; Popovic et al., 2011).

OKBUBAJCHTHbIM WIM JIy4IUMH  pe3yiabTaT MpU  UCHOJIb30BAHUU
KOH(OKAJIbHOIO MUKPOCKOIIA MOKHO MOJYYUTh TOJBKO B HENPEPHIBHOM PEKUME
CKaHHMpOBaHUs 0e€3 mepeMellleHus ckaHupyeMoil Touku. HenaBHO mosiBUBLIMICS
HOBBIU THIT JIMHEHHO CKaHUPYIOLIET0 KOH(POKaIbHOro Mukpockomna LSM 5 Live
(eticc, 'epmanns) 3HaUUTENBHO JTyYIlle TOAXOAUT IO CBOMM XapaKTepUCTUKAM
JUls  ONTHUYeCKOM  peructpauuun ¢  npumeHenueM II3K B pexume
BBICOKOCKOPOCTHOTO  JIMHEHHOTO CKaHMPOBAHWUS, TIOCKOJIBKY €ro  CEHCOp
dakTiueckn mpencraenser coboit  smHeiHbT  CCD-getekTop  BBICOKOTO
paspemienusi, cocrosimmii w3 512 smementoB  (Engelmann  2006). Tlpwu
OTPaHUYEHHBIX BO3MOXKHOCTSAX JIMHEMHOTO CKaHWPOBAaHUS IO CPaBHEHHUIO C
nonHokaapoBoir CCD-kamepoii BO3MOKHO pa3pemarh IMPOCTPAHCTBEHHO TOPA3Io
Oosee TOHKHE CTPYKTYphl (paspemieHue (0.5 MKM), Takue Kak IEHTPaJIbHbBIC
CHHAIIChl MJICKOMMTAIONIUX, a TAK)KE MPOBOJUTH TPEXMEPHYIO PEKOHCTPYKIIMIO
nU300pakeHHs] ¢ BBICOKOHW TOYHOCTBIO, MOCKOJIBKY M JJISl PETUCTpallM, U JUIs
TPEXMEPHOTO CKAaHHPOBAHUS WCIIONB3YIOTCSI OAMH W TOT XK€ JEeTeKTOp |
ONTUYECKHUN TYTh, U CIIEUAILHOTO COBMEIICHUS, KaK TPU OTACITBHBIX KaMepe U
koHpokanpHON mpucraBke (Foust et al., 2010; Popovic et al., 2011), ne
Tpebyercs.

HenaBHo Oblia 06Hapy»eHa cCloCOOHOCTh IEMOHCTPUPOBATH OTEHIIMAN-
3aBHCHMBIH CHUTHal y W3BeCcTHOro munoduiasHoro mapkepa FM4-64, yacto
UCTIOJIB3YEeMOT0 JUISI BH3YaJIM3allMU TPECHHANITHYECKOTO BBIOpOCa MeAamaropa

(Branco et al., 2008), mpu HMCHONB30BaHUM BTOPOH T'apMOHHMKH BO30YKICHUSI.
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CurHan perucTpupyrT B IPOXOJSIEM CBETe C Ja3epHbIM HH(PPAKpPaCHBIM
IPOCBEUMBAHUEM C HCIHOJIb30BAHMEM YJIBOCHHOM JJMHBI IIMKa CIEKTpa
abcopbOumu u GoroymMHOXHTEIsI B KauecTBe jaerekropa (Dombeck et al., 2005).
HecmoTtpst Ha To, 4TO onTHYeCKas perucTpalys MOTEHIHANA C UCIOJIb30BAHUEM
BTOPOH TapMOHMKM MMEET BaXHOE IPEUMYLIECTBO, 3aKirOyarouieecs B
HOJABJICHUU MOMEX OT MHTEPHAIM3ALUU KPAacUTENsl BHYTPb KJIETKH (IIOCKOJBKY
CUTHAJI TIPOU3BOJHUTCS TOJIBKO YIIOPSJOYCHHO OPUEHTUPOBAHHBIMU MOJICKYJIaMH
Kpacurens B MeMOpaHe, HO HE B IUTOIJIa3Me), HU3KO€ COOTHOIIEHNE CUTHAJ/IIYM
[IOKa HE IO3BOJISET MCIIOJIb30BaTh ATOT METOA AJS PELeHHs] CKOJbKO-HUOYIb
3HAYMMBIX 33/1a4.

Boibop  oObexkTMBa  ompenensercs — pa3MepoM  HEOOXOAMMOIo
MacmTaOupoBaHWs  IUIOMIAMM  YWIA  KaMmepbl/CeHcopa I JIy4YIIero
IPOCLIMPOBAHUS M PAa3pelleHUs] TOHKUX JeTaneil OMOJIOrMYecKHX CTPYKTYp
ONTUYECKUMHU MeTo/aMu. J{ononHuTenbHbIe TPEOOBaHMS TAKXKE HAKIIAAbIBAET THII
NPUMEHSIEMOTO KpacHuTens, TPeOyIOIUil ONpeNeNeHHBIX YCIOBHH IOTy4eHUS
yIIOBJIETBOPUTEIBHOTO CUTHANA. st perucrpanmu ¢ (QIIyopecleHTHBIMH WU
abcopbumonHbiMU 113K MHOKECTBEHHOM KJI€TOYHONW aKTUBHOCTH HMCIIOJIb3YHOTCS
konTtakTHeie (JIK X25 0.4 NA, W.D. <0.025, JIOMO; bapckuit u np. 1976), a
TaKke BoJHO-uMMepcuoHHble 00bekTHBBl (Olympus UMPIlanFl 20x, 0.5 NA,
W.D. 3.3 nim ananoru 10- 20X), KOTOpbIE MOYKHO COYETaTh C BHYTPUKIETOUYHBIM
OTBEJICHUEM M CTUMYJSIUEH Npu J0CTaTOYHOM paboueM paccrosHuu. s
peructpani OECKOHTAKTHBIM OOBEKTHBOM Ipemapar  IOcCje OKpallWBaHUS
uHoTr/a 3anuBalOT B 1-1.5% -Hylo arapo3y, NPUTOTOBIEHHYIO Ha HOPMaJIbHOM
¢du3nonornueckoM pactBope. Bo3aymiHbie 00beKTUBBI IIPAKTHYECKH HETPUTO/THEI
JUIS PerucTpaluu ¢ abCOpOIMOHHBIMH KpacUTeIsIMU H3-3a KoseOuomeics
BOJIHOW TOBEPXHOCTH, HW3MEHSIOUIEW MHTEHCUBHOCTb IPOXOJIIEro CBETa
ropas/io CUbHEe, YeM ITOJIe3HBIH CUTHAI.

IIpn wucnons3oBanuu Quyopecuentubix II3K  mns  peructpauuun
OTIENBHBIX HEHPOHOB OOBIYHO WCHOJNB3YIOT DICKTPUYECKH HW30JIUPOBAHHEIC
BOJIHOMMMEPCHOHHBIE 00BEKTUBBI BhICOKOH uncioBoii ameptypsl (N.A. 0.4-1.0),
OT KOTOpOM TPSAMO 3aBUCUT SIPKOCTb  (IIYOPECUEHTHONW KapTUHKH U
gyBCTBUTENbHOCTE MeTozna (Davidson 2010). Tlpu 3ToM jajsi  peructpaiuu
OJTMHOYHBIX HEHPOHOB OECIIO3BOHOYHBIX MPHUMEHSIOT 00BeKTHBBI ~10X - 20X

(N.A. 0.4-0.5) (Antic et al., 2000; Antic & Zecevic 1995), a ans peructpanuu
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OTJICIbHBIX HEMPOHOB, AKCOHOB M JIEHAPUTOB MIICKOMUTAIOLIUX HCIIOJIb3YIOT
oobexTuBBl 60-X63 (N.A. 0.9-1.0; W.D. 2-2.2, npoussoactso Olympus, Zeiss,
Nikon; Borst et al., 1997; Djurisic et al., 2004; Foust et al., 2010; Kampa&Stuart
2006; Popovic et al., 2011) u pexe 40x (N.A. ~0.8) st nenapurtos (Antic et al.,
1999; Djurisic et al., 2004). IIpu komOunaruun CCD-kamepbl ¢ 00bekTHBOM 60X
nojie perucrpauuu cocrapiser oxkono 200 MKM, YTO JOCTATOYHO st
pEeTUCTpalMi HA4YaJbHOTO CETMEHTa aKCOHA U MEPBBIX JIBYX IepexBaToB PaHBbe
Ha KPYNHBIX HEWpPOHAX MIICKONMHTAIOUINX, TAaKUX Kak KieTku IlypkuHbe u
NUPaMUJIBI 5-TO CIIOSI COMAaTOCEHCOPHOI KOpBI, Y KOTOPBIX IEPBbIM IMepexBar
PauBbe pacmonoken Ha paccrosuuu 80-130 MM ot combl Heiipona (Foust et al,
2010). Kpome Toro, nans Hauboiee 4YacTO MCIOJNb3YEMBIX COBPEMEHHBIX
kpacutenedt (mpousBogubix ANEP) TpeOyercs, uyToObl 00BEKTHUB 0OJamal
xopotiei mnpomyckaromuiei crnocoOHocTio (85-90%) B OnrkHeM HMHPPaKpacHOM
nuanazone 700-800 HM, MepeKphIBAIOMIEMCS C IMHUKOM 5SMHUCCUM KpPAaCHUTEINs
(Bullen&Sagau 1999). IlockonbKy peructparyisi OOBIYHO MPOXOAUT MPHU
OJTHOBPEMEHHOM HCIOJb30BAHUM CTEKIISIHHBIX 3JEKTPOJIOB, CIIY)KalIUX IS
JOCTaBKM KpacUTeNs, ONTHUYECKHE XapaKTePUCTUKH OOBEKTHBA SBISIOTCA
KOMIIPOMUCCOM € HEO0OXOAMMOCTBIO 3HAUUTENBHOIO pabouero paccrosHus (>2
MM) JUIsl TOrO 4YTOOBI MOJ OOBEKTUBOM MOXXHO OBUIO TOMECTHTH 3JEKTPOJ.
HenaBHo ¢upma «Zeiss» mpencraBuina HOBbI o0bekTuB W Plan-Apochromat
40x/1.0 DIC, xoTopblii IO CBOUM 3asIBICHHBIM XapaKTEPHUCTHKAM IPEBOCXOIHUT
paHee HCIOJIb30BaBUIMECS OOBEKTHBBI M MOT Obl ellle YIYYIIUTh IOJI€3HBIX
ONTHUYECKUN CHUTHAJ, OJJHAKO COOOIICHHWl O TOM, HACKOJIBKO XOpPOIIO OH ceOs
BEJIET B PEAbHBIX DKCIIEPHUMEHTAX, I0Ka eIle He yOJINKOBAIOCh.

KpoMe  BbIlIENEpeUnCIEHHBIX  HMHOTJA  MCIOJB3YIOT — BO3JAYLIHBIE
OOBEKTHBBl HU3KOIO YBEIUYEHHUS [UId PErucTpalud KPYIHBIX HEHpPOHOB
0ECII03BOHOYHBIX WIIM JIOKAIBHBIX TMOMyJsoHHbIX curHanoB (Delaney et al.,
1994), a Taxke ISl pErUCTPAIMK TOMY/ISIIMOHHBIX CHTHAIOB IN VIVO, TaKHX Kak,
HampUMep, CyMMapHbIH OTBET HEHPOHOB OOOHsATENbHOM JykoBHIel (Lam et al.,
2003). Bo3nymiHbele 00beKTUBBI OMHOKYISPHOTO MUKPOCKOIA UCHOJB3YIOT KOIa
€CTh He0OXOAUMOCTh COYETAaTh ONTHUYECKYIO PETUCTPALIMIO C ABYXIJIEKTPOIHON (U

Oosee) perucTpanuei, Tak Kak oHa oOecrieyuBaeT OOJbIIYIO MTYOHMHY BUIUMOCTH.
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3.3.2. Coeepmencmsoeanue UCMOYHUKO6 OCéeUui{eHUA U ONMUMATIbHDBLIL

mun Kpacume.in.

OueHb BaXKHYIO M YaCTO OMPEACISAIONIYIO POJIb UTPAET BBIOOP HCTOUYHUKA
OCBEILIEHUS, COOTBETCTBYIOIIETO BEIOPAHHOMY METOJy ONTHYECKONH PEruCTpali.
[Toutn BO Bc