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TakTUIbHYIO pelenLIMI0 KapHOBbIX PHIO (CepeOpsIHBIN Kapach, KapIl 0ObIKHOBEHHBII) UCCIIeTOBAIM METOIOM
HEVMHBa3MBHOM PETUCTPALIMH PEIIEIITOPHBIX OTBETOB HA ITOBEPXHOCTU KOXKH TOJIOBBI B OTBET Ha pUTMUYECKYIO
TaKTWIBHYIO CTUMYJIIyio. OTBETHBIE peakKlMU B BUJIE JIEKTPUYECKUX ITOTEHIIMAJIOB, CJIEIOBAaBIIMX CHUH-
XPOHHO ¢ U3MEHEHHEM CIUIBI JaBJICHUS HAa KOXY, PETUCTPUPOBAJIN C IIOMOIIBIO XJI0P-CePeOPSHOTO 3JIeKTpoaa.
[Toka3aHo, 4TO pBIOBI, TAKKE KaK M Ha3eMHbI€ ITO3BOHOYHBIE, 00J1aJal0T TAKTUJIBHBIMHU pelienTopaMu (pa3Ho-
0 ¥ TOHUYECKOIO TUITa. 3apeTUCTPUPOBAHBI TP OCHOBHBIC (DOPMBI TAKTMJIBHBIX PeaKIINii: TOHMYECKIE OTBE-
ThI B BUZIE KOJIeOaHMI1 ITOTEHIIMAJIA, TIOBTOPSIOIIMX TMHAMUKY TAKTUJIBHOTO CTUMYJIa, (pa3HbIe OTBETHI B BUJIE
on-, off- m on—off moTeH1IMaN0B, a TAKXXKe MeJJIECHHOE OTKJIOHEHME OT ITOTeHIIMana 1mokos. Habmomanuch Tak-
Ke CyMMapHbIe peaKIii, OMHOBPEMEHHO BKTIOYAIOIIE HECKOJIbKO (hOpM OTBETOB. JIaTeHTHBII IepUOI OTBE-
TOB TOHMYECKOI'O TUIIA COCTABJISLI B cpenHeM 6.1 Mc, ¢ha3HbBIX OTBETOB — 4.4 MC U IBHBIM 00pa30M He 3aBHCEN
OT U3MEHEHUsI HallpaBJieH!s (BKIIOUEHUE 1 BBIKIIOUeHUE) cTuMyJia. [ToporoBblii ypoBeHb TaKTUIbHOI UyB-
CTBUTEJILHOCTH B OKOJIOPOTOBOII U TYJISIPHOI 30HaX royioBbl coctassit 0.05—0.2 r/mm2. TTokaszaHo, uTo pac-
npeaejieHrue TaKTUIBHBIX PEIeNTOPOB Ha rOJIOBE Kapacs M Kaplia HOCUT 30HAJIbHBIIA XapaKTep, a CEHCOPHbIE
30HEBI pa3IMYaIOTCs 110 TAKTUJIBHOI YyBCTBUTEIILHOCTH. Hanbosee 4yBCTBUTEIILHBIE K TAKTWJIBHBIM CTUMYJIAaM
30HBI pacIoI0KEHbBI Ha BEpXHEN 1 HIDKHEH ryde, B KOXKe OKOJIO I'y0, a TaK:Ke B IYJIIPHOM 30He Ha BEHTPAJIbHOM
CTOpPOHE TOJIOBBI. MeHee YyBCTBUTEIBHBIMU K TAKTWJIBHBIM CTUMYJIaM OBUIM 30HBI, PacIOJIOXXEHHBIE PO-
CTpajibHee U BEeHTpaJIbHee TJIa3HOTO s10;710Ka. 30HBI, HaXOAsIIIMecsT JopcajlbHee U KaydajbHee TJIa3HOro s10710-
Ka, OKa3aJIMCh HEUYYBCTBUTEIBHBIMH K IIPUMEHSIEMOI TaKTWJILHOM CTUMYJISINUU. Bo Bcex ceHCOpPHBIX 30HAX
TOJIOBHI pBIO HanboJIee MTHTEHCUBHBIE peaKIIU1 BBI3BIBAJI CKOJIB3S NI TAKTHIBHBIN cTUMYJI. Crienduka pac-
npenesieHns TAKTYIBHBIX CEHCOPHBIX 30H COOTBETCTBYET X (PYHKIIMOHAIILHOMY 3HAYCHHUIO B IIUIIIEBOM IOBE-
JICHUU PHIO.
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BBEAEHUE

KoxxHbIe TTOKpOBBI PEIO comepskaT MHOTOYMCIICH-
HBIE CEHCOPHBIC CTPYKTYPHI pa3JIMYHOM CHeluaan3a-
LY, BKITIOYAIONIEN XeMOpeLENINIo, MexaHopelen-
OUIo 1 3nekTpopenenunio [1—3]. PeiOBI, oOnTaromnme
B YCJIOBUSIX HU3KOI OCBEILIEHHOCTU, AKTUBHO MCITOJIb-
3YIOT TAKTWIBHYIO PELEMINI0 B Pa3INYHBIX (opmax
noBeneHnss. OcoOeHHO OOJNBIIYIO POJIb UTpPacT TaK-
TUJIbHAsI pelenlysl B CUCTEME OpHUEHTAallMU OOUTaTe-
JIeil TIPUAOHHBIX OMOTOIMOB U MEIIEPHBIX BOAOECMOB
[3—6]. Y M0O3BOHOYHBIX XKMBOTHBIX MH(POPMALIMOHHOE
3HaYeHMUE TaKTWJILHOM pelenlii B YCIIOBUSIX HU3KOI
OCBEILIEHHOCTH COMOCTABUMO CO 3HAYEHUEM 3PUTENTb-
Hoit petenunu [7, 8]. TakTnapHas pelenus ITO3BO-
HOYHBIX, SIBJISISICH 3JIEMEHTOM COMAaTO-BUCIIepaIbHOI
CUCTEMBI, He MMeeT CIEeLUATN3UPOBAHHBIX CEHCOP-
HBIX opraHoB. YyBCTBO oOcCsI3aHMSI WJIM TaKTUJIbHAS
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YYBCTBHUTEILHOCTh TP Y3HO pacripenersieTcsl B KOX-
HBIX TTIOKPOBAX TeJia ¥ TOJIOBBI PHIO.

o HacTos1ero BpeMeHu MopsiioK opMUPOBaHUS
TaKTUJbHOU MH(OPMALIMU Ha PELIETITOPHOM YPOBHE Y
pBIO OcTaBajics TOYTH HEWMCCIEHOBAHHBIM pPA3IeIoM
CEHCOpPHOU (hM3MOJOTUU. BONBIIMHCTBO 3JeKTpOdhU-
3UOJIOTUIECKUX HMCCIIEIOBaHUI OBUIO MOCBSIIECHO B
MEepBYI0 oOuepenb XUMUUYECKON YyBCTBUTEIBHOCTHU
pBIO, TOra Kak BbI3BaHHbIC TAKTUJIbHBIE PeaKIIuM Ha
HEHOPMHMPOBAaHHBIE MeXaHWYECKNE CTUMYJIBI IpOJIe-
MOHCTPHPOBAHBI aBTOPaMM TOJIBKO B KauecTBe (heHO-
MeHa. OTBeThl HA MEXaHUUECKYIO CTUMYJISILIUIO XEMO-
CEHCOPHBIX CTPYKTYP B KOXE PBIO B 3THX paboTaX ObI-
JIN 3apeTMCTPUPOBAHBI B BOJIOKHAX TPOMHUYHOTO M
JIMLIEBOTO HEPBOB, a TAK3Ke B sIAPaX COOTBETCTBYIOIIMX
MIPOEKIIMOHHEIX 30H rojloBHOro moara [9—11]. Orcyt-
CTBHME JAHHBIX O YYBCTBUTEIBHOCTU M APYTUX (HU3NO-
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Puc. 1. CxeMa 3KCIIepMMEHTaJIbHOM YCTAaHOBKH JIJISI U3BMEPEeHUsI TAKTWJIBHOM 4yBCTBUTEbHOCTU pbIG. Ha Bpe3ke moka3aH rpaduk
U3MEHEHMUS JaBJICHUS Ha KOXY CO CTOPOHBI TAKTWIIBHOTO CTUMYJIATOpa. CTpesikKu, HallpaBIeHHbIE BHU3, COOTBETCTBYIOT MOMEH-
TaM yBeJIMUEHUSI JaBJICHHUsI Ha KOXY CO CTOPOHBI CTUMYJISITOPA, CTPEJIKU, HaIllpaBJIeHHbIE BBEPX, — CHUKEHMIO TaBJICHMSI.

Fig. 1. A setup for measuring tactile sensitivity in fish. The stimulus is applied onto the skin by a computer-controlled tactile stimu-
lator. The electrical response is recorded from the skin through the electrode. Inset diagram shows the sequence of a single stimulation
episode. Downward arrows indicate an increase in pressure on the skin, upward arrows show a pressure relief. ADC — analog-to-dig-
ital converter; PC — personal computer; DAC — digital-to-analog converter.

JIOTUYECKHX XapaKTEPUCTUKAX TAKTUIIBHOM peLemiun
pBIO MOXHO OOBSICHUTD, B YaCTHOCTH, OTPAaHNICHHBIM
HabOpPOM METOIUK, MO3BOJISIIOIINX JO3UPOBAHHO OCY-
LIECTBIIATH aJeKBATHYIO CTUMYJISIINIO.

B 3agauu maHHoii pa®oThl Bxomuau: 1) perucrpa-
LU M OIpelie/ICHUE MapaMeTPOB BJIEKTPUYECKUX OT-
BETOB B KOXe pbI0 Ha HOPMHMPOBAHHYIO TaKTWILHYIO
CTUMYJISILIMIO, 2) OIIpeleeHUe ITOPOTOBOM BEJIMUYMHEBI
TaKTWIBHOTO CTUMYyJa, 3) BBISIBJICHUE cHeuudude-
CKUX TUIIOB KOXXHBIX TAKTUJILHBIX PELIEIITOPOB, 4) aHa-
JIM3 paclpencieHus] TaKTWIbHON 4YyBCTBUTEIbHOCTU
Ha roJioBe phIO.

MATEPHAJIbBI U METOAbI NCCIIEJOBAHWA

B uccinegoBanmm ncrionb3oBann 12 ocobeit ceped-
psitHoro Kapacst (Carassius auratus gibelio) nnuHoit 9—
12 cm u 5 ocob6eit kapna (Cyprinus carpio) mimHOI 12—
15 cm. TlomombITHEIX PBHIO comepXKajll B aKBapuyMme
oobeMoM 50 1. B kauecTBe KOpMa MCIIOJIbL30BAIU JIU-
4yrHOK KoMapoB (Chironomidae) u cyxoii KopM. Ilepen
SKCIIEPUMEHTOM PHIOY 3aKPEIUIsUTH B TUIACTMACCOBOM
ookce 27 X 9 X 5 ¢cM TakKuMM 00pa3oM, YTO BCE €€ TeJIO
HaXOIMJIOCh B BOIIE 32 UCKITIOUCHNEM YIacTKa TOJIOBHI,
BBIOPAHHOTO JUIST TECTUPOBAHMSI.

151 perucTpaiiMy pelenTOPHBIX TTOTEHIIMATOB He-
o0xomyMa Y1CcTask TOBEPXHOCTh KOXM, JIUIIIeHHAS Je-
myu. B ¢BSI3U ¢ 9TUM TaKTWJIBHYIO YyBCTBUTEIbHOCTD
PETUCTPUPOBAIIM TOJILKO Ha TroJIOBe PhIObI. 2KaOphl
MOOOMBITHOM PHIOBI IIOCTOSIHHO Hepdy3UpoBaId BO-
nmoit mpu 18—19°C. mMobOuu3auunio peiobl obecrie-
YUBaJIN 00JbIIOI cKOpocThio (150 MJI/MUH) BOIHOTO
nporoka. MuopenakcaHThl He IpuMeHsiin. [Tocne 3a-
BEPIIIECHUS MCCIeNOBAHUS PBHIObI, OTIYIIIEHHBIC B aK-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

BapruyM, TPOIOKAIM OOBIYHBIM OOpa3oM ILIaBaTh,
MUTATHCS M MOTJIM OBITH MCITOJIb30BAHBI B ITOCIIEIYIO-
LIUX BKCIIEpUMEHTAaX.

s u3MepeHUs1 TaKTWIbHON YYBCTBUTEIILHOCTU
ObUTa MpUMEHEHa anpoOupOBaHHAsl paHee MeToauKa
HEVMHBAa3UBHOM PEruCTpaliM 3J1EKTPUYECKHUX ITOTEH-
IIMAJIOB Ha TOBEPXHOCTH KOKU T'OJIOBHI PBIOHI [12, 13].
DTOT METOJ, TTO3BOJISL TTOCJIEIOBATEIBHO B X0 OAHO-
IO OITbITa TECTUPOBATh YYAaCTKU KOXHU Ha JOpCaJIbHOIA,
JIaTepaJbHOM M BEHTPAIbHOI CTOPOHAX TOJIOBHI Ge3
TOBPEXISHUST KOKHOI MOBEPXHOCTH.

TaKTUIBHYIO CTUMYJISILIAIO OCYIIECTBIISUIN YIIPYTH-
Mu MoHodwmwiaMeHTaMu (M®P) u3 HeilJloHa IJIMHOI
30—50 MM, 3arHYTbIMU B T€pMUHAJIbHOU yacTu. Kax-
Iblii M® mMen orulaBIIEHHBIN TOpell B BUIE HEOOb-
moii cdeprl guameTpoM 1 MM. M@ Kpenuiu B 3a3KUMe
2JIEKTPOMATHUTHOM CUCTEMBI (TaKTUJIbHBINA CTUMYJISI -
TOp, pUcC. 1), KoTopas Mo yIIpaBJIeHUEM CUTHAJIOB OT
nudpo-aHanorosoro npeoodpazonareirs (LTAIT) mocie-
JIOBaTEeJIbHO YEThIpe pa3a B XOle OMHOIM perucTpaluun
Hanpapiszia M® B CTOpOHY HMCCIEAyeMOTO y4JacTKa
KOXXH MOAOTIBITHOM phIOBI. LIVKII CTUMYISILIUM, COCTO-
ST U3 4 CTUMYJIOB, M300paXkeH Ha puc. 1. Jnurenb-
HOCTh (DPOHTOB cpabaThIBaHUS BJIEKTPOMATHUTHOM
CUCTEMBI B TIpOILeCcCe CTUMYJISILIMU COCTaBIIsiIa 4 Mc,
BpeMsl 3ama3iblBaHUsI Hauala IBMKEHUSI OTHOCUTEJIb-
HO (DPOHTOB YIIPABJISIONIETO SJIEKTPUUECKOIO HM-
nyJibca He MpeBhIlaio 1 Mc.

Bcero 6b110 MCONMB30BaHO HIeCTh TUITOB M®D pa3z-
HOM KECTKOCTU. YCWJIME, OKa3blBAEMOE Ha ITOBEPX-
HOCTb KOXMU B IIPOLIECCe CTUMYJISIIUY TOPLIOM Hanbo-
nee msirkoro MM, coctapnsuio 0.04 r, ycriue Haubo-
jnee xkectkoro M® — 1.3 r. C ydeToM IuIOLIAAMN
Ne 4
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KOHTaKkTa cdepudeckoro topua M® 0.8 mm? stum
YCWJIMSIM COOTBETCTBOBAJIO JAaBJieHUE B 00JIaCTU KOH-
takta 0.05 u 1.6 r/MM%2. MoHOdWIaMeHTHI, obecIie-
YUBIIIKME TIPOMEXYTOUHbIE CTYNEHWU CUJIbl CTUMYJISI-
MU, OBUIA OTPEryJIMpoBaHbl TAKUM 00pa3oM, YTOOBI
MpUY Nepexojie Ha OUuepeaHyIo CTYIIeHb B CTOPOHY YBe-
JIMYEHUS yCUJIUE aBJIEHNS Ha KOXHYIO MOBEPXHOCTh
Bo3pacrayio B aB8a pasa (0.08, 0.16, 0.32, 0.64 r). Ycu-
Jiue, pazBuBaeMoe KaxabiM oopasiiom M@ npu cpaba-
ThIBAHUW CTUMYJIMPYIOLIEH CUCTEMBI, KaTUOPOBAJIU C
nmomolibio BecoB HL-100 (A&D, SAnonust). B npouec-
ce MOATOTOBKY K 3KCIIEpUMEHTaM YCUJue, pa3BUBae-
mMoe M®, peryaupoBaju BbIOOpoM aguamerpa M@
(rpyOBblit OA0OP) U UBMEHEHUEM €TI0 IUTMHBI (TOYHBINA
nonoop).

B xauecTBe perucTpupyIomiero 3JIeKTpoaa UCIIOJIb-
30Bajil  XJIOP-CEPEOPSIHYIO IIPOBOJIOKY AUAMETPOM
0.3 MM, 3aKJIIOYEHHYIO B CTEKJISTHHBIN Kamauisip. O0b-
€M MEXIY JIEKTPOJIOM U BHYTPEHHEN CTEHKOM KaIluJl-
JIsIpa OBIJT 3aITOJTHEH BOIOM M3 akBapuyma. OTuiaBiaeH-
HBII TOpell Kalmuijisipa BO BpeMsI perucTpaliu TUIOT-
HO, 0e3 IIPOCBETOB IIpPUJIETa] K ITOBEPXHOCTU KOXKU.
CurHal ¢ 2JIeKTpo/ia IIOCTYIIaA Ha BXO YCUIUTES MO~
CTOSTHHOTO TOKa C BXOJHBIM conpoTusiieHreM 1 'Owm,
4aCcTOTHOM 1oJ1ocoii 10 2 K[l 1 CUCTEMOII aBTOMAaTU-
YeCcKOil KOMIIEHCAllMM HYJISI Ha BBIXOJIE, IIPOrPaMMHO
aKTUBUPOBABIIEHCSI B MHTEpBajdax MEXIy perucrpa-
OUSIMU. Y CUJIEHHBII CUTHAI IIepeaaBaiCs Ha ONUH U3
BXOIOB aHaJIOrOBO-IM(pPOBOro  IIpeodpa3zoBaTest
(ALLIT E14-440 “JI-Kapn”, Poccust). OmHOBpEMEHHO
no npyromy kanHairy AL[IT mpou3Boauiace perucrpa-
LUS YIIPABJISIONIETO CUTHAIA 3JIEKTPOMAarHuTHOM CH-
crembl mogaun M®. IMocie nipeodbpazoBaHust B LIUD-
poBoii Kox ¢ yactoToii kBaHToBaHMs 20 KI'11 3TN naH-
HbIe (UKCHUpOBaIM B NaMITH KoMmitbiotepa. ALITI
(YHKIIMOHUPOBAJIO TIOJ YMNpaBI€HUEM IIPOrpaMMBbI
Lgraph 11, pa3pabdorannoii pupmoii JI-Kapna (Poccust).

ITocnenoBaTeIbHOCTD LIMKJIA IBVKEHUN CTUMYJIN-
pyloniero M® onpenensiaachk nporpamMmmbo. Kaxnasg
perucTpanus Jyiijiach 5.8 ¢ ¥ BKJIoJaaa B ce0ss MHTep-
BaJl poHOBOI1 akTUBHOCTH (1.8 ¢ MO HaYaga CTUMYJISI-
LU1), OTBEThl Ha YETBHIPEXKPATHYI0 MEXaHUYECKYIO
CTUMYJISILIUIO MCCIIeayeMoro yyacTtka Koxu (1.4 ¢) u
BapualluM TIoTeHIUana B mocneneiicteuu (2.6 c). B
mnpolecce MepBOHAYAILHOIO ITOMCKaA YYaCTKOB KOXMU,
MeXaHU4YeCKasi CTUMYJISILIMSI KOTOPBIX BbI3bIBaJIa 3JICK-
TPUYECKMI OTBET, UCIOJIb30Ba M®, co3maBaBIINiA
npu Haxatuu ycuame 1.3 r. UaTepBan MexXIy Imocie-
JIOBaTeJbHBIMU LIMKJIAMU CTUMYJISILIUU COCTaBJISLUT HE
MeHee 8 c.

Jo Havama ctumynguun Topelr M@ 6Ge3 Haxuma
KacaJics UCCIIelyeMOTO yJacTKa KoxXH. BzaumHoe pac-
MOJIOKEHME TOUEK IJICKTPUUECKOI perucTpaluy 1 TO-
YeK MPUI0XKEHUS TAKTUIIBHBIX CTUMYJIOB 3aBUCENO OT
aHATOMUM MCCIIEIYEeMOTO ydacTKa ToJioBbl. Harpu-
Mep, IIPU UCCIIEIOBAHUY YyBCTBUTEIbHOCTH I'y0 3JIeK-
TpOJ, YCTAaHABJIMBAJIM Ha BEpPXHEU WM HUXHeil ryoe,
3aTeM CTUMYIUPOBAIM CaMM TYObl M OJMKalIlme K

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

Puc. 2. CxeMaTuyHOe MpeacTaBieHUe pe3yIbTaTOB TeCTU-
pOBaHMS JIaTepaJIbHOI CTOPOHBI OKOJIOPOTOBOIi 00JIACTU Y
kapacs, Carassius auratus gibelio (1TaHHbBIE OTHOTO OIIBITA).
0603HauenUs: KPeCcT — MECTO KOHTAKTa TOpLia PerucTpupy-
JOILIETO JIEKTPOJA C TIOBEPXHOCTHIO KOXU; MEJIKUMU POM-
6aMu 0003HAYEHbI YIaCTKU Ha MTOBEPXHOCTU KOXH, CTUMY-
JISILUST KOTOPBIX BbI3bIBAJIa OTBETHBIE PEaKIUM.

Fig. 2. Schematic representation of data from a single exper-
iment on testing the lateral perioral area of the crucian carp,
Carassius auratus gibelio. The position of the recording elec-
trode is indicated by a cross. The points on the skin, tactile
stimulation of which elicited responses, are shown with dia-
mond marks.

HUM YYacTKHM KOXH. B mpoliecce ucciaenoBaHust apy-
TMX 30H TOpell 3JIEKTpOJa Yallle BCero pacIiojiaraiud B
npenenax uccieayemMoit ooaactu (puc. 2).

11 BU3yanu3alyy UCCIeIyeMOi 00JIaCTH TOJIOBEI
peIOBI  Mcrionb3oBann  Bumeokamepy CNB-ZBN-
21Z27F (CNB, Kurait). Touku cTuMyssiunuu pUKCH-
pOBalIK B MOJISIPHBIX KOOPAMHATAaX OTHOCUTEILHO Me-
CTa ImpUJIeraHUsI K KOXKe TOpIla OTBOISIIETO 3JeKTPO-
na. PaccrosiHue MexXay TOPLIOM OTBOASIIETO 3JeKTPO-
J1a ¥ TOYKaMU TaKTWJIbHON CTUMYJISILIMM BapbUPOBAIIN
B IIpenenax ot 1 1o 15 mm.

st onpenelieHrsT TaKTWILHOM YyBCTBUTEILHOCTHU
B KaXXJ0M MCCIEI0OBAHHOMN 30HE U3MEPSIJIU [TOPOTOBYIO
CUJIy MEXaHMYECKOTO IaBJIEHUS Ha IIOBEPXHOCTh KO-
K1, BBI3BIBABIIIYIO OTKJIOHEHHNE PETUCTPUPYEMOTIO I10-
TeHLMaJIa OT 0Aa30BOM JIMHUM HAa BEJIUYMHY HE MEHee
0.1 mB.

ITopor peakuuu omnpeaeasuid B UHTEpBaIC MEXIY
IBYyMSI 3HAYEHUSIMU CTUMYJIA IIPU YCIOBUM, YTO OOJIb-
LW TI0 aMIUIUTYIe CTUMYJI BBI3bIBAJ peaKlnio, ToTaa
KaK Mpu AeHCTBUU OoJjiee c1adboro CTumMyJjia peakius B
TOM Xe 00JIaCTU KOKU He HaOJIIonanach.

IMoMSIpHOCTL 3JIEKTPUYECKUX OTBETOB CUUTAIN
“TIpsSIMOIT” TIPU TTOJIOKUTEIHFHOM CIBUTE TTOTEHIIMAIA B
OTBET Ha yBeJUYEHUE AABJIICHUS CTUMYJISITOpa Ha KO-
Ky. Ecnmu Tipm yBeIMYeHMU MEXaHUYECKOTO YCHUTHS
MBI HaOIIOOaIM OTKJIOHEHWE PEericTpUpPYeMOro II0-
TeHIMaJla B CTOPOHY OTPUILATEIbHBIX 3HAYEHUI, TO
TaKylo peaklivio Ha3Baau “mHBepcHoi”. [1pu cHXe-
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Puc. 3. ToHnueckue peakimu, 3aperucTpUPOBAHHBIE B OT-
BET Ha YETBIPEXKPATHYIO TAKTUJIbHYIO CTUMYJISILINIO BEPX-
Heitl Tyobl kKapacsi (Carassius auratus gibelio):

A — nipsimast (popma oTBeTa (CpearHHas 4acTb ryobl); B —
MHBepcHasl (popma oTBeTa (CpeanMHHasl 4acTh Iyomer); C —
HapacTaHue aMILUIATYIAbl IEPEMEHHOI COCTABJISIIONIEH OT-
BeTa Ha (poHEe cyMMaLIMK C MEUIEHHBIM MTOTEHLIMAIOM (J1a-
TepajibHasi YacTb I'yObl);

D — mocTteneHHOe YMEHbBIIEHNE aMILTATYIbl TTIepEMEHHOMN
cocrapJisiioleil orBera Ha (hoHEe CyMMalLMK C MEUIEHHBIM
noTeHIranIoM (TaM xe); E — BpeMeHHAs cxeMa BKITIOUEHUST
W BBIKJTIOYEHMST TAKTWJIBHOIO CTUMYJISITOPA B XOI€ OIHOM
peructpauyu. YepHbIMU NPSIMOYTOJIbHUKAMK 0003HAUYEeHbI
MHTEPBaJIbl ACHCTBUSI TAKTWJIBHBIX CTUMYJIOB IJIUTEIBHO-
cTbio 0.2 ¢ KaXbIid.

Fig. 3. DC (direct current) responses to quadruple alternat-
ing tactile stimulation of the crucian carp (Carassius auratus
gibelio) upper lip. A — direct form of response (middle part
of the lip); B — inverted form of response (middle part of the
lip); C — summation of the sustained component of the re-
sponse with gradually increasing alternating component
(lateral part of the lip); D — the same, but with decreasing al-
ternating component. E — sequence of stimulating episodes:
black bars indicate the individual tactile stimuli, each of 0.2 s
in duration.

BBITJISIZIEN KaK OTKJIOHEHME ITOTEHIINAJIAa B CTOPOHY OT-
pUILaTeIbHBIX 3HAYEHUI, TOTIA KaK “MHBEPCHBINA” OT-
BETHBIM MOTEHLIMAJT U3MEHSICS B CTOPOHY IMOJIOXKMU-
TEJIbHBIX 3HAYEHMUIA.

Bcero 6bLIO TIpOBeneHO 32 3KCIIEpUMEHTAa, BKIIIO-
yapiux B cymme 2500 perucrpauumii. I3 aToro yrcia B
1200 ciayyasix HaOIOIATUCH PeaKLIMU Ha TAaKTUJIbHYIO
CTUMYJISILIUIO.

Bobiile MoJIOBUHEBI OT OOIIIETO YHUCIIa pETUCTPaLIUi
(1300) He comepxkanu IIPMU3HAKOB OTBETa Ha CTUMYJI. B
3Ty TPYNIIY BXOOWINA KOHTPOJIbHBIE PErUCTpalluU 110~
TeHIUaia Mpu ABMXKeHUUM M® 0KoJIO roJ0BblI PhIOHI,
0e3 MexXaHMYECKOT0 KOHTAKTa C KOXei 1 pe3ylabTaThbl

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

CTUMYJIALIMU TAKTUJIBHO HECYYBCTBUTCJIbHBIX 0o Ma-
JIOYYBCTBUTEJIBHBIX YYAaCTKOB KOXKH.

Ipu aHanu3e JAHHBLIX ONPENENSIM DKCIIEPUMEH-
TaJIbHYIO BEPOSTHOCTb (p,) TOSIBJIEHUSI peakliMii Ha
CTHUMYJIBI B IIpe€AciaxX UCCICAYEMOTIO ydyaCcTKa KOXHM KaK
OTHOIIIEHWE YMCJIa 3apeTMCTPUPOBAHHBIX OTBETOB K
YUCITY TIPEIbIBICHUN CTUMYJIOB.

HM3MepeHue JaTeHTHBIX TIepUOAOB U JIUTEIbHOCTU
(bpoHTOB HapacTaHUs peaKLMWil B OTBET Ha TAKTWJIb-
HBbIE CTUMYJIBI TTIPOBOAMIIN TIOCJIE OITBITOB C TTOMOIIIBIO
nporpammbl SoundForge 10 Pro (Sony, fAnonust). Mo-
MEHTOM Hadajla OTBeTa CUMTaiM ypoBeHBb (0.1 OT ero
MaKCHMMyMa; COOTBETCTBEHHO, MOMEHT Hayajia cIiaja
OTCUYUTHIBAJIU OT ypoBHs 0.9 OT mpeaiiecTBOBaBILIETO
MaKCHMyMa 3JICKTPHUIECKOTO OTBETA.

YT1006BI MOATBEPAUTH PELIEITOPHYIO IPUPOILY PEru-
CTPUPYEMBbIX peakiivii, Mbl IPOBEIU CEPUI0 U3 LIIECTU
KOHTPOJIbHBIX OIBITOB C IPUMEHEHUEM JIUIOKAHA —
010KaTOpa MOTEHIIMAJI-3aBUCUMBIX HaTPUEBBIX KaHa-
noB [14]. Wcnonp3oBanmu auOO0 MECTHOE HaHECEHUE
2.0% pacTBOpa NMOOKAaMHA Ha KOXY C MOMOIIBIO He-
0OJIBIIIOrO BaTHOTO TaMITOHA, JINOO BBEIEHME TTOIKOXK -
HO B HcclienyeMoii 30He roioBbl 20 MKJT pacTBoOpa Jiu-
JloKanHa. AKTUBHOCTb TaKTUJIbHBIX PELIENTOPOB PEru-
CTPUPOBAIM 0 allIJIMKAIIMU JIMAOKAWHA U TOBTOPSIIN
yepes 4—5 MUH. nocie anrivkauuu. Jlajaee, B TedeHue
caenyiommx 20 MUH. HaOIOIaIM TUHAMUKY M3MEHeE-
HUS TapaMeTPOB 2JIEKTPUYECKOIO OTBETa Ha TAKTUJIb-
HYIO CTUMYJISIHUIO A0 BO3BpallleHUS aMIUIMTYIbl OT-
BETHOI peakliuy K UCXOAHOMY YPOBHIO.

PE3YJIbTATDBI
DnexmpuuecKkue omeemol Ha MAKMUALHYIO CIUMYAAUUIO

B xome skcriepruMEHTOB ObLIM 3apErUCTPUPOBAHBI
TPU TUIIA PeaKLUii: TOHUYECKKE OTBETHI B BUIE KOJe-
GaHUil TTOTeHIIMAaIa, TOBTOPSIOIINX JTUHAMUKY YEThI-
pexkpaTHoro ctumyJa (puc. 3A, B), ha3Hble OTBETHI B
BUJIe NOTeHIIMAIOB on-, off- u on—off (puc. 4A, B, C),
a TaKxXe MeIJICHHbIE TTOTEHILIANIbI C OOIIECH IIUTEThb-
HOCTBIO, TMPEBBIIIAIOIICH CyMMapHOe BpeMsl LIMKJIa
CTUMYJISIIMU. BbUIM 3aperucTpupoBaHbl TaKxKe KOM-
IUIEKCHBIE OTBETHI, B KOTOPBIX COYETAJINCh peaKLMU
peuenTopoB TOHNYECKOTO M (Da3HOrO TUIIA B CYMME C
MelJIeHHbIMU noTeHuuanamu (puc. 3C, D; puc. 4C).
BeposiTHOCTh perncTpaluyi OTBETOB TOHUYECKOTO U
(dasHoro tuna Oblna cxonHoi (44% u 37% cooTBeET-
CTBEHHO). J10JIsT Me[yIEHHBIX OTBETOB cocTaBiisiia 19%
OT O0IIIeTO Ynciia peakuuii. [ToJIIpHOCTh TOHMYECKUX
1 (a3HBIX OTBETOB MOIJIA OBITh MPSIMOI M MHBEPCHOM
(puc. 3A, B) oTHOCUTENIbHO LIMKJIOB HadaBIWBaHUS
M® Ha KOy PBIOHI B TIPOLIECCE CTUMYJISILIVN.

B oTBeTax TOHMYECKOro TUIA aMIUIMTYAa TTOTEHIIMA-
JIOB, CJISAOBABIIMX CUHXPOHHO C TAKTaMU CTUMYJISILIH,
yalle Bcero Obula MOCTOSSHHOM, HO B psiJie OMNbITOB Ha-
OJroNaCh Kak MOCTeTIEeHHOE BO3pacTaHUe aMILIUTYAbI
otBeTa (puc. 3C), Tak U IJIaBHOE YMEHBIIICHNE aMILIH -
TyIbl OTBETHOI peakiuu (puc. 3D).
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da3Hble OTBETHI HAOIIONATNCH B HECKOJIBKUX BApU-
aHTaX M COYETaHUSIX TUITOB peaKIMii: BLIOPOCHI IIOTEH -
yaja Ha yBeJIMYEHHUE U Ha ITOCSAYIONINE CIIaabl Me-
XaHMYECKOI'O TaBJIEHUSI HA KOXY (puc. 4A); peakuuu
TOJIBKO Ha TIepeIHNe (PPOHTHI TAKTUIBHBIX CTUMYJIOB,
MHOINA C IIPU3HAKaMU CyMMAallMd ¢ TOHUYECKOil Co-
cTaBistIonIeit otBeTa (puc. 4B); peakiiuuy B Buae OOHO-
MOJISIPHBIX TIOJIOKUTEIBHBIX OTBETOB Ha BCE (DPOHTHI
MePEeKIIOYECHUSI MEXaHUYECKOTO CTHUMYJIa, He3aBUCU-
MO OT MX HAmpaBIEHUs U B CyMMe C MEIJICHHBIM IO-
TeHuuagoM (puc. 4C); ¢da3Hble peakliiyu HeraTMBHOM
MHOJIIPHOCTU Ha (PpOHTHI HapacTaHMS U CHaga yCUJIUs
TaKTWJIBHOTO pasapaxuteis (puc. 4D).

AHaJIOTMYHO Mpoleccam, COITPOBOXIABIINM TOHU -
YeCKUE peakluu, aMIUIUTYIa KOPOTKUX MTOTEHIINAIOB
B (pa3HBIX OTBETAX MOTJIa MEHSITHCS B ITPOILIECCE CTUMY -
JISIIMA — BO3pacTarh, JIMOO yMeHbIIAaThcsd. MHOTOKpaT-
Hasl CTUMYJISIIIASI OMHOUW TaKTWJIHLHO YYBCTBUTEJIHLHOM
TOYKHA OJWHAKOBBIMU J103MPOBAHHBIMU CTUMYJIAMU,
KaK MpaBUJIO, MPUBOAMIIA K CHIDKEHUIO aMIUTATYIbI OT-
BETA U BBIMTAICHUIO OTAEIbHBIX €T0 KOMIIOHEHTOB.

OCcoO0OeHHO CHJIbHBIC peaKIN TOHWYECKUX M das3-
HBIX TUIIOB BO3HWKAJM IIPU CKOJIB3SIIEM JIBMXXCHUU
TOpla cTUMYJIMpyiomero M@ no NoBepXHOCTU KOXKMU.
OnHaKo 3TO IBJIEHUE MOXKXHO OTMETUTD TOJILKO B Kaye-
cTBe (hbeHOMeHa, TaK KaK HOPMUPOBaTh (DU3NMYECKUE
napaMeTphl TAKOH CTUMYJISIHUU B YCIIOBUSIX IIPUMEHSI -
eMOI METOIMKM HE IPEACTaBISIIIOCh BO3MOXHBIM.

Jlamenmubtil nepuod anekmpuueckux peakyuii Ha
MAaKmuAbHYH CIMUMYAAYUIO

JlateHTHBIN TIepuon (ppoHTa HapacTaHUS TOHWYE-
CKHUX OTBETOB OTHOCHUTEIBHO CTHUMYJIOB COCTaBJISI B
cpenHeM 6.1 Mc (cpegHeKBaApaTUYHOE OTKJIOHEHUE
¢ = 3.3 Mc), 3aaepkKa (bpOHTOB cIlaa COOTBETCTBEH-
HO 9.8 Mc (6 = 6.0 mc). Kakoii-1160 3aBUCHMOCTH Be-
JIMYMHEI JJATEHTHBIX IIEPUOAOB OT HOMEepa OTAEIbHOTO
CTUMYyJIa B YEeThIPEXKPAaTHOI MOCIeA0BaTEIbHOCTU HE
BBISIBJICHO. JIaTeHTHBII Nepuon peaklinii ¢pa3HbIX pe-
LENTOPOB Ha IepeaHre (PpOHTHI CTUMYJIOB B CpeIHEM
coctanisia 4.4 mc (6 = 2.7 Mc), a Ha 3agHuE (DPOHTHI
4.1 mc (0 = 3.1 mc).

Bausnue audokauna na maxkmunshoie omeemol

ANTvKanys JUIOKanmHa Ha TTOBEPXHOCTh HCCIIE-
JIyeMOTO y4acTKa KOXH C TOMOIIbIO BATHOTO TaMIIOHAa
WIN TIOOKOXHOE BBEICHWE JUIOKAWHA BBHI3BIBAIN
CXOIHYIO KapTUHY U3MEHEHU B DJIEKTPUUECKHUX OTBE-
TaX Ha TAKTUJIbHYIO CTUMYJISILIMIO BO BCEX IIECTU OIbI-
Tax 3Toi cepun. HaGmoganock pe3koe yBeIUdeHNE B
HECKOJILKO pa3 aMIUIMTYIbI PETUCTPUPYEMBIX OTBETOB
(p = 0.95 no T-kpurepuio BuiakokcoHa) uepe3 2—
3 MUH TIOCJIe allIUIMKaLuKy aHecTteTuka (puc. 5). Ilo-
BBIIIICHHAsT BO30YAMMOCTh B OTBET Ha ACHCTBUE TaK-
TUJIbHBIX CTUMYJIOB COXpaHsUIach B TeUEHHUE MOpsaKa
10 MuH. 3aTeM aMIUTMTyIda OTBETOB ITOCTETIEHHO CHU-
Kaylach TIPUMEPHO 3a TOT K€ WHTEPBaJl BPEMEHM 0

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU
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Puc. 4. [Tpumeps! a3HbIX OTBETOB Ha TAKTUJIBHYIO CTUMY-
JISILMIO BEHTPAJIBHOM MOBEPXHOCTU roJIoBbI Kapacsi (Caras-
sius auratus gibelio):

A — peaktuu on—off ; B — peakinu (on) ToJIbKO Ha Tiepe-
HUe PPOHTHI TAKTWILHBIX CTUMYJIOB (Ha YBEJIMYEHUE MeXa-
HMYECKOTO JIaBJICHUS Ha KOXY) C PU3HAKAMU CYMMAIIUH C
TOHUYECKOMU COCTABJISIIOLIEH HAa YPOBHE YETBEPTOTO TAKTa;
C — nocJienoBaTe/IbHOCTh OJHOIOJSIPHBIX OTBETOB Ha BCe
(bpOHTHI IEPEKITIOUEHUSI MEXaHMYECKOTO CTUMYJIa B CyMMe
C MEUICHHO HapacTaBLIMM MoTeHUuasoM; D — HeraTtus-
HbIE ON- peakluy B COYETAHUM C BO3PACTAIOLIMMU 1O aM-
mutyne off- peakuusiMu Ha criaabl YCWINSI TAKTUILHOTO
pasnpaxurtesnsi; E — aHamornyHo puc. 3.

Fig. 4. Examples of phasic (AC) responses to tactile stimula-
tion of the ventral side of a crucian carp (Carassius auratus
gibelio) head. A — on-off responses; B — on-responses only
to the moments of pressure increase, with some signs of sum-
mation with the DC component of the response at the fourth
stimulus level; C — unipolar on- and off-responses summed
with slowly rising sustained response potential; D — negative
on-response together with increasing off-responses (to the
moments of pressure relief); E — stimulation, see Fig. 3.

YPOBHS B HECKOJIBKO pa3 HMKE MCXOTHOTO, a 3aTeM B
TeyeHUue 2—3 MUH BOCCTaHAaB/JIMBAJIaCh JO UCXOIHOTO
YPOBHSI.

Sonanvhoe pacnpedenenue maKmuabHOU
YYECMBEUMENbHOCU HA NOBEPXHOCMU 20408bl PblO

AHanu3 pacripeneaeHUs TAaKTUIbHOI YyBCTBUTEIb-
HOCTH Ha ITOBEPXHOCTU T'OJIOBBI PHIOBI MO3BOJIMII BBI-
JIEJIUTh HECKOJIBKO CEHCOPHBIX 30H, B KOTOPHIX ObLIN
3aperMCTPUPOBAHBI PEaKIIUM HAa TAKTUJIbHBINA CTUMY/I.
Ha narepanbHOIi CTOPOHE TOJIOBBI BHIACACHBI 30HBI —
OKOJIOPOTOBAs, Ha3ajbHas U TJTa3HUYHAas (puc. 6A), Ha
JIOpCAILHOI CTOPOHE — OKOJIOPOTOBasi, Ha3ajbHasl U
MeXniasHu4Has (puc. 6B), Ha BEeHTpaJIbHOI CTOPOHE —
OKOJIOPOTOBas1, TyJIsIpHAs U MexokabepHas (puc. 6C).
Ne 4
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Puc. 5. YBeanueHue aMIUIMTYAbl OTBETHBIX MOTEHIIMAJIOB
MpHU NeCTBUU JTUIOKAWMHA B UCCIEAYEMOI 00JaCTH KOXU
rosioBbl Kapna (Cyprinus carpio):

A — 110 BBe/IeHUsI TnIoKanHa; B — yepe3 nmaTh MUHYT ITocje
BBeIeHUs JinaokanHa. O6J1acTh UCCIEAOBAHUS U TIOJIOXKE-
HUE 2JIEKTPOAa aHAJIOTUYHEBI puc. 2. [Ipyrue o603HauYeHUsI
aHaJIOTUYHBI puc. 3.

Fig. 5. A lidocaine-induced increase in the amplitude of tac-
tile responses in the test area of the carp (Cyprinus carpio)
head. A — before lidocaine application; B — b5 min after li-
docaine application. The area of tactile stimulation and elec-
trode position the same as in Fig. 2. For other designations
see Fig.3.

DTU 30HBI PA3TAYATIUCH 10 YPOBHIO UyBCTBUTEIHHO-
CTH K TAaKTWJIBHOM CTUMYJISILIUM 1 TIO BEPOSITHOCTH TI0-
SIBJICHUSI peakluii TMpU TEeCTUPOBAHUMU COCETHUX
YJaCTKOB KOXH. XapaKTep OTBETOB Ha TaKTUJIBLHYIO
CTUMYJISILIMIO B KaXKIOM 30HE TOJIOBBI PHIOBI UMEJI CBOIO
CcelMdUKyY codeTaHWi peakIIdii TOHMIeCKoro, (as-
HOTO ¥ MEUICHHOTO TUIIA.
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NEBULIMHA, JAIIIUH

Bricokas TakTuiabHAsI YyBCTBUTEIBHOCTh U BBICO-
Kasi BEpOSITHOCTb peakuuii (p, = 0.84) O6bL1a xapakrep-
Ha JIJIs OKOJIOPOTOBBIX 30H, KOTOPBIC BKJIIOUAIOT BepX-
HIOIO, HIZKHIOIO TYOBI X ITIOBEPXHOCTh KOXKM OKOJIO I'y0
(puc. 2; puc. 6, 3oHa ] Ha Kaxa0it u3 cropoH). B oko-
JIOPOTOBOW 30HE B JIATEPAIbHOU YacTU BepXHEil TyObl
PETUCTPUPOBANINCH OTBETHI (Pa3HOIO M TOHUYECKOTO
Tuma. B 0KomopoToBoit 30He Ha HOpPCAJILHOM ITOBEpX-
HOCTU TOJIOBBI B LIEHTPAJILHOI YacTu BepXHeil TyObl
OBUIM 3aperuCTPUPOBAHBLI IIPEUMYILIECTBEHHO MeE-
JIEHHbIE TIOTEHIIMAJIbI, a TAKXKE OTBETbl TOHUYECKOTO
tuma. TakTuIbHasE CTUMYJISILMSI BEpXHEU ryobl MHOTIA
BBI3BIBAJIa IBUTATEJIbHYIO PEAKIIMIO Tejla M XBOCTa PhI-
on1. Kozka 0K0JI0 BepxHEU TyObI TPOSIBIISIIA TAKKE BBI-
COKYIO TaKTWUJIbHYIO UYyBCTBUTEIBHOCTb. 3/1€Ch peru-
CTPUPOBAIMCH pPEaKUMM Ha TaKTWIbHBIE CTUMYJIbI
0.04 1 (0.05 T/MM?), KOTOpHBIE TIPOSIBISIUCE B (popMe
TOHMYECKOI0 OTBETA WJIX MEIJICHHOTO KOJIEOaHUS T10-
TEHI UaJIa.

JlatepanbHBIC YIaCTKM HIXKHE! W BEepXHEU TyOHI,
KOHTAaKTUPYIOIIMEC APYT C IPYTOM, XapaKTePHU30BAIUCh
0COOEHHO HU3KHWMU MOPOTaMM TaKTUJIbHOUN YyBCTBU-
TEJBHOCTU. 31eCh OBLUTN 3apeTUCTPUPOBAHBI PeaKIINU
TaKTWIBHBIX peLenTopos Ha aasieHue 0.05 /Mm% Ha
BEHTPAJbHOM CTOPOHE TOJIOBHI B KOXE OKOJO M Ka-
ylajlibHee HIKHeil ryObl Takke OTMeuYeHa BbICOKas
YYBCTBHUTEILHOCTh TAKTWJIBHBIX PEIEIITOPOB TOHWYE-
CKOTro M (pa3HOTIO TUTIA.

PacripeneneHne pa3audHbIX TUTIOB OTBETHBIX PEaK-
Ui B OKOJIOPOTOBBIX 30HaX (puc. 6, 30Ha 2) Ha JlaTe-
PaJIbHOM, JOPCaIbHOM U BEHTPAJIbHOM CTOPOHE TOJIO-

3 1 2 3
< C =
1/4
T
~=
-— \‘g

0.87

Puc. 6. CeHCOpHBIE 30HBI TOJIOBBI PHIObI, B KOTOPBIX U3yYaJIM TAKTUIBHYIO PELEITIIUIO:
A — Ha 1aTepaJIbHOM CTOPOHE: OKoJiopoToBas ( /), HazaybHas (2), mta3Hu4dHas (3);

B — Ha mopcasibHOI cTOpOHE: okoJopoToBas ( /), HazanbHas (2), MexXriaasHuaHas (3);
C — Ha BeHTpaJIbHOI1 CTOpOHE: OKoJlopoToBasi (1), ryasipHas (2), mexckadbepHas (3).

Ha Bpeskax ajst KaxI0#i CTOpOHBI TPUBEAEHBI TUCTOIPAMMBI, WILTIOCTPUPYIOLIUE SKCIIEPUMEHTAIBHYIO BEPOSITHOCTD (p,) PETU-
CTpallMM peaklrii B mpeaeiax OTAeJbHbIX 30H. PSiIOM ¢ ructorpaMMaMu yKa3aHo 0011ee KOJUUYECTBO MPEAbSBISHUI TAKTUIbHbBIX
CTUMYJIOB IIPY TECTUPOBAHUM ONHOI U3 cTopoH (Carassius auratus gibelio).

Fig. 6. Sensory areas on the fish head (Carassius auratus gibelio), where the tactile reception was studied. A — on the lateral side: near-
mouth (7), nasal (2), orbital (3); B — on the dorsal side: perioral (7), nasal (2), interorbital (3); C — on the ventral side: perioral (/),
gular (2), inter-gill (3). Bar charts in the insets for each side show the probability of responses (p,) in each area. Numbers near the bar
charts stand for the total number of tactile stimulation tests applied to each side.

KYPHAJI 3BOJIIOLIMOHHON BUOXUMUU N GU3NOJIOTUH

TOM 56  Ne 4 2020



HEWMHBA3UBHOE BJIEKTPO®PU3NOJIIOTNMYECKOE NMCCIIEAOBAHUE 309

BbI ObUT CXOOHBIM. B 3TUX 30HaX OTBETHI TOHUYECKOTO
1 (a3HOIro TUIOB IIPEACTaBIEHbI [IOYTH B PABHOM CO-
OTHOIIIEHNU, cocTaBisas 36%—41%. BeTpedanuch Tak-
e OTBEThI CMEIIaHHOro TUIla ((ha3HO-TOHUYECKNE) 1
OTBETHI B COYETAHUM C MEIJICHHBIM KOJecOaHUEM TO-
TeHMana. MemieHHyio ¢opMy OTBeTa HaOIIOIAIN
MPEUMYIIECTBEHHO Ha JOPCAJIbHON CTOPOHE TOJIOBHI,
KakK B OK0JI0pOoTOBOi1 (23%), Tak 1 B Ha3anbHOI (18%)
30HaxX. Ha maTepanbHOI U BEHTPaJILHOM CTOPOHE ro-
JIOBBI B OKOJIOPOTOBBIX 30HAX MeIJIEeHHas (hopMa OTBe-
Ta MpogBisuIachk auilb B 10% peructpauuii. B Hazanb-
HOM 30HE Ha JIaTepaJibHOI CTOPOHE T'OJIOBHI COOTHO-
LIeHUe TOHUYECKOro U (ha3HOro TUIIOB OTBETa OBLIO
CXOIHBIM C OKOJIOPOTOBBIMU 30HaMu: 46% TpeacraB-
JISITTU OTBETHI TOHMYECKOTro TuIia u 36% — dasHoro.

Ha maTepanbHOI1 CTOpOHE rojIOBELI 30HEI Ha3ajlbHasI
Y T71a3HUYHag (puc. 6A, 30HbI 2, 3) ObUINA 3HAYUTETBHO
MeHee YyBCTBUTEIIbHBI K TAKTWJILHBIM CTUMYJIaM, YeM
30HbI OKOJIOPOTOBOI JJoKanu3auuu (puc. 6A, 3oHa ).
Taxk, B Ha3aJIbHOI U IJTAa3HMYHOM 30HaX Ha JiaTepallb-
HOM CTOPOHE T'OJI0OBEI IOPOTOBLIE peaKIIU B BUIEC CUH-
XPOHHBIX CO CTUMYJIAMU CIBUTOB ITOTEHIIAIa aMILIM-
Tynoii 6osee 0.1 MB Bo3HMKanu B fana3oHe JaBJIeHUNA
Ha Koxy 0.2—1.6 r/MM?, TOI1a KAK B OKOJIOPOTOBBIX 30-
Hax ObLIM 3aperMcCTPUPOBaHbl OTBETHI MPU JaBJICHUU
or 0.05 1o 0.2 r/MM2. B HazanbHOI 30HE TOPCATLHOM
CTOPOHEI TOJIOBHI (puc. 6B, 30Ha 2) TaKTUIIbLHbBIE peak-
UM YyOaJd0oCh 3aperucTpUpoOBaTh TOJIBKO IIpU eIlle
GOJIbIIEM IABJIEHUU HAa KOXY — He MeHee 1.6 1/Mm2.
B MexXrima3zHUYHOM 30HEe Ha JOPCaTbHOIM CTOpPOHE TO-
JIOBHI (puc. 6B, 30Ha 3) TaKTUJIbHBIE peaKLIMU HE BbI-
SIBJICHBL.

Ha BeHTpanbHOI CTOpOHE TOJIOBBI KaydajbHee
OKOJIOPOTOBOM 30HBI LIECHTPAJIbHOE ITOJIOXKEHUE 3aHU-
MaeT TyJsipHas 30Ha (puc. 6C, 30Ha 2). 115 pocTpaib-
HOT'O yJ4acTKa 3TOi 30HbI XapaKTepHa 0COOEHHO BBICO-
Kasi BEPOSITHOCTb BO3HUKHOBEHUSI peaklMii Ha TaK-
TUWIbHYIO cTUMyJsLuio (p, = 0.87). B aT0i1 30HE psimom
PACIIOJIOKEHHBIE TOYKY Ha TTOBEPXHOCTU KOXKU pPas3iu-
YaJIUCh MO TOPOTOBOIi YYBCTBUTEJIBHOCTU Ha OJTHY—
nBe rpagauuu. Cyas IO CTEIIEHU BBIPAXXEHHOCTU OT-
BETHBIX peaklMii Ha MUHUMAJIbHOE CTUMYJIMpPYIOIee
BO3JCICTBUE, TTOPOTU YYBCTBUTEJIHHOCTU B HEKOTO-
PBIX TOUYKAX 3TOI 30HBI OBIIM HMXXE MWHUMAJIBHOTO
ypoBHs TakTWwibHOro crumyia 0.04 r (0.05 r/mMm?).

B 1meHTpanbHOI YacTH TYJISIPHOM 30HBI HAOIIOma-
JIUCh MPU3HAKU OMHOBPEMEHHOM aKTUBALIUM TAKTUIIb-
HBIX PEeLENTOPOB (Pa3HOro U TOHMYECKOro TUIOB. B
OTJIMYME OT TJIA3HWYHBIX 30H Ha JOPCaJbHOM U JiaTe-
paJIbHOI1 CTOpOHAX, B TYJISIPHOM 30HE TTpeodJiafaliv OT-
BeThl (pa3HOro Tuna. OTBETHI B pa3HBIX TOUKAX TyJIsIp-
HOIi 30HBI pa3INYaIMCh HEe TOJBKO Mo (hopMe, HO U TI0
aMIUIUTYJE U JUTMTEJIbHOCTU. B pocTpaibHOM YacTu ry-
JIIPHOM 30HBI BCTPEYAIUCh YYACTKU, T ObLIN 3aperv-
CTpUPOBaHbI TOJBKO (Pa3HbIe OTBETHI, MHOTIA TUIIA
on—off. B kKaynanbHOI 4acTu TyJsIpHOI 30HBI PEeTH-
CTPUPOBAIMCH OTBETHI TOHMYECKUX PELIETITOPOB Yallle
(51%), yem da3ubix (39%).
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Ha moBepxHOCTH HamboJIIee JaTe paTbHBIX YIaCTKOB
TYJISIPHOM 30HBI BEPOSITHOCTD MOSIBJICHUSI TAKTUJIBHBIX
peakuuii (p, = 0.3) ObUIa IPUMEPHO B TPU pas3a HUXKeE
[0 CPABHEHMUIO C €€ LIEHTpaibHOI yacTeio (p, = 0.87).
IToporn peakimit B 3TUX 00JIACTSIX TaKKe OKA3aJIMCh B
2—4 pa3a Bblllle 10 CPaBHEHUIO C LIEHTPAJIbHOM YaCThIO
TYJISIpHOT 30HBI. B  KoXe MexokabepHOUM 30HBI
(puc. 6C, 30Ha 3) BepOSTHOCTb PETUCTPALIAU TAKTUIIb-
HbIX peakuuit Hu3Kas (p, = 0.13).

Takum oGpa3oM, xapakTep paclpeneseHus rnapa-
METPOB TaKTUJIbHON CUCTEMBI Ha MOBEPXHOCTU TOJI0-
BBl PHIO (Kapacsl U KapIia) IMoKa3bIBaeT TEHASHIIUIO K
CHUXXEHUIO YPOBHSI YYBCTBUTEJbHOCTU U BEPOSITHOCTHU
BO3HUKHOBEHUSI 2JEKTPODU3NOJOTUUECKUX OTBETOB
Ha MEXaHWYEeCKHME CTUMYJIbl B POCTPO-KayJIaJIbHOM U B
BEHTPO-I0PCAIbHOM HaIlpaBIECHUM.

OBCYXIEHUWE PE3VJILTATOB

ITpu aHamM3e TTOJyYeHHBIX PE3YIbTaTOB BaXKHO ObI-
JIO PELIUTh BOIMPOC O MPUPONE OTBETHBIX MOTEHIIMA-
J0B. JIBa hbakTOpa yKa3uIBalOT HA TO, YTO 3apEeTUCTPU-
poBaHHasi HaMU aKTUBHOCTh TOHMYECKMX U (Pa3HbIX
peLenTOpPOB SIBJISIETCSI OTPaXKEHUEM TTepBUYHBIX 3JIeK-
TPUYECKUX TIPOLIECCOB (T.€. PELIENTOPHBIX MOTEHIIUA-
JIOB) B KOXXHBIX pelLIeNITOpax Mpu ASUCTBUU MeXaHUYe-
CKUX CTUMYJIOB: | — MaJible 3a/iep>KK1 OTBETOB (B Cpe-
HeM 6.1 MC i1 TOHMYECKMX peakuuidi U 4.1 Mc 1isd
da3HbIX) U 2 — XapaKTEpHOE BIUSHUE HAa aMIUIUTYLY
BbI3BAaHHBIX TOTEHIUAJIOB aNIJIMKAIlUU JIMIOKAuHa,
KOTODPBIN sIBJISIETCSI OJIOKATOPOM IMOTEHIIMAT-3aBUCH -
MbIX HATpUEBbIX KaHAJIOB [14]. YBennueHUe aMIUIUTY-
JIbl BBI3BAaHHBIX TTOTEHLIMAJIOB P JEMCTBUM JIMI0KAM -
Ha 03HAYaeT, YTO UCTOUHUKU ITUX MOTEHIUAIOB pac-
MOJOXEHbl JUCTAIbHO, T.6. 10 addepeHTHBIX
BOJIOKOH, 1 UCTOUHUKOM MOTEHIIMAJIOB SIBJISIOTCS pe-
LEeTNTOPHI. 3apeTrUCTPUPOBAHHBIC B HAIIIMX OIThITaX 3 -
dexkThl cyMMalu (a3HbIX M TOHUYECKUX OTBETOB
MOXHO OOBSICHUTb OCOOEHHO BBICOKOIl TJIOTHOCTBIO
pacripefieJieHUs pa3MYHbIX TUIIOB TAKTWUJIBHBIX pe-
LIETITOPOB B OIPEAEICHHBIX yJ4aCTKaxX KOXU TOJIOBBI
pPBIOBI. DTO MOATBEPXKAAIOT U MOP(POJIOTUUYECKUE UC-
ClIeIOBaHMs, KOTOPbIe OTMEYAIOT Ype3BblUaiiHO BbICO-
KYIO TIOTHOCTh pacIpene/ieHUusl HEpBHBIX OKOHYaHU
B TOBEPXHOCTHBIX CJIOSIX KOXHOTO MOKPOBa, U OCO-
OEHHO B CEHCOPHbBIX 30HaX OKOJIOPOTOBOI U BEHTPaJlb-
HoM nokanuzauuu [15—17].

Takue 0COOEHHOCTM MHHEPBALIMM KOXW TOJIOBEI
pBIO MOXXHO paccMaTpuBaTh KaK OCHOBY pa3HOOOpa-
3ust (hOPM PETUCTPUPYEMBIX HAMU OTBETHBIX PeaKIIMNii
Ha TaKTWJIbHBIC CTUMYJIEL. PazHooOpa3ue ¢opM OTBET-
HBIX TTIOTEHIIMAJIOB XapaKTEePHO IJIs Pa3IMYHbBIX TUIIOB
MEXaHO-YYBCTBUTENbHBIX KieToK [18]. Peakuuu Ha
YBEIMYCHNUE MEXaHMYECKOTO JaBJICHUS JIN0O peaKIun
Ha CHSITHE 3TOIO JaBJICHMS OTpaxKaloT PYHKIIMOHUPO-
BaHUE, KAK MUHUMYM, ABYX NOATUIOB (on— u off—) B
KaXXI0i M3 TPYIIT TOHUYECKUX U (pa3HBIX PELIEIITOPOB.
KomMmriekcsl peienTopoB, IMIpPOTUBO(Ma3HO pearupyro-
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IIMX HA MEXaHUYECKUI CTUMYJI, JABHO Y€ U3BECTHBI
B cUCTeMe OOKOBOM JIMHUU PBbIO U 3eMHOBOAHBIX [19,
20]. Takue aHaOTMU B (PYHKIIMOHAJIBHOM COCTaBe Me-
XaHO-PELEeNTOPHBIX CUCTEM, MO-BUAMMOMY, OTpaxa-
JOT O0ILIMe NMPUHIMIBI 00pabOTKU TaKTUJIBHOU CEH-
COpPHOM MH(MpOPMALIMK Y Pa3IUYHbIX BUAOB MO3BOHOY-
HBIX.

OnbITHl TIOKa3aJiM, YTO Haubojee WHTEHCUBHbIE
TaKTUJIbHBIE PEaKIIMM BO BCEX CEHCOPHBIX 30HaX I10-
BEPXHOCTU TOJIOBBI BbI3bIBAJIU CKOJIB3SIIINE CTUMYJIbI.
[Mo-BuaumMoMy, Takoil CTUMYJ SIBisieTCs HauoOoJsee
aJleKBaTHbIM, CUTHAJIU3UPYIOIIMM O XapakKTepe HABU-
JKEHUS] U OpUeHTallUU PbIObI B BOAHOI cpeae. OCHOB-
HOI MOTOK TaKTUJIbHBIX pa3lpakeHUil Ha MOBEPXHO-
CTU TOJIOBBI PBIO TIpY TUIABAaHUU SIBJISIETCSI TPSIMBIM
clieICTBUEM, KaK BHEIIIHUX BO3IEUCTBUI, TaK U IBU-
XKeHWiT camoit pbBIOBI. DddekTuBHAA 00paboTKa
BHEIIHEW MH(bOpPMalIMM BO3MOXKXHA IMTPU BHIIOJIHEHUN
JIBYX yCJIOBU: | — B CEHCOPHBIi1 KaHasl MOCTynaeT UH-
dopmalisi 0 MOTOPHOI TIporpamMMme IBUXEHUS KU-
BOTHOTO, TaK Ha3blBaeMoii, MOTOpHOI Konuu [21] u
2 — KOMITeHCaTOpHasl CTabuau3alus MOJOXKEeHUsT qU-
HaMWYECKOIo Juara3oHa pelLenTOPHbIX 2JIEMEHTOB B
COOTBETCTBUU C MOTOPHOI aKTUBHOCTbHIO XKUBOTHOTO
[22]. BeinmosHeHre 000UX YCIOBHI MoApa3syMeBaeT ak-
TUBHOE BIUsIHUE 9PDEPEHTHOM peTyISIIMU KaK B LIeH-
TpaJbHBIX OTHEJIaX CEHCOPHOTO KaHajla, TaK M HeIllo-
CPEIICTBEHHO Ha PELeNTOPHOM ypoBHe. MIMeHHO Ta-
KUM BJIUSTHUEM MOXHO OOBSICHUTD pa3inuHble GOPMBbI
MOIYJISILMU TAaKTUJIbHBIX OTBETOB BO BDEMEHU U MOJU -
¢duKalio OTBETOB B Mpoliecce MOBTOPHBIX CEaHCOB
CTUMYJISILIMY OHUX U T€X XK€ TOYEK Ha KOXE TrOJIOBbI.
OTUM Xe 00CTOSTEIILCTBOM, MTO-BUANMOMY, OOYCJIOB-
JIEHO BpeMeHHOe yBeJIUUYEeHUEe aMIUIUTYIbl OTBETOB Ha
TaKTUJIbHOE pa3ipaxeHue Mpu IeUCcTBUM JIMIOKaAuHA.
MoOXXHO MNpennojioXuThb, YTO JIMAOKAUH OJIOKUPOBAI
MpOBeeHUE CHAMKOBO aKTMBHOCTU MO 3(ddepeHT-
HbIM HEPBHBIM BOJIOKHAaM M T€M CaMbIM CIIOCOOCTBO-
BaJI CHUKEHUIO LIEHTPAJIbHOIO TOPMO3HOTO BIIMSIHUS
Ha TaKTWIbHBIE PELIETITOPHI.

TeopeTuueckoe nccliemOBaHME ITPOLECCOB BhIAEE-
HUSI BHELIHUX CUTHAJIOB Ha (pOHE CEHCOPHOTO MOTOKA,
BBI3BAHHOIO COOCTBEHHBLIM IBMXKEHUEM >KMBOTHOTO,
M0Ka3aJjo, 4YTo 3(pGHeKTUBHOCTh OOHAPYKEHUS CIa0bIX
TaKTUJIBHBIX BHEIITHUX CUTHAJIOB B TAKUX YCJIOBUSIX CY-
IIECTBEHHO 3aBUCUT OT CITOCO0a MPeACTaBICHUS CeH-
COpHOM MH(MOPMAIIUM HA BBIXOJAX PELICITOPHOIO am-
naparta. B wactTHOCTH, TTOBBIIIIEHNIO 3P(OEKTUBHOCTHA
OOHapyXeHUsI UCTOUHMKA CUTHAJIa CITOCOOCTBYET pe-
LIETIIMST He TOJILKO CaMOT0 MUCXOAHOTO CUTHAJa, HO U
€To IIPOM3BOIHBIX BO BpeMeHN! [21, 22]. DTUM MOXKHO
OOBSICHUTh M300MJIME 3aperMCTPUPOBAHHBIX HAMMU
¢a3HBIX TAKTUILHBIX PELIENITOPOB, UMEBIINX pPa3Iny-
HBIe BpeMEHHBIC XapaKTePUCTUKU OTBETOB.

PacnipeneneHue TaKTUIBHOM YyBCTBUTEIBHOCTH Ha
roJIOBE PhIO MMEeT He paBHOMEPHbII, a 30HaIbHBII Xa-
paktep. Jlokanu3auusi CEHCOPHBIX 30H BUAOCIHELM-
duuHa M cBSI3aHA C OCOOEHHOCTSIMM OMOJIOTWMM BHUIA
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[6, 7]. B Hammx ombITax y Kapacsd M Kapiia Hauboiee
BBICOKAasl TAKTUJIbHAsI YyYBCTBUTEIBLHOCTD 3apETrUCTPH -
poBaHa B KOXHBIX ITOKPOBaX I'0JIOBEI OKOJIOPOTOBOM 1
BEHTPAJILHOM JIOKAJIM3allMK, a HanboJjiee HU3Kasl — B
30HaX JIOPCAJIbHOM M KayaajabHOIl nokanmu3auun. [1o-
BUIMMOMY, TaKoe pacHpeieiieHue WMeET BIIOJIHE
OINpEIEIICHHYIO 3KOJIOTMYECKYI0 OOYCIOBJIEHHOCTb.
OOBEeKThl HACTOSIIEIO MCCIEIOBAaHUS SIBASIOTCS (a-
KyJIbTaTUBHBIMU OeHTO(Maramu. [1yis1 oourareneit npu-
JOHHBIX OMOTOITOB OCOOEHHO BaXKHYIO POJIb ITPU TTIOUC-
K€ IMUIIEBBIX OOBEKTOB UTPAIOT PELEITOPhl KaK po-
CTpaJibHOM, TaK U BEHTPaJIbHOM JIOKAJIM3aluu.

3oHabHAST OpraHM3aIys TAaKTUJIBHON peLeNIiun
COCTaBJISIET OCHOBY (DOPMUPOBAHUS TAKTWILHOM CEH-
COPHOM CUCTEMBI, TIe KaxKaasi 30Ha SIBJISIETCS DJIEMEH-
TOM 3TO# CHCTeMBI. XapaKTep pacIpeneIecHUsT U WH-
HEepBallMM TaKTWJIBHO YYBCTBUTEJBHBIX CEHCOPHBIX
30H Ha TOJIOBE PHIO COBMAmAEcT C 30HATBHOCTBIO pac-
TIpeneIeHrs BKyCoBOM perteniinu [6, 23]. BTo maet oc-
HOBaHWE TIPENIoJiaraTh CYIIECTBOBAaHUE WX B3aMMO-
IeUCTBUSA U (pOpMUPOBaHUS 000OIIEHHO TAKTHIIBHO -
BKycoBoli nH(popmauuu [24]. BzaumoneiicTBue ceH-
COPHBIX CHCTeM KOHTAKTHOTO WM IMCTAHTHOTO MIeii-
CTBUSI COCTaBJISIET OCHOBY TOJIMCEHCOPHOM OpUeHTa-
UM U (GHOPMUPOBAHUS CIIOXHBIX (DOPM TOBEACHUS
KUBOTHBIX U pbI0. [IpencraButenu ceMm. Cyprinidae, K
KOTOPOMY OTHOCSITCSI OOBbEKThI HACTOSIIIIETO UCCIIEN0-
BaHUsI, OTIMYAIOTCS OCOOEHHO BHICOKUM YPOBHEM I10-
JIMCEHCOPHOCTH MOBEICHYESCKMX aganTanuii [2, 3].

TakuMm obOpa3oM, ¢ TOMOIIBIO METOAUMKN HEWHBA-
3UBHOI PErucTpalMu KOXHBIX peaklidii B OTBET Ha
TaKTWIbHYIO CTUMYJISIINIO OBUIO ITOKA3aHO, YTO PHIOHI,
TaK XK€ KaK 1 Ha3eMHBbI€ TI03BOHOYHBIE, 001a1al0T TaK-
TUJIBHBIMU perienTopaMu (pa3HOro 1 TOHUYECKOTO TH-
noB. boiblnyio (GpyHKIIMOHAIBHYIO 3HAYMMOCTH TaK-
TUJIBHOI pelenuy 00ecCIeYnBaloT ee (pu3noIoTnde-
CKH€ OCOOEHHOCTU: BBICOKASI YyBCTBUTEJIBHOCTh U
HU3Kasl JIATEHTHOCTh OTBETHHIX peakliMii, a TaKxXKe
€€ B3aMMOJICUCTBHUE C IPYTMMH CEHCOPHBIMHY CHCTEMA-
MU — 3pUTEIbHOI U BKycoBoit [9—11, 15].

XapakTep pacmpenelieHUs] TaKTWILHOM YyBCTBU-
TEJTFHOCTY Ha TOJIOBE MCCIICIOBAHHBIX BUIOB PHIO CBSI-
3aH ¢ OCOOEHHOCTSIMM MX MUIEBOro moeaeHus. [1o-
BBbIIIIEHHAs] TUIOTHOCTb paclpelesieHUs] TaKTUJIbHBIX
pelenTopoB B CEHCOPHBIX 30HAaX TOJOBbI KapIOBBIX
pPBIO cO31aeT ONTUMAJIbHbBIC YCIIOBUS JJISI OpPUEHTALIUU
B MPOCTPAHCTBE, a TaKXKe MPU TTOUCKE U paclio3HaBa-
HUM TTUIIEBBIX OOBEKTOB.
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A NONINVASIVE ELECTROPHYSIOLOGICAL INVESTIGATION
OF TACTILE SENSITIVITY IN CYPRINID FISH (CYPRINIDAE)

G. V. Devitsina®* and D. N. Lapshin®

4 Moscow State University, Moscow, Russia
b Kharkevich Institute for Information Transmission Problems, Moscow, Russia
#e-mail: gdevicyna@mail.ru

Tactile reception in cyprinid fish (silver crucian carp Carassius auratus gibelio and common carp Cyprinus carpio)
was investigated by noninvasive recording of action potentials from the head skin in response to rhythmic tactile
stimulation. Responses following synchronously with changes in the pressure force on the skin were recorded us-
ing chloro-silver electrodes. It was shown that fish, like all terrestrial vertebrates, have phasic and tonic tactile
receptors. Three main types of tactile responses were distinguished: 1) tonic responses as potential fluctuations
repeating the dynamics of the tactile stimulus, 2) phasic responses as on-, off-, and on-off potentials, and 3) slow
deflections from the resting potential. Compound responses comprising simultaneously different types of re-
sponses were also recorded. The response latency averaged 6.1 ms for tonic responses and 4.4 ms for phasic re-
sponses, being clearly independent of the stimulus direction (switch-on, switch-off). The threshold level of tactile
sensitivity in the peri-oral and gular head areas was 0.05—0.2 g/mm?. Tactile receptors on the silver crucian carp
and common carp heads exhibit zonal distribution patterns, with sensory zones differing in their tactile sensitiv-
ity. Most sensitive zones are on the upper and lower lips, in the peri-labial skin and the gular zone on the ventral
side of the head. Less sensitive zones are situated rostrally and ventrally to the eyeball. Zones situated dorsally
and caudally to the eyeball proved to be insensitive to the tactile stimulation applied. In all sensory zones on the
fish head, most intense responses were elicited by sliding tactile stimuli. The distribution specificity of tactile sen-
sory zones meets their functional significance for fish feeding behavior.

Keywords: sensory system, tactile receptor, tactile stimulation, fish
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