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[IpencraBneH 0630p pe3ynbTaTOB MOJYBEKOBBIX UCCIEAOBAHUM 3pUTENIBHOM CUCTEMBI KaK Mepapxuye-
CKOM CTPYKTYPBI — MHOTOKaHaJIbHOM, MHOTOCJIOMHOM "TIMpaMUIbI", KaXKIbIH CIIOM KOTOPOI UMEET pa3-
JIMYHOE TTPOCTPAHCTBEHHO-BPEMEHHOE pa3pellleHUe, HO B COBOKYITHOCTU OOECIIeYnBaeT MUHBAPUAHTHOE
OMKCaHUE U300paXeHUN 1151 UX KiacCU(DUKAUUY, IPUHATUS PELIEHUA, OPraHU3allU IBUXEHUS 143
U noucka uenu. [IpoBeneH aHaaIn3 MHOTOKAHAJIIBHOW OPraHU3allMU 3pUTEIbHON CUCTEMBI YeI0BeKa
KaK MakCUMaJibHO 3(p(eKTUBHOI M Hanboyiee SKOHOMUYHOI. BhIgeneHbl yHUKaIbHbIE IO MOP(POII0-
TUYECKUM U (PYHKIMOHAIBHBIM XapaKTePUCTUKAM CUCTEMBI "TIEPUCKOMMUYECKOTO U TEJIECKOMUYECKOTO
3peHus ", obecreyrBalole IepeBo B3opa U pacrio3HaBaHUe MPY IMOUCKE U TOCTYKeHUM 1ieau. Mo-
JIe MUPaMUJATbHON OpraHu3aluy 3pUTEIbHON CUCTEMBI OMIPaBIald CBOE CYLIECTBOBAHUE, OKA3aB
WUCKJTIOYUTENIBHOE BIIUSIHUE HA PA3BUTHE WHXEHEPHBIX PEIIEHUI IO KOHCTPYMPOBAHUIO PACITO3HAOIINX
CHCTEM, pPabOTAIOIIKX B PEaJIbHOM MaclUTabe BPEMEHU, CO3IaHUIO UCKYCCTBEHHBIX HEHPOHHBIX CETEH.

Karouesvie crosa: SpUTECIbHaA CUCTEMA, IT1Ia300BUTAaTCIIbHBICE MEXaHU3MbI, (I)OBea, (bOBCOJ'[I/ITa, MHOI'OKaHaJIb-
Hada MOoaCiIb, MOACIb MMpaMUIbl, MOACIIb MOﬂyﬂeﬁ, HpOCTpaHCTBCHHO—‘{aCTOTHbIP'I aHaJIn3
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BBEAEHUNE

TTpuHLIMTT MHOTOKaHaJIbHOW OpraHU3allu 3pU-
TEJIbHOM CHCTEMbI HanboJiee HAIJISIMHO IEMOHCTPUPYET
nupaMugaibHas MOAE/ b, COIIACHO KOTOPOI 3pUTENb-
Hasl CUCTeMa OpTaHMW30BaHa B BUJIE MHOTOYPOBHEBOM
CTPYKTYPHI MepapXUueCKUX MATPUIl, CION KOTOPHIX
00pa30BaHbI PEIENTUBHBIMU TTOJISIMUM Pa3HBIX HEIpo-
HOB, UMEIOIINX Pa3INYHble (PYHKIIMOHAIbHbIE CBOM -
CTBa, a UMEHHO TPOCTPAHCTBEHHbIE U BPEMEHHBIE
xapakrepuctuku. B janHHoM 0630pe paccMOTpUM OC-
HOBHBIE TTOJIOKEHUS TOM MOIENTH, U TIPEACTaBUM €¢
o0ocHOBaHUs. 3amMedyaTeIbHOE CBOMCTBO IUpPaMMU-
JaJIbHOM MOJIENM 3aKJII0YaeTcsl B TOM, YTO OHa HAIJISII-
HO OTOOpaxaeT poJib 3pUTEbHOI CUCTEMBI B 00ecTe-
YeHUU LieJieHanpaBiIeHHOH esiTeIbHOCTU YesloBeKa.

IIpu ToM, YTO MOIEIU MUPAMUIbI CO3IABAIM IJIsI pe-
LIEeHUST Cyry00o MHXKEHEPHbIX 3a7a4 M0 YMEHBIIEHUIO
M30BITOYHOCTHU B Iepeaade 1 00paboTke nHMOpMaIN
00 n300paxkeHUsIX, B UX OCHOBY 3aKJIaAbIBaJIU MpeE.-
CTaBJIEHUST 00 apXUTEKType 3pUTEIbHOM CUCTEMBI Ye-
JIOBEKa U TTOCTOSTHHO ¢ Hell cpaBHUBAJIM B TIpoOIiecce
KOPPEKTUPOBKYU U Pa3BUTHS.

Ilenbp naHHOW cTaThbM — MpeACTaBIeHUE UTOTOB
npoaeaaHHoi paboThl 1 000CHOBaHME IIPUMEHEHUS
MHOTOKaHaJIbHOM, a UMEHHO NUpaMUIaJbHONM Moje-
JIV 3pUTENIbHON CUCTEMBI, B M(HBAPUAHTHOM OTNKUCAHUU
00BEKTOB, CETMEHTAIIMY CIICHBI U B OPTaHM3AIUY IBH -
>KEHUS TI1as.

CHayvajia 0CTaHOBUMCS Ha KPaTKOM OIMCAHUM 3PU-
TeJILHOT'O aHa/n3aTopa U Ha 00paboTKe N300paxkeHU
B IIEPBUYHBIX OTACIAX 3pPUTEIBHON CUCTEMBI.



4 IIEJEIINH u np.

APXUTEKTYPA CETYHATKHA
KAK ITPEOITOCBUIKA
MMNPAMUIAIBHON OPTAHU3ALINN
3PUTEJBHOI'O AHAJIM3ATOPA

OnTtuka r1a3a GopMupyeT N300pakeHNEe Ha CeT-
yaTtke. OCHOBHbBIE YYACTKU CETUYATKU UMEIOT MpUMep-
HO cienyroniye nuamMeTpsbl: ¢poseonura — 0.1 mm (0.3
yri1. rpan); ¢oBeosia — 30Ha auaMmeTpoM 0.3 mm (1.0
yIiI. Tpan); ¢dosea — 1.5 MM (5 ymi. rpan.); napadoBea
— 2.5 MM; MaKyJla — 5 MM — OKpyIJas 30Ha, IOYTHU
JOCTHUTAIONIAS JUCKA 3pUTelIbHOTO HepBa. Jlanee pac-
MOJIaraloTCd SKBATOPUATBHBIN MOSIC U TTapaopaIbHBIA
nosic mo kpato cetuatku [20, 21, 41, 74, 75, 88, 146].
Hy>XHO OTMETUTB, 9YTO pa3Mephl 3THX YUYACTKOB Y pa3-
HBIX UHAMBUAYYMOB HEMHOTO OTJIMYAIOTCS U 3TO CKa-
3bIBaeTCs Ha (DYHKLIMOHATbHBIX BO3MOXHOCTSIX 3pU-
TeJIbHOM cucTtemsl [9].

B nanHoM 0630pe oOpaTuM 0cob0e BHUMAaHUE Ha
¢doBeonuty. PaccmoTpuM HEKOTOpbIE OCOOEHHOCTU
BOCIIPUATHS TIpM HAOIIONEHUN 0OBEKTOB IIEHTPATh-
HOIT YacThio ceTyaTku — ¢poBeosnToii. DoBeonmnTa
y4acTBYeT B 00pabOTKe caMbIX MEJIKUX JeTajieil n30-
OpakeHU, JJISl Yero U OCYILIECTBIISIETCS MepeBo, B30-
pa Ha MHTepecylollue HabJoaaTe s YIacTKU OIS
3peHUs.

OrpaHuyeHue, BHOCUMOE Ha ()OpMUPOBAHUE U30-
OpakeHUIT Ha ceTyaTKe NpU HAOIIOOEHUU Ha IIpene-
Jie pa3pelleHus, onpenensiercs pyHKuuei paccessHus
TOYKM OMNMTHUYECKOM cucTeMbl miasa [72, 73]. LeHTp
aucka Dipu Ha TTOJIOBUHE BBICOTHI (DYHKIIMM pacce-
SIHUSI OTITUKU Ty1a3a B (poBeosuTe nMepeKkphiBaeT 7 pe-
nenTopos [21]. s ycTaHOBIEHUS U TOATBEPKIACHUS
3TOI 3aKOHOMEPHOCTU ObUIM MPOBEAEHBI YKCIEPU-
MEHTBI MO BOCIIPUSATUIO TOYEUHBIX U300paxXeHuH,
pPAacIoJIOKEHHBIX Ha Pa3JIMYHOM PACCTOSTHUU IPYT OT
npyra. UcnbiTyeMbiii ¢ ocTpOTOM 3peHust okoso 2.0
(u3MepeHHoi1 1o Tabnuue 'onoBuHa — CuBlieBa) Mpu
PACCTOSTHUY MEXIy LIeHTpaMu IMSITHbIIEK 10 1.12 yri.
MUWH BUIIEJ ONHO MATHBIIKO. HaunHas ¢ pacctosiHus
1.12 yri1. MuH, 3TOMy HaOII0gaTE0 Ka3ajloCh, YTO OH
BUAUT HE TOUKY, a TpuX. OH MOT JOCTATOYHO TOUHO
oMpeneuTh OpUueHTalMo mTpuxa. [1pu paccTosHuu
B npenenax ot 1.47 no 1.7 yria. MUH y HEro BO3HUMKIIA
HEYCTOMUYMBOCTb BOCIPUSITUSI — TIOSBISIIIOCH KaXyIlle-
€cs MepliaHue JIMOO KpaeB LITpUXa, JU0O0 ero LeHTpa.
IIpu paccrosiHum 2.35 ymii. MUH MEXIy LIEHTpaMU Iis-
TeH ObLIO YBEPEHHOE pa3iMueHre pa3aejbHOTO pac-
MOJIOXKEHMUSI MSITEH.

INonyyeHHBIe HAMU TaHHBIE TIO3BOJIFIIN TIPEIITOIO-
KUTh, YTO DJIIEMEHTOM BOCIIPUSITUS N300pakeH!I SIB-
JISIETCSI HEe OTAEJIbHO B3SIThII PELeNTOpP, a UX COBOKYTI-
HOCTb, COCTOSIIIAsI U3 7 PELIENTOPOB: OAUH PEeLEenToOp
B LIEHTpe o MYHKIMel paccessHUsI TOUKU U 1IECTh
peLenToOPOB B €ro reKcaroHaJIbHOM OKpyxkeHuu [21].
OTa rpyImna peuenTopoB (reKcaroH) sIBJIsSIETCS dJie-
MEHTOM pa3dueHus nzoodpaxenuii. [1o yrmoBeiM pas-
MepaM TeKcaroH IoJorHaH IMoj HeHTPaJIbHYIO 4acTh
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PEUEeNTUBHBIX MOJIel TAHIIIMO3HBIX KJIETOK CETYATKH,
npeacTaBieHHBIX B (poBeosuTte. B ieHTpe ceTyaTku, B
¢oBeonute, GyHKIMS pacCesSHUSI TOUKM ONTUYECKOMN
CHUCTEeMBI I7la3a MMHUMAaJIbHA, a K repudepun ceTyaT-
KU1 oHa pacuupsieTrcsi. Pazmep “rekcaroHa” peuer-
TOPOB COOTBETCTBYET 3(DEKTUBHON YyacTu (hyHKIIUU
paccesiHuS B LIEHTPE CeTYaTKU B (hOBEOJIUTE.

®oBeonnTa — BXOI CAMOTO BRICOKOYACTOTHOTO Ka-
Haja. KaHaibel coXpaHSIIOT MPeAcTaBUTEIbCTBO CET-
YaTKU BIUIOTh OO 3PUTEIbHOMN KOPHI: B CTPMAPHOM, B
napa- 4 B mepucTpuapHoii kope. OnrTuKa riasa corjia-
COBaHa C YITaKOBKOI pelienTopoB. ['ekcaroHaabHOe
MO3aMYHOE CTPOEHMEe PEelEeNnTOPOB CeTYaTKU HEOTHO-
ponHo. B ieHTpe ceTuaTku, B GOBEOJUTE, PACITOIOXKE-
Hbl cCaMble MeJIKUe U HanboJiee TJIOTHO yIaKOBaHHbIE
peuenTtopbl. UMeHHO 3Ta 00J1acTh ceTYaTKU Oonpee-
JISIeT TaKylo BaXHYIO XapaKTepUCTUKY KaK OCTpOTa
3peHusi. OcTpoTa 3peHMsI HEeU3MEeHHa TOJIbKO B Ipe-
nenax poBeosnTel. @OBEOTUTA OOECTICINBAET CAMOE
BBICOKO€ pa3pelleHue Mpy 3pUTEIbHOM BOCIIPUSITUN.
BTO0 TaK Ha3bIBaeMoe “TelIeCKOIMIecKoe 3peHue”. 3a-
METUM, YTO U BOJIM3HU, Oiarogapss akkoMoAaluu Xpy-
CTaJiMKa, caMoe BBICOKOE paspelleHre o0ecrednBaeT
TakKe (DOBEOJINTA.

bonbmie poBeonuTsl mo pasMepy ¢oBeosia, B Heil
HeT Majo4yek, HeT KanuutsipoB. OT ¢pOBeOISIPHBIX TaH-
IJIMO3HBIX KJIETOK CEeTYATOK KaXKJIOro Iia3a aKCOHbI
uayT B 06a nonymapus [20, 88, 146].

Ha puc. 1 nokazaHo B3auMHoOe pacrnoyioxkeHue ho-
Bea, hoBeosibl U (poBeoauTH. BBepXy 3TOro pucyHka
(puc. 1a) naHa cxeMa U3MEHEHMS TUIOTHOCTU YITaKOB-
KM PEeLenTOpOB U UX TOMIUHBIL. CTPYKTypa U3MEHe-
HUS TOJIIWHEI CeTYATKHM XOPOIIIO BUAHA Ha cpe3e,
MOJIYYEHHOM C IMTOMOIIIbIO ONTUKO-KOTePEHTHOM TO-
morpaduu (OKT) uepes ueHtp doBea, 4To IMOKa3aHO
Ha pucyHKe 16. 3aBUCMMOCTb M3MeHeHUs (HOBEOJISIP-
HOM OCTPOTHI 3pEHMS OT SKCIIEHTPUCHUTETA U CPe3 IICH-
TpaJbHOI YaCTH CEeTYATKHU MPEACTaBIeHbl Ha PUCYHKE
18 [§—10]. Ha pucyHke 1T mokazaHa U3BeCTHas “30Ha
HEYYBCTBUTEJIIbHOCTU CETYATKU’, HEUYBCTBUTEIbHO-
CTH MepeBoa B30opa K CMellleHUo cTumya [18, 29].
OTa “30Ha HEYYBCTBUTEIBHOCTU” COOTBETCTBYET 10
VIJIOBBIM pazMepam (GoBeoIMTe, TaK KaK 3TO OMHOPOI -
Hasl 30Ha C OMHAKOBBIM U MaKCMaJIbHbIM pa3pellieHu-
eM B cBoux npenenax. Ha pucyHke 1B npeacrasieHa
3aBUCUMOCTb OCTPOTBI 3p€HUS OT BKCIIEHTPUCUTETA B
LeHTpanabHOM yactu cetyaTku [120]. Ha aToii kpuBoii
3aBUCUMOCTH OCTPOTHI 3pEHHUST OT BKCIICHTPHCUTETA
XOPOIIIO BUAHO ILJIATO, COOTBETCTBYIOIIEE PacIoo-
XKeHU1o poBeonuThl. Eciim B mipenenax ¢poBEOINUTHI,
00J1acTU C OMMHAKOBOI U caMOil BLICOKOI OCTPOTOM
3peHUSI, CMEeIaTh CTUMYJ, TO HeT HEOOXOMMMOCTHU
rnepeBoja B3opa Ha ATOT CTUMYJ, T.e. 3TO — “30Ha
HEYYBCTBUTEJIBHOCTH .

IMocnenyromass MHOrOypOBHeBasi OpraHU3alus
3pPUTEJbHOM CUCTEMBI YYUTHIBAET HEOAHOPOIHOCTD pe-
HenTopoB Ha ceTyarke. [Ipupoma He cMorIa co3maTh
Ne 3
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CMellieHre TOYKY (puKcaiuu, B yril. MUH.

Puc. 1. ApxutekTypa ceTuaTKu 1 ee HyHKIMS — OCTPO-
Ta 3peHUs, OpraHU3alMs MOCIEAYIOIIEro ABUKEHUS
IJ1a3: a — CXeMa reKcaroHaJIbHOM YIaKOBKY PEleIITOPOB
B LICHTPE CETYATKU; 6 — ONTHKO-KOTepEeHTHAsI TOMOTpa-
¢bus ceTyaTKu: 300paxkeHue cpe3a CeTYATKU I10 LIEHTPY
¢doseons [8, 9, 10]; B — 3aBUCMMOCTb OCTPOTHI 3pEHUS
oT akcueHTpucuTera (E) B leHTpabHOI YacTu ceTyar-
k¥ [120]; r — BepOSTHOCTh IOBOPOTA IIa3a B 3aBUCUMO-
CTH OT 9KCLUEHTPUCHUTETA TOSBICHUS cTuMyJa [18, 29].
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TOM 55

BBICOKOE paspelleHKe 110 BCeil ceTyaTke, T.K. B 3TOM
clydyae B IECSITKU pa3 BO3pocja Obl TONILIMHA 3PU-
TEJbHOIO HEpBa, 3pUTEIbHOI pamvalluy, MOBEpX-
HOCTH IIEPBUYHOM 3pUTEIBHOI KOPHI U pa3Mepa ro-
JIOBBI. DHEProcHaOKeHNEe TAKOTO MO3Ta TIPEBBICUIIO
OBI BOBMOXHOCTH opraHn3Ma. CyIecTBYIOIIT MO3T
YeJIoBeKa, COCTaBIISIET Bcero okoiio 2% Beca Tena, HO
motpebisgeT 25% TMpOILeHTOB KPOBOCHAOXKEHMS Opra-
Hu3Ma. KOHCTpYKIINS 3pUTeIbHOM CUCTEMBI 00ecTie-
YHBaeT XOpolllee pa3pelIeHNe BOCIIPUSTHS OKPYKato-
IIIET0 MUpPa TOJBKO 32 CYET TOTO, UYTO MOXKET IepeBO-
IVTh B30D, HATIPABJIsIs (POBEOTUTY B HYKHBIM y4acTOK
TTOJISI 3pEHUSI.

3putenbHast MHGOPMAaIUS TMOCTYNaeT B rOJIOB-
HOM MO3r 1o “KaHajlaM” 3pUTEJIbHOM CUCTEMBI, Op-
TaHU30BaHHbBIX AKCOHAMU PA3JIMYHBIX TUITOB TaHIJIU-
O3HBIX KJIETOK CETUYATKU, BBIACSIONINX pa3iuuyHbIe
CBOICTBA CIPOELIMPOBAHHOTO HAa CETYATKY ONTUKOM
I1a3a u300paxkeHus1. DTo u300paxxeHue TMHAMUYHO.
Jaxe eciiv BeCb OKPYXaloUIMii MUpP 3aCThLI, [J1a3 ye-
JIOBEKa HarlpaBJisieT B30p TO Ha OJWH Y4acTOK HaoJIIo0-
JlaeMOH ClLieHBI, TO Ha Apyroii. B ciayyae ¢pukcauum
B30pa Ha 00BEKTE, MPUBJIEKIIIEM BHUMAaHUE YeJIOBE-
Ka, a3 “mpoxut”. IIpocTpaHCTBEHHbIE 1 BPEMEH-
HbIE CBOMCTBA N300pakKeHUsI, BCE BPEMST MEHSIOIIETO
CBOE TIOJIOKEHNE OTHOCHUTEIBHO CTPYKTYP CETYaTKH,
paznuunbl. HenpephiBHBIE M3MEHEHUST N300 pakeHU s
Ha CeTYaTKe PEeTUCTPUPYIOT PN TOPHI, KOTOPHIE TIe-
PEKOIMPYIOT ONTUYECKYIO MHPOpMaLrio 00 n3o00pa-
KEHUH B JICKTPUYECKUI CUTHAIT M TIEPEIAIoT ee Yepe3
psim IpeoOpa3oBaHUil B HEMPOHHBIX CETSIX CETIATKU
Jajibllie B MO3T.

HeiipoHbl ceTyaTKM M HEMPOHBI MOCIEAYIOIINX
YpOBHeIl 00pa3yloT OTIe/lIbHBIe KaHaJIbl, mepepada-
TBHIBAIOIINE Pa3IMIHYI0 MH(POPMALIIIO 00 n300paxe-
Husax. KaHajbl 3pUTeIbHONM CUCTEMBI MMEIOT pa3HbIe
MPOCTPAHCTBEHHbIE U BPEMEHHBIC XapaKTECPUCTUKH.
OHu 006pa3oBaHbl TAHIJIMO3HBIMU KJIETKAMU CETYaT-
KU pa3aTnIHbBIX TUTIOB [26]. [IpocTpaHCTBEHHEIE, IIBE-
TOBBIE 1 BDEMEHHBIE XapaKTEPUCTUKN KaHAJIOB ObUTN
YCTaHOBJIEHbI pa3iuyHbIMU MeTogamu. CocenHue
MUKY TIPOCTPAHCTBEHHO-YAaCTOTHBIX XapaKTEPUCTUK
KaHaJIOB COOTHOCSITCSI IPYT C IPYrOM MO YacTOTE KakK
1.4, 4TO COOTBETCTBYET pa3HUIIE B HACTPOIKE B MOJIO-
BUHY OKTaBhl. IlIMprHa TaKux KaHaJI0B OKOJIO OMHOM
OKTaBhI [73, 61, 62]. KaHayibl, UMeIOIIMe pa3Indyus B
NPOCTPAHCTBEHHO-YaCTOTHOM U BPEMEHHOM MOJ0-
ce MpOoNyCKaHusI, B 0COOEHHOCTSX OIMCaHUM 1IBe-
Ta, IPUHSITO pacCMaTpUBaTh OTAEAbHO KaK CUCTEMBI,
00pa3oBaHHbIE MEIKUMU U KPYIHBIMU KJIETKAMU C
pa3sHbBIMM aHATOMMYECKUMU 1 (PYHKIMOHAIbHBIMU
CBOMCTBaMHU. DTO MUIXKET W Iapacojb T'aHIJIMO3-
HbIe KJIETKM CeTYaTKHU, COOTBETCTBEHHO CBSI3aHHBIE C
HUMH 1 MOpdojiorudecku U (pyHKIIMOOHATIBHO Map-
BO- 1 MarHokJieTouHble cuctembl HKT — HapyxHoro
KOJIEHYaToro Tena. Moaeanu MHOTOKaHAIbHOM 1 TTH-
paMHUOAIbHOI OpraHM3alluM 3PUTEIBHOM CHUCTEMBI
OJIU3KM Y JOTIOJHSIIOT APYT ApyTa.
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IMupamMupanbHast OpraHU3aIs 3pUTEILHON CUCTe-
MBI TIPOSIBJISIETCSI B TOM, UTO PELIENITOPHBIE BXOIBI Ka-
HaJIOB MPUBSI3aHbI K ONPeIeIeHHbIM CTPYKTYpaM CeT-
yaTku — oBeosuTe, ¢poBeose, ¢doBea, napadosnea,
MakyJjie U gajpHeit mepudepun. Ha nmytu ot ueHTpa
CeTYaTKM K Iepudeprun pasMep pelieNTOPOB YBEJIM-
YMBAETCS M PACTET PACCTOSTHUE MEXAY HUMU, MEXKIY
KOJIOOYKAMM HAYMHAIOT MOSBIISIThCS MaJTOYKH, TIJIOT-
HOCTh KOTOPEIX MOCTEeNeHHO yBenuuuBaeTcsa. Coor-
BETCTBEHHO C DKCIEHTPUCUTETOM CHUKAETCS OCTPOTA
3peHusl.

Jns ganpHeRIero ornMcaHus padoThl 3pUTEIbHO-
ro aHajJu3aTopa IMOMNbITAEMCS COIMMOCTAaBUTh KaHAJIbI C
NyUpaMUIaJIbHON MOIEIbIO OpraHU3alu HEMPOHHBIX
CceTel.

MOJEJHN ITUPAMU/IBI.
OCHOBHUBIE ITOJIOXEHHWA

M3 Bcero MHOroo6pasus Moaeneit 3peHnst UMeH-
HO 3TU MOJEIM BOCTpeOOBaHbI B CCTeMaX pacio3Ha-
BaHMSI U HaBeJIeHMs Ha Lie/ib B TeueHue yxe 6omee 40
JeT. OHu okazaiauch 3¢ GEeKTUBHBIMU IS BbIACIESHUS
00BEKTOB U3 OKPYKEHUS M YMEHBIIICHUS] N30BITOYHO-
CTU TIpU Tiepenadye nHpopMauuu od M300pakeHUIX
IUTSL peIlieHUs] MHXKEHEePHBIX 3a/1a4, a B (PU3NOIOTHT —
IUTST HATJISIMHOTO, TEOMETPUIECKOTO OITMCAHMST 3TATlOB
00paboTKM M300paXkeHUI 3pUTEILHOM CUCTEMON |1,
58, 59, 68—71]. [lupamMuganbHble METOABI 00PabOTKHU
n300paxkeHU CBA3aHbI C MOAESISIMU MHOTOKaHAIh-
HOM opraHu3alvy 3pUTEIbHON CUCTEMBbI. BObIIMH-
CTBO co3faTeneit Moaeneit mupaMu MoapasymMeBaloT
JIUIITb TTOCJIEIOBATEIbHYIO NePapXUUECKYI0 00pabOTKY
U300paXkeHUli, OCYILIECTBISIEMYIO MTOCIOMHO, HO €CTh
U MOJEJIN PeKYypCUBHOU 00pabOTKU 3pUTEIbHOU UH-
opmariuu [1]. ITupamunanbHbie MOIETN TIepEeKINKA-
0TCS ¢ DpaKTaIbHBIM TIPEACTaBICHIEM 00 apXUTEK-
Type HEpPBHOI cucTteMbl [8§5—87, 116—119, 122, 125,
134—136, 145, 150].

ITpuHIMn nupamMugaabHON 00pPabOTKU paccMo-
TPUM Ha OCHOBE MOCJIeAOBATEbHOM CBEPTKU U300pa-
>KEHUS C HEKUM SIpoM (HampuMep rayccuaHoii). Pas-
pabOTUYMKU MoOJe/Iel TIPeaIoaraloT, YTO MeXaHU3MbI
00paboOTKM M300pakeHMiT KaXXI0ro CJIOsI II0J0OHHI,
HO pa3Mepsl 3JIEMEHTOB Pa3HBIX CJIOEB Pa3INIHEI [68,
69, 70, 71]. BDaeMeHTHI TTOCIEAYIONINX YPOBHEH MO-
T'yT UMETh CBOI Bxo [71], a MOTyT OBITH OOpa30BaHEI
3JIEMEHTaMM MPEIbIAYIINX YPOBHEN MOCPENCTBOM UX
MMPOCTPAHCTBEHHOTO OOBEAMHEHMS C ONPEneTCHHDI-
mu Becamu [1, 59]. IlepBoie monenu [71] umutupoBa-
JI1 pabOTY KPYIIIBIX PELICTITUBHBIX MOJIeH FaHIIMO3HbIX
KJIETOK CeTYaTKHU. DJIEMEHThI B TAKOW NMUpaMUIe UMe-
0T KPYIJIbIe PELETITUBHBIE TTOJIS C BECOBBIMU (DYHKIIN-
sIMU B BUJE Pa3HOCTU ABYX rayccua. 3aTeM MoIeIu
HavaJiu oTpaxaTb (YHKIIMOHUPOBAHUE 3PUTEIbHOMN
CHUCTEMBbI Ha YPOBHE IMPOCTHIX MOJIeH CTpUApPHO KOPbI
[148]. B Heil ucnoab3yOTCsl 2JIEMEHTBI C BECOBBIMU
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byHKIMSIMU, TTONOOHBIMHU 3JIeMeHTaM ['abopa, umero-
UMY OPUEHTAIIMOHHYIO HACTPOMUKY.

PesynbraThl paboThl Hallleil MOIEM MUPaMUIbI,
BBITIOJTHEHHBIE B XOJI€ BBIMOJIHEHUS MpoekTa “Pekor-
HutpoH” (1988—1992 r.) mo mporpamMme pa3BUTUS
uckycctseHHoro uHtesiekra I.C. Ilocnenosa, Obln
onmcaHbl paHee [50—54]. DaeMeHTaMU MaTPUIIBI
KaXXIOTO CJIOS TTMPaMUIBI SIBIISTFOTCS PEICTITUBHBIC
TTOJIS OMHOTO pa3Mmepa. Pasmep anmeMeHTa AUCKpe-
TU3aLMY U300pakeHUsT ONpenessaeT pa3peliaolylo
CMOCOOHOCTb MaTpPUIlbl JAHHOTO CJIO0S MUPAMUJIBI,
KOTOpasl TMOCTOSIHHA B MOZEJISIX B Mpenesax MaTpUllbl
OIHOTO YpOBHS. YHCII0O 3JIeMEHTOB AUCKpETU3alluu
B MOJIEJISIX TIOCTOSTHHO OT YPOBHsI K ypoBHI0. Pazmep
3JIEMEHTOB MaTPHIIEI MEHSIETCS OT YPOBHS K YPOBHIO,
YTO0 00eCTIeunBaeT MHBAaPUAHTHOCTh BOCTIpUATHS. Bee
MAaTPHIIBI IEHTPUPOBAHBI OTHOCUTEILHO HIeHTpa (o-
BEOJIBI. MaTpUIIbl C CAaMBIM BBICOKMM pa3pellieHueM
3aHUMAIOT LIEHTPAJbHYIO YacTh MMOJIS 3pEHMSI, TOTIa
KaK MaTpulbl ¢ 0ojiee IpyObIM MPOCTPAHCTBEHHBIM
paspelieHreM 3aHUMAIOT KaK LIEHTP, TaK U nepude-
puto nosist 3peHust. OTHOILIEHUE Pa3MEPOB 2JIEMEHTOB
JIBYX COCEIHMX MaTpull, KaK 1 MPOCTPaHCTBEHHO-Ya-
CTOTHBIX KaHaJIOB, paBHO 1.4. B 1ieHTpe 1moiist 3peHus
MpencTaBieHbl MaTPUIIBI Bcex pasMepoB. [Ipu yma-
JIEHUH K TIepudeprn TI0JISI 3peHUST pa3Mep MaTPUIIbI
YBEJIMUYMUBAETCS, TOOTOMY Ha Mepudepun mpencTan-
JIEHBI pELENITUBHBIE OIS TOJBKO OOJIBIIIOrO pa3Mepa.
OO0t pasMep MaTpULIbl TUMUTUPYET CIIOCOOHOCTh
3PUTENIbHOI CUCTEMBI OOBEIUHSATH OTAEIbHBIE TUCKPe-
Thl B €IMHOE 1IeJIoe B 3aBUCUMOCTU OT padMepa. Cy-
IIECTBYIOT OTpeAelIeHHBIE COOTHOIIICHMST MEXIY 00-
IMAMU pa3MepaMy MaTpHUIl, pa3MepaMi ee dJIeMEHTOB
¥ pa3MepaMM TeCTUPYIOIIUX 3PUTEIBHBIX 00BEKTOB,
SIBJISTIOIIVIXCS] ONTUMAJIbHBIMU JJISI MATPUIIBI JAHHOTO
ypOBHs. B peaqbHBIX YCIOBUSIX paclio3HABaHUSI O -
OupaeTrcs MaTpuila, pa3Mephl dJIeMEeHTa KOTOPOii Co-
IJ1aCOBaHBI C pa3MepaMu TECTOBOr0 OOBEKTA.

Marpuiia GoBeoIUThI, ¢ HauboJee METKUMU sTueii-
KaMU (peLenTopamMy U peLeNTUBHBIMY MOISAMA HEM-
POHOB TTOCTIENYIONINX YPOBHE), 00eCIIeYnBacT caMmoe
BBICOKOE pa3penieHue. Hanbonee kpymHas MaTpuia
3aHMMAaeT MOYTU Bce IMoJjie 3peHus1 — okoso 180 yri.
rpan. Ho eciu mepecyuThiBaTh Ha YMCIIO FE€KCArOHOB,
TO Y Ta M Ipyrasi MaTPULBI B TUaMeTpe UMEIOT OKOJIO
20 rekcaroHoB — 3JIeMEHTOB auckpeTtuszauuu. Camas
npocTeilas nupaMmuaaibHasl MOAeab Mpearnoiara-
€T, 9YTO BBIXOIBI KaXXIOTO 3JIEMEeHTa ee CJI0sT TIPU 00-
paboTKe n300paXeHW IIPUHUMAIOT JINIIh OMHAPHEIC
3HAYCHUS: TIPOMCXOMUT CYMMAIIMS CUTHAJIA B TIpenenax
aJIeMeHTa AucKpeTusanuu. Ho 6onbIIMHCTBO Moneneit
JOTYyCKAIOT 0oJiee CIOXKHYIO OPraHU3aIINI0 TeKCaroHOB
B MaTpuliax (CI0SIX MUpaMUIbl): 06paboTKy n300pa-
SKEHUI TTOCPEICTBOM MHTETPUPOBAHUS MX (YHKIIMIA
KOHTpAacTa, YMHOXEHHBIX Ha BeCOBble (DYHKIIUU T'eK-
CaroHoB B Buje JU0OO pa3HOCTHU ABYX rayccuaH, J10o
anemMeHTOB ['abopa.
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3anyck cakkabl

OcTaHOBKa CaKKaJbl

CeTuyarka Iy1a3a
Coii (poTopenenTopos

Kanamnst 3pHTe)'IbHOI71 CUCTEMbI

Puc. 2. Cxemartuueckoe u3obpaxkeHUe MexaHU3Ma
yIpaBJeHUs cakKalaMu, OCHOBAaHHOE Ha MHOTOKaHaJlb-
HOW MOJENIN 3pUTEIbHON CUCTEMbBI, AMUTUPYIOIIEHA TTH-
paMUIaIbHYI0 00pabOTKY M300paKeHUit.

Ha puc. 2 moka3zaHo cxemaTndeckoe M300paxe-
HUE CJIOEB IMMpaMUIaIbHON 00pabOTKU M300pakeHn i
[50—54, 58—59, 68—71]. Kaxnawiii cioit 3Toit mupa-
MUOAJIBHON MOIEIN UMEET CBOM HE3aBUCHUMBIN BXOI
OT MaTpUIlbl (POTOPELENTOPOB. PUCYHOK NeMOHCTpU-
pYeT 3alycK ABMXKEHUS IIa3 CUTHAJIOM, BO3HUKAIO-
muM B Hu3KouyactotHoM (HY) «mepuckonuyeckom»
KaHaJjie. DTOT KaHaJl aKTUBUPYET CUCTEMY yIIpaBJICHUS
JIBUKeHHEM Tiia3. B cBoo ouepenb, BBICOKOYACTOTHBIM
(BY) "teneckonuueckuit" KaHall BBIACHSET TE AeTaIN
M300paxkeHUsI, Ha KOTOPHIE ero HaBeJl «IIepUCKOIYe-
cKkuii» KaHal. [lepuckonuueckoe 3peHne, a UMEHHO
CUTHAJI OT HU3KOYACTOTHBIX KaHAJIOB, 3aITyCKAaeT IBU-
XeHue a3 [65—67]. 3amycK MpouCXoauT B pe3yJibra-
Te aKTUBALIMU HEPOHOB C HEIMHEMHBIMU XapaKTepu-
CTMKaMU OTKJIMKOB peleNTUBHBIX Tojieit [104].

Ha puc. 2 cneBa naHa cxemMa HEOIHOPOIHOM yma-
KOBKM peuentopoB cetyarku. CTpenaku, Hanpas-
JICHHbIE BIPAaBO, IEMOHCTPUPYIOT MHOTOKaHAJIbHYIO
OpraHU3alUI0 3pUTEIbHONM CUCTEMBbI, NTBYMEPHYIO
OpraHu3allvio B BUJIE CJIOEB C PA3HBIM Pa3MEPOM TeK-
CaroHaJbHBIX STYEEK: HU3KOYACTOTHBIN KaHal WA
CJIO# ¢ OOJIBIIMMU 3JIEMEHTAMU AUCKPETU3ALIUU, CPEI-
HEYACTOTHbIM KaHaj WJIM CJIOM NMUpaMUIbl C A4YeiiKa-
MU CPEIHETO pa3Mepa, BBICOKOYACTOTHBIN KaHa WIN
CJION mUpaMMAbI C TYEHKAMHA CAMOr0 MEJIKOTO pa3Me-
pa, mpeAcTaBJIeHHbII B ceTyaTke B (poBeosie. BBepxy
CTPEJIKU TTOKA3bIBAIOT OMITOHEHTHYIO CUCTEMY yIIpaB-
JISIONIMX CUTHAJIOB: 3aIllyCKa U OCTAHOBKU JBUXKEHUS
mia3, mepeBoja HalpaBleHUs B30opa, HaBeACHUS Ha
11eJib 00J1aCTH CeTYaTKU ¢ MaKCUMaJIbHBIM pa3pelie-
HUEM, Ha3bIBaeMOI (DOBEOIUTOM.

®. Kemn6emr u 10.E. llenenud nokasanau, 4To
¢doBeonanTa, KOTOPOM COOTBETCTBYET CAMBIM MEJIKUM
CJIOf MUpaMUIIBl C MAKCUMAJIbHBIM (PU3UYECKHU BO3-
MOXHBIM BBICOKMM pa3pelIeHueM, MOXET OBITh MC-
MTOJIb30BaHa TSl UCCIIENOBAHUS OCHOBHBIX BO3MOXKHO-
cTeit 00paboTKU U300pakeHU: TUCKpeTU3aluy U UH-
terpamuu [21, 74, 75]. Auckperusanus n300paxkKeHUt
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B (hOBeOJINTE, KaK OBLIO CKa3aHO paHee, OIpenes-
ercst GYHKIMEH paccessHUsI TOYKU OITUKOMN IJia3a,
KOTOpas OXBaThIBAeT TPYyINy IO KpaiiHel Mepe u3
7 peLienTOpPOB — TeKCaroH. DTOT TeKCcaroH SBJISIeTCS
0a30BBIM 3JIEMEHTOM AVCKPETU3ALIMU U300paKeHUSI.
I'ekcaron comepXXuT aBa THUTA KOJOOUEK, MMEIOIITNX
YYBCTBUTEIBHOCTH IMPENUMYIIECTBEHHO B IUTMHHOBOJI-
HOBOI1 ("KpacHOIi") 1 B cpeqHEeBOJIHOBOII ("3e1eHoi")
YacTW BUAVMMOTO TJIA30M CIIEKTpa SJIEKTPOMArHUT-
HBIX BOJTH. OTCIofa ClIeAyeT, YTO OMHAPHBIN YPOBEHb
KBaHTOBAHUSI (OTCUETOB MO SIPKOCTH) B NeHCTBUTEIb-
HOCTH MOXeT OBITh 3HAUMTEIbHBIM. Pa3pernaroniast
CIOCOOHOCTh CeTYATKHM TIJ1a3a OMpeneiaseT AUCKpe-
TU3AIMIO U300paxkeHusI 1o MPOCTPAHCTBY U IOMUMO
LIMPUHBI HA TIOJIOBUHE BBICOTHI (DYHKIIUM PaCCesSTHUS
TOYKU ONTUYECKOUN CUCTEMBI IJ1a3a 3aBUCHUT ellie U OT
PACCTOSIHUSI MEXIY COCEIHUMM aKTUBUPOBAHHBIMU
reKcaroHaMu.

Ha ocHoBaHuM u3MepeHust pa3MepoB 2JIEMEHTOB
JUCKpeTu3auu (reKcaroHoB) ObLIO MOKa3aHO CKOJIb-
KO T'eéKCaroHoB Hago0, YTOOBI OIMCATh U300paKeHUs
pa3JIMYHOI CIOXHOCTHU. bblla ompeneneHa Ikaia
CJIOKHOCTH BOCTIPMHMMAEMBbIX U300pakeHUIT 1 TTOKa-
3aHO, YTO JIMLIO YeJIOBeKa SIBJISIETCS CAMbIM CJIOXHBIM
LIEJIOCTHBIM OOBEKTOM 1151 HabmonaTensi. Pacrno3Ha-
BaHUE BBIPAXKCHUS JIMIIA YeJIOBEKA U TaKe er0 MUMUKHU
Ha mpejee paspelieHus odecrneuynBaeT (poBeoaIuTa —
Marpuiia okoo 20 rekcaroHaJbHBIX 3JIEMEHTOB B M-
ametpe. Becero B ¢poBeonute moxeT ObITh 70 300 Takmx
reKcaroHaJbHBIX 2JIEMEHTOB [21].

[Ipu nccrenoBaHUM MexaHM3Ma IIEJIOCTHOCTH BOC-
npustus [2—10, 21, 27, 28, 39, 40, 45, 76—78, 80] B
Ka4eCTBE CTUMYJIOB ObLIM BBIOpaHBI nepormudsl [7],
HE HOCSIINE KaKOTO-TO OIPEAeICHHOTO CMBICIIA IS
HUCITBITYeMBIX. KpuTeprem SBIsIach OoleHKa YETKO-
CTU HabOmomaeMoro u3oopaxeHus. brmo mokazaHo
[7], uTO YeTKOe BOCIIpUSITHE NEePOTTU(POB BO3MOXHO,
€CJIM PACCTOSIHUE MEXIYy 3JEMEHTaMU U300paXxeHusl
He MeHblle 1 yri. MmuH. s uzobpaxeHuit, UMEIOINX
napaJjjielbHble MOJOCHI, PACCTOSTHUSI MEXIY Mojoca-
MU B CpelHEM paBHBbI 3.7 yIJI. MUH, UYTO COOTBETCTBYET
MPOCTPAaHCTBEHHOM YacToTe 16 MUKII/Tpal, T.e. 9acTo-
T€ CaMOTO BBICOKOYACTOTHOIO KaHaja, MOoJy4eHHOIo
Busconom u I'enbom [149] B meuxoduznueckux skcrie-
PUMEHTaX IO pPa3IMYEHUIO TPOCTPAHCTBEHHBIX YaCTOT
METOJIOM MacKUpoBKU. Bece ucnbiTyembie (21 yenoBek)
OIHU Ueporndbl BOCIPUHUMAJIU KaK 1IeJIOCTHBIC U -
TypHI, a Ipyrue aeaunu Ha dyactu [7]. Oka3ajiock, 4To
pasneneHue n300pakeHui MPOMCXOIUT MPU JOCTIKE-
HUY MU HEKOTOPBIX ONpeAeIeHHBIX pa3MepoB, 00JIb-
VX, 9eM HeOOXOIUMO JIJISI NX YETKOTO BUIECHUS B 2—3
paza. CpenHuii pa3Mep U300paxkeHuit, TeIsIInxcs Ha
2 Jyactu, cocTaBisa 38.7 yri. MUH, OEJISIIUXCSI Ha 3
yactu — 68.3 ymI. MUH. DTH BEIMYUHBI TIPEBOCXOIST
pa3Mephl (poBeOIUTHL B 2 U 3 pa3a COOTBETCTBEHHO.
IInpuHa Tos, pa3aeNnsiomero neportudbl Ha YacTH,
cocraBmia 2.5—3.2 ym1. MuH. [7], 9To cormiacyeTcs ¢
JAHHBIMU TT0 BOCTIPUSITAIO TOYSYHBIX M300pakeHUM
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[21, 74, 75]. DT maHHBIE MOATBEPAUIN IPEIIIOIOXKE-
HUE 0 BO3MOXHOM posi POBEOIUTHI KaK CJIoe Ipa-
MUIBI C CAMBIM BBICOKMM pa3pelieHNeM.

Mogenps nupaMuganbHOM 00paboTKNU U300paxe-
HMIA ONMUCBIBAET BXOOHBIC 3BEHbS 3PUTEIbHOI CUCTE-
Mbl. OHA YYUTHIBAET IUIOTHOCTD YIIAKOBKY U pa3Mephl
peLenTopoB Ha ceTYyaTKe, UX U3MEHEHUE C DKCIEH-
TpucuteToM. CTaHOBUTCS MMOHSATHBIM, KaK “MaTpuiia
ceTyaTKn”’ IIpeodpasyeTcs B “MaTpuIly HEMPOHHBIX
ceTeil” mocleaylolnuX 3BeHbeB. Momeab oTpaxa-
€T IIPOCTPAHCTBEHHYIO YIIOPSIOYEHHOCTh M CMBICT B
napauieJIbHBIX BXOJAX B OpTaHMU3ALMY ITOCIEAYIOIIIX
YPOBHE! 3pUTeNbHOI cucTeMbl. OIHOBPEMEHHO IIPO-
SIBJISIETCS. M PETUHOTOIMMYECKAST YIOPSIAOYEHHOCTD, a
MMEHHO COOTBETCTBUE ONpPEACICHHBIX Y4aCTKOB CET-
yatku onpeneaeHHBIM yyactkam HKT (HapyxHoro Ko-
JIEHYaTOro TeJia) M 3pUTENIbHOM KOpHI. [ pyHKIIM-
OHUPOBAHMS TaKOI CUCTEMBI TOJDKHO CYIIECTBOBATh
B KaXJIOM MECTe CeT4aTKU OOJIbIIIOe YMCJIO HAOOpPOB
TaHIJIMO3HBIX KJIETOK C PEeLEeNTUBHBIMU TOJISIMH pa3-
HOro TUna 1 pasMmepa. Hanpumep, 4nciio mepeKphIThiX
pPELENTUBHBIX TTOJIE TaHIJTMO3HBIX KJIETOK CETYATKU Y
KoK paBHO 35 [97]. Moaenu nupamMu — MoIeau
MEePpaApXUUYECKOUN OpraHu3alru 3pUTEeJIbHON CUCTEMbI
— cJIyXart 111 00pabOTKU 3pUTEIbHBIX N300pakKeHUIA.
OTHU MOJEeIN YYUTHIBAIOT CTPYKTYPHYIO OpraHM3aluIo
Y HEKOTOpbIe (PYHKIIMOHAJIbHbBIE CBOMCTBA 3pUTEIbHOM
cucTteMbl. B X OCHOBE peTUHOTONMUYECKasI OpraHKu3a-
mus. CorracoBaHue PETUHOTOIMMYECKOTO OMMCAHUs U
TonorpaguIecKoro or1ucaHus MECTHOCTU — 3TO BaX-
Hoe “WMHXeHepHoe” pelreHue B 3Boonuu [42, 60,
110].

MOJIEJIb MOZ[YHBHOIZI OPTAHU3ALINN
3PUTEJIBHOU KOPHI.
EE CBA3b C MOIEJIbIO ITMPAMU/IbI

CrenyeT OTMETUTh, YTO MOAEIU TTUPAMUI MOTYT
OBITh IPMMEHUMBI K ONTMCAHUIO BCEH 3pUTEJIbHON CHU-
CT€MBI B CUJIy PETMHOTOIIMYECKON YIIOPSIIOYEHHOCTH
— COOTBETCTBUS OIPEACIEHHBIX YYaCTKOB CETYaTKU
ygactkaM HKT 1 HeKoTOpbhIM 00JIacTIM 3pUTEIBHOM
Kophbl. U3BeCTHO, UTO peTUMHOTONUKOM 00JIafaioT 00-
nactu V1, V2, V3, MT, V4. bonee cioxHbIe KapThl y
HMKHEBUCOYHOM, 3aJHETEMEHHOM U JIOOHOM KOPBI
[123, 144]. IToka3zaHO, YTO pelEeNTUBHbIE MOJIS KaxK-
JIOTO MOCJIEAYIOIIETO YPOBHS 3pUTEIbHOM CUCTEMBI B
CpeaHeM MMEIOT OOJIBIINIA pa3Mep U YTO pa3Mephl 0-
JIEll YBEJIMUMBAIOTCS MIPU yAAJeHUU OT LIEHTpa MOJIs
3peHUSI.

YIOpsSIIOYeHHOCTD 3pUTENIBHOM KOPBI aHATOMBI 3a-
MeTuau gaBHO [142]. 3aTem ObLIM OTKPBITHI CTPYKTYP-
HO-(QYHKIIMOHAIbLHBIE 3aKOHOMEPHOCTH KOHCTPYK-
MY OMHOKYJISIPHOM OpTaHM3alli 3PUTEIBHON KOPHI
¥ YIOPSIOYCHHOCTh B OPUEHTAIIMOHHON HACTPOMKe
pELEeNTUBHEIX TOJIell K pacIo3HaBaHUI0 MIHUMAJIb-
HBIX (hparMeHTOB KOHTYPOB u3o6paxkenuii [105—109].
OnHako (PyHKIIMOHAIBHBIN CMBICT 3TOM OpraHU3aIuu
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OBLI pacKphIT TOJBKO B paboTtax B.JI. Ime3epa [12—19,
98—101], u ®@.B. Kemn6enna [61, 62, 72, 73] u ux co-
aBTOPOB, MOKAa3aBIINX, YTO OMMCcaHUe HabII0gaeMOI
CILIEHBI B HEPOHHBIX CETAX 3PUTEIHLHON KOPHI MOXET
OBITH TIPEACTAaBICHO MTOCPEICTBOM TTPOCTPAHCTBEH-
HO-YaCTOTHOTO aHaJIM3a KakK JIOKaJbHOE TBYMEepHOEe
ONMCaHNe OPTOTOHATBHBIMU (QYHKIIMSAMH Xaapa, TPH-
TOHOMETPUYECKMMU (PYHKLUMIMU, 3eMeHTaMu ['abo-
pa u apyrumu [13, 14 ].

OnucaHue U MOHMMaHUe pabOThl pelLeNTUBHBIX
MOJIEW HEMPOHOB 3PUTENBLHON KOPHI TAET MOMIEh MO-
nyneit, npemnoxenHass B.JI. Imesepom [98—101] Ha
OCHOBAaHUM MPOBENEHHBIX JEKTPOPU3NOTOTUUECKUX
uccinegoBanuii. B . I'me3ep u coant. [100] mokazanu,
YTO YaCTh PELUENTUBHBIX MOJIel HEMPOHOB CTpUAPHOI
KODPBI KOIIKM MOXHO CUMUTATh TUHEHHBbIMU. X peak-
1IMI0 Ha 110001 CUrHajl MOXHO MpeAcTaBUTh KaK WH-
Terpajl oT BeCOBO (YHKIIMN PELIENTUBHOTO MOJISI, YM-
HOXEHHYI0 Ha (YHKIIMIO, 3a1a101IyI0 KOHTPACT CTH-
MyJa. DTUMU BECOBBIMU (DYHKIMSMUA MOTYT CITY>XKUThb
KaK CUHYCHI U KOCUHYCHI, TaK U 3JieMeHThI ['abopa,
HACTpOEHHbIE Ha pas3JnyHble YacToThl. KonnuecTBo
TMEPUONOB B BECOBBIX (DYHKIIMSIX PELENTUBHBIX MOJIeH
OrpaHUYEHO, He MpeBocxoauT YeThipex [101]. Monenn
monyieit B. 1. Tnesepa [98—101] nogo6Ha Monenu nu-
pamunbl [68—71, 139] ¢ TUCKPETHBIM U KOHEYHBIM Ha-
0OpOM MPOCTPAHCTBEHHO-YACTOTHBIX (PUIIBTPOB.

PetienrTuBHBIEC TTOJIST OMHOTO MOIYJS, KaK M Of-
HOTO CJIOSI ITMpaMUIbl, UMEIOT OMMHAKOBBIIT pa3Mep.
ComtacHo nojiydeHHOMY pacnpenencHuto [101], oT-
HOIIIEHUST pa3MepOB MOIyJei paBHBI BeanuuHe 1.41,
YTO 3aMeyvaTeIbHbIM 00pa3oM corjlacyeTcsl ¢ paHee
MOJYYEHHOU B MCUXO(PU3UIYECKUX IKCIIEPUMEHTAX
Bmaitkmopom n Kammbemrom [61, 62] IMCKPETHOCTBIO
MIPOCTPAHCTBEHHO-YACTOTHBIX KAaHATIOB. DTH TOJIOXE -
HUST COTTIACOBAHBI C MOIENIbIO TTMPAMUIIBI: OTIETbHBII
MOIYJTb MOXHO paccMaTpUBaTh KaK CJION MUPaMUIbI
[111]. 3amMeTuM, YTO ¥ B MOAEISIX ITMPAMUI, MOTYT MC-
MOJIb30BaThCS B KAUECTBE BECOBBIX (DYHKLIMIT 3JIEMEH-
Tbl [a0opa [81—83]. Otanuure B MoaesIsiX 3aKJI04aeTcst
B TOM, 9TO B TIMpaMHuIe, KaK MPaBUIO, NCTIOIB3YETCST
TOJILKO OJWH BUJ, BECOBBIX (DYHKIIWIA, Y pEeLIeIITUBHbBIE
TIOJIST KaXIIOTO CJIOS1 HACTPOEHBI Ha CBOIO MPOCTpaH-
CTBEHHYIO 4acTOTy. B omHOM Momy/e pelenTuBHbIe
M0JISI HACTPOEHBI Ha KpaTHbIE MPOCTPAHCTBEHHbBIE Ya-
CTOTBI U UMEIOT pa3Hble ONTUMAIbHbBIE OPUEHTALIMU.
BecoBrie GyHKIIMY B KaXXIOM MOIYJIE MMEIOT YHCIIO
MEPUOIOB OT OMHOTO A0 YeThIpeX. Kaxkmblii Momysb
OCYIIIECTBIISIET passiokeHNe N300pakeHN B KOHEY-
Hble 00001IEHHBIE psiabl Pypbe. Takas onepanus c
HCIIOJIb30BaHUEM B KaueCTBE BECOBBIX (DYHKIIUI 3J1e-
MeHTOB ['abopa rmogoOHa B HaCTOsIIIIEe BPEMSI IIMPOKO
HUCTIONIB3YyeMOMY JIJTS aHAJIM3a N300paxkeHU BeiBIIeT-
npeobpaszoBanuio. Ha puc. 3 moka3zaHbl IpuMepbl Be-
COBBIX (DYHKIIUI BYX Pa3IMIHBIX MOIYJICH C BECOBBI-
MU PYHKUIMSIMU B BuIe s1eMeHToB 'abopa.

Heiipo-, Mmopdo- u dbusznonornyeckasi CTpyKkTy-
pa MoayJid — 3TO CylepKojoHka Xbiobena u Busena
Ne 3
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PELENITUBHBIX MOJIEH

Puc. 3. 3aBUCHUMOCTb IMMKOBOM MPOCTPAHCTBEHHOM
YaCTOTBI OT 3KCILIEHTpHUcHUTeTa. [IprMephl IByMEPHBIX
BECOBBIX (DYHKIUMIA peLleNTUBHBIX MOJIEi, Onpenesi-
IOIIMX 3Ty 3aBUCUMOCTS [11, 49, 64, 146], moka3aHbI B
cepenuHe, BHU3Y npuBeneHbl ux [1Y crieKTphl.

[105—109] u ee maTemaTuueckasi monenb [25]. CoBo-
KYITHOCTb MOAYJIEH pa3HbIX pa3MepoB obecrneunBa-
€T MHBapUaHTHOE oNucaHue POopMbl U300paKeHUI
[111]. PazHuLia Mexay Moaebio MOAY/el U MOJEbIO
MMMpaMHUI 3aKJTFOYAETCS B TOM, YTO B MOIETN MOIYJIEH
KaXIbIit y4acTOK TOJIS 3peHUsT 00pabaThIBacTCsI MO-
IyJSIMUA BCEX pPa3MepoOB, a B MOJEIU MUPAMUJL TOJIbKO
LIEHTpaJIbHbINA YYaCTOK IOJIsI 3peHusl 00padbaThIBaeTCs
CJIOSIMU Bcex pa3mMepoB. C 3Toit TOUKM 3peHUSI MOJIEIb
nupamMuasl oosee ¢pusnonornyHa. Ha nepudepun 06-
paboTka U300pakeHUii B HE OCYILIECTBIISIETCS CIOSIMU
C PEUENTUBHBIMU TTOJISIMU OOJIBIINX Pa3MepPOB, UMEIO-
LIMMU TOJIbKO HU3KOYACTOTHBIE (DUIBTpPHI. J1J1st onuca-
HUS MEJKUX JeTajeid 3puTeabHasl cucTeMa Mpou3Bo-
IUT TIepeBoa B3opa. TakmMm 006pa3oM Momeirb MOIyIei
MOXET CITY>KUTbH TOJIBKO JIJISI OTIMCAHUSI BOCIIPUSTHS B
LIEHTPE TOJIST 3PEHMUSL.

B nonb3y npeacTaBieHHbBIX BbIIIE MOIEIEH MOTYT
CJIy>XKUThb CJIeyIOlIe TaHHbIE: BECOBbIE (DYHKIIUHU Ca-
MOTO BBICOKOYaCTOTHOIO KaHajla COMIacOBaHbI C OTl-
TUYECKOUN (DYHKIIMEel paccesiHUSI U paCIONOXEHUEM
pelenTopoB Ha ceTtyaTke [52]. PeuenTtuBHBIE MOJs
C TaKUMU BECOBBIMU (DYHKLUSIMU OOECIieuynBaIoOT
OCTpOTY 3peHus Habonareaeii, uX B3aumMoneiicTere

YCIEXU1 ®U3UOJIOTUYECKUX HAYK  Tom 55
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00BbsIcHSACT KpayoTuHT-3¢eKT (YXyIIIeHne BOCIPHUsI-
THS BCIIEACTBUE OKPYXKAIOIINX M300paxkeHre OIu3iIe-
KaIUX KOHTYPOB) Ha TIpeesie pa3peleHus 3puTelib-
Hoii cucteMsl [80]. IToxyuennast Buiaconom u I'enmbom
[149] nMCKpETHOCTb HACTPOMKM PELIENTUBHBIX MOJIEN
B MCUXO(U3UYECKUX IKCTIEPUMEHTaX TaKXe MOoJ-
TBEPXKIAET 3TU MOJENMU.

Monens MonyJieit o3BoJInUJIa HaM OMKcaTh MPo-
1IeCC CerMeHTaluu U300paKeH 1 MeXaHU3M OlLIeH-
KM ux pazMepa [4, 5]. OnHaKo MOMNBITKU MPOMOJe-
JIMpOBaTh JaHHbIE MO OMO3HAHUIO M300paKeHui
MOJIEJTbIO MOMYJIEH HE YBEHYATIUCH YCIIEXOM, T.K. TIPU
BbIOOpE MOMYJIsI, OXBaThIBAIOIIIETO BCe U300pakeHue,
MOJENTb MOMYJIEW MPOU3BOAUT TOJBKO €r0 HU3KOYa-
CTOTHYIO (wibTpanuio. st onmo3HaHus Xe B 00LIeM
clIydae TpeOyIOTCs M BBICOKME 4acTOThI. 1 0ObsiC-
HEHUsI MEXaHM3MOB OITO3HAHUS HAa/l0 BBOAUTH B3au-
MOJEHUCTBUSI MEXIY MOIYJSIMU Pa3HbIX pa3MEPOB, TO
€CTb OMUCHIBATb HEMPOHHYIO ceThb. U3BECTHO, YTO B
3aBUCUMOCTHU OT BBIMTOJHEHUSI KOHKPETHOM 3a1auu
MPOSIBJSIIOTCS Pa3Hble JIaTEPAIbHbIE CBSI3U MEXIY
HelipoHamu. [Tpeanochliky 111 BOSHUKHOBEHUS Ta-
KMX CBSI3€i1 MPUCYTCTBYIOT B 3pUTEIbHOM cucTeme. B
MOp(doIOrnIecKux 1 HeitpohU3NOIOrnIeCKUX ucciie-
JIOBAHUSX MOKa3aHO HaJWYue U TOPMO3HbBIX, U BO3-
OyIUTENIbHBIX CBSA3EH B CTPUAPHON KOpPE MEXIYy Heil-
pOHaMM pa3HbIX MOJyJieil Ha JOCTATOYHO OOJIbIINX
paccrostHusX [89—96, 112, 113, 121, 147].

Penrenue Bompoca 06 opraHM3alluy CBSI3ei MeXIy
HeWpoOHaMM NPUBOIUT K BOSHUKHOBEHUIO B HEPOH-
HOM CeTH MexaHu3Ma, OJIM3KOro I10 CBOEi CYTH K CO-
IacoBaHHOM (hmnbTpanuu. Momenb coriacoBaHHOMN
(punbrpalium ype3BbluaitHO BaxkHa JJ1 MOHUMaHUS
MEXaHU3MOB paclo3HaBaHUs U JJIs1 pellieHrs MHO-
TUX IIpaKTU4YeCKUX 3amad [22—24]. Monenb Obl1a BO-
TUIollleHa B IEHCTBYIOIIME YCTPOMCTBA HA OCHOBE He-
CKOJIBKUX TEXHUUYECKUX PEIIeHUIi: Ha OCHOBE Koppe-

JISUMOHHOM CXeMbl, HA OCHOBE KPUTEPHUSI OTHOLLIEHUSI
NpaBaoNnoao0usi B paMKaxX TEOPUU CTAaTUCTUUYECKUX
pelieHuit. DTOT KpUTEepUii U3BECTEH KaK pellaloliee
npaBwio baiieca Ha ocCHOBe Mofenu “uaeanbHOro Ha-
Omomatelisi”, KOTOPbIA MUHUMU3UPYET OOIIYI0 BEpO-
STHOCTB omOKM [23, 24]. Terteps ee padboTocmnoco0-
HOCTb 00€CIIeUYnBalOT CBEPTOUHBIE U TU(P(PY3OHHbBIE
HelipoHHbIe ceTu. [IpenbsiBasgeMble Ha BXoae U300pa-
>KEHUS MPETEPIEBAIOT PsII OCENOBaTENIbHBIX TPE00-
pa3oBaHMil. BeinmojiHseTCsl mepBUYHAasT pUIbTpalus,
peanu3oBaHHas Ha OCHOBE MUpPaMUAAJbHON Mofe-
JIM. 3aTeM TIPOMCXOIUT COTJIacoBaHHas QUJILTpaLus,
T.€. CPAaBHEHUE TaHHOTO U300paXeHUsl C BBIyYEHHBIM
“IMHAMUYECKUM I1a0JIOHOM”, XpaHSIIUMCS B ITaMsI-
TU, 3aT€M HACTYyNaeT MPUHATUE PELIEHUS — BaXKHEM -
MY “KOHEYHBINA” 3TaIl 00pabOTKM 3pUTEIbHON MH-
dopmanuu. st MpUHATUS pelleHUiT OOBIYHO HAIO0
WMETb MHBapUMaHTHOE K MaclluTabHbIM Mpeodpaso-
BaHUSM OINMCaHUE O0bEKTa — JUara3oH U3MEHEHUM
pa3MepoB, B IIpejesiax KOTOPOTO BOCIIPUSITHE YeloBe-
Ka K MacIITaOHbIM MpeoOpa3oBaHUSIM UHBAPUAHTHO.
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OroT nuana3oH BrepBble ycraHoBwiIa O.A. Baxpame-
eBa. E1o ObLIO IMOKa3aHO, YTO IMTOPOTH PacIIO3HABAHUS
(bparMeHTUPOBAHHBIX N300paXXKEHNT MHBAPUMAHTHBI K
MaciTabHbIM TTpeobpazoBaHusiM OT 1 10 50 yrmoBbIX
rpamycoB [8§—10].

MOJEJIb TMPAMU/IbI U YITPABJIEHHUE
AKKOMOIALIMEN XPYCTAIINKA

Monenu nupamMuibl NO3BOJSIOT MTOHSATh apXUTEK-
Typy U (YHKUIMU HEUPOHHBIX CETEH 3pUTEIbHOMN CU-
CTEMBI, YIIPaBISOIIUX akkoMoaanuei. B monenu,
npemnoxeHHoir bapronom, Xeiirom u Mypxenom [71]
U oTpaxaronieit pyHkunonupoanue HKT, Obu1a coe-
JlaHa nepBasi NMOMbITKAa YYECTb U3BMEHEHUE TPOCTPaH-
CTBEHHOTO pa3pelleHus ¢ IKCUeHTpUcUuTeToM. Mo3a-
MKa pelenTopoB Obula MpencTaBieHa NPSIMOYTroJIbHOM
CEeTKOIi. ABTOPBI OTMEYAIOT, YTO BHIOOP IPSIMOYTOJIb-
HOM ceTKU 00yCJIOBJIEH 0oJjiee IIPOCTON peann3aluei
aJIrOpUTMa, a He peaJibHbIM PACIIOJOXEHUEM pellen -
TopoB Ha cetuarke. B pabore 1993 r. Xeiir [103] pea-
JIU30BaJI MOJIEIb TUPAMU/IbI C TTOMOIIbIO TEKCArOHAJb-
Hoit mo3auku. [1peackazaHusi Moaeau CpaBHUBAIUCH C
9KCTNEPMMEHTAIbHBIMU JAHHBIMU 1O OLIEHKE OCTPOTHI
3peHUSI B 3aBUCUMOCTHU OT BKCLEHTPUCUTETA U C U3-
MEHEeHHEeM OTHOCUTEJIbHOTO KOPKOBOTO (haKkTopa Mar-
HUbUKaIKUKU TIPpYU pa3TudHOM 3kcuieHTpucutete [103].

Mogens obOecriednBaeT yCTOMIUBOCTh K COABUTY
n300paXkeHUs1 OTHOCUTEIbHO MO3auku. B Heli mo-
JaBJseTCs IIyM OUCKpeTu3anuu. MHOrocjaoiiHas
CTPYKTypa MOJieJii rapaHTUpyeT MHBapUMaHTHOE OTu-
caHue U300paxkeHuil K pa3Mepy. YBeJIMUYeHUe pa3me-
pa TecTOBOro M300pakeHus MPUBOIUT K MPOTIOPLUO-
HaJIbHOMY OTBETY CJIEAYIOILETO CJI0S1 MUpaMuabl. OTU
CcBOIicTBa Monenu obecreunBalOT aBTOMaTUYECKOe
peryaupoBaHusi (GOKYCUPOBKM U KOHTpacTa n3oopa-
KeHusl. bl npeaycMoTpeH MeXaHM3M HacTpOWKU
(boKycHpOBKM, aHAJIOTMYHBI TOMY, YTO HaOJII0gaeTCs
B 3pUTEIBHOUN CCTEME B TTPOIIECCE YIPABICHUS aK-
KoMojamuei xpycranuka. Haiimxen Xeidr pa3Bui ot
MPENCTaBJICHUS, BB B MONIEJIb CYMTHIBAHNE CUTHA-
Jia OIIMOKHU U3 ABYX COCEIHMX CJIOEB MUPaMUIbI PU
Ie(OKYCHUPOBKE.

Bce ckazaHHOe MO3BOJISIET CUMTATh BO3MOXKHBIM
HWCTOJb30BaHUE MOJEU MTUPaMUIBI B TIEPBOM TIpU-
ONMVXKEHWN K OMMCAHUWIO OpTraHu3alluu 3pUTETbHON
cucTeMbl B obecrieueHU akkoMoaaiuu. B cBsizu ¢
3TUM BO3HUMKAIOT BONPOCHL: 1) CKOJIBKO HEOOXOAUMO
CJI0eB TTUpaMMIbI, 2) KaK OpraHM30BaHO B3auMOeii-
CTBUE MEXIY CIOSIMU B 00ecrneyeHU aKKOMOIaIiu?

MOJEJIb TMPAMUbI
N OPTAHU3AL WA IBUXKEHUA I'TIA3

PaccMoTprM OCHOBHBIE 3aKOHOMEPHOCTH M YITO-
PSIOYEHHOCTh MEXXKHEHPOHHBIX OTHOIIIEHU! 1 B3a-
MMOCBSI3Ei B pellieHU! 3a1a4 3pUTeIbHOr0 yrnpaB-
JIeHUS OBVXKEeHUSIMU T1a3. ObpaTuM BHUMaHUE Ha

YCHEXU ®U3NOJIOI'MYECKNX HAYK

MPOCTPAHCTBEHHO-TOMMMYECKYIO OpraHU3aluio 3pu-
TEJIbHO-TJIA30BUTaTe/IbHOM CUCTEMBL.

JABr>XeHUs a3 U U3MEHEHWE HalpaBieHus B30pa
— 3TO MepeBOoJ 00JIaCTU C BHICOKUM pa3pellieHueM Ha
00J1acTh MHTEPECOB, Ha 1eib. UMEeHHO TTo3ToMY lie-
JIerojlaraHue Kak IIaHUPOBaHUWE NEWCTBUIA MTPUCYILE
XUILHUKAM, UX XePTBbI TOJIbKO PEarupyroT Ha BbI30BbI
COBPEeMEHHOCTU. YUCTO 3pUTENIbHOE TIJIAHUPOBAHUE B
OCHOBHOM O0€ecIeurBaeT NpupaMuaajibHas opraHusa-
s 3pUTesibHOM cucTeMbl. Ha puc. 4, Ha o01ien3Bect-
HoM “noptpete Jlennr” C.B. IIpoHuHbIM U300paxkeHa
CUTYyallUsl, KOTIa B30p OJIM3KO CTOSIIIETO HAaOIonaTes
HaIpaBJieH Ha €€ OIMH IJ1a3, KOTOPBII BUAEH C XOPO-
muM paspeuieHueM. K nepudepun noss speHust yxyn-
11aeTCsl BOCOPUSATUE BHICOKUX MTPOCTPAHCTBEHHBIX Ya-
CTOT M U300pakeHue MoJydaeTcss pa3MbIThIM.

3aech IpUBEIEH MPUMEDP BO3AEUCTBUS PETUHOTO-
MUYECKO YIOPSIA0UYEHHOCTH TTPU BOCTIPUSITUU BCETO
MOoJisl 3peHUsI B MOMEHT (huKcanuu B3opa. deicTBu-
TEJIbHO OJHUM U3 OCHOBHBIX MIPUHIIMIIOB YIOPSI0-
YEHHOCTHU B 3pUTENILHON CUCTEME SBJISIETCS PETUHO-
TOMUYECKAsA OpraHu3alnsl, KOHCTPYKIUSI PETUHOIPO-
eKILIMOHHBIX cBsI3eii. Takylo ynmopsiioueHHOCTh MOXKHO
BUJI€Th, B YACTHOCTU, B HAJIMYUU Psiia 000COOJIEHHBIX,
MapaJyieTbHbIX MyTEW Mepeaayn CUTHAJIOB OT CETYATKH
B MOJKOPKOBbBIE CTPYKTYPhI U Hajiee BILIOTb 10 KOPKO-
BBIX MPOEKIIMOHHEIX 30H Mo3ra. Kaxnplii U3 myTeid,
UAYIIUX OT CEeTYATKU B MPOMEXYTOUHBIA U CpETHUIA

Puc.4. [IpoctpaHcTBeHHAsT HEONHOPOAHAS DUIBTpaLIUs
noptpeta JIeHbl UMUTHUPYET HEOZHOPOAHOCTh 00paboT-
KM M300pakeHNsT HabogaTeeM Ipu (huKcaluu B3opa
HaOIo1aTeNsl Ha OMHOM IIaze mopTpeTta. M3meHeHue
MOJIOCHI MPOMYCKAaHMsI OT LIEHTPa K nepudepun mosst
3pEHUST COOTBETCTBYET HJaHHBIM puc. 3. Duiabsrpanus
o nauHeM [11, 49] caenana C.B. [IpoHUHBIM.
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MO3T, KaK Y JABa OCHOBHBIX 3PUTEJbHbIX MyTU 3pU-
TeJbHOM addepeHTalun: peTUHO-TeHUKYJI0-KOPTHU-
KaJIbHO# (CTpUApHOI) U PETUHO-KOJUIMKYIO-ITyJIbBY-
HO-KOPTUKAJIIbHOI (3KCTpacTpuapHoii), — mpen-
CTaBJISIIOT CO0OM B3aMMOCBSI3aHHBIE PEKYPCUBHBIC
CHCTeMbI MapaljieJIbHbIX KaHaJIoB Tepenadyu u obpa-
OOTKM 3pUTENBHBIX cUTHAIOB [36]. X B3auMOCBSI3b
ObL1a BBISIBJIEHA B JIOOHOM Kope, rae Oblia 0OHapyXeHa
JIOKau3aius CTPYKTYp, OTBETCTBEHHbIX 32 IPUHSITUE
pelleHunii, ¥ MoKa3aH OMMOHEHTHbBIN MPUHLIMIT PAOOTHI
9TUX CTPYKTYP B MPOILIECCe MPUHITUS pEIIeHU [S5—
57, 140].

Bxonbl 3TUX KaHaJI0B OpPraHM30BaHbl PELIENTHB-
HBIMU MOJISIMU TaHIJIMO3HBIX KJIETOK CEeTYaTKU pas-
JIMYHBIX TUTTOB. Ha oCHOBaHWM pa3IUYHBIX Pa3MEPOB
WX PELENTUBHBIX MOJIE M COOTBETCTBEHHO PA3TNIHOMN
paspeliamleil CnocoOOHOCTU HEKOTOPbIe X CBONCTBA
XOPOILIO OMUCHIBAET MUpaMUAaIbHasE MOIE/b, a TaK-
2Ke Monenb Moayieil. PaboThl 1o McclienoBaHUIO Me-
XaHU3MOB JCKOPPEISILINY N300pakeHUI B 3pUTEIbHOMN
cucteme [15, 16] mpogoKeHbl U TOMOJHEHBI N3yde-
HHUEM W MOIEJINPOBAHWEM MEXaHU3MOB, OOeceumn-
BamIIUX MOUCK CTATUCTUUYECKUX 3aKOHOMEPHOCTEM
B M300pakeHUM 3a CUET FOPU3OHTAJbHBIX CBSI3€i
MEXIy HEMpOHAaMU MOIYJIEN NEPBUYHOMN 3pUTEIbHOM
KOpbI [89—96]. MexaHM3MBI BbIIeIeHUs B Hab00a-
€MBIX U300paXEeHUSIX CTATUCTUYECKUX 3aKOHOMEP-
HOCTEN HEUPOHHBIMU CETIMU CIEAYIOLIUX YPOBHEH
“BEHTpaJIbHOM 3PUTEJIbHON CUCTEMbI” PACCMOTPEHBI
B paborax E.}O. Manaxosoii u coanrt. [31—34, 114, 115,
121].

B cymiecTBylolux Moaessix He BCeraa yuTeHa cTa-
OMJIBLHOCTh HU3KOYACTOTHOTO ONMMUCAHUS CLEHBI.
HuszkouacToTHas cocraBisitonias rnepeaaercs: Kpyr-
HOSIYEMCTOI MaTpULEil peleNTUBHBIX MOJIEH, Tepe-
KpbIBaloleil Bce mosie 3peHus. Ctabuimn3amnusi BEICO-
KOYaCTOTHOM COCTaBJISIONIEH N300paxkeHUsT IPU CIABU -
Te IJ1a3 YeJIOBEKa HEBO3MOXHA, TaK KaK pa3pellaroimas
CMOCOOHOCTh MEHSIETCSl M3-32 HEOIHOPOIHOCTH CET-
yatku. [Tpobaema cTabuamnzanuu U300paxkeHui st
TEXHUYECKUX YCTPOMUCTB MPEACTaBISIET MHTEPECHYIO
WHXEHEPHYI0 TTpobyieMy, KOTOPYIO YUEHbIE pellialoT
JUJIS pa3HbIX TEXHOJOTUYECKMX 3a4a4 COOTBETCTBEH -
HBIM obOpa3oM [30, 42].

st Toro, 4ToObI ObLT MPaBUJIBLHO yKa3aH BEKTOP
HaTpaBjeHHs (oBearnn, T.e. YKa3aHO HalpaBIIeHIE
nepeBoa B3opa, HEOOXOOUMO IIepeaaTh 3Ty HHPop-
MalMIO O MPENCTaBUTEIbCTBE NTaHHON TOUKM B MeEP-
BUYHOM IOTOYEYHOM OTNMCAHUU. DTa MHGMOpMAaLMSs
JIOJIKHA OBITh TepelaHa U3 Hapy>KHOTO KOJIEHYaTOro
tena (HKT) B BepxHue 6yrpsl yeTBepoxoamusi (BBY).
CrenyeT yKa3aTh 1 HallpaBJieHHE BEKTOpa, M €ro Be-
JTUYYHY U HaBeIeHM I1a3a Ha 1eNb. TaKoil CUTHAIT
nonaercs u3 HKT B BBY [36, 38]. Ouenb moxoxe, HO
0oJiee CIIOXXKHO OpraHM30BaHa TEMEHHas Kopa, ydya-
CTByIOLIAsl B IPOTHO3MPOBAHUU U 00ECIEYEeHUN MTPO-
n3BOIbHOTO aBMkeHus a3 [110]. Ha puc. 3 mpencraB-
JIeHa YyIpoIleHHAasT cXeMa yIpaBIIeHUS IBUKCHUSIMU
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IJ1a3: OT CJI0s1 IMPaMUbl C KPYITHBIMUA PELIETITUBHbI-
MU MOJSIMU U TIepeKpbIBAIOIIEro Tepudeputo mos
3pEeHMSI MOCTYMAET CUTHAN, 3aIlyCKAIOIINiA CaKKabl, a
OT CJIOS C MEJIKUMU PELIENITUBHBIMU TTOJISIMU CUTHAJI
OCTAaHOBKU JIBUXeHUS mia3. MHbIMU cioBaMu, Mpu
YTEHUU KaK OOBIYHOIO TEKCTa, TaK U TEKCTa, pPa3Mbl-
TOrO BelBJIETHOU (uybTpalveil, MMEHHO MarHoLe -
JojisipHasi (KpYNHOKJIETOUHAasl, TPOCTPAHCTBEHHO
HM3KOYaCcTOTHAasI M OBICTPO MPOBOAINAsl) CUCTEMa
orpenesisieT cTpaTeruio ABuxeHui ra3. Ecau coot-
HECTH MOJIyYeHHbIe HaMU JAHHbIE O B3aMMOAECHCTBUU
MarHo- M napBOKaHaJI0B 3pUTEIbHON CUCTEMBI C pa3-
MepaMU U reoMeTpueil poBea, CTAHOBSATCS MOHSATHBI-
MU 3aKOHOMEPHOCTU OKYJIOMOTOPHOU aKTUBHOCTH
npu yteHuu [27, 28]. Obaacth napagoBea, BblIESIO-
111as1 HU3KOYaCTOTHYI0 UH(MOPMaIIMIO U TepeaaBaeMylo
KOPYITHOKJIETOYHBIM (MarHo) KaHajoM, “3alryckaer”’
nBuxeHus ria3. [lepudepus mnoss 3peHus 3aryckaer
OpOCOK IJ1a3a BAOJIb CTPOKM Ha HEOOXOOMMBIN yTOJI,
a “BkiarodyeHue” (oBea Ha 3aJaHHOM IIOBOPOTE IJia-
32 BbICOKOYACTOTHOI MPOCTPAHCTBEHHOMN 4yBCTBU-
TEJbHOCTH IJ1a3a, MpUCYIIas 3JeMeHTaM GoBea, 1aeT
CUTHaJI OCTaHOBKU. B Havayse 6pocka MpOMCXOAUT
noAaBjieHUe aKTUBHOCTU MapBOCUCTEMBI, TO3TOMY
HET OLIYIIeHMWs CMa3bIBaHUS u3dobpaxeHus [27, 28,
65—67].

ITpencraBneHue o 3pUTENIbHOM CUCTEME KaK O MU-
paMuUIaIbHO OPraHM30BaHHOM CTPYKTYype obecrnevu-
BaeT BO3MOXHOCTb MHBAPUAHTHOTO onucaHus dop-
Mbl. [TupamMunanbHast opraHu3alus 3pUTeIbHOMN CU-
CTeMbI TIO3BOJISIET HABOAUTH 00JIACTh MAaKCUMAJIbHOTO
pas3pellieHrs] Ha MHTePECYIOIIYIO YacTh MPOCTPaHCTBA.
TlepeBon B3opa obecrieunBaeT ONTUYECKWI CUTHAIT 3a-
MycKa ABUXEHUS a3 WIM BHYTPEHHIOI0 MOTHUBALIMIO.
BHemHuii curHain 3anycka JBUXXEHMUS 1J1a3 MOSIBJISIET-
Cs B ONITUYECKOM MPOCTPAHCTBE Ha Nepudepuun noss
3pEHUs U NMPUBOAUT K CpadaTbIBAHUIO TAHTJIMO3HBIX
KJIETOK CE€TYATKU C OOJIbIIMMHU PELENITUBHBIMU T10-
JsiMu. PacriofioxxeHHble Ha nepudepuu ToJist 3peHust
peLenTUBHbIC MOJIs HEHPOHOB C HEJIMHEMHBIMU Xa-
PaKTepuCTUKaMU aKTUBUPYIOTCS OBICTPHIM M3MEHe-
HUEM CUTHajla B KaHalie C MOJ0CO MPOMyCKaHUs B
MPOCTPAHCTBEHHOM HU3KOYACTOTHOM JMaIa30He U BO
BPEMEHHOM BBICOKOYACTOTHOM JHMara3oHe.

YepenoBaHue TOPMOXEHUSI U aKTUBALIUU BBICO-
KOYaCTOTHOTO KaHaJla SIBJSIETCSI YaCTHBIM, HO COBEp-
1IEHHO HeoOXoauMbIM MpolueccoM. OcTaHOBKa B3opa
3aBeplliaeT U 3allycKaeT HOBbIM TaK Ha3blBaeMblii “Mu-
KpOakT” 3puUTeIbHOr0 Bocnpusatus [36]. “Mukpoakr”
3PUTEJIBHOTO BOCIIPUSITUS OT MOMEHTA BKITIOUCHUS
CTUMYJIa IO €ro OIo3HaHus AauTcs okonao 200—300
MC. AKTUBHYIO POJIb B 3TOM aKT€ UTPAIOT IBVKECHMUS
a3 U MopraTejibHbIe ABMXKEHUS, “BKIOYaoIe” u
“BBIKJIIOYAOIINE” U300paXkeHUsI, TpOoeLIMpyeMbIe Ha
ceTyatky. MMeeTca HeKoTOpas B3aMMOCBSI3b MOP-
raHWii U cakkKaauyecKux OBUXKeHuit ra3. [Tokasza-
HO, YTO MOPraHusl, MPOUCXOOAIINE OJHOBPEMEHHO C
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CakKagaMM, BJIMAIOT Ha MIOPOIru U Ha4yaJio BO3HUKHO-
BCHUA CaKKal.

BxitoueHue, BBIK/IIOUEHUE, U3BMEHEHUE YacTU WU
BCEro HabJII0JaeMOro N300paXkeHUsI, ITPOU3BOJILHBIE 1
HETIPOM3BOIbLHBIC TBUKCHUS T71a3, MOPTaHUsS, U3Me-
HEeHMe aKKOMOTAIINH COCTaBJISIOT eAMHUYHBIN [TUKIT B
paboTe HEMPOHHBIX CTPYKTYP, BKIIOUYAIOLINIA ITPOLIECC
nepepadoTKU 3pUTEIbHON MH(pOpMALIMU U MUKPOAKT
3pUTENbHON cucTeMbl [36]. U3 eTMHUYHBIX MUKPO-
aKTOB CTPOUTCS MPOLIECC 3PUTEITBHOTO BOCIIPUATHUS
B LIeJIOM. 3puUTesibHbIM MUKpoakT 3a 200—300 mc 3a-
TparuBaeT paboTy BceX ypOBHEI 3pUTeNbHOI cucTe-
MBI BIUIOTH IO MPUHATHS pemreHuit. C MINTETbHO-
CTbIO MUKPOAKTa BOCIIPUSITUSI TECHO CBSI3aHA U TaKast
orepaiusi, Kak XxpaHeHue CBEACHUI B onepaTUBHOM
3pUTEIbHOUN MaMATU. [IIUTEeNbHOCTh Tepeaauyu M-
MYJIbCHBIX CUTHAJIOB 0 JTOGHO# KOPHI C YUETOM TIIe-
PEKOIMPOBKYI COCTABJISIET UIMEHHO 5TO BpeMsI MUKPO-
akTta. OrnepaTUBHAs MaMATh SIBJISICTCS MPOSBICHUEM
WHEPLIMOHHOCTU 3pUTEIbHOUN cucTeMbl. [Ipomomku-
TEJIbHOCTb MUKPOAKTa BOCIIPUATHS U JJIUTEIbHOCTh
(bukcalum B3opa Ha yyacTKaxX 3pUTEIbHBIX CLIEH CO-
ctaBiisitoT okosio 300 Mc. DTo BpeMs mepepaboTKu
MMOCTYIMBIIIEH 3pUTETBPHON MH(POPMAIINU 32 BpeMsI
JaHHOU (pukcauuu. KonmyecTBo u JJIUTEILHOCTD OT-
JEeTbHBIX MUKPOAKTOB, HEOOXOMUMBIX JJISI OITUCAHUS
OITHOTO y4acTKa CLIEHbI, 3aBUCUT OT CJIOXKHOCTH 3pU-
TenbHOM 3amaun [36]. TTosTOMy BpeMst opraHu3amuu
nocieayoInX IBMXEHUH T1a3 Mpy pelieHUH CIIOXK-
HBIX 33124 Bo3pacTaeT 10 400 mc [36]. [Ipu octaHOBKe
B30pa, TIpH ero GUKCAIIUM Ha yIacTKe CIIEHBI coXpa-
HSIETCS W/UI1 YCUIMBAETCS MEJIKOe IpoXaHue Tia3a —
MUKpPOTpeMOop ¢ yacTtoToii okoio 40 (20—100) I'u. Dra
4acToTa MUKPOTPEeMOpa COOTBETCTBYET raMMa-pUTMaM
CCIN

Ho a3 He ckanupyeT nogpo0OHo BCio ciuieHy. OH
JIOBOJILCTBYETCSI €6 000O0UIEHHBIM HU3KOYaCTOTHBIM
onucanueM. [loaToMy nIeCTBUTENBHO MOXHO MOJja-
raTh, UTO LIMKJI Ofiepaluii, BHIMOJHSIEMbIX [JIa30BUTa-
TEJTbHOM CUCTEMOU B T€UeHNE KOPOTKOI'O BpEMEHHOTO
uHTepBana (200—300 mc) Mexmy AByMsI OIBUKEHUSI-
MU TJ1a3, T. €. 3a BpeMs OJHOI cakkaabl U (hUKCALIUU
ydyacTKa 3pUTEIbHOM ClLIEHbI, COCTABJISET ONUH 3Je-
MEHTApHBI MUKPOAKT Mpolecca 3puTeIbHOTO BOC-
npusitusi. 3to Bpems (200—300 Mc) COOTBETCTBYET
cpelHeMy BpeMeHU paclo3HaBaHUsI U300pakeHUI.
Bce ocranbHOe BpeMs HaO0AeHUSI HEM3MEHHOI clie-
HbI HalpaBJIeHO HAa YTOUHEHUE CONEePXKaHUS pa3iny-
HBIX €€ yJyacTKoB. Bechb mpoliecc 3puTebHOTO BOC-
MPUSATHUS, COCTOSIIIINIA U3 MOCIEN0BATEIbHOCTU TAKUX
BJIeMEHTapHBIX MUKPOAKTOB, SIBJISIETCS, TTO-BUANMO-
MY, B OMpeNeeHHOM CTENEeHU UMKINYECKUM, TIe psii
MOCIEeAYIONIMX APYT 32 IPYTOM LIUKJIOB OOBENUHSIETCS
B IIOJIHBIM aKT BOCIIPUSTUS BCEU 3pUTEIbHOMN CLIEHBI.

MHOTOYPOBHEBYIO CHUCTEMY IEepeKpPbIBAIOIIMX-
csl pelUeNTUBHBIX MoJjieifi HEMPOHOB Pa3HbIX TUIIOB
TaHIJIMO3HBIX KJIETOK CeTYaTKM MOXHO paccMaTpu-
BaTh Kak TMepecTpanBalOMIMiics BO BpeMeHU (PUIIBTP
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MPOCTPAHCTBEHHBIX YacTOT. CBOIICTBA TAKOTO CJIOXK-
HoOro (ujbTpa MeHsIIoTCs B TeueHue nepsbix 100—150
MC TIOCJIe TIPEAbSABICHUST WIN CABUTA U300paKeHUs
Ha cetyaTke. [lepBbIMU cpabaTbiBalOT HEJUMHEMHBIE
KpyIHbIe (Iapacoiib) TAaHIIMO3HbIE KJIETKHM CETYATKU
u kpynHbie (MarHo) kinetku HKT. CnenoBatenbHo, cu-
cTreMa ObICTPO cpadaThIBAIOIIMX PELENTUBHBIX MO
MMeEET XapaKTepUCTUKY (PUIIbTpa HU3KUX IIPOCTPaH-
CTBEHHBIX YaCTOT. JIaTEeHTHOCTb 3TOTr0 OTKJIMKA IOCIIe
IpeabsIBICHUS CTUMYJIA COCTaBIIsIeT BeaudauHy 15—20
MC U 0OYCJIOBJIEHA MPOCTPAHCTBEHHO-BPEMEHHOI
CyMMalIMel B pEeLIENITUBHBIX IOJISIX CUCTEMbI KPYITHBIX
HelipoHoB. Pa3pelnaroiasi cnocoOHOCTb 3TOi CUCTe-
MBI OBICTPO CpabaThIBAIOIIMX KJIETOK Maa, Moo pa3pe-
LLIEHNEe CUCTeMbl 0OpPaTHO MPOIOPLIMOHATIBHO pa3Mepy
30H CyMMallMU peleNTUBHBIX noseii. Takasa cucrema
crnocoOHa pa3nyaTh KpPYIHbIE AeTalu N300paKeHUs
U TIepelaBaTh B KOPY CBEICHUSI O HU3KUX MTPOCTPaH-
CTBEHHBIX YacToTax. Ho HeamHeliHbIe CBOMCTBA OBI-
CTPO IEUCTBYIOIIMX peleNTUBHLIX Ioeii [104] obe-
CIIEYnBAIOT OOHAPYKEHUE HAJTUYUS HEOTHOPOIHOCTU
TEKCTYp B TOJie 3peHUs U MepeBo B3opa, a UMEHHO
HaBeneHMNEe (PoBEeOJUTHI B 00IaCTh MHTEpeca HAOIIO-
Jarensi. 3anmycK IBUXKEHMS I71a3 OT BXOAHBIX CUTHAIOB
MPENMYILIECTBEHHO OT IepudepuH T0Js 3peHust obe-
CreYrBaeT KPYIHOKJIETOUHAas (Mapacoib UKW MarHo)
crcTeMa HeiipOHOB, HACTPOEHHBIX Ha BBICOKME Bpe-
MEHHBbIE M HU3KWE MPOCTPAHCTBEHHbIE YacTOTHI. Pe-
LIENTUBHBIE TOJISI 3TOM CUCTEMBI KJIETOK OTBEYAIOT Obl-
CTpoOIi peakuueit U ObICTPLIM MTpeKpallleHueM UMITYJIb-
calyu. OTU HEMPOHBI IPEUMYIIIECTBEHHO HEJTUHEHHBI.
JeiicTBUTENBLHO, aHATWU3 IBUXKEHUI TIa3 TIPU YTEHUUN
MoKa3ajl HEJIMHEHHOCTh B XapaKTEpUCTUKAX peaKLuid
nBykeHwus ras. [Ipu 3anmycke cakkaabl BHavaje pa-
0OTaOT HU3KOUYACTOTHBIE KaHaJbl, 3 BBICOKOUACTOT-
HBIE 3aTOPMOKEHBI. 3aTeM IIPOUCXOAUT IepeCcTpoiika
AKTUBHOCTU: aKTUBUPYIOTCS MeJKue (MUIXET WiIn
napBoO) HEPOHBI BBICOKOYACTOTHHIX KAHAJIOB U IIPO-
HMICXOIUT OCTAaHOBKA B30pa Ha 1enu [63, 65—67, 133,
139]. BbicOKOYACTOTHBI CUTHAJI, Ka3aJI0Ch ObI, HE Te-
penarb Ha nepudeprum Mosl 3peHus, U HEeBO3MOXHO
HaIpaBUTh TyAa B30p LieneHanpasieHHo. Ho nBike-
HUS [1a3 Mpu Apeiide, MUKpocakKaaax Uuiu TpeMope
MOJUYEPKUBAIOT Kpasl pa3MbITOro u3oopaxeHus [23,
24]. IMpoucxoaut JoKaau3auus LeJu Mpu MOUCKe
MO €e HU3KOYaCTOTHOMY OIucaHuio. M3BecTHO, 4TO
KpYITHbIE PELENITUBHBIE OIS Y TAHIIIMO3HBIX KJIETOK
ceTyaTKu HenuHeitHbl. OHM 1al0T KOOpAWHATHI U/UIn
HallpaBJIeHHe BeKTopa IepeBoaa B3opa. 3pUTeNIbHBIM
HaBBIK 3aKJII0YaeTcsl B TOM, YTOOBI MCKATh Liedb 1O
ee TJI0X0 3alIOMMHAeMOMY U Y3HABaeMOMY HU3KOoYa-
CTOTHOMY onucaHuio [43—46, 137—139, 141]. ITocne-
JOBaTEIbHOCTh MUKPOAKTOB 3PUTEIBHOTO BOCIIPU-
SITUSI OCYLIECTBJISIET CKJIEMBaHUE B €NMHOE 1IeJIoe, B
o0pa3 TMHAMUYECKOM CLIEHBI OTAEIbHBIX (PparMeHTOB
M300paxkeHN, BEIACICHHBIX C BEICOKMM pa3pelleHN-
eM (poBEONUTOM, B MOMEHTHI HaIllpaBJIeHUsT B30pa Ha
5Tu (pparMeHThl ciieH. CKiienBaHWE U 0000IIeHHOE
Ne 3
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oIucaHue obpasza obyserdyaeT “HM3KOYaCTOTHAsI” OI'H-
barlasi, IPUCYTCTBYIOIIAs KaK B IPOCTPAHCTBEH-
HO-YaCTOTHOM CIIEKTPE CaMOIr0 ONTUYECKOro M30-
OpakeHUs 0OBEKTA U CLIEHBI, TAK U B UX ONUCAHUU B
MPOCTPAHCTBE HEMPOHHOM ceTU. DTO HU3KOYACTOTHOE
OITCaHWe CIICHBI MEHBIIIE U3MEHSETCS TIPU caKKanax,
W UMEHHO B €T0 BBIYUMBAHWU 1 3aKJTI0OYAETCS BhIpa-
060TKa HaBbIKa, 3pUTEIBHOTO MTOMCKA U IIeJieHarpaB-
JIEGHHOTO mnepeBoja B3opa [43—46, 137—139, 141].

CrenyeT yyecTb, UTO IIJIsl 3allycKa ABUKEHUS IJ1a3
MNPy BOCIPUITUN TTOMUMO y4eTa CUTHAJIOB, UIYIIUX
MO BXOIHBIM HU3KO U BBICOKOUACTOTHBIM KaHajlaM,
HEeOoOXOAUMO UMETh B BUY U OTHOCUTEbHO HU3KO-
YaCTOTHOE OMUCAaHUE, KOTOPOE CTPOUTCS Ha BBIXOAE
BBICOKOYACTOTHBIX KaHAJIOB MEPBUYHOI 3pUTEIbHOM
KOpbl. Pojib 3TUX BTOPUYHBIX ONMMCAHUI Ha BBIXOIE
TMIEPBUYHOM 3pUTEIHLHOM KOPBI TTPEACTABIISIET 0COOBIM
uHTEepec. DTO BaXKHO, HampuMep, sl TOHUMaHMUS
MEXaHU3MOB BOCHPUSTUS HEOOBIYHBIX UCKYCCTBEH-
HBIX M300pakeHUl — OTOUIABTPOBAHHBIX TECTOBBIX
n300paxkeHUi 0e3 HU3KUX ITPOCTPAHCTBEHHBIX YACTOT
[44, 45, 47, 57, 113]. IIpu BocnpusITUM TEKCTYp IIpU
CTEPEOBOCIPUSITUN, BOCHPUATUN IBUXKYILIUXCI U30-
OpaxkeHWii TOMUHUPYIOT aBTOKOPPEISLIMOHHbBIE MTPO-
Hecchl. OcoObli MHTEpEC MPeaCcTaBIsIIOT BpeMEHHbBIE
XapaKTEPUCTUKU CTUMYJISILUU. B naHHOM 0630pe 5T
cllyyau U MeXaHU3Mbl He paccMaTpuBalorcs. BaxHo,
YTO TMEePEeBOJ B30pa Ha 0OBEKT, MOSIBUBLINICS Ha Mapa-
¢ oBeosipHOIi, TepuGOBEOJISIPHON U Ha JaJbHEi me-
pudepuu moJist 3peHust U BBIOPAHHBIN UCTIBITYEMbIM
B KauyecTBe LeJUd, onpeaeasercs Kak oNnTUIeCKUMU
(busuyeckuMu) cBoiicTBaMU CUTHaJIa, TaK U BHYTPEH-
HUMM 3ajadyaMu, TJlaHaMU M1 MOTMBaMu orepaTopa
(HabmonaTenst).

Cy1iecTBylolliMe MoJeau MupaMuaalibHON opra-
HU3aLMU 3PUTENIbHONM CUCTeMBbI JOMYCKAOT OMHOPOI-
HOCTb CJI0S1 MUpaMUbl. A pa3IMuHOe paspelieHue 1o
MOJII0 3pEHUST MOAEIMPYIOT Pa3IndHble pa3Mephbl CJIO-
eB. [IpocTpaHCTBEHHO-YaCTOTHAsl KOHTPACcTHas YyB-
CTBUTEJBHOCTD LIEHTpa U TNepudepun mojs 3peHust
TakXe CWJIbHO oTiauvaioTcs. Ho mojikHa akTUBUPO-
BaTbCs OMpeneieHHasl 4acThb B T10JIe 3peHUsI, oTpee-
JICHHBI! MOIYJIb 3pUTEJbHOI KOPbI, KOTOPBIM YIIpaB-
JIIleT MeXaHU3M U30UPaTeIbHOTO BHUMAHUS. DTOMY
BOIPOCY MNOCBSIIEH UCKIIOYUTEBHO OOJIbIIOKH 00beM
pabot. U30upaTenbHOe BHUMAaHME BOBJIEKAeT B pabo-
Ty HEeMpOHHBIE ceTH MpedpoHTaIbHON Kopbl. Hauanu
MOSBIATHCS pabOThl, IEMOHCTPUPYIOLIME, KaK yYacTHhe
BHUMAaHMs1 OPraHM30BaHO Ha YPOBHE B3aMMOIECHCTBUS
OTIENBHBIX HeHipOHOB NpedpOHTAIBHOM, PPOHTATb-
HOI1 (JIOOHOI INIa3HOM 30HBI) U 3aThUIOYHOM KOPBI,
30H V4, BA 37, BA 19 “accoumnatuBHOIi 3pUTEIbHOMN
KOpbl”. MexaHu3Mbl BHUMaHUSI OCHOBaHBI, KaK U BCe
Helpodu3noaornuyeckue Mpolecchl, Ha ONMMOHEHT-
HBIX peakiusxX, MPOUCXOSIIUX HE TOJbKO HA YPOBHE
MEXHEUPOHHBIX WU HEHPOHO-IIMATIbHBIX B3aUMO-
JIENCTBUI, HO U Ha YPOBHE KPYITHOMACIITAOHBIX HEli-
POHHBIX ceTeit u obacTeii rojJoBHOro Mo3ra [124], uto
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cootBeTcTBYeT HammMm ¢GMPT ucciaenoBanusim [55—
57, 140].

B KOMILIEKCHOM HCCIeNOBAaHUU, BKJIIOYAKOLIEM
NCcUX0(pU3NOIOrNIeCKe METOAbI, CpeACcTBa HUPPO-
BOI1 00pabOTKM M300paKeHU i, METOAbl KapTUpPOBa-
HUS, MBI U3YYUJIU OMIIOHEHTHOE (PYHKLIIMOHUPOBaHUE
pa3IMUHBIX 00J1acTeil MO3Ta 4yejloBeKa MpU MPUHSI-
TUU pelleHUi. buiny ToKaau3oBaHbBI MHOXECTBEH-
HbIe YYaCTKU (PPOHTATIbHOI KOPHI, OCYIIECTBISIONINE
MPUHSITHE pellleHU IPYU pacrio3HaBaHUM (GOPMEI U30-
OpakeHWIi, yCTAaHOBJIEHBI CBSI3U 3TUX YYACTKOB € 00J1a-
CTSIMU 3aTbIJIOYHOI KOPHI, TIe MMPOUCXOAUT IepBUYHAS
00paboTKa n300paxkeHUit, 00JaCTSIMU, OCYIIECTBIISIO-
IIMMU BbIACIEHUE JTOKAJbHBIX NMH(POPMATUBHBIX IIPU-
3HaKOB, U 00JIACTSIMM, TII€ OCYLIECTBISIETCS LIeIOCTHOE
onucaHue GoOpMBbI.

[MpuHIUIT OIIITOHEHTHOCTH TIPUCYII] OPTaHU3AIIAH
BCEX CTPYKTYP XXMBBIX OPraHU3MOB U YYaCTBYeT B 00-
paboTke MHpoOpMALIMU U OpTaHMU3ALMU IBUXKESHUIM.
ONMOHEHTHOCTH MPHUCYIlla B3aUMOJCHCTBUSIM Heli-
poHoB U ruu [48]. IIpUHIIUIT OTIMOHEHTHOCTU Opra-
HU3alMU LeHTpa U Tepudepun pelenTUBHbBIX MOJei
HEWPOHOB 3pUTEIBLHOIM KOPHI OBIJI OTKPBIT JaBHO U
WCITOJIL3YETCS BO BCEX MOJIEJISIX 00pabOTKU 3pUTEb-
Hoit uH@popmanyu. IIpyHLIMIT ONMMOHEHTHOCTHA OPUEH -
TallMOHHO M30MpaTeIbHbIX PELENTUBHBIX TOJIEN TTpU
onucaHuu (popMbl U300paKeHU 3HAYUTETBHO MEHEe
usBecTeH [47, 49], a ONMOHEHTHOCTb MEXIY TTepBUY-
Hoil BA 17 u BropuuHoii BA 18 3purenbHoil Kopoii
penko paccmarpuBaercsa [112]. BmecTe ¢ Tem ormmo-
HEHTHOCTb MEXIY LIEHTPaMU NIPUHATUS PEIIcHUI SB-
JIgeTCd BaXKHEHIIEH 1T MTOHUMAaHWS TIPUHIIMIIOB OIT-
TUMaJILHOTO YIpaBJIeHUsI, BBIPpAOOTAHHOTO KECTKUM
SBOJIIOLIMOHHEIM 0TOOpOM [47, 55—57, 119, 124].

Bocnpusitue npeacrasiisier coboit Hepa3pbIBHYIO
CB$13b B3aMMOJEHCTBUS 3PUTEIbHON CUCTEMBI C OKPY-
Katonei cueHoii. HenmpepbslBHO MpoucxoauT mepe-
KJTIOYEHHUE C BOCHPUSTUS OJMKHUX OOBEKTOB, B 00-
Jiee ob111eM BUe ee OJMXKHUX TJIAaHOB, Ha yAaJleHHbIe
00BEKTHI, Ha JaJIbHUE TUIaHBI. TO, YTO MPOUCXOIUT Tie-
peKJIIOUeHHUE TeJECKOMMUECKOTO Ha MEePUCKOMNYECKOE
3peHue, Mo UCMOoJIb3yeMOit HaMU TEPMUHOJIOTUU, WU
3peHus omkHero (pelopsia) Ha nanbHee (teleopsia),
o repmuHojoruu [Ipesena [126—128], yka3sIBaeT, 1o
HalleMy MHEHMIO, Ha ONIMOHEHTHbIE B3aMMOOTHOIIIE-
HUS TEJIECKOMMMYECKOTO U TEPUCKOIMUYECKOTO 3PEHUSI.

Heo6xonuMocTh B3auMOneHCTBUS 3pUTEIbHOM CH-
CTEeMbI U BHEIlIHEH (ONTUYECKOIi) Cpeabl OnpenesieT
TO, YTO OpTraHU3ALMS IBVKEHMS I1a3 3aBUCUT KaK OT
BHEIIIHUX, TaK U OT BHyTpeHHUX (pakTopoB. Y3 BHY-
TpeHHUX (haKTOPOB B JAHHOM CTaThe Mbl OCHOBHOE
BHUMaHUE oOpaliaeM Ha KOHCTPYKTUBHYIO OCOOEH-
HOCTb 3pUTEIBHOIN CUCTEMBbI, U TYT Mbl JOJKHbBI YKa-
3aTh Ha NOCTATOYHO M3YYEHHYIO HEOIHOPOAHOCTH
NPOEKUUI JIEBOW U MPABOIl MOJOBUH I0JI4 3PEHUA
[14, 35, 105—109] u Ha MeHee U3yYEeHHOE pa3inudue B
OopraHu3alvy BepxHel U HUXKHe! 4acTy MoJisi 3peHUsI
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[126—128]. DT HEOMHOPOTHOCTHU B TTOJIE 3PEHUS TeC-
HO CBSI3aHBI ¢ M30MpaTeIbHBIM BHUMaHueM [132].
Paznuuus BepxHeil 1 HUXKHEN TTOJOBUH, CBSI3aHHbBIC
C JaJbHUM M OJMKHUM IUIAaHAMU TI0JISI 3peHUsl, TIOM-
TBEPAWJIM U JajibHellne uccienoBaHus. bojee Toro,
3TU pa3Inuus BepxHel U HUXKHEH MTOJ0BUH T10JIs1 3pe-
HUS B 00pabOTKe JTOKAJIbHON U I100aIbHOM MHPOpP-
MallMy 3HAaYUTEIbHO 0oJjiee BhIpaxeHsl [79, 126—128],
YyeM LIMPOKO U3BECTHBIE pa3Ivudus MPaBOil U JeBOK
MOJIOBUHBI TIOJISI 3pEHUSI, TAKXKE CBSI3aHHBIE C JOMMU-
HUPOBaHMEM HU3KO U BHICOKOUACTOTHBIX KaHAJIOB [ 14,
35]. TMostomy npennonoxenue B.JI. [e3epa o aBoii-
HO# TUXOTOMUU MO3ra, OCHOBAaHHOE Ha 0COOEHHOCTSX
paboThl JOP3JIBHOTO U BEHTPAJILHOTO IMyTeH U TMOJy-
mapuii ToJoBHOTO Mo3ara [14], HarsIaHO IpeacTaB-
JICHO B OpraHu3aluu oO0pabOTKU MPOCTPaHCTBEHHOM
vHGbOpMallUU B TOJIe 3pEHMST YeTOBeKa.

IlepeBon B30pa, Kak pe3yIbTaT BIUSHUS N30upa-
TeJIbHOTO BHUMAaHMUSI, 3aBUCUT OT MHOTUX (haKTOPOB.
TTo HeonmyOIMKOBaHHBIM TaHHBIM KypPCOBOM pabOTHI
E.1O. lllenenuna (dakynsreT ncuxonoruu CIIOLY,
2011 rom), Ha KapTax IlepeBoaa B3opa IIpu IIPOCMOTpE
HCITBITYEMbIM OTHOPOTHOTO HECTPYKTYPUPOBAHHOTO
TTOJIST BUTHO, YTO MBVKEHUS T71a3 MCITBITYEMOTO CO-
CpPENOTOYEHBI TPEUMYIIIECTBEHHO B LIEHTPAJIbHBIX U B
HUKHMX YacTIX 1mojis 3peHus. [Ipoucxoqut 1oMuHM-
poBaHuMe IBUXEHUS B30pa B CpelHel U HUXKHEeH Jya-
CTU 9KpaHa. DTOT TUIT XapaKTePUCTUK ABUXKEHUS TJ1a3
B YCJIOBUSX OTCYTCTBUSI BHEITHUX JIOKAIBHBIX CTUMY -
JIOB, BEPOSITHO, OTpaXkaeT BO3IEICTBIE BHYTPEHHUX
MPOIIECCOB HA COCTOSTHME MEXaHM3Ma U30MpaTeTbHO-
ro BHUMaHus. TloaydeHHBII pe3ybTar MpencTapiseT
MPOSIBJICHWE MPOEKIIMY Ha KapTy MOJIsl 3peHUST BHY-
TPEHHUX “KapT’ cyObEeKTMBHOTrO MpOCTpaHCTBa [43,
44]. laHHasi mpoeKlMsl BHYTPEHHETO MUpa SIBJISIETCS
“3epKajbHOI” K IIPEICTaBUTEIbCTBY BHEITHEN KapThI
TIOJIST 3pEHMST Ha BXONE 3PUTETBHOM CUCTEMBI, OTKPHI-
TOM paHnee [126—128].

[IpencraBiieHHasI B JaHHOM 0030pe MpaMugaabHas
MOJIEeJIb HE YUYUTHIBAET pa3IMuMusl I10 JIEBOI1 U MPaBoOi,
110 BEepXHEl U HIDKHEN MOJIOBUHAM ToJist 3peHust. Of-
HaKoO OHa o0ecIieunBaeT MHBapMaHTHOE, K MacIITa0-
HBIM TIpeoOpa3zoBaHUAIM onucaHme GopMbl OOBEKTOB
1 OMHOBPEMEHHO OOBSICHSET HEOAHOPOIHOCTD MOJIS
3peHust. HeomHOpOaHOCTD MoJIst 3peHus SIBJISIETCS OC-
HOBO 1151 (popMUpPOBaHUST N30MpPaTEIbHOTO BHUMA-
HUS, a 5TO, B CBOIO OUepe/lb, OIpEAeisicT BLIOOp LIeu,
a TS XUIITHUKOB — H00bun. TeM caMbIM MMEHHO He-
OIHOPOMHOCTh ITOJISI 3pEHUSI, U30UpPATEIbHOE BHU-
MaHue, onpeneisieT BO3MOXHOCTh ITOMCKa U BbIOOpa
Henu u ee goctkenue. IToaTtoMy nmpu paccMOTpeHUH
¥ MOIEJIMPOBAaHMHK, Ha OCHOBE ITMPaMUIAIbHON MOIe-
JI, OpraHU3al1N IBVKEHUS I71a3 MBI JOJDKHBI YIUThI-
BaTh 3TU HEOTHOPOAHOCTH II0JISI 3PECHUS.

HMMeHHO pa3BuTHe TUPaAMUIATBbHON MOIEIU C yUe-
TOM HEOOHOPOIHOCTHU TOJISI 3peHUs KaK BOCIIPUHMI-
MaeMoro, TaK U MOCTPOEHHOTO BHYTPEHHETO CyObh-
€KTUBHOTO OJIMXAMIIero mpocTpaHCTBa OTKPhLIBAET
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COBEPIIIEHHO HOBOE HAIIpaBJICHWE B 3PTOHOMUKE, a
MMEHHO 0(¢TaJIbMO-3PTOHOMUKE.

SAKJIIOYEHHUE

PaccMoTpeHbl Monev nupaMyuaaibHON U MOIY/b-
HOI opraHMU3allNy 3pUTEIbHON crucTeMbl. ComracHo
3TUM MOIEJSAM, 3pUTETbHAS CUCTEMA MOXKET OCYIIIECT-
BJISITh OIMCAaHWEe M300pakeHUI, X CeTMEHTAIIUIO,
OLIEHKY pa3Mepa U yIpaBJeHUe OTBUKEHUSIMU IJ1a3.
IIpencraBieHo onvcaHue HEMPOAHATOMUYECKOTO Me-
XaHU3Ma, OMpeNnessIonero 6ajaHc MeXIy pa3MepoM
BJIEMEHTOB TUCKPETU3ALUU U CJIOXHOCTbIO BOCIIPU-
HHUMaeMoro o0beKTa, B pe3yJibTaTe KOTOPOIo MpoucC-
XOIUT CErMEHTALMs CLUEeHBI Ha 00pa3kl U Mogo0pa3bl
U nepeBo B3opa. Ha Beixone nmupamMuabl obecrieum-
BaeTcs (OpMHUpOBaHUE TIPEAMETHOTO Tezaypyca 00-
pa3oB. Onmcanne o6pa3a B MOIEISIX MTMPaMUIATbHOM
00pabOTKM MHBAPUAHTHO K MaCIITaOHBIM IIpeoOpas3o-
BaHUSIM. Mopaenu nupamMuaaibHOi 00pabOTKM BOLLIN
B IIOBCEIHEBHYIO IIPAKTUKY BCIOAY, IIe TpeOyeTcs: Obl-
cTpast 00paboTKa u3zoopaxkeHUi. ITU MOJEIN UMEIOT
OTPOMHOE, MOATBEPXKIEHHOE BPEMEHEM MTPAKTUUECKOE
3HaueHue [81—84, 102, 129—131, 143].

Monenb Moayaeit OCyleCTBISIET aHATU3 U300paxe-
HUi1, TonOoOHbBIN BeliBaeT-npeodpazoBaHuto. Onepa-
1Sl CBEPTKU (PIIIBTPOB C M300pakeHUeM — 3TO OC-
HOBa KaK MOIEIH IMMpaMUI M MOIEIN MOIYyJIel, Tak
1 BCEX COBPEMEHHBIX UCKYCCTBEHHBIX HEMPOHHBIX CE-
teii. [10aTOMYy UMEHHO 3TU MOAEIU — COCTaBHBIE Ya-
CTU CBEPTOYHBIX UCKYCCTBEHHBIX HEHPOHHBIX CETEi —
SIBJISTIOTCSI OCHOBOM COBPEMEHHBIX HEMPOHHBIX CeTei
HMCKYCCTBEHHOTO UHTEJIJICKTA.

HanbHeiiee pa3BUTUE 3TUX MOJENIel CBSI3aHO C
BEIOOPOM LIEIM B OKpYKalolieM IIpocTpaHcTBe. Hus-
KOYaCTOTHOE “IIEpUCKOIMYECKOe” onMcaHue, QOpMu-
pyeMoe OONBIIMMHU PEeUEeNITUBHBIMU MOJISIMU TaHIIN-
O3HBIX KJIETOK CETYaTKU, 00ECIIeUnBaeT IepeKphITHE
0OJIBIIMX YYACTKOB II0OJISI 3peHUsI. DTU raHIJIMO3HbIE
KJIETKM TIepedaloT B MO3Tr 0000IlIeHHYI0 UHGpOopMa-
IIAI0 O CIIEHE U OCYIIECTBJSIOT IpPeaBapUTEIbHYIO
CerMeHTAlIUIO 3pUTEJIbHOTO MPOCTPAHCTBA, a B OIIO-
HEHTHOM B3aUMOAECHCTBUY C MEJIKUMU TaAHTJIMO3HBIMU
KJIeTKaMU CeTYaTKU, BbIAEISIOIIMMU BBICOKKE MPO-
CTPaHCTBEHHbIE YACTOThI, BHITTOJHSIIOT OpraHU3al1Io
IBIDKEHUS I1a3. BeICOKOYAacTOTHOE onucaHue “Tejie-
CKOIIMYECKOTO” 3peHUs 00ecIIeunBaeT AeTaIN3alINI0
n3zobpaxenusi. UMeHHO mist X pabOThI U CYIIECTBYET
[Jla3oABUraTeNibHasl CUCTeMa, OCYILECTBIISIONIAs MO-
MCK, 3aXBaT U OIMCaHue U300pakeHUs LieJIU, IIPUCY-
11as XvIIHUKaM 1 npumataM. MIMeHHO Takas KOH-
CTPYKIMS U OTIPENEsIET BCIO CUCTEMY LieJierolaraHus
U LieJIeHANpaBJIeHHOM AesITeJIbHOCTU ueioBeka. Cormo-
CTaBJICHHWE Pa3IMYHBIX JAaHHBIX MTO3BOJISIET BHICKA3aTh
pearnojaoxeHre 06 0coboii GyHKIIMOHAIBHOM pOJIN B
00paboTKe 3pUTEJIbHBIX CUTHAJIOB LIEHTPaJIbHOM YacTu
(bOBEOUTHI U CBSI3aHHBIX C HEM PETUHOTONUYECKU
Ne 3
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PELEOTUBHBIX IT0JIEM HEIPOHOB B 1ieJICHAIIPABICHHOMU
JIESITETBHOCTH.

ITokazaHbl OCHOBHBIE 3aKOHOMEPHOCTH YITOPSIIO-
YEHHOCTU MEXHEHPOHHBIX OTHOIIEHUII U B3aUMOC-
BSI3€M B pellleHUU 3aJa4y 3pUTEbHOTO YIpaBIeHUS
IBUXEHUAMH T71a3. OMUH U3 OCHOBHBIX IPUHIIUIIOB
VIIOPSIIOYEHHOCTH B 3pUTENIBHOM CHCTEME TIPOSIBIISICT-
CS B pETMHOTOITMYECKO OpTaHM3alliK, KOHCTPYKIIUT
PETUHOIPOEKIIMOHHBIX CBA3ell. Takylo yrmopsimodeH-
HOCTb MOXHO BUIEThb, B YACTHOCTH, B HAIMYUU psiia
000CO00JICHHBIX, MapaJUIeJIbHBIX ITyTEH Mepenayn CUur-
HaJIOB OT CeTYaTKU B MOJKOPKOBBIE CTPYKTYPHI U Jajiee
BILJIOTh 10 KOPKOBBIX MPOEKIIMOHHBIX 30H MO3Ta.

ITosToMy Onmkaiilliee HalpaBJIeHUE Pa3BUTUS Ha-
LIMX UCCIEJOBAHUN — 3TO MEPEXO OT UCCAETOBAHUS
Tororpaguyeckoit (peTMHO- U coMaTo-Tonorpadus)
OpraHu3allMu HEUPOHHBIX CTPYKTYP K MOHUMAHMUIO
Torojoruu Moara. IToutu “kpuctannnueckas” yrnopsi-
JIOYEHHOCTbh MO3ra B COUETAHUM C €r0 JUHAMUYECKOi
W3MEHUYMBOCTbIO 00ecrneyrBaeT coriacoBaHue U3Me-
HSIIOLIMXCS Leeil 1 MOTUBOB HabJII0IaTeNs C OKpYXKa-
IOIIMM U3MEHSIIOLIUMCSI MUPOM.

NCTOYHUKHU OUHAHCUPOBAHUA

PaGoTa moanepxaHa cpeactBamMu (eaepaibHOro
6lomKeTa B paMKax rocymapcTBeHHOro 3aganus ®I'-
BYH Uncturyr dusnonorun um. U.I1. ITaBaiosa PAH
(Ne 1021062411653-4-3.1.8).

CITMCOK JIUTEPATYPbI

1. Anexcanopos B.B., Topckuii H./[. PexypcuBHbBIE METO-
16l 00paboTku n3odpaxenuii. JI.: Hayka, 1985. 156
c.

2. Bondapko B.M., layzenvman B.E. TIpocTpaHCTBEHHAs
OpTaHM3alMsT SJIEMEHTOB, BBISIBIIEMbIX B YCIOBUSIX
O0OHAPYXEHUST WJIK OTIO3HAHUST 3pDUTEbHBIX CTUMY-
noB // ®usnonorus yeiaoseka. 1988. T. 14. No 2. C.
204—211.

3. Bownoaprxo B.M., lanunoea M.B. OueHka pa3zMepa
KpyTa B WITo3un D66uHrxaysa // CeHCOpHEIE CH-
cremsl. 2000. T. 14. Ne 4. C. 277-287.

4. boudapko B.M., Jlanunoea M.B. CBsi3b pazmepa Jio-
KaJIbHOTO OKHA B MOJIEJTU MOMYJIel ¢ OLIEHKOI pa3me-
pa 3pUTETbHBIX U300pakeHUI U UX cerMeHTarueit //
Onruueckuii xypHai. 2022. T. 89. Ne 8. C. 43—-53.

http://doi.org/10.17586/1023-5086-2022-89-08-43-53

5. bondapxo B.M., Janusoea M.B., Yuxman B.H.
CerMeHTaUsA 3pUTEIBHBIX M300paXeHUI: 3KC-
NepuMEeHTaJbHBIE OaHHBIE W MOIEINPOBa-
Hue // Ontudeckuii xypHain. 2021. T. 88. Ne 12.
C.7-17.

6. bondapko B.M., llleaenun FO.E. K Bompocy o Bocipu-
SITUU LIEJIOCTHOCTH 3pUTEIbHBIX 00beKTOB // CeH-
copubie cucteMbl. 1996. T. 10. Ne 1. C. 25-30.

YCIEXU1 ®U3UOJIOTUYECKUX HAYK  Tom 55

7.

10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

Ne 3

bondapko B.M., Illenenun FO.E., lanusoéa M.B., V
1135 JIyn. CornacoBaHHOCTb OLIEHKM CJIOXKHOCTU 3pH-
TeJIbHBIX U300paKeHU ¢ YeTKUM BuaeHueM // CeH-
copubie cucteMbl. 1996. T. 10. Ne 4. C. 19-27.

. Baxpameesa O.A., lleaenun IO.E., Me3enyes A.1O.,

IIporun C.B. I3ydyeHne BOCTIPUSTHS HETIOJTHBIX KOH-
TYPHBIX U300paxxeHUii pa3nuyHoro pasmepa // Poc-
cuiickuit ¢pusnoaorndyeckuii xypHai um. M. M. Ce-
yeHoBa. 2008. T. 94. Ne 10. C. 1158—1170.

. Baxpameesa O.A., Cyxunun M.B., Mouceenxo I'A.,

Mpypasvesa C.B., IIponun C.B., Boakoé B.B., lllene-
nun FO. E. I3yyeHue NoporoB BOCIIPUSTUS B 3aBUCU-
MOCTH OT TeoMeTpuu poBea // CeHCOPHBIE CUCTEMBI.
2013. T. 27. Ne2. C. 122—129.

Baxpameesa O.A., Xapayszoe A.K., [Iponun C.B., Ma-
aaxoea E.1O., Illeaenun 0. E. 3putenbHBIN MpaiiMUHT
IIpU PaCIIO3HABAHUU MEJIKUX U300paKeHUil B CLIEHE,
conmepxaiieit 00beKThl pa3Horo pasmepa // @usno-
norus yenoBeka. 2016. T. 42. Ne 5. C. 39—48.
https://doi.org/10.7868/S0131164616050180

Boakose B.B., Illeaenun I0.E., Koaecnuko-
eéa JI.H., Makxyaroe B.b., Ilayx B.b. Ilocobue 1o
BU30KOHTPACTOMEPUMETPUU: METOAUUYECKUE
PEKOMEHIAIIMU U aTyIac TECTOBBIX U300paxeHuii. M.:
Nzn.-so IBMY MO CCCP, 1988.

Thezep B./]. MexaHU3Mbl OITO3HAHUSI 3pUTEJbHBIX 00-
pa3oB // Becthnuk AH CCCP. 1970. Ne 7. C. 30-37.

IThesep B.J[. Onio3HaHUE 3pUTEIbHBIX 00pa3oB. M.:
Hayka, 1966. 203 c.

Inezep B.JI. 3penue u meimmieHue. JI.: Hayka, 1985.
300 c.

Ihezep B.JI. 3penue u mbiuienue. CI16.: Hayka,
1993. 285 c.

Inezep B.JI., Llykxepman U.U. UHpopmanus u 3pe-
Hue. JI.: Hayka, 1961. 158 c.

Thezep B.JI. KoHCTpyKIIMSI 3pUTEJILHOTO MO3Ta U
KBaHTOBas Teopust nHbopMaiun [abopa // XKypHai
ONTUKO-MeXaHMYeCKOM TPOMBIIIIEHHOCTH. 1991. No
11. C. 26-29.

Inezep B.JI., Jleywuna JI.U. O Moaenu 3puTeabHOM
ukcauuy o6bekTa U QYHKIMSIX MUKPO-CKAYKOB
a3 // MoTropHble KOMIOHEHTHI 3peHus / Ilox pen.
B.®. JlomoBa. M.: Hayka, 1975. C. 56—68.

Thesep B.JI., Axoeaes B.B., layzeavman B.E. lllupuHa
TOJIOCHI TIPOITYCKAHUS TIPOCTHIX HEUPOHOB CTpHUAP-
Hoi1 Kophbl Komiku // CeHcopHble cuctembl. 1990. T.
4. Ne 2. C. 130—136.

Heanuwmrxo 10.A., Hecmepos E.A., MupowHnukos
B.B., Jlomownuxoe M.A. Tonorpadus ceTyaTkKu u
MaTOJIOTMICCKMX 00heKTOB B Makyie // 1 Beepocc.
cemuHap-“kpyriblit cton” “MAKVYIIA-2004: Te3aucsl
nokaaoB. CTeHOrpaMMBbl OOCYXASHUS U TUCKYCCHUIA.
PocroB-Ha-/lony, 2004. C. 252.

Kemnbean @.B., llenenun 10.E. Bo3aMoxHocTH ¢oBe-
OJIbI B pa3nndeHnu 00beKTOB // CeHCOpPHBIE CHUCTE-
Mol 1990. T. 4. Ne 2. C. 181—185.

2024



16

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

INEJEITUH u ap.

Kpacuavnuxoe H. H. Teopus mepenayu v BOCHPUSATUS
n3obpaxenuit. M.: Paguo u cBsi3b. 1986. 247 c.

Kpacunvnukoe H.H., llesenun I0.E., Kpacuarvrukoea
O.H. TlpuMeHeHYe IPUHIIMIIOB ONTHMAJIbHOIO Ha-
OJTromaTeNIs MPY MOIETMPOBAHUHY 3PUTEbHOMN CHUCTE-
MBI yesioBeka // Ontuueckuii xxypHai. 1999. T. 66.
Ne 9. C. 17-25.

Kpacunvnurxoe H.H., Kpacuavuukosa O.HU., llesenun
F0.E. UccnenoBanme 3(phHEKTUBHOCTU 3PUTEILHOM
CUCTEMBI YeJioBeKa MPU OIMO3HABAaHUU IMHAMUYE-
ckux u3obpaxenuit // @usnonorust yenoseka. 2003.
T. 29. Ne 2. C. 5—10.

Kponomos 10.J1., Ilonomapes B.A., bpaeunckuii JI.B.
MaremaTtndyeckast MOZIETb MOLYJISI 3DUTEIBHOM KOPHI:
HeiipoHHas OpraHu3alys U BEIYMCIUTEIbHAST HYHK-
s // Cencopubie cuctembl. 1988. T. 2. No 4. C.
390—399.

Kyaukoeckuii 4., Poocon D. TIpocTpaHCTBEHHBIE, Bpe-
MEHHbBIE U XpOMaTUYeCKUe KaHaJIbl: 3JIeKTPOhU3NO-
Jlornyeckoe o0ocHoBaHMe // ONTUYECKU XKypHaJl.
1999. T. 66. Ne 9. C. 37—53.

Jammunnus A.M., Ilponun C.B., Illeaenun FO.E. I1po-
CTPAHCTBEHHO-YaCTOTHAsI (bMJIBTPALIUSI TEKCTa ISt
JIOKAJILHOTO M IJIO0ATBbHOTO aHanu3a // ONTuIecKuin
xxypHai. 2018. T. 85. Ne 8. C. 39—45

Jammunnus A.M., Mouceenko I'A., Baxpamee-
éa 0.A., Cyxunun M.B., lllerenun FO.E. W3yue-
HUE CBSI3U XapaKTepUCTHK ABUXKEHUH IJIa3 ¢ Teo-
meTpueit poBea // Puszunonorus yeaoseka. 2016.
T. 42. Ne 4. C. 32-37.

Jeywuna JI. M. O COOTHOIIEHUN 3pUTESIHLHON U TJIa-
30[IBUTATENIbHOI CUCTEM B MPOCTPAHCTBEHHOM BOC-
npusitun // MoTopHbIe KOMITOHEHTHI 3penust / Tloxn
pen. b.®. JlomoBa. M.: Hayka, 1975. C. 151-175.

Manawun /1.0. CucteMa crabuimnsaluu m3zoodpa-
KEHHUS ¢ Hepa3pyllallUM CUMTHIBAHUEM BHIE0-
nHbopmaimm // Ontudeckuii xxypHain. 2020. T. 87.
Nel2. C. 43—49.

http://doi.org/10.17586,/1023-5086-2020-87-12-43-49

Maanaxoea E.IO. Buzyanuzauus uHdopmaluu, Ko-
IUPYyeMOil HelipOHaMM BBICIIMX O0JIaCTEN 3pUTENb-
HoIi cucteMnl // OnTuueckuii xxypHain. 2018. T. 85.
C. 61-66.

Manaxosea E.IO. IIpocTpaHCTBO ONMMCaHUS 3pUTEITb-
HOM CLIEHBI B ICKYCCTBEHHBIX M OMOJIOTMYECKMX HEel-
POHHBIX ceTax // Ontmyeckmii xxypHai. 2020. T. 87.
Ne 10. C. 50-58.

http://doi.org/10.17586,/1023-5086-2020-87-10-50-58

Manaxosa E.IO. IpencraBieHne KaTeropuii mocpen-
CTBOM ITPOTOTHIIOB COITIACOBAHHOI aKTMBHOCTH HEM-
POHOB B CBEPTOYHBIX HEMPOHHBIX ceTax // Onrmae-
ckuii xxypHai. 2021. T. 88. Ne 12. C. 36—41.

Manaxosa E.1O., lllenenun K 1O., Illlenenun FO.E. O0-
HapyXeHHe W paclio3HaBaHWE M300paXeHU B YCII0-

BUsX TToMexu // Onrtudeckuii xxypHan. 2024. T. 91.
Ne 8. C. 24-31.

YCITEXU ®U3NOJIOTNYECKUX HAYK

35.

36.

37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

Heesckasa A.A., Jleywuna JI. U. AcummeTpus mosyiia-
puii TOJIOBHOTO MO3Ta U OTIO3HAHUE 3PUTEIbHBIX 00-
paszos. JI.: Hayka. 1990. 150 c.

ITloosueun H.®., Makapoeé D.H., lllerenun FO.E. Die-
MEHTBI CTPYKTYPHO-(PYHKLIMOHAJILHOM OpraHu3auuu
3pUTETLHO-TIa30IBUTaTeIbHOM cucTteMsbl. JI.: Hayka,
1986. 252 c.

IIpazonukosa H.B. ccnenoBaHre MHBAPUAHTHOCTU
OMO3HAHUS 3pUTEIbHBIX N300paKeH y pbIO 1 00e-
3bsH. MexaHUu3Mbl KOAUPOBAHUS 3PUTEJIbHON MH-
dopmaruu. M., J1.: 1966. C. 96 —116.

Csemaosa B.A., Hosukos I' U., Ilodsueun H.D. Diek-
TpUYECKass CTUMYJISINAS Hapy>KHOTO KOJIEHYaTO-

ro Tejia BI3BIBAeT ABMKeHUs a3 // Jlokimaner AH
CCCP. 1982. T. 263. Ne 2. C. 507—509.

Yuxman B.H., Illeaenun FO.E., @opeman H., II5cmop
11. Bocripusitiie (pparMeHTUPOBAHHBIX U300paxkeHUIA
TpeXMEePHBIX 0OBEKTOB ITPY U3MEHEHHU YIJIa HAaOJII0-
neHust // Poccuiickuit (hM3MOIOTUYECKUI XKy pHAJI.
2009. T. 95. Ne 4. C. 324—334.

Yuxman B.H., lllenenun FO.E., IIponun C.B.. DKcre-
pPUMEHTAIbHOE UCCel0BaHUEe UHBAPUAHTHOTO BOC-
MPUSATUST BEUBIETHBIX U300paxkeHult // OnTuyeckuit
xkypHai. 2011. T. 78. Ne12. C. 50—56.

Yypawoe C.B., lllenenun FO.FE., Ilaéroe H.H., Koarec-
Huxoea JI. H., /lanusosea M.B. VccnenoBaHue Ipo-
CTPAHCTBEHHOM CTPYKTYpPHI (POBEAIbHBIX 3JIEMEHTOB
METOIOM Ja3epHoii mHTepdepomerpnu // CeHcop-
Hble cucteMbl. 1990. T. 4. Ne 1. C. 79—83.

Howyaun A.K., @axmu III.C., Manuysemos A.A. Cta-
Oownun3aius n300paxkeHnii Ha OCHOBE U3MEPEeHUsT X
CMEIIEHUsI TPU COBMECTHOM MCMOJIb30BAaHUU Ma-
TPUYHOTO U NBYX JUHEWHBIX POTOIMPUEMHUKOB //
Onrnueckuii xypHait. 2012. T. 11. c. 67-75.

Illeaenun E.JO. UccnengoBanme ocOOEHHOCTE BHU -
MaHHUS 4eIOBEKa IpU IPOCMOTpe Beb-caiitoB //
MexaHu3mbl aganTauuy GU3NOJIOTUYECKUX CUCTEM
opraHmsma K akTopaM cpenbl. Te3UChl JOKIAI0B
KoHdepeHIMS MOJOIBIX YYEHBIX, MOCBIIIeHHAS
85-netuto MHctutyra pusmonorum uM. W. I1. I1aB-
noBa PAH. CII6, 2010. C. 117—118.

Hleaenun E.FO. [IBuXeHUs TJIa3 MIpU HAOIIOACHUN
OIHOPOIHOI, HECTPYKTYPUPOBAHHON MMOBEPXHOCTH.
KypcoBag pa6ora. CIT6I'Y. 2011. 84 c.

Illleaenun E.1O., Ckypamosea K.A. I'nmoGanbHbie U
JIOKaJIbHbIe MEXaHM3MbI BOCIIPUSITUS “COCTaBHBIX
oykB” // Ontuueckuii xypHaiu. 2020. T. 87. Ne 10. C.
81—88.

http://doi.org/10.17586,/1023-5086-2020-87-10-15-24

Illenenun E.1O., 2Kyxoea O.B., Ilponun C.B., 3auu-
punckas O.B., llerenun FO.E. OGIITHOCTD aJITOPUTMOB
IBIKEHUI a3, 00ecIeYrBaloIIX paclo3HaBaHue
>KaHPOBBIX CIICH B TEKCTaX U B M300paxkeHusIx // Omn-
tueckuii xypHait. 2019. T. 86. Ne 11. C. 79—89.

Illeaenun 1O.FE. Helipoukonuka. M.: Tpouukuii MocT,
2017. 351 c.

ToM55 Ne3 2024



48.

49.

50.

S1.

52.

53.

54.

55.

56.

57.

58.

59.

60.

6l.

CTPYKTYPHO-®YHKIIMOHATBHAS OPTAHU3ALM A 3PUTEJBLHONU CUCTEMBI

Illesenun FO.E. K MaTeMaTU4eCKOU UHTEPIIPETALIUU
HEMPOHHO-IIMAILHBIX B3aMOCBs3elt // Jokianbl
AH CCCP. 1970. T. 192. Ne 3. C. 698—701.

Illeaenun 10.E., Kosecrnukosa JI.H., Jlesxosuu 0. U.
BusokonrpactoMeTpusi. U3MepeHune MOIYISIIIUOH-
HBIX TIEPEIaTOIHEBIX (DYHKIUHA 3pUTETLHOM CUCTEMEL.
JI.: Hayka, 1985. 105 c.

Hleaenun IO.E. PexornutpoH, Ilpoekt No 157
“Orob6paxenue”. Otuer o I'panty 'KHT “Ho-
Bble MH(pOpMalMOHHbBIE TexHodorum”. 1991.
25c.

Illeaenun I0.E., Bondaprxo B.M. Pa3peliaroias cro-
COOHOCTh M AUCKPETU3ALUs U300paxKeHuil B 3pU-
TenbHOM cucteMe // Poc. hm3nomornuecKuii KypHal.
uMm. U.M. Ceuenona. 2002. T. 88. Ne 9. C. 1116—1132.

IHlleaenun FO.E., bondapko B.M., Jlanunosa M.B. KoH-
CTPYKIIUST (DOBEOJIBI M MOZEJb TMPaMUAIBHON Op-
raHM3allUU 3pUTeIbHOM crucTteMbl // CeHCOpHBbIE CU-
cremsl. 1995. T. 9. Ne 1. C. 87-97.

Illlenenun FO.E., Kponomoe [10./]., Teeedep P.
Pexornurpon // IIpo6aeMbl HelipOKMOEPHETUKH.
Mar. X MexnayHaponH. KoH®., mocBsul. namMatu A.bB.
Korana PoctoB-Ha-/lony. 1992. C. 185—186.

lllenenun 10.E., Maxapos @.H., Tpugponoe M.H.
IMupaMuganbHasi opraHuW3alus MEePBUIHON
3puUTeNbHOI cucTeMbl 4eaoBeka // IlpoGiembl
HelipokubepHeTuku. Mat. X MexnyHaponH. KOH®.,
nocsu. nmamsatu A.b. Korana Poctos-Ha-/loHy.
1992. C. 186—187.

Illeaenun FO.E., @okun B.A., Xapaysoe A.K., I[Iponun
C.B., Yuxman B.H. Jlokanuzanusi ueHTpa MIPUHSATUS
pelleHuii IpY BOCIPUSITUN (DOPMbI 3pUTEIIBHBIX CTH-
myJioB // Hoxknansl Akanemun Hayk. 2009. T. 429. Ne
6. C. 835-837.

Illeaenun IO.E., ®okun B.A., Xapay3oe A.K. u dp. Jlo-
Kajau3alus MeTonaMu HeiipOUMKOHMKU MEXaHU3MOB
MIPUHSITUAS PELIEHNA 00 YIIOPSIOYEHHOCTH TEKCTYP
// Onmuueckuii xypHai. 2011. T. 78. Ne12. C. 57—69.

Illeaenun F0.E. JloKaJbHBII U T100aJIBHBIN aHAIU3 B
3puTenbHOit cucteMe // CoBpeMeHHas IIcuxo(u3nKa
/ Ilon pen. bapabanmukosa B.A. M.: UHCTUTYT nicu-
xonoruu PAH, 2009. C. 310—335.

Aleksander 1. How to build a mind: toward machines
with imagination. N.Y.: Columbia University Press,
2001.

Alexandrov V.V, Gorsky N.D. Recursive Structures and
their Properties // Image Representation and Process-
ing. Dordrecht: Springer, 1993. P. 21-58.

Berthoz A. Parietal and hippocampal contribution to
topokinetic and topographic memory //Philosophical
Transactions of the Royal Society of London. Series
B: Biological Sciences. 1997. V. 352. Ne 1360. P. 1437—
1448.

https://doi.org/10.1098 /rstb.1997.0130

Blakemore C. Adaptation to spatial stimuli //Journal of
Physiology. 1969. V. 200. P. 11-13.

YCIEXU1 ®U3UOJIOTUYECKUX HAYK  Tom 55

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

Ne 3

17

Blakemore C., Campbell FW. On the existence of
neurones in the human visual system selectively

sensitive to the orientation and size of retinal images
// J. Physiol. 1969. V. 203. Ne 1. P. 237-260.

Breitmeyer B.G. The roles of sustained (P) and transient
(M) channels in reading and reading disability // Fac-
ets of dyslexia and its remediation / Eds. S.F. Wright,
R. Groner. Amsterdam, London, N.Y., Boston:
North-Holland, Elsevier Science Publishers. 1993. P.
13-31.

Broderick W.E, Simoncelli E.P., Winawer J. Mapping
spatial frequency preferences across human primary
visual cortex // Journal of Vision. 2022. V. 22. Ne 4. P.
1-21.

Burr D.C, Morrone M.C, Ross J. Selective suppression
of the magnocellular visual pathway during saccadic
eye movements // Nature. 1994. V. 371. P. 511-513.

Burr D., Morrone M.C., Ross J. Separate visual
representations for perception and action revealed by
saccadic eye movements // Current Biology. 2001. V.
11. Ne 10. P. 798—802.

Burr D., Ross J., Binda P., Morrone M.C. Saccades
compress space, time and number // Trends in
Cognitive Science. 2010. V. 14. Ne 12. P. 528—533.

Burt PJ. Fast filter transforms for image processing
// Comput. Graph. and Image Proc. 1981. V. 16. P.
20-51.

Burt PJ., Adelson E.H. The Laplacian Pyramid as a
Compact Image Code // IEEE Transactions on Com-
munication. 1983. V. 31. Ne 4. P. 532—540.

Burt PJ., Adelson E.H. A Multiresolution Spline with
Application to Image Mosaics // ACM Transactions
on Graphics. 1983. V. 2. P. 217-236.

Burton G.J., Haig N.D., Moorhead I.R. A self-similar
stack model for human and machine vision //
Biol. Cybern. 1986. V. 53. P. 397—403. https://doi.
org/10.1007/BF00318205

Campbell EW., Gubisch R.W. Optical quality of the hu-
man eye // J. Physiol. 1966. V. 186. P. 558—578.
Campbell FW., Robson J.G. Application of Fourier
analysis to the visibility of gratings // J. Physiol. Lond.
1968. V. 197. P. 551-566.

Campbell FEW., Shelepin Yu., Paviov N.N., Tegeder
T.W. Psychophysical measurements of the intercone
separation and object recognition in the human
foveola // Ophthalmic. Physiol. Optic. 1992. V. 12. Ne
1. P. 101—102.

Campbell EW., Shelepin Yu.FE. The mechanics of the
foveola and its role in defining an object // Perception.
1989. V. 12. Ne 4. P. 532.

Chikhman V., Shelepin Y., Foreman N., Merkuljev A.,
Pronin S. Incomplete figure perception and invisible
masking // Perception. 2006. V. 35. P. 1441—1457.
Chikhman V., Bondarko V., Danilova M., Goluzina A.,
Shelepin Y. Complexity of images: experimental and

2024



18

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

INEJEITUH u ap.

computational estimates compared // Perception.
2012. V. 41. P. 631-647.

Chikhman V.N., Shelepin Y.E., Foreman N., Passmore
P.  Perception of fragmented Images of Tree-
Dimentional Objects as the Observation Angle
Changes // Neuroscience and behavioral Physiology.
2010. V. 40. Ne 5. P. 565—572

Christman S.D. Local-global processing in the
upper versus lower visual fields // Bulletin of the
Psychonomic Society. 1993. V. 3. Ne 4, P. 275-278.

Danilova M.V., Bondarko V.M. Foveal contour
interactions and crowding effects at the resolution
limit of the visual system // J. Vision. 2007. V. 7. Ne 25.

Daugman J.G. Complete discrete 2-D Gabor
transform by neural networks for image analysis and
compression // IEEE Trans. on Acoustics, Speech,
and Signal Processing. 1988. V. 7. P. 1169—1179.

Daugman J. Iris encoding and recognition using Gabor
wavelets // Encyclopedia of Biometrics / Eds. S.Z Li,
A. Jain. Boston, MA: Springer, 2009. P. 126—187.

Daugman J.G. Uncertainty relation for resolution in
space, spatial frequency, and orientation optimised by
two-dimensional visual cortical filters // J. Opt. Soc.
Am. A 2. 1985. P. 1160—1169.

Deng Z., Yu H., Long Y. Fractal pyramid networks //
arXiv preprint. arXiv:2106.14694. 2021. 21 p. https://
doi.org/10.48550/arXiv.2106.14694

Diaz H., Cordova EM., Caiiete L. et al. Order and
chaos in the brain: fractal time series analysis of the
EEG activity during a cognitive problem-solving
task // Information Technology and Quantitative
Management (ITQM 2015). Procedia Computer
Science. 2015. V. 55. P. 1410—1419.

Dong D.W., Atick J.J. Statistics of natural time-
varying images // Network: Computation in Neural
Systems. 1995. V. 6. Ne 3. P. 345—358. https://doi.
org/10.1088,/0954-898X_6_3 003

Dong D.W. Spatiotemporal Inseparability of Natural
Images and Visual Sensitivities // Motion Vision /
Eds. J.M. Zanker, J. Zeil. Berlin, Heidelberg: Spring-
er, 2001. P. 15-38.
https://doi.org/10.1007/978-3-642-56550-2_19

Duke-FElder S. The anatomy of the visual system //
System of ophthalmology. 1961. V. 2. P. 358—376.

Field D J. Relations between the statistics of natural
images and the response properties of cortical cells //
Journal of the Optical Society of America. 1987. V. 4.
P. 2379—2394.

Field D.J. Scale-invariance and self-similar “wavelet”
transforms: an analysis of natural scenes and
mammalian visual systems. Wavelets, Fractals and
Fourier Transforms // New Developments and New
Applications. 1993. P. 151—-193.

Field D.J. What is the goal of sensory coding? //
Neural Computation. 1994. V. 6. P. 559—601.

YCITEXU ®U3NOJIOTNYECKUX HAYK

92. Field D.J. Match filters, wavelets and the statistics of
natural scenes // Journal of Optical Technology. 1999.
V. 66. Ne 9. P. 788—796.

Field D. ., Brady N. Visual sensitivity, blur and the
sources of variability in the amplitude spectra of
natural scenes // Vision Research. 1997. V. 37. P.
3367—3383.

Field D., Hayes A. Contour integration and the lateral
connections of V1 neurons // The Visual Neurosci-
ences / Eds. L.M Chalupa, J.S. Werner. MIT Press,
2004. P. 1069—1079.

Field D.J. Wavelets, vision and the statistics of natural
scenes // Philosophical Transactions of the Royal
Society of London. Series A: Mathematical, Physical
and Engineering Sciences. 1999. V. 357. Ne 1760. P.
2527-2542.

Field D.J., Hayes A., Hess R.F. Contour integration
by the human visual system: evidence for a local
“association field” // Vision Res. 1993. V. 33. Ne 2. P.
173—193.
https://doi.org/10.1016/0042-6989(93)90156-Q

Fischer B. Overlap of receptive field centers and
representation of the visual field in the cat’s optic tract
// Vision Res. 1973. V. 13. Ne 11. P. 2113—-2120.

Glezer V.D., Ivanov V.A., Tscherbach T.A. Investigation
of complex and hypercomplex receptive fields of visual
cortex of the cat as spatial frequency filters // Vision
Res. 1973. V. 13. P. 1875—1904.

Glezer V.D., Tscherbach T.A., Gauzelman V.E. Bondarko
V.M. Linear and nonlinear properties of simple
and complex receptive fields in area 17 of the cat
visual cortex: a model of the fields // Biological
Cybernetics. 1980. V. 37. P. 195-208.

100. Glezer V.D., Tscherbach T.A., Gauzelman V.E.,
Bondarko V.M. Spatio-temporal organization of
receptive fields of the cat striate cortex // Biological
Cybernetics. 1982. V. 43. P. 35—49.

101. Glezer V.D., Yakovlev V.V., Gauselman V.E. Harmonic
basis function for spatial coding in the cat striate
cortex // Visual Neurosci. 1989. V. 3. P. 351—-383.

102. Grosu G.F, Hopp A.V, Moca V.V. et al. The fractal
brain: scale-invariance in structure and dynamics //
Cerebral Cortex. 2023. V. 33. Ne 8. P. 4574— 4605.
https://doi.org/10.1093/cercor/bhac363

103. Haig N.D. Why is the retina capable of resolving finer

detail than the eye’s optical and neural systems? //
Spatial Vision. 1993. V. 7. Ne 3. P. 257-273.

104. Hochstein S., Shapley R.M. Quantitative analysis of
retinal ganglion cell classification // J. Physiol. 1976.
V. 262. P. 237-264.

105. Hubel D.H., Wiesel T.N. Receptive fields of single
neurones in the cat’s striate cortex // J. Physiol. 1959.
V. 148. P. 574—591.

106. Hubel D.H., Wiesel T.N. Receptive fields, binocular
interaction and functional architecture in the cat’s
visual cortex // J. Physiol. 1962. V. 160. P. 106—154.

93.

94.

9s.

96.

97.

98.

99.

ToM55 Ne3 2024



CTPYKTYPHO-®YHKIIMOHATBHAS OPTAHU3ALM A 3PUTEJBLHONU CUCTEMBI 19

107. Hubel D.H., Wiesel T.N. Shape and arrangement of
columns in cat’s striate cortex // J. Physiol. 1963. V.
165. P. 559—568.

108. Hubel D.H., Wiesel T.N. Receptive fields and
functional architecture in two nonstriate visual areas
(18 and 19) of the cat //Journal of neurophysiology.
1965. V. 28. Ne 2. P. 229-289.

109. Hubel D.H., Wiesel T.N. Sequence regularity and
geometry of orientation column in the monkey striate
cortex // J. Comp. Neurol. 1974. V. 158. P. 267—-294.

110. Hyvarinen J., Shelepin Y. Distribution of visual and
somatic functions in the parietal associative area
7 of the monkey// Brain Research. 1979. V. 169. P.
561—-564

111. Kaliteevsky N.A., Semenov V.E., Glezer V.D., Gauselman
V.E. Algorithm of invariant image description by the
use of a modified Gabor transform // Applied optics.
1994. V. 33. Ne 23. P. 5256—5261.

112. Kawamura K. Corticocortical fiber connections of the
cat cerebrum. III. The occipital region // Brain Res.
1973. V. 51. Ne 1. P. 41-60.

113. Kovdes 1., Kozma P., Akos F., Gyorgy B. Late
maturation of visual spatial integration in humans //
PNAS, 1999. V. 96. Ne 21. P. 12204—12209. https://
doi.org/10.1073/pnas.96.21.12204

114. Malakhova E.Y., Shelepin E.Y., Malashin R.O.
Temporal data processing from webcam eye tracking

using artificial neural networks // Journal of Optical
Technology. 2018. V. 85. Ne 3. P. 186—188.

115. Malakhova K., Shelepin E. Including temporal
information into prediction of gaze direction by webcam
data // Journal of Vision. 2018. V. 18. P. 1204—1210.
https://doi.org/10.1167/18.10.1204

116. Maguire E.A., Burgess N., Donnett J.G. et al. Knowing
where and getting there: A human navigation network
// Science. 1998. V. 280. P. 921-924.
https://doi.org/10.1126 /science.280.5365.921

117. Mandelbrot B.B. The fractal geometry of nature. San
Francisco: W.H. Freeman and co., 1982. P. 25—-74.

118. Mayrhofer- Reinhartshuber M., Ahammer H. Pyramidal
fractal dimension for high resolution images //
Chaos: An Interdisciplinary Journal of Nonlinear
Science. 2016. V. 26. Ne 7. P. 1-23. https://doi.
org/10.1063/1.4958709

119. Markov N. T. Ercsey-Ravasz M., Van Essen D. C. et al.
Cortical High-Density Counter stream Architectures
// Science. 2013. V. 342. Ne 6158. P. 1238406.

120. Millodot M. Foveal and extra-foveal acuity with and
without stabilized retinal images // J. Physiol. Opt.
1966. V. 23. Ne 2. P. 75—106.

121. Nam Y., Sato T., Uchida G., Malakhova E., Ullman
S., Tanifuji M. View-tuned and view-invariant face
encoding in IT cortex is explained by selected natural
image fragments // Nature. Scientific Reports. 2021.
V.. 11. Ne 7827.
https://doi.org/10.1038/s41598-021-86842-7

YCIEXU1 ®U3UOJIOTUYECKUX HAYK  Tom 55

Ne 3

122. Ogden J.M. Generation of fractals using the Burt
pyramid //OSA Annual Meeting. Optica Publishing
Group, 1985. Noe WD6.

123. Palmer L.A., Rosenquist A.C., Tusa R.Y. The
retinotopic organization of the lateral suprasylvian
areas in the cat // J. Comp. Neurol. 1978. V. 177. P.
237-256.

124. Paneri S., Gregoriou G.G. Top-Down Control of
Visual Attention by the Prefrontal Cortex. Functional
Specialization and Long-Range Interactions // Front.
Neurosci. 2017. V. 11. Ne 545. 302586.
https://doi.org/10.3389/fnins.2017.00545

125. Pentland A. P. Fractal-based description of natural
scenes // IEEE transactions on pattern analysis and
machine intelligence. 1984. Ne 6. P. 661—674.

126. Previc F. H. Functional specialization in the lower and
upper visual fields in humans: Its ecological origins
and neurophysiological implications //Behavioral and
Brain Sciences. 1990. V. 13. No 3. P. 519—-542.

127. Previc F.H. The neuropsychology of 3-D space //
Psychol Bull. 1998. V. 124. P. 123—164.
https://psycnet.apa.org/
doi/10.1037/0033-2909.124.2.123

128. Previc F.H, Ross R.A., Siegel G. Dissociation of
measures of topographical and nontopographical
cognitive ability in older adults // Neurophysio and
Rehab. 2019. V. 2. Ne 1. P. 47-51.
https://doi.org/10.33805/2641-8991.121

129. Quam L.H. Hierarchical warp stereo // Readings in
computer vision: Issues, Problem, Principles, and Par-
adigms / Eds. M.A. Fischler, O. Firschein. California:
Morgan Kaufmann Publishers, Inc., 1987. P. 80—86.

130. Ranjeeth S., Latchoumi T.P., Paul P. V. A survey on
predictive models of learning analytics //Procedia
Computer Science. 2020. V. 167. P. 37—46.
https://doi.org/10.1016/j.procs.2020.03.180

131. Ribeiro T. L., Chialvo D.R., Plenz D. Scale-free dynamics
in animal groups and brain networks //Frontiers in
Systems Neuroscience. 2021. V. 14. Ne 591210.
https://doi.org/10.3389/fnsys.2020.591210

132. Rizzolatti G., Riggio L., Dascola 1., Umiltd C.
Reorienting attention across the horizontal and
vertical meridians: Evidence in favor of a premotor
theory of attention // Neuropsychologia. 1987. V. 25.
Ne 1. P. 31-40.
https://doi.org/10.1016/0028-3932(87)90041-8

133. Ross J., Burr D., Morrone C. Suppression of the
magnocellular pathway during saccades // Behavioural
Brain Research. 1996. V. 80. Ne 1-2. P. 1-8.

134. Schmeisser E.T., McDonough J.M., Bond M., Hislop
P.D., Epstein A.D. Fractal analysis of eye movements
during reading // Optom. Vis Sci. 2001. V. 78. Ne 11.
P. 805-814.
https://doi.org/10.1097/00006324-200111000-00010

135. Serrano-Pedraza 1., Martinez-Conde S. Saccades and
microsaccades during visual fixation, exploration, and

2024



20 ITEJEINWH u np.

search: Foundations for a common saccadic generator
// Journal of Vision. 2008. V. 8. P. 1-18.

136. Seymour K., Clifford C.W.G., Logothetis N.K., Bartels A.
Coding and Binding of Color and Form in Visual Cortex
// Cerebral Cortex. 2010. V. 20. Ne 8. P. 1946—1954.
https://doi.org/10.1093 /cercor/bhp265

137. Shelepin E., Malakhova K. The effect of changes in
screen luminance and lighting on pupillary response
during web-surfing // Journal of Vision. 2018. V. 18.
Ne 875.
https://doi.org/10.1167/18.10.875

138. Shelepin E.Y. Optimization of site content in the
learning process // Journal of Optical Technology.
2018. V. 85. Ne 8. P. 521523

139. Shelepin E.Y., Skuratova K.A. Global and local
mechanisms of perception of “compound letters” //
J. Opt. Technol. 2020. V. 87. Ne 10. P. 619—623.

140. Shelepin Y.E, Krasilnikov N.N., Trufanov G.A. et al.
The principle of least action and visual perception //
Perception. 2006. Supplement V. 35. P. 125.

141. Skuratova K. A., Shelepin E.Yu., Yarovaya N.P. Optical
search and visual expertise // J. Opt. Technol. 2021. V.
88. Ne 12. P. 700—705.

142. Sholl D.A. The Organization of the cerebral cortex.
London, New York: John Wiley & sons, 1956. 217 p.

143. Parallel, Hierarchical Software/Hardware Pyramid
Architecture // Pyramidal Systems for Computer Vi-
sion / Eds. V. Cantoni, S. Levialdi. Berlin, Heidelberg:
Springer, 1986. NATO ASI Series, V. 25. P. 1-20.
https://doi.org/10.1007/978-3-642-82940-6 1

YCITEXU ®U3NOJIOTNYECKUX HAYK

144. Van Essen D., Maunsell J. Hierarchical organization
and functional steams in the visual cortex // Trends in
Neuroscience. 1983. V. 6. P. 370—375.

145. Varghese P., Selva Saroja G.A. Hexagonal image
enhancement using Hex-Gabor filter for machine
vision applications // Materials Today: Proceedings.
2022. V. 56. Ne 1. P. 555-558. https://doi.
org/10.1016/j.matpr.2022.02.277

146. Wandell B.A. Foundations of vision. N.Y.: Sinauer
Press, 1995. 341 p.

147. Wang J., DuX., Yao S. et al. Mesoscale organization of
ventral and dorsal visual pathways in macaque monkey
revealed by 7T fMRI // Progress in Neurobiology.
2024. V. 234. Ne 102584.

148. Watson A.B., Ahumada A.J.Jr. A hexagonal orthogo-
nal-oriented pyramid as a model of image representa-
tion in visual cortex // IEEE Transactions on biomed-
ical engineering. 1989. V. 36. Ne 1. P. 97—106.

149. Wilson H.R., Gelb D.J. Modified line element theory
for spatial frequency and width discrimination // J.
Opt. Soc. Am. A. 1984. Ne 1. P. 124—131.
https://doi.org/10.1364/JOSAA.1.000124

150. Zueva M.V. Fractality of sensations and the brain
health: the theory linking neurodegenerative disorder
with distortion of spatial and temporal scale-
invariance and fractal complexity of the visible world
// Front. Aging Neurosci. 2015. V. 7. Ne 135.
https://doi.org/10.3389/fnagi.2015.00135

ToM55 Ne3 2024



CTPYKTYPHO-®YHKIIMOHATBHAS OPTAHU3ALM A 3PUTEJBLHONU CUCTEMBI 21

Structural-Functional Organization of the Visual System
in Ensuring Goal-Directed Activity
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Abstract — A review of the results of half a century of research into the visual system as a hierarchical
structure is presented: a multichannel, multilayer “pyramid”, each layer of which has a different
spatiotemporal resolution, but together provides an invariant description of images for their classification,
decision making, organization of eye movements and target search. An analysis of the multichannel
organization of the human visual system was carried out, as the most effective and most economical. The
“periscope and telescopic vision” systems, unique in their morphological and functional characteristics,
are identified, providing gaze translation and recognition when searching and achieving a goal. Models
of the pyramidal organization of the visual system have justified their existence by having an exceptional
influence on the development of engineering solutions for the design of recognition systems operating in
real time and the creation of artificial neural networks.

Keywords: visual system, oculomotor mechanisms, fovea, foveolita, multichannel model, pyramidal mod-
el, modules model, spatial frequency analysis
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B 0030pe BcecToOpoHHE paccMaTpUBAIOTCSI OCOOEHHOCTH CYMMapHOTO BBI3BAHHOTO OTBETa MO3ra 4e-
JIOBEKa Ha HayaJjio IBMXEHUS 3ByKOBOTO CTUMYJa, TaK Ha3bIlBaeMoro motion-onset response (MOR).
OnucaHbl MOJyYeHUE U MHTEPIpPETALMsl TOT0 KOMIIOHEHTA CJIYXOBBIX BBI3BAHHBIX MTOTEHIIMAJIOB, 3a-
BucuMocTb MOR 0T cKOpOCTH M HampaBJIEHUST IBUKEHUSI, OT pa3HBIX IIPOCTPAHCTBEHHBIX XapaKTe-
pucTuK 3ByKa. [IpuBeaeHbI Uccaea0BaHUS peopraHu3alny KojiebaTeaIbHOIM aKTUBHOCTH, JieXallleil B
ocHoBe MOR, nokaszasBiiiye, 4To MjaaBHOE ABUXKEHUE 3ByKa BbI3bIBAET MOACTPOIKY (ha3bl KojebaHUt
Ienbra-anbda-nrana3oHa K MOMEHTY Hadasla IBIDKeHHsI. PaccMOTpeH BOIIPOC O BIMSTHUHA MEXCEHCOP-
HOM ayauo-BU3yaJbHOM MHTErpaliiy Ha 06paboTKy nHpopmauu o aermkeHn. KommoneHT MOR kak
KOPPEJIAT IPOIIECCOB MHTErPallNy IIPOCTPAHCTBEHHOI MH(pOPMAILIMK MOXET 1aTh HOBBIE CBEIEHUS 00
aKTUBAIIMU MO3TOBBIX CTPYKTYP, KOTOPBIC YK€ Ha paHHEM IPEACO3HATEIbHOM 3Talle 00eCIeYnBaoT
OPHUEHTAIIMIO YeJ0BeKa B MIPOCTPAHCTBE 1 €ro afalTaluio K U3MEHSIOIIEICST aKyCTUIEeCKOU cpere.

Katouegovie cnosa: BEI3BaHHEIC IIOTCHLMAJIbI, IBUXECHUE 3BYKOBOI'o CTUMYyJia, 93r, motion-onset response

(MOR), npocTpaHCTBEHHBIN CIIyX

DOI: 10.31857/50301179824030022 EDN: BBNUMN

BBEAEHUNE

EcTecTBeHHasT akycTmyeckas cpena, OKpyxkaro-
1ast yejgoBekKa, CONEPXUT MHOXECTBO JBMKYIITUXCS
WCTOYHUKOB 3ByKa. CIyXOBOE BOCIIPUSITUE TBUKEHMUS
Ype3BBIYAHO BaXXHO 11T 0€30IMaCHOCTH U TIPaBUJIb-
HOIT OpHeHTAllM, TT03TOMY OHO M3IaBHA SIBIISITIOCH
MpeaIMEeTOM U3YyYeHUsT B 00J1aCTH HEMpODU3UOIOTUH.
HeonHokpaTHO MOATBEPXKAATOCH HAIMUME KOPTUKAJb-
HBIX U CyOKOPTUKAJbHBIX 00JacTeil, n30upaTeabHO
AKTUBUPYEMBIX IBWXKYIIIUMUCS 3BYKOBBIMU CTUMYJIA-
MU: METOIAMU HelpoBU3yaIu3allui — y YejloBeka [ 18,
21, 44—46, 51, 65, 68, 116], a Takke IIpU U3YYEHUU
AKTUBHOCTHU OAWHOYHBIX HEMPOHOB Y XXMBOTHHIX |10,
11, 109, 113]. UccnenoBanusa merogamu D3I u MBI

Coxpamenusi: MOR motion-onset response, ACC
acoustic change complex, MAMA MUHHMANBHBIN pa3-
TUYUMBIE yron aBmkeHus (minimum audible movement angle),
BIT — Be3Bansble noTeHnuansl, D91 — anexrposnnedanorpadus,
MDOI — marauTosHIEepanorpadus, MPT — MmarHuTHO-pe30HAHCHAS
ToMorpadus.
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TaK>Ke BBISIBIIN BbIpaskeHHbIE KOPTUKATbHBIE OTBETHI,
CBsI3aHHBIE ¢ ABMXKeHUeM [12, 20, 30, 56, 118].

O06paboTka nH(MOPMALIUM O IBMKEHUM 3ByKa IIPO-
HUCXOIUT Ha OCHOBE OLIEHKM JUIUTEIbHOCTH 3BYyYaHUS
U pacCTOSIHUSI, TIPOMIEHHOr0 UCTOUHUKOM 3ByKa [32].
HenoaBuxxHble U ABUXYILIMECS 3BYKOBbIE CUTHAJIBI
BBI3bIBAIOT Pa3Hble peaKIIMU, KOTOPbIE BBISBISIOTCS
npu oMoy D3I U Apyrux METONMK BU3yaTu3aluu
MO3TOBOI akTUBHOCTU. OIHAKO HE BCEraa MOHSITHO,
OTpaxaroT JIU 3TU pa3uuusl B peakiusx cneunuduye-
CKYIO YYBCTBUTEJIBHOCTb K ABUXKEHUIO WUJIU, CKOPEE,
YyBCTBUTEJIBHOCTb K 00Jiee OOLIMM MU3MEHEHUSIM B
MECTOTOJI0XXeHUHU 3ByKa. CyllleCTBOBaHUE Crieluay-
3MPOBAHHBIX YYBCTBUTEIbHBIX K ITBUXKEHUIO MEXaHN3-
MOB B CJIyXOBOI CUCTEME SIBJISIJIOCH PEAMETOM JaB-
Heli nucKyccuu [43] v 1o cUX ITOp OCTaeTCsl OTKPBITHIM
BorpocoMm [25]. ITo ogHOIM U3 BepcHii, BOCIIPUSITHAE
IBUKEHUS CIIyXOBOU CUCTEMOW OCHOBAHO Ha JIOKA-
JIM3ALIMU TTOCJIEA0BATENbHBIX MOJOXEHU NCTOYHUKA
3ByKa (“MOMEHTaJbHbIX CHUMKaX”), UHTETPUPYEMBIX
BO BpPEMEHM; 3TOT MEeXaHU3M He TpebyeT UyBCTBHU-
TEJIbHOCTU K IBMXEHMIO KaK TakoBomy [90]. Hpy-
rue ncuxoduanueckue UccaenoBaHus yKa3blBaloT Ha
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CYIIIECTBOBAHUE CITEIIMATN3UPOBAHHBIX HEMPOHATb-
HBIX MEXaHM3MOB BOCIIPUSITHS IBVKEHUS U TIOMYEP-
KHBAIOT BaXKHOCTb KOHTEKCTA, T.¢. HeMaBHEH NCTOPUH
CTUMYJISIIAH, TSI BOCTIPUSITASI CKOPOCTH JJISIIIETOCST
BO BPEMEHHM WJIU B IIPOCTPAHCTBE NCTOYHMKA 3BYKa.
CuuraeTcs, 9TO MPOLeCC BOCTIPUATHS (PYHKIIMOHUPY-
€T cKopee Kak mHTerpatop yreuku (leaky integrator),
YeM KaK TeHepaTop “MTHOBEHHBIX CHUMKOB” [25, 69,
101, 102].

B uccrnenoBaHusIxX 3J€eKTpUIYECKUX peaKIIMii MO3-
ra Ha ABMXYIIHMECS] 3ByKOBbIE CTUMYJIbI HA MPOTSIKE-
HUM MHOTHUX JECATUIIETUI COXPAHSIOCh BAXXHOE Me-
TomoJjiornyeckoe orpaHnueHue. CyThb €ro cocTosijia B
TOM, YTO TPAAUIIMOHHO MPUMEHSIBIIUECS CTUMYJIbI
HayMHaJIM NepeMellaThbCsl cpasy Iocjie BKIIOUYEHUS,
U BCJIEICTBYE 3TOr0 BBI3BAHHBIE MOTEHIIMAJBI CO-
JepXajyd OTBET Ha JBUXXEHUeE, MepeKpblBaIOIINiCs C
OTBETOM Ha BKJIIOYEHUE, U pa3AeIuTb 3TU OTBEThI HE
MPEaCTaBIsIOCh BO3MOXHBIM. PellieHreM 3Toii mpo-
0JieMBbI CTaJIO MPUMEHEHME MapaguTrMbl “OTCPOYEH-
HOTO IBVXXEHUS”, TIpearoiaramlleit pa3HeceHUe BO
BPEMEHU MOMEHTA BKJIIOUEHUS CUTHaJla U MOMEHTA
Hayvasia NBUKEHMSI. DTOT MpUeM MO3BOJIMII UCCIIENO0-
BaTh BbI3BAaHHBII OTBET Ha IBUXXeHHUE (motion-onset
response, MOR) oTnenbHO OT HecHneuu(pUIeCcKoro
OTBETA Ha BKJIIOYEHHE 3ByKa W BbI3BAJ BCILJIECK ITy-
OMKauuii Mo HelpoOHAJIbHONM 00padoTKe ABMXKEHUS,
KOTOPBIM U ITOCBSIIEH HacTosIIMi 0030p. B rocneny-
IOLIKMX pas3aenax 003opa OyayT pacCMOTPEHEBI O0IIMe
cBoiicTBa noteHaza MOR u ero uHTepnpeTamnusi.
OtaenbHOE BHUMaHUE OyIET YAeIeHO UCCIeA0BaHUSIM
PUTMHMYECKO aKTMBHOCTU MO3ra, JIEXallleil B OCHOBE
MOR.

ITOJIYYEHME MOR U ETO MHTEPITPETALINA

[TepBble MOMBITKUA UCCIEA0BATh OTAECIBHO CyMMap-
HBIi1 MOTeHLIMA, BEI3BAaHHBIN U3MEHEHUEM MPOCTPaH-
CTBEHHBIX NMPU3HAKOB, OTCTABJICHHBIM BO BpeMEHU
OTHOCHUTEIBHO BKJIIOUECHUSI CTUMYJIA, ObUIM CHeJIaHbI
mHCKMMHU TpynmamMu Sams u coaBT. [96] u Mékela,
McEvoy [74]. JIBuxXeHHne 3BYKOBBIX 00pa30B MOJe-
JIUPOBAJIOCh B paboTe Sams u coaBT. [96] rpu moMo-
I MTHOBEHHOTO U3MEHEHUS MEXYIITHBIX Pa3TUInii
no BpemeHu (AT) B cepenuHe cTuMyja, a B pabote
Maikela, McEvoy [74] — myTeM BBeAeHMSI B CEpeau-
HY CTUMYJIa aMILUIMTYIHO-MOIYJIUPOBAHHBIX y4acT-
KOB pa3HOil IINTEIbHOCTU. Perucrpanust cyMMapHbBIX
MarHuTosHIuedanorpa¢puiIeckux noreHuanos (MBI
MO3BOJIMJIA 00EUM TPYIMIIaM aBTOPOB MOJIYIUTh YETKO
BBIpaXXeHHBIE OTBETHI HA HAYAJIO ABMXKEHUS, KOTOPhIE
He TIepeKPHIBAINCH C OTBETAMU Ha BKITIOUECHUE U NMe-
au jJateHTHOCTh 100—130 Mc oT Havajia TBUKEHUS.
daxkTryecK 3TUMH aBTOpaMU Obljla pazpaboTaHa ma-
panurMa oTCpOYeHHOTO IBUKEHMUSI, XOTsI OHAa U He T0-
JlyduJia B X paboTax TaKoro Ha3BaHMUsI.

BHOCJ’IC,[[CTBI/II/I ImapaaurmMa OTCPpOYCHHOIO OBU-
KeHUs ObLia YCOBCPIHICHCTBOBAaHA IIpU MEPEXOAEC K
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Puc. 1. Bri3BaHHbIE NOTEHIMAIB HA BKIIIOYCHNE U HA JBU-
KeHue ctumyna [3]. Bepmukanvusim nyHkmupom 0003Ha-
4yeHbl MOMEHTHI BKitoueHus (0) u Hauana aeuxenus (0x).
Dddext aBrKeHUs co37aBalics 3a CYET JIMHEHHOTO TNO0
MraoBeHHOTO n3MeHeHus: AT Ha 660 mMkc. KoHTpomsHBEIME
CTUMYJIAMH CIIy’KMJIM CHUT'HAJIBI U3 OCHOBHOTO SKCIIEPHMEH-
Ta, IpeIbsBICHHBIE TUOTHIECKU. [1o ocu opounam — am-
ityaa oteeta (MkB). HeraTuBHOCTb BBEpX.

peructpanun 931 1 BhI3BaHHBIX IToTeHLIManoB (BIT).
JnuTenbHOCTh HaYyaJabHOro (PparMeHTa, MMEIOIIEeTo
MOCTOSIHHbIE MEXYIIHbIC PA3IUUMS U MOAETUPYIOLIe-
ro HEeMOJABMXKHBII 3BYyKOBOII 00pa3, Oblja yBeandeHa
ot 300 mc [74, 96] no 750 mc (puc. 1) [3] u mo 1000 mc
[67]. DTo MO3BOIMIIO €llle JyYllle Pa3aeanTh BO Bpe-
MeHU Hecrienudpudeckuii BIT Ha BkiitoueHue u BIT Ha
Hayvajo IBUXeHUs, Tak yTo BII Ha BkiIloueHME pas-
BUBAJICSI M BO3Bpalllajicsl K 0a30BOi1 JTMHUM 10 Hayaia
pa3BUTHS OTBETA Ha HAYaJIO JIBVKCHUSI.

BiusiHue navTenbHOCTY HaYyalbHOTO (hparMeHTa Ha
BpeMsI peakliuy B 3aj1ayax oOHapyXeHMsl Havyajia IBU-
KEHUS M pa3InIeHUs HATIpaBIeHUS IBIKEHUS OBIIO
CHCTEMaTHYECKN M3YyIeHO TICMXO(MU3NIECKUMUI METO-
namu [34]. B ycnoBusx ¢cBOOOIHOTO 3ByKOBOTO IIOJIS
MCTOYHMK 3ByKa mepeMelnancs co ckopoctoio 20, 40
nm 80 Tpazn/c, a ANUTETBHOCTh HAYaIbHOTO (pparMeH-
ta coctapasa 0, 200, 500 vy 1000 Mc. YBenmueHnume
JJIATEIbHOCTU HayaJIbHOTO (hparMeHTa ClIocOOCTBOBA-
JIO YMEHBIIIEHUIO BpeMEHHU peaKkiIvu, U 4eM MeIJIeHHee
OBbLIO NBUKEHME, TeM OoJiee IUIMTEIbHBIN HayaIbHBIN
(parmMeHT TpedoBaCs I €ro 3HAYMMOTI'O CHIDKEHMSI.
Omnupasich Ha 3TU JaHHBIE, B MOCIEAYIOIINX padoTax
vccraenoBaTeIM BbIOMpany HayaJlbHbIe Y9acTKU OTCPO-
YEeHHOTO ABMKEHUS JUTUTEIbHOCThIO He MeHee 700 Mc.

Tepmunu “motion onset response” (MOR) u Ha-
3BaHUSI €ro KOMIIOHEHTOB BOIILUIM B YIOTpebJieHue,
HauyuMHas ¢ OCHOBoTMojIaraoleil pabotsl [67]. B aToM
HUCClIeNOBAaHUM IBVXKEHUE CTMMYJa CO3/1aBajioch 3a
cueT 3HauuTeabHoro usameHeHus AT (Ha 1000 mxc) B
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Te4eHHE KOPOTKOro mpomexxyTka BpemeHu (150 mc).
g aHanmv3a oTBeTa Ha HA4yaJlo IBVKEHMST BbI3BAH-
HBIM TTOTEHLIMAJ IPUBOAUIN K 6a30BOI TMHUM IO
Y4acTKy IIUTeAbHOCTHIO 200 MC HEIOCPEICTBEHHO
nepen MOMeHTOM m3MeHeHus1t AT, u aTomy npue-
My clenoBaiu Bce nocienytomue padorel. MOR ot-
JInJajcs CTpyKTypHO u Tororpaduuecku ot BIT Ha
BKJIIOUEHUE 3ByKa U COCTOSIT U3 PAaHHETO HEraTUBHOTO
koMnoHeHTa (“change”-N1, cN1) u mo3nHero no3u-
TUBHOTO Koiebanus (“change”-P2, cP2). Ckanbno-
Boe pacripeaesieHre cN1 nMeno MakCuMyM B 00J1acTh
BepTeKkca, O3TOMY aHaJIu3 OTBETA MPOBOAWUIIU Mpe-
e Bcero B orBeaeHuu Cz. JITaTeHTHOCTb BOJIHBI CN |
coctaBuia 140 Mc mociie Havyajga IBUXKEHUSI, a KOM-
noHeHT cP2 ObLI mpencTaBieH AByMs NMKaMu Ha 228
Mc 1 322 mc. CrienyeT OTMETUTD, YTO YIBOESHHUE TUKOB
cP2 BriociencTBuu B IUTEpaType HE BCTPEUAIOChH.

HNurepnperaniuu MOR cBsi3bIBaiy B IepByI1o oue-
pelb ¢ SBJICHUEM alanTallvy MONyIsdil HEWPOHOB,
YYBCTBUTEJIbHBIX K MTOJIOKEHUIO UCTOYHUKA 3ByKa MpU
(opMupoBaHUYM peakliuy Ha 3BYKOBOW CTUMYJI C OT-
CPOYEHHBIM HayaJloM ABUXEHUS. ABIeHUe amanrta-
LIMU B MPOCTPAHCTBEHHOM CJTyXe ObLIO MCCIEIOBAHO B
psne NcuxoU3NYeCKUX 1 3IeKTPOPU3NO0JIOTHYECKUX
pabor [33, 34, 39, 40, 93—95]. C touku 3peHus ¢pop-
mupoBaHusa MOR BaxHo, 4TO HaIMuKMe IIpeaBapsIo-
11IeTO CTAllMOHAPHOIO YYacTKa B CUTHaJIe TPUBOAMUIIO
K 0oJiee OBICTPOMY OOHAPYKEHUIO IBMKEHUS, IPUYEM
BpeMsi OOHapyXKeHUsI YMEHbIIAJOCh C YBEINUEHUEM
JJIATEIFHOCTU CTallMOHapHOTOo y4yactka [33]. O0 aTom
K€ CBUIIETEIbCTBYIOT Pe3yJIbTaThl MICUX0(PU3NIYECKOTO
uccienoaHusi CeMeHOBOI U CoaBT. [7]: 3aBUCUMOCTh
BEJIMYMHBI MUHUMAJIbHOTO Pa3IMYUMOro YIjia ABVXe-
Hus (minimum audible movement angle, MAMA) ot
CKOPOCTHU CTUMYJIa, TTOJIydeHHasl B 3Toii paboTe, nMe-
Jla 3HAYUTEIbHO MEHBIINI HAKJIOH, YeM aHAJIOTUYHbIE
3aBUCUMOCTHU, TPUBEJEHHbIE B pab0OTax cO CTUMYJIaMU
0e3 mpeaBapuTeSIbHOrO CTallMOHAPHOIO yJacTka [25].
CoOTBETCTBEHHO, ONITUMAJIbHOE BpeMsl UHTerpalui,
nonyyeHHoe CeMeHOBOI1 1 coaBT. [7], TakxKe oKa3a-
JIOCh MEHbIIIE U3BECTHBIX U3 INTEPATyPhl BEAUYUH [2].

B pa6ote Getzmann, Lewald BnusgHue agantannu
Ha KOPTUKAJbHYIO 00pabOTKyY IBUKEHUS U3y4aloCh
B IBYX YCJIOBUSIX: MpeaBapsoniii Ha4aao ABUXKEHUS
CTUMYJ (amanTep) pacriojaraics Ju00 HEMOABUKHO
MO0 CpPEeIHEN JUHWU TOJIOBBI (LIEHTPAJbHBINA anamnrep),
MO0 COCTOSII U3 pa3OdpOCaHHBIX B MPOCTPAHCTBE
¢parmeHToB [39]. Bbpulo MOKa3aHO, YTO HAUXYIIIEE
ncuxodusndeckoe pasaindyeHne IBUKEHUST U Hanbo-
Jiee HU3Kas aMIUIMTyaa nmoreHuunaia MOR HaOio-
JIal0TCs B cllydyae, Korma NpoCcTpaHCTBEHHOE pacro-
JIOXXEHUE TPACKTOPUU IBUXKEHUS TEPEKPHIBAETCS C
00JIacThIO pacmojiokeHus pparmeHToB aganTepa. Y
Hao0OpOT, IBMKEHME pa3indacTcs Haubolee 3 dek-
TUBHO, KOTJ/a MOJIOXEHNE CTallMOHAPHOTO ajarrepa
COBIIaJlaeT C HAYaJIOM TPAeKTOPUU ABUXKEHUS. ABTODbI
MpearosaraiT, YTO B MOMEHT Havalla IBUKEHMS 3ByKa
MOMNYJISIMU HEMPOHOB, HACTPOEHHbIE Ha JIaTepaibHbIe
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Puc. 2. Ipana-ycpesHEHHbIC BbI3BaHHBIC OTBETHI HA HAYaJI0
newkenus [105]. Dbdext nBmxeHus co3aaBajcs 3a cueT
nuHerHoro u3dmenenust AT wa 800 mkc 3a 1000, 600, 375
i 250 Mc, 9TO COOTBETCTBOBAJIO PACUETHBIM CKOPOCTSIM,
yKa3aHHBIM Ha pUCYHKe. [1o ocu abcyucc — BpeMs OT Ha-
yayna ctumyna (Mc). [1lo ocu opounam — aMIUTUTYZia OTBETa
(MxB). HeraruBHOCTE BBEpX.

MOJIOKEHUST CTUMYJIa M HEe y4acTBOBAaBIINE B 00padoT-
Ke LIEHTPaJILHOTO aJanTepa, OKa3bIBalOTCS BOBJICUEHBI
B 00pabOTKY ABMKEHUS. DTO IIPUBOIUT K yBeIUYEC-
HUIO aMIUIMTYIbl OTBETA 3a CUET BKJIaga HEHpOHOB,
paHee He MOABEPIIINXCS TeMCTBUIO agalTUPYIOIIETO
curHana. Takum o06pa3om, Kak CyObeKTUBHBIE, TaK U
OOBEKTUBHBIC TTOKA3aTeIN CBUACTEIBCTBYIOT O IIOBHI-
IIEHUHW YYBCTBUTEIBHOCTH K JIBVXEHUIO B pe3yjbTraTe
MPEeAIIeCTBYIONIEro AeiiCTBUSI HENTOABUKHOTO 3BYKO-
BOTO CTUMYIIA.

3ABUCUMOCTb MOR
OT CKOPOCTHU N HAITPABJIEHUA

[IpyHLIMNIKATBPHO BaXXHOE CBOMCTBO IOTEHIIMA-
Ja MOR — ero 3aBUCHMOCTb OT CKOPOCTHU IBUKEHUS
ctumyna. s co3manust Habopa ckopocteit Getzmann
MpUMEHM TiepenaToyHble (PYHKILMU TojioBbl (head-
related transfer function, HRTF) [34]. ITlocie Havanb-
HoTro (bparMeHTa (LIeHTpalbHOE TMoJjioxkeHue, 700 Mmc)
CTUMYJIbI IepeMelaiuch Ha 90 rpaa BeBO WM BIpa-
BO oT 1eHTpa 3a 250, 500 mim 1000 Mc, 94TO COOTBET-
cTBOBaJIo cKopocTsiM 360, 180 mmu 90 rpan/c. Hemon-
BIDKHBIN (pparMeHT B KOHIIe cTuMya aauicsa 500 Mc.
YewMm BHIIIE ObLIa CKOPOCTh CTUMYJIa, TeM 00Jiee BBI-
paxkeHHBIM U paHHUM ObLT oTeHIIMan MOR, npuuem
3HAYUMBbIH 3P (HEeKT CKOPOCTU ObLT OOHAPYXKEH U JJIs
AMIUIMTYABI, U IJIS1 JATEHTHOCTU 0OOUX €ro OCHOB-
HbIX KoMITIoHeHTOB (cN1 u cP2). PanHuit mo3utus-
HBII KOMIOHEeHT cP1 oT ckopocTu He 3aBucen. AHa-
JornuHas 3aBucuMoctb MOR oT ckopocTy IBUzKeHUS
ObL1a MoJIydyeHa Ipu CO3JaHUU TTPOCTPAHCTBEHHBIX
addexToB 3a cuer MHeHBIX n3MeHeHuit AT [8, 9, 7,
103—105].

Ha puc. 2 npuBenensl noreHnuaisl MOR, moiry-
yeHHbIe B HallleM HegaBHeM uccliienoBaHuu [104].
IInpoxwuit nuamna3oH CKOPOCTeit MO3BOIUI YTOUHUTD
Ne 3
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XapakKTep 3aBUCUMOCTU aMIUIMTYIbl KOMIIOHEHTOB
c¢N1 u cP2 ot ckopoctu aBukeHusi. B To Bpemst kak
aMIuiiTyaa BoaHbl cN1 yBennuuBaiach MOCTEIIEHHO
U TIPAKTUYECKU JIMHEWHO, HAYMHAA C CAaMOU HU3KOM
cKopocTu, amIuiutyna cP2 nemoHcTpupoBaia 6oJjiee
MEIJIEHHBI pocT. B nranazoHe yMepeHHBIX CKOpPO-
creif amruiutyaa cP2 yBenmuuBaiach o4eHb HE3HAUU -
TETPHO, M TOJIBKO ABUKEHUE CO CKOPOCTRIO 360 rpam/c
BBI3bIBAJIO 3aMETHO OOJIBIIINIA OTBET. AHAJIOTMYHAa 3a-
KOHOMEPHOCTb MTPOCEXKUBAETCS U AJIS1 JATEHTHOCTEM
0001X KOMIIOHEHTOB.

I'pannunbie yciaoBus noaydyeHus1 MOR, cBs3aH-
HbIe ¢ ero (h)OpMUPOBAHUEM TTPU MEIJIEHHOM JIBIXE-
HUU, OYyAYT paCCMOTPEHBI B MPEAIIOCIEIHEM pa3aee
o030pa.

Ele onuH BaxHbI (pakTop, OT KOTOPOTO MOXKET
3aBuceTb MOR, — 310 HanpaBineHue aABMkKeHUs. B pa-
6oT1e Magezi u Krumbholz peructpupoBain oTBET Ha
MrHoBeHHble u3MeHeHus1 AT Ha 250 Mkc unu Ha 500
MKC, MOJIEJIUPOBAaBIIIME CMellleHe 3ByKOBOro oopa-
3a 1100 BJIEBO OT CpedHel JMHUU, 1100 B 00paTHOM
HalpaBJeHUu — oT nepudepun K ueHTpy [71]. Benau-
yrHa KOMIIOHEeHTOB cN1 u (B MeHbllIel cTerieHn) cP2
okaszajiach OOJIbIIIE B Cllyyae CMEIEeHUs] CTUMYJIa OT
cpenHel TMHUM K Tiepudeprun. ABTOPEI MHTEPIIPETU -
pOBaJid 3TU PE3YJIbTAaThl KaK MOATBEPXIEHE MOAEIN
OMNIIOHEHTHBIX KaHaioB (opponent-channel theory),
OIUCHIBaIOIIEl TIpeACTaBIeHUe TIPOCTPAHCTBA B CIIy-
XOBOM KOpE.

Hanee cucremaTuueckoe McciaeqoBaHue pakTopa
HarpaBJieHUs1 ObLIO MTPOBENEHO B YCJIOBUSIX CBOOOI -
Horo 3ByKoBoro noJjis [39]. B atoM akcnepumeHTe
HeMNoABUXHbIE HauaJlbHble YYaCTKU CUTHAJIOB pac-
roJiaraJIuCh ClieBa U clipaBa OT CPENHEN JUHUU TT0]
yriioM 44 rpan, a 1BUXeHue ObLIO HalmpaBieHO OT
HUX K LIeHTpY win K niepudepuu. [Ipu ananuze pe-
aKIMii MO3ra Ha pa3Hble HalpaBJleHUS IBUXEHUS
CTAaHOBUTCSl aKTyaJIbHbIM CpaBHEHUE OTBETOB, pe-
TUCTPUPYEMBIX OT JIEBOTO 1 MpaBoOro nojayiiapus. B
pabore Getzmann ¢ 3TOi LIeIbI0 OBLIA BBIYMCIICHBI
cpenHekBagpaTudeckue aMIiuTyasl cN1 u cP2 npu
YCPEeIHEHUU 10 CUMMETPUYHBIM KJlacTepaM 3JIeKT-
ponoB oboux noayiuapuii [35]. beuio o6HapyxkeHo,
YTO KOHTpaJlaTepajbHOe IpeobianaHue BOJHbI cN 1
3aBUCEJIO0 OT MOJOXEHUS HavYaJIbHOW TOYKU JBUXKE-
Hus. Korga Hauano nBUKEHUS pacriojarajioch cieBa,
BeanuynHa cN1 Obu1a OoJbIlIe B IPaBOM ITOMYIIApUH,
a Korma JABUXXE€HWE HauMHaJoCh clipaBa, TO CUTya-
1S OblJIa MHOM: ABMXKEHME K Ieprudepun BbI3bIBAIO
0OJIBILINMI OTBET JIEBOTO MOJYIIapUsl, a IBUXEHUE K
LIEHTPY — CUMMETPUYHBINA OTBET 00OOUX MOJTyLIaAPUIA.
KommnoneHT cP2 neMmoHCTpHpOBajl KOHTpaiaTepaib-
HOCTb HallpaBJIeHUIO IBUXEHUsI, HE3aBUCUMO OT T10-
JIOXEHUST HAYaJIbHOU TOYKH.

COBOKYHHOCTI) JaHHBIX OTHOCUTECJIBbHO BJIUAHUA

CKOPOCTHU M HamnpaBJICHUA IBUKCHHA Ha KOMIIOHCHTbI
MOR COITacCy€TcCd C KOHIIECIIIMEN MoCcaea0BaTeIbHbIX
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cTaguii 00pabOTKM CUTHAJIA CIyXOBOM CUCTEMOI, BO3-
HUKIIIEH ele TMPY UCIOJIb30BaHNN CUTHAJIOB, ¥ KO-
TOPBIX HAYaj0 ABVIKEHUS COBITANAJIO C BKIIOUCHUEM.
B pamKkax 3Toif KOHIIEITIINHY M3HAYATbHO OBLIO TIpe-
JIOXXEeHO IBa BPEMEHHBIX ITeproaa 00paboTKH 3BYKO-
BOT'O CTUMYyJIa: HadaIbHas (pa3a MOXET COOTBETCTBO-
BaTb MHTETPALIMN 6Aa30BBIX aKyCTHYECKHX TTPU3HAKOB
CHUTHaJa, a cliemylomas a3a MOXeT OBITh CBSI3aHA C
pacrio3HaBaHUEeM HampaBieHus aprkeHus [30]. 3a-
TeM IIpA MHTepIpeTauny KomnoHeHToB MOR 0Onuia
BBICKa3aHa Touyka 3peHus, 94To cN1 u cP2 orpaxaror
pa3HbIe YPOBHHU CIIyX0BOit 00paboTkm: cN1 Kommpyert
HavaJbHOE TTOJIOXKEeHNE CTUMYIIA (B JIEBOM MU TIPaBOMA
nosrycdepe) M JaTepaaTu30BaH B IIPOTUBOIIOIOXHOM
mosytapuu, a ¢P2 xommpyer HarpaBieHUE IBUKe-
HUS U IEMOHCTPUPYET KOHTpaJaTepalbHOCTh OTHO-
cuteabHO HamnpabiieHus [35]. TTokazaHo Takxe, 4TO
u3bupareabHas afanTtaius K HanpaBIeHUIO JBVXKEHUS
BiUsIa Ha aMIuiuTyny cN1, Ho He Ha amMIuTyay cP2
[47]. [To MHEHUIO aBTOPOB, BTO YKa3bIBAET Ha CBSI3b
MpeanojiaraeMbIX HEMPOHAJIbHBIX JETEKTOPOB ABUXKE-
HUSI UMEHHO ¢ KoMIioHeHTOM cN 1. Takum obpasom,
000011IeHUE BCeX NaHHBIX MPUBOAUT K 3aKIIOYEHUIO,
yTo KOMITOHEHT cN1 sIBiIsieTCsl moKa3aTesleM Kak Tep-
BUYHOI OLIEHKU MPOCTPAHCTBEHHBIX XapaKTePUCTUK
3ByKa, TaK U MaJeHIlnX U3MEHEHWI ero MmojoxXeHusl,
TOrAa Kak KOMIOHEHT cP2 sIB/sIeTCsl YacThlo Clienyto-
1iero 3tarna o6padboTky HGOPMalUU O IBUKEHUMU.

90° ‘1\0
a\y JIBIXeHWe
0 700 mc BIIPaBO
{ lIBkeHUe
| BIEBO
—-90° :
— CBoboaHoe moJie
3r P2 ¢P2 __ ®unsrpet HTRF
— WsmeHeHus AT
2+ — W3MeHeHus Al
Ir P1 |
0 V v v
—Ir N1 cN1
1 1 1 1 1 1 1

—200 0 200 400 600 800 1000 1200 1400

Puc. 3. IMToreHuunansl MOR a1 pa3HbIX JJOKaJIu3au-
OHHBIX NpU3HaKoB MO0 [37] (C UBMEHEHUsIMU ). Beepxy
— CXeMa CTHMYJIOB C OTCPOUYEHHBIM IBIKeHueM. [1o ocu
opounam — YIJI0BOE MOJIOXKEHUE cTUMya (rpan). Buusy
— rpaHA-ycpemaHeHHbIe OTBeTH B otBeneHM Cz. [1o ocu
abcyucc — BpeMsl OTHOCUTEJIBHO BKIIFOUEHUSI CUTHAJA.
1lo ocu opounam — ammutyna orseta (MkKB). Heratus-
HOCTb BHHM3.
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Puc. 4. AMnvtyna v 1aTeHTHOCTb KOMITOHeHTOB MOR Kak (pyHKIIMSI CKOPOCTH ABUKEHUSI CTUMYJIA, IO JAHHBIM Pa3HbIX
aBTOpOB. CTUMYJIBI TIepEeMEILaIUCh BJAEBO WM BIPABO OT CPEAHE JMHUY IOJ0Bbl. 3HaUeHus: aMuTya cN1 u cP2 (6sep-
Xy) IpUBeACHBI B pa3HOM MaciuTabe no ocu opounam (MKB). Pazubimu mapkepamu 0603HaYEHBI pa3HbIC YCIOBUS 3BYKOBOM
CTUMYJISIUUM. Pombb — AUXOTUYECKAs] CTUMYJISILUS C MEXYITHBIMU pa3InuusIMu 1o BpeMeHu (AT) u/vav MHTEHCUBHOCTH
(Al), kpyacku — BuptyanbHoe nBuxeHue (punsrpel HRTF), kpecmuxu — cBobogHOe 3ByKOBOE mosie. Mapkeps: COeTUHEHbI
CIUTOIIHOM JIMHUEH B CIyJasix, KOTIa pe3yabTaThl ITOJIyYeHbI B OMHOM M Toi Xe padore. 1 — Cemernosa u dp., 2022 (AT);
2 — Getzmann, Lewald, 2010a (AT); 3 — Getzmann, Lewald, 2010a (Al); 4 — Altmann et al., 2017 (AT u Al); 5 — Krumbholz
et al., 2007 (AT); 6 — Getzmann, 2009 (HRTF); 7 — Getzmann, Lewald, 2010a (HRTF); 8 — Grzeschik et al., 2010 (HRTF);
9 — Getzmann, Lewald, 2012 (cBob6omHoe mone); 10 — Getzmann, Lewald, 2010a (cBobomHOE m0JIE).

MOR JJIA PASHbBIX
IMTPOCTPAHCTBEHHDBIX ITPU3HAKOB

3a nocnenHue MmojaTopa AeCATUIETUs OTBET Ha Ha-
yajo ABMKEHUS ObLT OMKUCAH MTPU UCTIOIb30BaHUU pa3-
JIMYHBIX TPOCTPAHCTBEHHBIX TPU3HAKOB, OTIPENENSIO-
LIMX TTOJOXEHUEe NCTOYHUKA 3BYKa B TOPU3OHTAIbHOI
TUIOCKOCTU: MexXylrHas 3aaepxka, AT [8, 9, 71, 103,
104]; MeXyILIHBIC pa3INIKs 110 BpeMEHN U UHTEHCHB-
Hoctu, AT u Al [14]; nepenaTouHbie (PYHKIIUU TOJOBBI
[14, 47, 48]; B cBOOOIHOM 3ByKOBOM mouie [35, 39, 40,
49, 64, 97]. IIpssmoe cpaBHeHUEe xapakTepucTUK MOR
B pa3HbIX YCJIOBUSIX CTUMYJISILIUU TTPOBENEHO B padboTe
Getzmann, Lewald [37]. ABTOpbI UCTIOJIb30BAJIU YEThI-
pe Buaa ctumyasauuu: 1) nuHeliHbie usMmeHeHus1 AT 2)
JHeliHbIe n3MeHeHus Al 3) BupTyanbHOE IBIDKCHUE,
cozgaHHoe nmpu nomoiiu ¢uiastpoB HRTF, 4) nBu-
>KE€HHEe B CBOOOIHOM TMOJIe 32 CUET MOCIeI0BaTEbHO-
ro TMepeKaodeHus 45 TMHAMUKOB B TOPU30HTAJIBHOM
nJocKocTu. BpeMeHHas cTpyKTypa CTUMYJIOB Oblia
ONVWHAKOBOW: HavYaJbHBI/ CTAaLlMOHAPHBIA YY4aCTOK

YCITEXU ®U3NOJIOTNYECKUX HAYK

JnuTebHOCThIO 700 MC OBUI pacroIOXKeH MO cpeaHeit
JINHUU, U ajiee ABVDKEHME BICBO WJIM BIIPaBO IIPOIOJI-
xkanock 500 mc. CkopocTb OBMKeHUS cocTasisuia 180
rpan/c.

JlateHTHOCTH OCHOBHBIX KOMITOHeHTOB MOR oka-
3a/1ach 3HAYUTEIbHO MEHBIIIE B CIy4YasX ABMKCHUS B
CBOOOIHOM I10JI€ U BUPTYaJbHOIO ABVXKEHUS, YEM B
cllyyae U3MEHEHUM oTaeNbHbIX Mpu3HakoB (AT wau
Al). B To xe BpeMsi BenuunHa MOR Obl1a Topasno
OoJbIIIe ITPU MPEAbSIBICHUN CUTHAJIOB B CBOOOIHOM
moJie, 4eM IIPU BCeX TpexX CIocodax TMXOTUIECKOM
ctumyasuuu (puc. 3). ABTOpHI Ae1al0T BBIBO, UTO
00paboTKa IBMKEHUSI B CBOOOTHOM IT0JIe (M B MEHb-
1€t CTEIeHU — BUPTYAIbHOTO ABUXKEHMS ) aKTUBUPYET
JIOTIOJTHUTEIbHBIC TTPOLIECCHl B KOpe MO3ra, 1o cpaB-
HEHUIO ¢ 00pabOTKOI U3MEHEHUS OTAEIbHBIX OMHAY-
PaIbHBIX TIPU3HAKOB.

AMIIUTYABI U JaTEHTHOCTU KOMITOHEeHTOB MOR,
npuBeAcHHBIE B padOTax, MCITOJIb30BaBIINX pa3HbIe
JIOKa/IM3alMOHHBIEe TIPU3HAKM, COOpaHbl BMECTE Ha
Ne 3
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puc. 4. HecMoTps1 Ha pa3anuus B YCIOBUSIX CTUMYJISI-
IINH, B COBOKYITHOCTH Pa3HBIX MCCIICIOBAHUNA OTUYET-
JIUBO TIPOCIIEKUBAETCS POCT aMIUIMTYIBI U CHIDKCHHE
nmateHTHOCcTH cN1 u cP2 ¢ yBenuueHNEM CKOpPOCTHU
IBIDKeHMsI. BMecTe ¢ TeM O4eBMIHO, YTO JIATEHTHOCTh
SBJISIETCSI O0Jiee yCTOMUMBOM xapakTepucTtukoit MOR,
YyeM aMIUIUTyAa. AMIUTUTYIBl CYMMapHBIX OTBETOB MO-
TYT CUJIBHO 3aBUCETh OT criocoba u3MepeHusi. Tak, B
pabore Altmann u coanrt. (2017) (Mapkepbl HOMep 4 Ha
puc. 4) ABMXeHWE CTUMYJIa CO3[aBalli 3a CUET OJHOHA-
npaBiaeHHbIX u3MeHeHuii AT u Al, a moreHunan MOR
Mnojiyyajau KaK pa3HOCTHYIO KPUBYIO, BEIYUTASI OTBET
Ha HEeTOABMXXHBIN CUTHAJ U3 OTBETAa Ha JBUXKYIIWi1-
cda [14]. IIukoBbie aMIIUTyAbl U JJareHTHOCTH MOR
B Pa3HbIX YCJIOBMSIX CPAaBHUBAIU C TIOMOIIIBIO “MeTona
cknagHoro Hoxa” (jackknife procedure). B pesysnbra-
Te aMIuiuTyabl MOR oka3zanuch 3HaUMTENbHO HUXKE,
4yeM y OOJIbLIMHCTBA IPYTUX aBTOPOB, a JIATEHTHO-
CTU TeM He MeHee BIIOJIHE YKJIAIbIBAIOTCS B OOIIYIO
3aKOHOMEPHOCT.

IIpuMeuyaTenbHO, YTO B YIIOMSIHYTOI paboTe pe-
TUCTPUPOBAIM TakKe CYMMapHBIN OTBET Ha CTUMY-
JIBl C TIPOTMBOITOJOXHBIMU COaJaHCUPOBAHHBIMU
(cue-traded) uamenenussmu AT u Al, cozmaBaBIIIMU
OIIYIIIEHUEe HEMOABMXHOI'0 3BYyKOBOTo oOpasa [14].
ABTOpaM ymaJioch 3aperucTpUpPOBaTh OCHOBHBIE KOM-
noHeHThl MOR mpu oTCyTCTBUM BOCIIPMHUMAEMOIO
IOBIDKEHUS, U 9TO MOXET YKa3bIBaTh Ha HE3aBUCUMBIE
npoueccel 00padotku AT u Al Ha ypoBHe reHepanuu
MOR. OgHako BO3MOXHa ¥ Ipyrasi MHTEPIpeTalus:
HE MCKJIIOYEHO, YTO MMPOTUBOIOJIOXHBIC N3MECHEHMS
AT n Al BbI3HIBAIOT OIIYIIEHWE YBEJIWYEHUS IIPO-
CTPaHCTBEHHOM MPOTSIKEHHOCTU 3BYyKOBOTO 00pasa, 1
MMEHHO 3TO CJIyXOBOE COOBITUE BbI3bIBAET T'€HEPALIUIO
MoTeHluasa, CBI3aHHOTO C U3MEHEHUEM CUTHAaJIA.

B cBsI3u ¢ 3TUM MHTepecHa paboTa, B KOTOPOIi aB-
TOPBI TAKKE PETUCTPUPOBAIN CYMMAapPHBIiA TTOTEHIINA
Ha M3MEeHEHNE MPOCTPAHCTBEHHOM MPOTSIKEHHOCTU
3ByKa B YCJIOBUSIX TUXOTHMYECKOM cTumyasuuu [81].
MrHoBeHHOEe M3MEHEeHHUEe CUTHajla ¢ OMHaypaJibHO
cvH(a3HOro Ha OMHaypajbHO MPOTUBOMA3HBI MPO-
KWCXOAUJIO B CepeIHE MOChIKA aMIUTUTYIHO-MOIYJI -
poOBaHHOTrO ToHa ¢ yactoToil Hecymiei 750 I, 1000 It
win 1250 TI'a. DTo cobdnitre BhI3bIBaO BII ¢ 1aTeHTHO-
ctbio 130—160 Mc B BEpTEKCHOM OTBEIEHUN. ABTOPHI
CTaBWJIM 3a7a4dy TTOMCKa KOPPEsILUi MeXIy XapakTe-
puctukamu BIT u niposiBIeHUSIMU ITPOCTPAHCTBEHHO-
ro 0CBOOOXICHUS OT MACKUPOBKHU, BHISIBICHHBIMU B
ncuxoGu3nIecKoM 3KCIIEPUMEHTE Y TOM K& TPYIIIThI
UCIbITyeMbIX. Koppenasuny oka3aauch 10CTOBEPHBI,
MO3TOMY aBTOPHI clenaiu BbeiBoa, yTo BII Ha mpo-
CTPAHCTBEHHBIC U3MEHEHUSI CTUMYJIA MOXHO CUMTATh
HaEXXHBIM TTPEAUKTOPOM TTIOMEXOYCTOMUNBOCTH CITY-
xa. B KoHTeKcTe HacTosIIero 0030pa BaxkeH caM (pakT
(opMHUpOBaHUS CyMMapHOTO MOTEHIIMAJIA, CTPYKTYP-
HO cooTBeTcTBYIONIero MOR, mpu pe3kom n3MeHeHUN
MPOCTPAHCTBEHHOI MIPOTSKEHHOCTH, JaXe B OTCYT-
CTBUE ONPENESICHHOIO HATIPABIEHUSI 1 CKOPOCTH.
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Hakonen, nomMmuMo OMHaypajbHBIX IIPU3HAKOB,
OMpenesiolX a3uMyTaJbHOE NBUXEHUE, CyXOBast
cucTeMa YCIIEIIHO oOpabaThIBaeT U MOHaypaJlbHbIE
MPU3HAKU, C IIOMOIIBIO KOTOPBIX OTMIPEeISIeTCs T0JI0-
JXeHHMe UCTOYHMKA 3ByKa 1o BepTtukanu. Getzmann u
Lewald mcciaenoBasmm MOR, BeI3BaHHEBIN IBIKEHUEM
B BEPTUKAJILHON MJI0CKOCTHU, co3naBast 3¢ deKT 1BU-
>KEHUS C TIOMOIIBIO MOCIeA0BATEILHOIO MePeKIIoue-
HUS TUHAMUKOB, TTONAIOMINX ITHUPOKOITOJOCHBIE TITy-
moBble nocbliku (0.25—20 kI1r) [38]. LleHTpanbHbIM
JVUHAMMK pacliojiarajicsl Ha paccTosiHuu 1.5 M ot ro-
JIOBBI CIIyIIATENs TIPSIMO TIepea HUM, UTO COOTBETCTBO-
Basio 0 rpam asumyTa u 0 rpan aaeBauuu. ABrxkeHUe
ncToyHuka 3ByKa (133 rpan/c) 66110 HammpaBJIeHO Blie-
BO WJIM BIIPABO OT LIEHTPa B TOPU3OHTAIBHOM IIOCKO-
CTHU, JM0OO0 BBEPX WJIM BHU3 OT IIEHTPA B MEAUAIbHOMN
TUIOCKOCTU. YIJIOBOE cMellieHue cocTanisiyio 130 rpan
o a3umyty 1 +31 rpag snaeBanuu. ABTOPBI MOTYIMIN
MPpaKTUYECKU UAeHTUUHBIe moTeHIraasl MOR st ro-
PU30HTAJIBHOTO M BEPTUKAJIBHOTO NBUXKEHUS, 6€3 Cy-
IIECTBEHHBIX Pa3IMUMil B TATEHTHOCTA KOMITOHEHTOB
MOR u B ux Tonorpacduu. OTBETbl Majo OTIMYAIUCH
OT OINMMCAHHBIX paHee JJIs1 NIBUXKEeHUSI, CO3AAaHHOIO 3a
cuer usMeHeHust AT [67]. YHuUBepcaabHBII XapakTep
MOR cBuaeTeabCcTByeT O TOM, YTO JIeXKallllie B OC-
HoBe MOR HelipoHaJibHbIE MPOLIECCH MPAKTUYECKU
HE 3aBUCST OT BUJA JOKAIU3ALUMOHHBIX TPU3HAKOB.
IIpennonoxurenbHo, MOR ¢dopmupyercss Ha 6ojiee
BBICOKOM YpPOBHE 00pabOTKU CHTrHajia, Korma OuHay-
paJibHblE U MOHAypaJibHbIE TPU3HAKU UHTETPUPYIOTCS
B €IMHBIN MPOCTPAHCTBEHHBIN KOA. DTOT BBIBOJ CO-
rinacyetcs ¢ JaHnHbiMu GMPT, cortacHO KOTOPBIM ro-
PU3OHTATBHOE W BEPTUKAIBHOE IBMXKEHUE aKTUBUPYET
o011yI0 OuaTepaJbHYI0 HEMPOHAJIBHYIO CETh B 00J1a-
CcTU planum temporale, BKIIOYAIOIIYIO BEpXHETEMEH-
HYIO ¥ IpeMOTOpPHYIO Kopy [84].

O06006meHue pyHKIMOHaANIbHOro 3HaueHuss MOR
onu10 TipemoxeHo Getzmann, Lewald [40] B xome 06-
CyXneHus JaHHbIX 0 popmupoBaHu MOR B peakiiuu
Ha TUIaBHOE JABUKEHUE, MTHOBEHHOE TMepeMellleHue 1
IPOCTPAHCTBEHHO paccesiHHbIH 3BYK (scattered sound)
B CBOOOITHOM TI0JIe. ABTOPBI TIPEIJIOKUIN PacCMaTpH-
BaTh MOR kak 00001IeHHBIN Helipodu3noaornde-
CKMI1 KOppesasiT oOpaboTKM MU3MEHEHUSI MPOCTpaH-
CTBEHHOTO TTOJIOKEHUS, BHE 3aBUCUMOCTH OT THUIIA
3BYKOBOI'O CTUMYJIa, U Ha3BaTh €ro “OTBET Ha MpPO-
CTpaHCTBeHHOE M3MeHeHue” (spatial change response,
SCR). Xots 3T0 Ha3BaHUE TTOKA HE CTAJIO OOLIETTPUHS -
TBHIM TEPMHHOM, OHO BEPHO OTpaXaeT CyTb PEaKIInU.
MoxHo paccmaTpuBaTh MOR Kak yacTHbBI ciydaii
“KoMIJIeKca aKyCTUYEeCKUX M3MeHEeHUI” (acoustic
change complex, ACC). ACC Bo3HUKAeT B OTBET Ha
M3MEHEHMSI MTHTEHCUBHOCTH, YACTOTHI MM CIIEKTPaJTh-
HBIX TIPU3HAKOB B TIpeIesiaX MPOI0JIKAIOIIEeTOCS CTH -
myJa. OH oTpaxaeT aKTHBALIMIO HOBBIX HEHPOHAJIbHBIX
3JIEMEHTOB MPU OMHOBPEMEHHON NeaKTUBALIMU IPYTUX
1 CBUIETEILCTBYET O KOOMPOBAHUM ITOTEHIIMAIBHO
pa3IMIMMO HOBOM MH(MOPMAIIUM Ha KOPTUKATLHOM

2024



28 IMECTOITAJIOBA u ap.

ypoBHe [75—77, 79]. MOR dbakTtuyecku npeacrapisieT
co6oii pazHoBUIHOCTh ACC, CBSI3aHHYIO MCKJIIOUM-
TEJIBHO C TIPOCTPAHCTBEHHBIMHU TIPU3HAKAMM CTUMYJIA.

MOR U BHUMAHWNE

TpaaWLIMOHHBIN PeXUM CTUMYJISIIUU IJISI MOJIY-
yeHusst MOR — maccuBHOe IIpocCyIIMBaHUE, ITPU
KOTOPOM UCIIBITYEMbIIA UTHOPUPYET 3BYKOBOI MOTOK
1 (HOKyCHpYyeT BHUMaHUE Ha 3aJaHUU B 3pUTEIbHOMN
MOJAJILHOCTH: IIPOCMOTP BUIEO [66], dukcaius B3opa
[35, 40], pasnuueHue nszobpaxkeuuii [47, 48], ureHue
kHuru [104]. ITpuMeHsieTcs TakKe peXXuM CIy4aitHOro
yepenoBaHMs aKTUBHBIX 1 ITACCUBHBIX 3II0X B IIpeae-
JIax omHOM cepur. B 3TOM citydae Bo Bpemsi aKTUBHBIX
amn0Xx (Mocje MpeayIpeXaaioiero CurHaaa) UCIbITye-
MBbI€ BBITIOJIHSIOT 3a7a4y 110 IPOCTPAHCTBEHHOMY pa3-
JIMYEHUIO, a BO BpeMsI ITACCUBHBIX — IIPOCTO CIIYLIAIOT
curHainsl [34, 37].

LlenenanpaBieHHOE UCCIIENOBAaHWE BIUSHUS BHU-
MaHUs Ha CyMMapHBIE TTOTEHIINAIBI, BBI3BAHHBIE CTH -
MYJIaMH C OTCPOYEHHBIM ABIKCHHEM, TIPOBEACHO B
Tpex paborax [8, 9, 64]. B skcriepumenTe Kreitewolf
¥ COaBT. B KaXXJIOM 3T10Xe BHAYAJIC TIPEIbSBIISIICS CTH-
MyJT (IITyMOBasI TOCHUTKA) ¢ OTCPOYCHHBIM JTBIKEHU -
€M, COCTOSIIIMI 13 ABYX (DparMeHTOB: HEMOABUXKHOIO
U ABUCKYyIIeToCA [64]. 3aTeM IoCIeI0BaTeIbHO TIPEb-
SIBJISUTMCH JIBA HETIOABUXXHBIX TECTOBBIX TOHA, KOTOPbIE
MOTJIY pa3jinyaThbCs MO BbICOTE U MECTOIOJOXEHUIO.
®oKycrpoBKa BHUMAHMUS CITyIIaTesIeit COOTBETCTBOBA-
Jla IByM YCJIOBUSIM: JTUOO OHM JOJIKHBI ObLIN ompene-
JINTh, COBMAAAJIO0 JY TOJOXEHUE TECTOBBIX CTUMYJIOB
C HaYaJiOM U KOHIIOM TPaeKTOPUU ABUXKEHUS, 10O
UTHOPUPOBATh NBUXKEHUE U OTNIPeeInTh, COBIAgAIN
JIU TECTOBBIE TOHBI MEXIy CO0OIi MO BhICOTE. DTU JBa
YCJIOBUSI IPEIBSIBISIIMCH B pa3HbIx Oyiokax. Kak rmoka-
3aJ10 MccieqOBaHue, peaklys Ha BKIIOUEHUE CTUMYJIa
MPaKTUYECKU HE 3aBUCENa OT HAMPaBJIEHHOCTH BHU-
MaHus, B TO BpeMs Kak MOR 0bl1 00Jibllle IpH PUK-
callMiy BHUMAaHUS Ha JBMKEHUU (IJITaBHBIM 00pa3oM B
vHTepBajie KomnoHeHTa cP2). JlomnomHuTtenbHas ak-
TUBALIMS MMeJla UICTOUHMK B JOPCO(MPOHTAITBLHOMN 00-
JIaCTH, KOTOPas MPEATOJIOXKUTELHO SBIISIETCS YacThIO
JIOPCaJILHOTO MYTU CclIyXoBol 06paboTku. Kpome Toro,
(bokycmpoBKka BHUMAHMS Ha NIBUXKEHUU 3ByKa TIPHUBO-
Iuja K yBeJIWYEHUIO JaTeHTHOCTH cP2, mpu orcyT-
CTBUM IOCTOBEepHOTO 3 dexra njsd tateHTHOCTU cN 1.

B pa6ote IllecTonanoBoii u coaBT. yciaoBuUs (o-
KYyCHUPOBKM BHUMaHUS OB COBEPIICHHO NPYTUMU:
HCTIBITYeMbIE JINO0 UTHOPHPOBAIU 3BYKOBYIO CTUMY -
JIsiuio (ITacCUBHBIE YCIIOBUS ), YMTask KHUTY, 1100 CO-
CpenoTauyrBaId BHUMAHME Ha MIPOCTPAHCTBEHHOM I10-
JIOXXEHWU 3BYKOBBIX CUTHAJIOB M Yepe3 CEKYHIY TOCIe
OKOHYAHMS CTUMYJIa OTMEeJaJI Hayajo M KOHeIl Tpa-
eKTOpPHUU Ha rpaUIeCKOM TUIaHIIIeTe (AKTUBHBIE YCIIO-
Bus) [8]. CornacHO NOIyYeHHBIM JaHHBIM, aMILINTYIa
peakIy Ha BKiIIodeHue B oTBeneHnn Cz Bo3pacraja
B pa3HbIX cepusix B cpenHeM Ha 70% y N1 v Ha 40% y
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P2. B pabore Kreitewolf u coasnrt. (2011) Takoro npu-
pocra He HaGmonaioch [64]. BeposaTHo, pacxoxneHue
CBSI3aHO C Pa3IMYUSIMU B XapakTepe MepeKITIoueHUs
BHMMaHUsI: B 9KcniepuMmeHTe KpaiiTBonbpa BHUMaHNE
cyliaTesieil ObUIO MTOCTOSIHHO (DUKCUPOBAHO Ha 3BY-
KOBOI CTUMYIISILIMM, ¥ MEHSUTACh TOJBKO €TO HaIpaB-
JIEHHOCTD (Ha OBMIKEHME WJIM Ha BHICOTY 3ByKa). [1o-
3TOMY BKJIIOUEHME 3BYKa BCerna MpeacTaBiIsiIio COOOM
aKyCTUYECKOE COOBITUE OAMHAKOBOM 3HAYMMOCTHU, U
peaxiiysi Ha Hero He U3MEeHsUIach MpU MePeKTIOYeHU U
BHUMaHU. B akcriepumenrte IllecTtonamoBoii 1 COaBT.
BHMMAaHUE UCITBITYEMBIX TTPUBJICKAIOCH TNOO K 3pH-
TeJIbHOM, TN0O0 K CIIyXOBOI 3amaye, Io3ToMy 3¢ deKT
CMEHBI MOJAJTBLHOCTHU CWJILHO TIPOSIBIISIIICS UMEHHO B
peakiMy Ha BKJIIOYeHUE 3ByKa.

Yto kacaercsa apdexra BHUMAHUS OIS TOTCHIIN -
ama MOR, 10, mo manueiM IllecTonanoBoii u coasT.
MIPUPOCT aMILTUTYIBI B aKTUBHBIX YCIOBUSIX 10 CPaB-
HEHMIO ¢ MACCUBHBIMU cocTaBui 23% miust cN1 u 33%
st cP2 mpu omlHOBpEMEHHOM POCTE JaTEHTHOCTH OT
15443 mc 1o 1708 mc y cN1 u ot 2363 mc mo 257+8
mc y cP2 [8]. [IpuBneyeHrne BHUMaHUS BBI3BIBAIO
IIUPOKO PACIPOCTPaHEHHOE MO CKAJIBITY YBEJIMICHHE
ammuinTyasl MOR Bo BpeMeHHOM MHTEpBajie MEXIY
cN1 u cP2, 6amke K IO3UTUBHOMY KOMITOHEHTY, YTO
BITOJTHE COOTHOCHUTCS ¢ pe3yiabrataMu KpaiitBonbda u
coaBT. (cM. Bbllie). Takoe “mpoMexxyTouHoe” (MeXIy
cN1 u cP2) BpemeHHOE NonoXeHue 3¢ dekTa mpu-
BJICUCHUST BHUMAHUS OOBSICHSCT TOT (DAKT, UTO TIPH
cpaBHeHUM NUKOBBIX BeandnH MOR 3 dexT MmoxeT
OBITH Upe3BhIYaiitHO ci1adbiM. [loMMMO BpeMeHHOTO
acriekTa, OTMEUYeHbl XapaKTepHbIE TPOCTPAHCTBEHHBIE
4yepThl 3(hdexra NpuBaeYeHUSI BHUMaHUSI, 2 UMEHHO
0oJbllIasl PacrpoOCTPAaHEHHOCTD MO CKaJbMy U 00JIb-
1masi BeIpakeHHOCTb 3¢hdeKkTa BHUMAaHMUS MPU Tepe-
MEIIIeHUH CTUMYJIOB B TIPAaBYIO CTOPOHY.

Pa6ota IllecTomnanoBoii u coaBT. [9] sABAsIETCS IPO-
JokeHueM ucciaenoBanusa 2016 roga. DxcnepuMeH-
TaJIbHbIEC YCJIOBUS ObUIM TAKMMM XK€, HO TPYIINa UCIIbI-
TyeMbIX yBenueHa 10 13 yenoBek, a mpeaBapuTe/ibHast
o6pabotka 3anuceit DI mpoBoaMIach C IpUMEHEHM -
€M MEeTOoIa aHajau3a He3aBUCUMBIX KoMIIoHEeHT (ICA).
Kpome Toro, uamepsiiu He IMKOBBIE, a CPEAHUE aM-
mwnTyasl MOR B orBeneHnu Cz B okHe IIMPUHOI 50
MC, LIECHTPUPOBAHHOM Ha MUKaxX KOMIOHEHTOB cN1 u
cP2 rpann-ycpegHeHHOro noreHuuana. Pe3ynbraTsl
SKCHEPUMEHTA TTOKA3aJid, YTO CPEIHUE aMIUTUTYIbI U
MUKOBBIE JIATEHTHOCTU KOMITOHEHTOB cN1 u cP2 He
3aBUCENIM OT HAMIPABJIEHHOCTU BHUMAHUSI, OUEBUIHO
WIJTIOCTPUPYST U3BECTHOE HAOIIOASHME, UTO CJIa0bIi
s deKT, MoJydyeHHbI Ha HeOOIbIIoH BIOOPKE (B pa-
6ote 2016 1. [8] — 8 yenTOBEK), MOXKET OBITH MOJTHOCTHIO
HUBEJIMPOBAH IPU €€ YBEJTUUCHUM.

B 10 ke Bpems moarBepauiics 3HauUMBbIi 3¢ dexkT
BHUMAaHUS, CBI3aHHbIIA ¢ n3MeHeHueM ¢opmbel MOR
B MHTepBaJie Mexay nukamu cN1 u ¢P2 1 Habaonas-
mmiica Mexay 160 1 250 Mc TTocie Havajia JBUKEHUS
CTUMYJa. AKTUBHAS JJOKAJIM3alsl BEI3bIBajIa OOJIBIINIA
Ne 3
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OTBET Ha HUCXOAs1IEel BeTBM KoMITOHeHTa cN 1, mpu-
9eM C YBeTMYEHNEM CKOPOCTH MHTEPBAJI JOCTOBEPHO-
¢t 3(ppekTa BHUMAHUS CABUTANICS BO BpEMEHU, BMe-
CTe C MOJIOXKEHUEM COOTBETCTBYIOIIETO KOMITOHEHTA!
190—240 Mc mrg MenjieHHoTo IBIkeHms, 175—235 Mmc
JJ1s1 ObIcTpOro ABvkKeHus 1 150—220 Mc st MTHOBEH-
Horo cMmelieHus. CiaenoBarelbHO, UMeJl MECTO 3aBU-
CSIIUNA OT CKOPOCTU 3¢ deKT BHUMAHUS B CpeaHei
yactu MOR npu otcyTcTBUM 3¢ deKkTa B 00J1aCTH MU-
KOB. MIlHTepBan noctoBepHOCTU 3¢ deKTa BHUMaHUS
oKazaJicsl 3HaUUTENIbHO 00Jiee paHHUM, YeM B paboTe
Kreitewolf u coasrt. (2011) [64]. BeposiTHO, 3TO CBsI-
3aHo ¢ TeM, uTo Kreitewolf ¢ coaBTopaMu MCMoJIb30-
BaJIv 1Ba aKTUBHBIX YCJIOBUS, PA3IMYABLINXCS TOJIBKO
HaIpaBJIeHHOCTbIO BHUMAaHUS (Ha IBUKEHUE JIMO0 Ha
BBICOTY CUTHAJIa), a B Hallleli paboTe aKTUBHOM JloKa-
JIU3a1MU TPOTUBOMNOCTABIISIIOCh TACCUBHOE MPOCTY-
LIMBaHUE, YTO U MOBJIEKIIO Oosiee 0OIKre U3MEHEHUS
paboThl MO3ra Npu NMePeKIIOUYEeHU BHUMAaHUSI.

[TonBons MTOT, ClIeAyeT OTMETUTD, UTO HaIlpaBJICH-
HOCTh BHMMAaHMs OKa3bIBAeT JTOBOJILHO Cj1aboe BIIM-
ssHUe Ha ToTeHraa MOR 1mo cpaBHEHUIO ¢ OTBETOM
Ha BKJIIOUEHWE CUTHAJIA, U 3TO BIUSHUE MPOSIBIISICTCS
IIaBHBIM 00pa3oM B M3MEHEHUU (POpMbI MOTEHIIMA-
Jla, a He B XapaKTepUCTUKaX ero NMUKoB. KitoueBbIM
MOMEHTOM B 3TOM OTHOILLUEHUH SIBIISIETCS BBIOOp 3a/1a-
HUi1, KOTOPBIE CTABSITCS Meped UCTIBITYEMbIMU B TOM
WJIA MHOM 3KcrepuMeHTe. D deKT BHUMaHUS ITPOSIB-
JISIETCSI TEM paHblIIe, YeM OOJIbIIe Pa3InUMSI MEXKIY yC-
JIOBUSIMU, CBSI3aHHBIMU C BHUMaHUEM, U YeM ObICTpee
JIBVXETCSI CTUMYIJL.

B pa6ote IllecTomnanoBoii 1 coaBT. Mccaea0BaIach
TakKe puTMUUYEcKas HelipoHalbHas aKTUBHOCTD OT-
JIENbHBIX 310X, CBSI3aHHAsA C aKTUBHBIM U MTaCCUBHBIM
MPOCIYLIMBAHUEM IBVKYIIMXCS CTUMYIOB [9]. DT
acriekThl 3¢ hekTa BHUMAHUS OyayT MOAPOOHO pac-
CMOTpPEHHI B CJIEAYIOIIEM pasaeiie 00630pa.

PEOPTAHU3ALIUA PUTMUYECKON
AKTUBHOCTH, JTEXAIIAA B OCHOBE MOR

ITorenuman MOR, kxak 1 11000i1 BI3BAaHHBII CyM-
MapHBII OTBET, HE MPENCTABJISIET COOOI UcUYepnbIBa-
IOIIYI0 XapaKTEPUCTUKY MPOLIECCOB CEHCOPHOM 00-
paboOTKM, MOCKOJIbKY OTPaXaeT TOJIbKO KOTEPEHTHYIO
4yacTh KoJieOaTeIbHOI aKTUBHOCTU pacIpeneseHHbIX
nonyassuuit HeiipoHoB. Ilpu pelreHUM JToKanu3aln-
OHHBIX 3a/1a4 FeHepupyeTcsl pa3HooOpa3Has (He TOJIb-
KO KOTE€pEeHTHas1) puTMHUYECKasi aKkTUBHOCTh, KOTOpast
K HacTosIIeMy BpeMeHU u3zydyeHa Mano. CBI3aHHYIO
CO CTUMYJIOM KoJieOaTelbHY0 aKTUBHOCTb MPUHSTO
noapas3aeisaTh Ha MHAYyIUpoBaHHYIO (induced) u BbI-
3BaHHYyI10 (evoked). MHmynupoBaHHasE aKTUBHOCTh
KOPPEIUPYET CO CTUMYJISILIMEN, HO HE UMEET YETKOM
(hbazoBoii MpUBSA3KM K HAYaJly CTUMYJIa, B TO BpeMs Kak
BbI3BaHHAasl aKTUBHOCTb CTPOTO CUHXPOHU3UPOBaHa
no ¢a3ze ¢ MOMEHTaMU Hayajia CJIyXOBBIX COOBITUIA B
Kaxnoi anoxe [54]. B obiem ciayvyae (popmupoBaHue
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BBI3BAaHHOTO OTBETA Ha JII000E CIIyXOBOE COOBITHE IIPO-
HMCXOIUT IIPU COYeTaHUM TpeX IpoleccoB: 1) (pazoBoit
MOACTPONKHU MPOIAOJIKAIOIINXCS MO3TOBBIX PUTMOB; 2)
reHepaluny BEI3BAHHOM aKTMBHOCTH; 3) (pa3oBoii 1mom-
CTPOMKM BBI3BAHHLIX KoJjebaHuii [61].

bazoBas koHIenus, jexaiass B OCHOBe KoJyieba-
TEJIbHOM MOJEIM MO3rOBOI aKTUBHOCTH, OCHOBaHA Ha
MPENTNOI0XKEHUU, YTO UCXONHO paBHOMEpPHOE (pazo-
BO€ paclipelejeHue Ha MHOXeCcTBe 31ox DD MoxeT
CMEHMTBCS paclipeesieHreM ¢ TpeobiagaloluM 3Ha-
yeHueM (as3bl B TeUeHUE KOPOTKOTO BPEMEHU MoOcCe
ctumyisiuuu [73]. CuHXpOHU3UPOBAHHASI C COOBITUEM
nonacTpoiika ¢asnl (phase resetting, phase alignment)
OlLIEHUBAaETCs MO BeJIMYMHE (Pa30BOI KOTEPEHTHO-
CTU OTAEeNbHBIX 3MoX (inter-trial phase coherence,
ITC) [72]. Baxno, uto ITC sgBnsieTcss He3aBUCUMBIM
OT aMIUIMTYbl KOJIeOaHUI MoKa3aTejeM, U T03TOMY
OHa cIocoOHa BbISIBUTH (pa30BOE COMIaCOBaHUE axe
OYEeHb CJIa0bIX KonebaHuii. Jpyroit mokasarenb du-
HaMuku D3I oTpaxaeT U3MEHEHUS CIIEKTpaJbHOM
MOIITHOCTH, CBSI3aHHBIE C AKCIIEPUMEHTAIbLHBIMU CO-
OBITUSIMU, U HOCUT Ha3BaHUE “BbI3BAHHOE CIIEKTPaib-
Hoe Bo3MylleHue” (event-related spectral perturbation,
ERSP) [72].

Konebanus, iexaliyue B OCHOBE peaKIiy Ha IBU-
xeHue 3Byka (MOR), nccinegoBaHbl B I1Byx padboTax
[llectomanoBoii 1 coaBt. [9, 104]. CTUMYABI COOT-
BETCTBOBAIM MapagurMe OTCPOUYEHHOTO ABUKEHUS,
CO3JaHHOTO 3a cueT uamMeHeHuii AT, u cocrostiu U3
Tpex ¢parMeHTOB HM3KOYACTOTHOTIO 1IyMa, CIIeAYIO-
LIUX ApYT 3a ApyroM 0e3 nay3. BHauyase 3Byyasn He-
MOIBVXKHBIN (pparMeHT giuTenbHocThio 1000 Mc, 3a-
TeM cliegoBai yyacTok asuxkeHus 200 wium 400 mc, u
B KOHIIE — CHOBa HEMOABWXHBIN ¢parMeHT 800 wiu
600 mc. Takke MCTIOIB30BAJICI CTUMYJ TOM Xe v~
teabHOCTH (2000 MC) ¢ MTHOBEHHBIM U3MeHeHreM AT,
MPUXOAUBIIUMCS Ha ero cepeauHy. [Tomrmo cymmap-
HOTo MOTEeHLIMANa, B 3TUX paboTax udMepsia (pa3oBylo
noxctpoiiky (ITC) k MOMEHTaM BKJIIOYEHUST CUTHAJIA
U Hayasia ero ABuxeHMs1. CieKTpaJbHOE BO3MYIEHUE
(ERSP) ouieHMBanu 1o OTAENbHBIM 3M0XaM aHaIu3a,
nonydas “nomHoe ERSP” (total ERSP), comepxalee
KaK BbI3BAaHHYI0, TaK U UHAYLIMPOBAHHYIO aKTUB-
HOCTb, a TAK3Ke M0 CyMMapHOMY MOTEeHLIMATY, TToJTyJast
“spi3BanHoe ERSP” (evoked ERSP), B KoTopoMm ot-
paxkeHa TOJIbKO KOTepeHTHasl BbI3BaHHasi aKTUBHOCTD,
COXpaHSIIOIIASICS TTOCJIE YCPEAHEHMSI 10 3IT0XaM. AHa-
JIN3UPOBAJIOCH BIUSTHUE CKOPOCTHU ABVIKEHUSI CTUMYJIA
Y HAIIpaBJICHHOCTY BHUMAaHUS CIyIlIaTeleil Ha KOMIIO-
HeHThl MOR, a Tak:ke Ha )a30BYI0 KOT€pEHTHOCTh OT-
JEJbHBIX 3T10X, MOJHOE CIIEKTPalIbHOE BO3MYILEHUE U
creKkTpajibHoe Bo3myleHue BII.

YacTOoTHO-BpEMEHHOE pPa3JIOKEHUE CyMMapHO-
ro orBeTa (puc. 5, BBepxy) Iokasauao, YTO IBUXKEHUE
CTUMYJIa aKTUBU3MPYET HECKOJBKO MHYIO KoJjieba-
TEJIBbHYIO aKTUBHOCTh, YeM BKJIIOYeHHE CTUMYyJa. B
YAaCTHOCTH, MOIITHOCTbD JIeIETa-pUTMOB B MHTEPBAJIe
mexay 1000 u 1500 Mmc 6b11a MeHbIIIe, yeM Mexnay 0 u
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Puc. 5. YactoTHO-BpeMeHHOE TIpeNCTaBIeHNe peaKiuii Ha ObICTpOe U MTHOBEHHOE TepeMelleHne CTuMya (ycpenHe-
Hue 110 24 GPOHTO-LIEHTpaIbHBIM OTBeAcHUSIM) [104] (c usMeHeHusIMu). BepxHsas naneas: crieKTpaibHOE Bo3MylieHre BIT
(ei3BanHOE ERSP). Cpednss nanens: ciekrpasbHOE BO3MYyIIIeHUE OTAETBHBIX 310X (TioiHoe ERSP). Ipaduenmnuoie wixanot
6epxHell u cpedHeil naneau TMoKasbiBaloT MOIIHOCT, ERSP, BeipaxkeHHyt0 B 1b. Hujicusas naneav: ¢pa3zoBast KOrepeHTHOCTh
otnenbHbIx anox (ITC). Ipaduenmuas wxasa nokaspiBaeT BeanunHy ITC B OTHOCUTENbHBIX eNUHULIAX. Cmpeakamuy OTMe-
YeHBI MOMEHT BKJTIOUEHMSI CTUMYJIa 1 MOMEHT Hayaia U3MEHEHUsI MEXKYITHBIX pas3nuunii AT.

500 Mc, ¥ COOTHOIIIEHHE YacTOT IIpu (POPMUPOBAHUM
MOR 06b110 CIBUHYTO B CTOPOHY TeTa-alibda-IoJjoc,
10 CpaBHEHUIO C peakuueil Ha BkIoyeHue. OnHa-
KO, CTIEKTPaJbHbIE XapaKTePUCTUKU OTAETbHBIX 30X
(puc. 5, mocepennHe) MoKa3auan, 4YTO AedbTa-Koaeba-
HUS TaKKe TTPOSIBIISIIOT YyBCTBUTEIBHOCTD K JIBUXKE-
HUIO CTUMYJIA.

B ycioBusix maccMBHOTIO MPOCIYIIMBAHUS TPU BUA
CIIEKTPaJIbHBIX OKAa3aTeNell pa3Inyainch I10 XxapakTe-
Py 3aBUCUMOCTH OT CKOpOCTH cTuMyna (puc. 6). Ham-
OoJiee BbIpaXXeHHasl 3aBUCUMOCTb OT CKOPOCTH Ha-
Omromanach y (0a3oBOM KOTEPEHTHOCTU U CHEKTPasib-
Horo Bo3myieHus BII, oTpaxaroiiero akTHBHOCTD C
BBICOKOI1 CTEIIEHBIO (ha30BOM MMOACTPONKHA K MOMEH-
Ty HayvaJja aBuxkeHusi. CrieKTpajabHasi MOIIHOCTh OT-
JEeJIbHBIX 310X, WX MOJHOE CIIEKTPaJIbHOE BO3MYIIE-
HME, IPaKTUYECKHU HE BOo3pacTaja BIUIOTh A0 CAMOTO
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OBICTpOro (MTHOBEHHOIO) IIEpEeMEIICHMsSI CTUMYJIA, a
3HAYUT, TJIABHOE ABUXKEHME He UHIYLIMPOBAJIO HOBBIX
KosnebaHuil. B 1iesom, pazoBast KOrepeHTHOCTD KOJie-
OaHuit nenpra-ajabga-auana3oHa Bo3pacTaia C yBeJlu-
YyeHHEeM CKOPOCTH IBMXEHUS TaK Xe, KaK aMIUIATyIa
BoiH cN1 u cP2 MOR. IloaTtoMy cTerieHb (pa3oBoit
KOT€pEHTHOCTH AeJIbTa-ajabdha-KoaeodaHnii ObLIO TIpe-
JIOXXEHO paccMaTpUBaTh B KauecTBe Hellpodr31onoru-
YeCKOro Koppessita MpoIecCoB CIYXOBOi 00paboTKu
nBukeHus [104].

[IpuHUMNIMATBHBIM SIBJISIETCS BONPOC O MeXa-
HM3Me€ BO3IEHCTBUS IBUXYIIErOCsI CTUMYJIa HA KO-
J1e0aTeIbHYI0 aKTUBHOCTD: IIPOMCXOAUT JIM TOJHKO
yCUJIEHME MpPOAOJIKAIIINXCS KOJIeOaHU, KOTOphIE
YK€ MPUCYTCTBOBAJIN B peaKLIMM HA HEMOIBUKHBIN
Y4acTOK CTUMYJIa, WIN XX€ UMEET MECTO MOACTPOIKa
¢da3sl 1100 reHepauus JOMOJIHUTEIBHBIX KOJIeOaHMt
Ne 3
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Puc. 6. KonebarenbHble OTBETHI Ha HAYaJI0 ABMXKEHMS Kak QYHKIMS ckopoctu ctumyina [104] (c usmenenusimu). Yacror-
HO-BPEMEHHBIE TIPEICTABIECHUS] PeaKIil yCpeaHEHbI B YeThIpex auarna3onax yactot DO [l mpuBeneHus CreKTPaTbHBIX
BEJTMYMH K COU3MEPUMBIM eMHULIAM U3MEPEHMsI ObLIIO BBIITOJIIHEHO Z-ipeobpa3zoBanue. /1o ocu opdunam — OTHOCUTETbHBIE
envHullbl. I1o ocu abcyucc — CKOPOCTb CTUMYJIOB B KATETOPUAJILHOM MPEACTABIEHUU: | — HEMOABUXHBIN, 2 — MEIJICHHBIH,
3 — OBICTpBIit, 4 — MTHOBEHHOE TIepeMellieHue. Bepmukanvhbie 4epmoyku TIOKA3bIBAIOT CTAHAAPTHYIO OIIUOKY CPETHETO.

CTporo rnocJje Havyaja aBuxeHus. [TockobKy uccie-
JIOBaHUE HE BBISIBUJIO YBenudeHus nosHoro ERSP npu
MEIJIEHHOM U ObICTPOM ABUXEHUW, MEXaHU3MBI YCU-
JIeHUSs1 KoJiebaHUIA MU TeHepalluy 1OTOTHUTEIbHBIX
MPEaCTaBISIIOTCS MaloBepOsITHBIMU. CrienoBaTelbHO,
00paboTKa yMepeHHbIX CKOPOCTEH CBsI3aHa B OCHOB-
HOM ¢ ¢$a30BOI MOACTPOUKON MPOAOIKAIOIINXCS KO-
nebanHuii [104].

Heckonbpko MHBIE MEXaHU3Mbl AKTUBU3UPOBAIUCH
MpyY MTHOBEHHOM TlepeMellieHur ctumMyna. OHo no-
MOJHUTEIbHO WHAYLMPOBAJIO CJIab0 KOTrepEHTHHIE
TeTa-ajab(a-KojebaHusl, KOTOpble BHOCWUJIU BKJIal B
¢dopmupoBanue noreHuuraia MOR. Takum o6pazom,
reHepanusi MOR B mnpokoM nuana3zoHe CKOpoCTei
MPEUMYILIEeCTBEHHO OIpenenseTcs (ha30BOi MOACTPOIi-
KOl KoJiebaHUI1 K MOMEHTY Hadasia IBVXEHUS, a TIpU
MTHOBEHHOMU TepeMeHe MOJ0XEeHNsI MOT'YT TreHepu-
poBaThCs IOMOJHUTEIbHBIE KOJIcOaHUS TeTa-anbda
4acTorT.

Crnenyer mom4epKHYTh, UTO 3aBUCUMOCTD MOJIHO-
ro ERSP ot ckopoctu nmesna cxoaHblit xapakTep s
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KosieOaHU nebTa-, TeTa- U HUXHe# anbgha-noJyochl,
M03TOMY ObLIO Obl HEMTPABUJIBHO MPOBOAUTH (DYHKIIU -
OHAJIbHBIC PA3INYUS MEXIY MEIJICHHBIMUA PUTMaMHU,
BOBJIEUEHHBIMU B 00paboTKy ABvxKeHus1. Haiu pe-
3yJILTAThl TOBOPST CKOpee B MOJIb3Y MPEACTABICHUI O
“MeIJIeHHBIX KoJie0aHUSIX” KaK eIMHON HellpOoHaJlb-
HOIt OCHOBE CEeHCOPHBIX Mpolieccos [117].

B yclioBUsIX aKTUBHOI JTOKAIM3aLIMU UCTIBLITYEMbIE
COCPEIOTOUYMBAI CBO€ BHUMAaHNE Ha IIPOCTPAHCTBEH-
HBIX CBOMCTBaxX cTuMysa. M3 Bcex CrieKTpajbHBIX I10-
KazaTeJieil, caMoe CHJIbHOE BIMSIHUE aKTHUBHasl JIOKa-
Ju3auus oxkasajia Ha nogHoe ERSP. B nenpra-tera
-IYanasoHe HaOJI0AAI0Ch 3HAYUTEILHOE YCUIIEHUE
nonHoro ERSP mpu Bcex cKopocCTsix, IIsiieecst C MO-
MEHTAa Hayajia JBVKEHMS J0 KOHIIA 310XU (CM. puc. 2 B
pa6ote [9]). Anb(da-4acToThl JEMOHCTPUPOBAJIM aHA-
JIOTUYHOE YCUJIEHHE, HO OHO ITPOA0JIKAIOCh He boJiee
500 Mc mmocJie Hayajia IBUXKEHUSI, TTIOCKOJIBKY B aKTHUB-
HBIX YCIIOBUSIX YCUIIEHUE KOMIIEHCUPOBAJIOCh 3a CUET
MOJABJIEHUSI MIO-PUTMOB, CBSI3aHHBIX C TIOATOTOBKOM
OTCPOYEHHOTO JBUTAaTeNIbHOrO oTBeTa. Kpome Toro, B
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32 ITECTOITAJIOBA u np.

AKTUBHBIX YCJIOBUSX 3aBUCHUMOCTh MOIITHOCTH HEITb-
Ta- M TeTa-KoJjebaHWii OT CKOPOCTH ObLIa BEIpaxkeHa
CHJIbHEEe, YeM B TTACCUBHBIX, O YeM CBUACTEIBCTBYET
HakJIOH KpuBbIX noaHoro ERSP (cm. puc. 4 B padote
[9]). OTu pe3ynbTaThl yKa3bIBalOT HA TeHEPALIMIO UHITY-
LIMPOBAHHOM MeJIBTa-TeTa-aKTUBHOCTHU TIPY BHITIOTHE -
HUM JIOKAJIU3alMOHHOTO 3alaHus.

AnanorndHoro 3ddexra 111 BBI3BAHHON MOIITHO-
ctu u niag ITC npakTtudecku He Habmomaiaock. Poct
(ba30BOIT KOTepPEHTHOCTH OOHAPYKEH TOJILKO B AC/Ib-
ta-1monoce. Kak ObI10 cKazaHO B IpeabIAyIIeM pa3-
Ielie 0030pa, BIUSHNAEC HAIPaBIIEHHOCT BHUMAHUS
Ha mmapameTpbl MOR 3akinoyaercss B UBMEHEHUH €ro
¢dopmbl B uHTepBaie Mexny nukamu cN1 u cP2. Ya-
CTOTHBIE XapakKTepucTUKM noteHuanda MOR umeroT
MaKCHUMAaJIbHYI0 MOIITHOCTh B JMana3oHe OT TeTa- J0
HIDKHMX ajbda-4acToT. B aTOM nuana3oHe nmpuBieye-
HUE BHUMAaHMS K CTUMYJISILIMY HE TIPUBOAMIIO HU K U3-
MeHeHMIo Bei3BaHHOro ERSP, H1 K momoaHuTenbHOM
da30Boi1 TTOACTPOIiKE B MOMEHT Havajla ABVKEHUSI.
MOXHO MPEaNoJOXUTh, YTO K MCKAXKEHUIO (DOPMBI
BbI3BAaHHBIX MOTEHIIMAJI0OB MOTJIO MPUBOIUTH HaJIO-
KEeHHE aKTMBHOCTHU CBSI3aHHBIX C BHUMaHHUEM HEHpo-
HaJIbHBIX CeTeil, He CMHXpOHU3UPOBAHHON WU c1abo
CUHXPOHHU3UPOBAHHON CO CIIYXOBBIMU COOBITUSIMMU.

YceuneHue cneKTpajibHOM MOIIIHOCTU M KOT€PEHT-
HOCTH NIPU aKTUBHOM JIOKAJIM3allUM MAaKCUMAJIbHO BbI-
PaXEHO B IMAIa30He E1bTa-4acTOT, KOTOPbIE HE BHO-
caT 3HauuTeabHOro BKiaaga B MOR. KonueHnrpanus
a(deKkTa BHUMaHUS B ASIBTa-II0JI0CE MOXKET OTYACTHU
OOBSICHITBHCI CUHXPOHHU3AlMEeN aKTUBHOCTU CJIyXO-
BOM CHCTE€MBI C pUTMaMM MCIIOJIb30BAHHOI 3ByKOBOM
ctumysiuuu. CorjlacHO MHOTOYUCJIEHHBIM JaHHBIM,
MMEHHO Je/IbTa-KoJe0aHUsI UrpaloT OCHOBHYIO (byHK-
IIMOHAJIHYIO POJIb B MEXaHM3MaX BPEeMEHHOTO Mpe/-
cKa3aHus B X0fe CIyxoBoro Bocopusatus [14, 50, 121].

TOITIOT'PA®HA MOR U ETO NCTOYHHUKOB

Tomnorpadus cymmapHoro noteHunaia MOR omnm-
caHa B HECKOJIbKUX paboTtax. B camoM nepBoM uccie-
noBaHuM Krumbholz 1 coaBT. olieHUBaM J1aTepann3a-
LIMI0 OTBETA MPU MOMOIIU BBIYUCIEHUS UCTOYHUKOB,
OCHOBAHHOIO Ha MOAEJIMPOBAHMWU 3KBUBAJEHTHBIX
ToKOBBIX aurioneid metonoM BESA (Brain Electrical
Source Analysis, v5.1) [67]. 1Js Kaxnoro u3 Imosyiia-
puii Mo3ra ObUIO BBIYMCJICHO MO ABa 3KBMBAJICHTHBIX
JUIIOJNSI M COOTBETCTBYIOIIMX UM ITOTE€HIIMAaNla, XapaK-
TEPU3YIOLIUX OTBEThl HA NIBUXXEHUE BJIEBO U BIIPABO
oT ueHTpa. OOHapy:KeHO KOHTpajaTepaJlbHOE TOMMU-
HUpPOBaHUE peaKIuu, 0ojiee BbIPAXXEHHOE IJIsl IBU-
JKEHUS BJIEBO, YeM BIPaBO. ABTOPHI OTMEYAIOT 3Ha-
YUTEJIbHYIO PA3HUILY B JATEHTHOCTU KOMITIOHEeHTa cN 1
MEXIy UIICH- U KOHTpajaTepaJibHbBIM JUIIOJIEM: P
IBUKEHUM BJIEBO JAaTEHTHOCTh IMuKa cN1 mpaBoro
(KoHTpajaTepallbHOIO0) JUMOJIS ObLIa Ha 18.7 MC MEHb-
1IIe, YeM y uIcriIaTepajabHoro aumosis. [1pu gsrmkeHnn
BIIpaBO TaKKe HaOJmomajach aHaJOTMYHAs pa3HUILIa
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JIATEHTHOCTEM, HO OHa cocTasisuia Bcero 6.1 mc. Ilo
MPEAIoI0XEHNIO aBTOPOB, OOJIbIlIasl YacTh UIICUJIATe-
PajbHOTO OTBETA Ha IBMXKEHUE BJIEBO MOXET IIOCTY-
naTh U3 KOHTpaJaTepaIbHOIO (IIpaBOro) IOJIyIIapus
yepes Mo3oJiuctoe Teno. O00011as nojyyeHHble pe-
3yJbTaThl U OMYyOJUKOBaHHbIE paHee naHHble GMPT
[65], aBTOpEI IenaloT BLIBOM, 4TO IToTeHIana MOR mo-
JlydyaeT OTHOCUTEIbLHO HEOOJIBIIION BKJIa[ aKTUBHOCTU
MEePBUYHON CIIYXOBO# KOPBI U TeHEPUPYETCsS B OCHOB-
HOM BTOPUYHBIMU (nonprimary) CJIyXOBbIMU 30HAMU,
pacrnoyioXKeHHBIMU 103311 00J1acTell, YyBCTBUTEIBHBIX
K BbIcoTe 3ByKa [17, 115]. I1pn 3TOM CTUMYJIBI, IBUXKY-
LIMecs crpaBa, BbI3bIBAIOT peaKlnio 000MX ToJyliia-
puii Mo3ra, a IBYKYIIHECS cjieBa — B OCHOBHOM Ipa-
BOT0 (KOHTpaJIaTepabHOr0) MOMyIIapus [66].

B cnenyromeii pabore Getzmann [34] BeImos-
HMI TonorpadndecKnii aHajau3 KOMITOHEeHTOB cN1 u
cP2 meTonom kapTupoBaHUs MIOTHOCTU ToKa (scalp
current densities, SCD [84]), N03BOJSIOIIAM MOJYYUTD
0oJiee BHICOKOE pa3pellieHUE TTMKOB, YeM TPaguLIOH-
Hoe KapTupoBaHue noTeHuurana. Pacnpenenenue SCD
BBIYMCJISUIM B MOMEHTBI BPEMEHU, COOTBETCTBYIOIIE
cpenHekBaapaTuyeckKum MakcuMmymam cN1 u cP2, u
Ha ero OCHOBE OLIEHMBAJIM COOTHOIIEHUE BEJIUUYUH
peakuuu Tojyiapuii Mmosra. MaMepeHue noteHIa-
J1a MOR, BbI3BaHHOIO IBMXXEHHEM BJIEBO U BIPAaBO,
BBISIBUJIO KOHTPAJIaTepaJIbHOCTh KOPTUKAJIBHOI 006pa-
0otku nBrkeHUs: cN1 1 cP2 O0b11n 00J1ee BhIpakeHbI B
MOJIyIIApUY, KOHTpaJlaTepaJbHOM HaIMpPaBJICHUIO IBU-
JKEHUsI, TTI0 CPAaBHEHMIO C UTICUIAaTepaTbHBIM. BaskHbIit
PEe3YJILTAT COCTOSIT TAKKE B TOM, UTO MEXKITOJYIIapHAs
aCUMMETpUs 3aBHcella OT CKOPOCTU ctuMyina. I[lpu
OBICTPOM IBVMKEHUM (DPOHTO-IIEHTPaIbHAsI M TEMEH-
Has aKTMBalus ObUIA CUJIbHEE B KOHTpalaTepaJbHOM
nonymapuu. [Ipu cpenHeit CKOpOCTH TOJIBKO JBMKE-
HUeE BJIEBO BBI3BIBAJIO KOHTpajaTepajabHOE Ipeobdrana-
HHUE OTBETA, a IPU ABUKEHUYM BIPaBO peaklvs ObLia
OutaTepajbHO CUMMETPUYHOM. B cirydae MemieHHOrO
IBVKEHMS HaOJI0aj0Ch JOMUHUPOBaHME peaKln
MPaBoOro MoJIylapus.

Hecmotpst Ha To, yTo B pabore Krumbholz u co-
aBT. [67] OBUXKEHHME CO3IaBaiOCh 3a CYET M3MEHe-
Huit AT, a Getzmann [34] npuMeHsIT nepeaaTOYHbIe
¢yskuuu ronossl (HRTF), cyiiecTBeHHBIX pa3nuuuii
B Jatepanuzauud MOR Mexny 3TUMM uccenoBaHU-
MU He ObL10. CTpOro roBopsi, HaNPSIMYIO CpaBHU-
BaTh PE3YJbTaThl 3TUX Pa0OT HEBO3MOXHO, TaK KakK
Tonorpadus oTBeTa OlleHMBaJach B HUX pa3HbIMU
anroputMaMu. [ToaToMy npeacTaBaseT CrieUaIbHbIA
uHTepec aHaau3 Tonorpaduu MOR B ynmomuHaBIeii-
cs Bhlie padore Getzmann, Lewald [37], B KoTopoii
ObLIM MCII0JIb30BaHbl YETHIPE BUA MPOCTPAHCTBEH-
HBIX IPU3HAKOB: JIMHEeliHbIe n3MeHeHus1 AT unm Al,
BUPTYyaJibHOE ABMKeHNEe HA ocHOBe PuiasrpoB HRTF
U JBUXXEHUE B CBOOOJHOM moJjie. MexXIonylapHyo
ACUMMETPUIO OLIEHUBAJIU MO CPEeIHEKBAAPATUUYECKO-
MY MakKCMMYMY aKTUBHOCTH JIEBOTO U TIPaBOTo TMOJY-
mapus (o 24 orBegeHust 331 B KaxXIoM).
Ne 3
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TIpu Bcex BUgax CTUMYJISLIMA, KOMIOHEHT cN1 xa-
paKTeprU30BaJICS CHJIbHON HETaTUBHOCTBIO B OMJIaTe -
panbHBIX (PPOHTO-LIEHTPAJILHBIX oOnacTsax. B moroJi-
HEeHMWE K KOHTpajaTepabHOMY npeobaamaHuio cN1
[34, 67], Oblna BBIIBIIEHA Oosiee CUIbHAS aKTUBAIKS
B IIpaBOM TIOJYIIApUH, B 0COOCHHOCTH TIPU IBUXKE-
HUM BJIeBO. BaxXHO, 4TO yCUJIeHNE TIPAaBOCTOPOHHEH
aKTMBAlIMM HAOJI0OaI0Ch TOJIBKO MPU IBUKEHUU B
CBOOOIHOM II0JIE U 3a CYET MepeaaTouyHo (PyHKINHN
TOJIOBBI. ABTOPBI MPEAINoararT, YTO B 3TUX CUTYa-
LIMSIX TPOCTPAHCTBEHHO OOOralleHHbIe CTUMYJIbI (110
CpaBHEHMIO C U3MeHeHusIMU ToJibko AT unu Al) moryt
aKTUBHUPOBATh NTPABOCTOPOHHME HEMPOHAIBHBIE CETH,
CBSI3aHHBIE C HEMPOU3BOJILHBIM BHUMAHUEM M OTpa-
>Kalole HaIMOIaJbHbIe acIeKThl MPOCTPAHCTBEH-
Horo Bocnipusitusi. Pacnipenenenue BoJHbI ¢P2 coot-
BETCTBOBAJIO (DPOHTO-LIEHTPATBHOI MO3UTUBHOCTU U
OomnarepaabHOM BUCOYHO-TEeMEHHOI HeraTHBHOCTH. B
otnmure oT ¢N1, KoHTpajaTepaJTbHOE TOMIHHPOBA-
Hue cP2 BeIsIBIIEHO TONBKO Wit n3aMeHeHuit AT u Al,
T.e. B cliydae “00eqHEeHHBIX” MPOCTPAHCTBEHHBIX MTPU-
3HAKOB. B To e BpeMsi, Hauajio BUPTYaJbHOIO JBUXKE -
Hus (buastpsl HRTF) BeI3bIBa0 MPaBOCTOPOHHIOW
acumMeTputo cP2. JIBuxkeHre B CBOOOTHOM I10JIE B
paBHOI CTETIEHN aKTUBUPOBAJIO 00a TTOTyIIapHs.

Hecmotpst Ha pa3nuuus, cBI3aHHBIE C 0COOEHHO-
CTSIMU CTUMYJISILIMM, B 1I€JIOM JlaTepaju3alus MoTeH-
muaiaa MOR cooTBeTCTBYeT TaKk Ha3bIBaeMOM “Moje-
J1 urHopupoBaHus” (neglect model), onucebiBatoleit
pas3nIuuus B CTeIIeHW KOHTpaJaTepalbHOCTH MEXIY
JIEBOU M mpaBoii ciyxoBoii Kopoii [111]. CornacHo
3TOI MOJENU, MpaBoe MOoJIyIIapue pearupyeTr Ha 3By-
KOBBIE CUTHAJIBI C JIEBOI1 U C MTPaBOil CTOPOHBI, CO31a-
Basl I100ajbHOE MpeacTaBlIeHUE aKyCTUIECKOIo Mpo-
CTpaHCTBAa, TOTJA KakK JieBOe MOJyllaprue pearupyer
B OOJIBIIIEN CTETIEHN Ha CUTHAJBI, TTOCTYITAIONINE 3
KOHTpaJlaTepaJibHOM (IIpaBoOii) CTOPOHBI IPOCTPaH-
ctBa. JJoCTOBEpHOCTh MOIEIN UTHOPUPOBAHUS Oblia
MOATBEPXKIEHA KaK JUIsl HEMOABUXKHBIX CUTHAJIOB [28,
57, 93], Tak u s gerkeHwus [22, 67, 100, 104].

K HacrosmeMy BpeMeHN 3HAYUTETLHO MEHBIIIE 13-
BECTHO O JIaTepaJIM3allii HeMpOHAIBHBIX PUTMOB, CO-
CTaBJISIIOIIMX OCHOBY CJIYXOBOI 00paOOTKU ABUXKEHMUSI.
Kak 6b110 cKazaHO B MpeablayIlieM paszieiie, 4acToT-
HO-BpEMEHHOE MPEACTaBICHUE BhI3BAHHOM CIIYXOBOM
aKTUBHOCTHU XapaKTepu3yeTcs YeTKOU MOACTPOMKOI
(ha3nl KosnebaHuii B TeTa-anabda-auana3oHe 4acTorT.
HccnenoBanme ¢a3oBoit CHHXpOHU3AIIUY TIPH OCO3-
HaHHOM BOCIIPUSTUM HEIIOABUXKHBIX CTUMYJIOB [55], a
TaKXe MOCTPOeHUEe NTMHAMMYECKUX Kay3aJbHbIX MOJIE-
JIell KOPTUKAJIbHBIX CETeH, aKTUBUPYEMBIX B CJTYXOBOM
MPOCTPAHCTBEHHOM 3KCIIepUMeHTe B pexkrme odd-ball
[29], Tokazanu MpUMEHUMOCTh MOIEIIN UTHOPHPOBA-
HUS UTS OTIMCAHUST MEXITONYIIapHO aCUMMETPHUH.

ILleneHanpaBieHHOE HCCIenOBaHUE JaTepa-
JIV3alluy KoJiebaTeabHBIX peaKluii, BbI3BAHHBIX
IBUXKEHUEM 3ByKa, ObLIO MPEANPUHSITO B UCCIIe-
nosanuu IlectonanoBoit u coant. [103]. B aToit
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paboTe OlLIEHMBAIH ITOJTHOE CITEKTPaIbHOE BO3MYIIIE-
Hue (ERSP) u ¢azoByro nmoactpoiiky (ITC), a Takxke
CyMMapHbI€ TTOTEHIIMAJbI B peaKLMsIX JIEBOTO U Ipa-
BOTO MOJyLIapUiA MO3ra Ha JBUXEHUE 3BYKOBBIX CTU-
MYJIOB BJIeBO U BIIpaBo. ITocKoIbKY MeXIToaylapHast
acCHMMETPUS TIOABEepXKeHa BIUSHUIO BHUMAHUS, TIPHU-
MEHSUTHCH IBa SKCIIEPUMEHTATBHBIX YCIOBUS: aKTHB-
Hasl JIOKJIM3alusl CTUMYJIOB C MCIOJIb30BaHUEM I'pa-
(bmyeckoro TIaHIIETa ¥ MTACCUBHOE TIPOCTYIIMBaHNE
TeX e CTUMYJIOB TIPU YTeHUU KHUTH. CTHUMYIIBI C OT-
CPOYEHHBIM IBMKEHHEM OBIJIU T€ K€, UTO U B paboTe
[104], onrcaHHOI B IIpeabIAyIIEeM pa3ieie.

CnekrpanbHoe Bo3mymeHue (ERSP) mpasoro
MoJiylapus Ob110 0OJIbllle, YeM JIEBOTO, B IIMPOKOM
Juarna3oHe 4acToT; OMHAKO TOJIbKO B NeJbTa-TeTa-Io0-
Jioce mpaBocTopoHHssT acuMMeTpusi ERSP Obuta cBsi-
3aHa CO CJIYXOBBIMM COOBITHSIMU (BKJIIOYEHUE CUTHAJIA
¥ HavyaJjo ABVIKEHUsS). ACUMMETpPUS NelbTa-TeTa-pUT-
MOB OblIJ1a 00Jiee BhIpakeHa B YCIOBUSIX aKTUBHOM JIO-
Kallu3alyu, 9TO MOXKET OBITh CBSI3aHO C aKTUBaLIUEH
MpaBoOIOJYIIAPHBIX HEHPOHHBIX CeTell, CBSI3aHHBIX C
BHuMaHueM [37]. [IpaBocTopoHHEee JOMMHUPOBaHUE
anbga- 1 0eTa-puTMOB HAOIIONATIOCh HA BCEM IIPOTSI-
JKEHUM 3M0XU aHajn3a U ObUIO CUJIbHEE B TTACCUBHBIX
YCJIOBUSIX, ITO3TOMY €TI0 MOXHO MHTEPIIPETUPOBATh
KaK IMpPOSBICHUE HEOTHOKPATHO OMMCAHHOI 0O0JIb-
1Ieit BOBJICUEHHOCTHU TIPAaBOTO MOJIyIIapusl B MPeaco-
3HATEJbHYIO 00pabOTKY CIYXOBBIX CTUMYJIOB [18, 23,
46, 80, 112, 119, 120].

B pa6ote [103] 6blIa MccaeqoBaHa Tonorpadus
komrnoHeHToB MOR. OHa He 3aBucesa OT CKOPOCTH
CTUMYJIOB M COOTBETCTBOBAJIA “MOMEIM UTHOPUPOBA-
HUsS”: cyMMapHble peaKlMu1 JEBOro Moayluapus ObLIU
Ooubllle B cilyyae KOHTpalaTepajabHOIO IBXKEHMUS, a
MOR npaBoro noJjyiiapusi He 3aBUCEN OT HarpaBlie-
Hus. MHTepecHo, yTo B paboTtax Getzmann u Lewald
[37—40] BooO1Ie He HAOMIOOATIOCH PAa3INYMIA B CTEIIe-
HU KOHTpajaTepajbHOCTH roTeHiMaia MOR neBoro u
NpaBoro noJiylapuii.

Jlarepanmuzaums ¢azopoii moactpoiiku (ITC) Takke
XapaKTepu3oBaiach 00Jbllell KOHTpalaTepalbHOCTHIO
peakuuii aesoro noaymapus [103]. ITpu aToM neib-
Ta-KojiebaHus 000UX TMOJyIIapUi JeMOHCTPUPOBAIIN
oonbire BeauuruHbl ITC B peakuimm Ha OBUXKEHUE
BripaBo. IIpuMeuarenpHO, 4TO (pa3oBast MOACTpPOIiKa
TeTa-pUTMOB JIEBOTO TOJIyIIapUsl Obla CUJIbHEE JJIs
MPaBOCTOPOHHETO NBUXKEHUS, TOTAA KaK B MPaBOM
HoJaylIapuy HabJomaacs J0CTaTOYHO OBICTPBIN (110-
psinka 200 Mc) miepexo OT UIICU- K KOHTpasiaTepasb-
HOMY JOMWHUPOBAHUIO T€Ta-puUTMOB. Takas nuHa-
muka ITC yka3piBaeT Ha TO, 4TO CIyxoBast oOpaboTKa
JBUXXEHUS BbI3bIBACT AMHAMUYECKYIO MEPECTPONKY
HelpoHaJILHBIX aHcaMOJieii B TedeHe BpEMEHU, He-
00XOIMMOTO JTS aHaJIM3a CMEILeHUs CTUMYJIa.
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MOR KAK KOPPEJIAT ITPOUECCOB
NMHTET'PALNUUN ITPOCTPAHCTBEHHOMU
NHOOPMALIMU

BaxubiM acnektoMm mu3ydeHus MOR sBusgercs
€ro CBS3b C IICUX0(U3NIECKMMU ITOKa3aTeIIMU 00-
HapyXeHHsI IBUXKEHUS U TIPOCTPAHCTBEHHOM pa3-
peliaoleii ClocCOOHOCTU cllyXa, a UMEHHO — MU-
HUMAaJIBHBIM Pa3IMYMMBIM YIJIOM (minimum audible
angle, MAA) 1151 HeMOABUXKHBIX CUTHAJIOB U MUHM -
MaJIbHBIM Pa3IMYMMBbIM YIJIOM ABMXKEHMS (minimum
audible movement angle, MAMA) 1yl ABMXKYIIAX-
csl. YCTaHOBJIEHO, YTO XapaKTePUCTUKHU TTOTEeHLIMAaIa
MOR TecHO KOppeaupyIoT ¢ BpeMeHEM peakluy Mpu
CyOBEKTUBHOM pa3IMYEeHUM JBUKYIIUXCSI CUTHAJIOB
[34, 37]. BmecTe ¢ TeM HabJIomaeTCst BaXKHOE OrpaHu-
yeHue: noreHuuan MOR perucrpupyercs npu ABu-
XKeHUH CTUMYJa CO CKOpOCTSIMM He Hike 60 Tpam/c
[34, 37, 39, 47, 48, 67], Torma Kak Ha TICUXO(pU3NYe-
CKOM YPOBHE UeJIOBEK CIIOCOOeH pa3nndaTh ropasuo
Oonee MemieHHoe aBuxXeHue [13, 24, 25, 36, 42, 52,
92, 99]. BTH pas3auuUsg MOTYT OOBSICHATHCS COOTHO-
LIEHUEM BpeMEHHOTO MHTepBaJia, KOTOPhIi TpebyeTcs
17151 (popMUPOBaHUS BBI3BAHHOTO OTBETa, U BPEMEHHU,
3a KOTOpPOE 3ByKOBOII CUTHAJI IPOXOAUT PACCTOSIHUE,
COOTBETCTBYIOIee MUHUMAILHO Pa3IMIUMOMY YTy
JJIS1 IBVDKYIIMXCS cTuMyiioB (MAMA).

COBOKYITHOCTb paboT 10 JIOKAIU3allU1 3BYKOBBIX
CTUMYJIOB CBUIETEILCTBYET, UTO C POCTOM CKOPOCTU
nBkeHnss MAMA nuHEIHO Bo3pacTaeT, U IIpU 3TOM
BpeMs1 0OHapyKeHUS NBUXKEHUS UCTOYHMKA 3BYKa,
ompeneiasieMoe Kak BpeMsl gocTmxkeHnuss MAMA, ¢
yBeJIMYEHUEM CKOPOCTU COKpalaetrced [2, 6, 26, 42,
86]. B ocHOBe yxyIIIeHUsI TPOCTPAHCTBEHHOM OCTPO-
TBI CIIyXOBOII CUCTEMBI C POCTOM CKOPOCTH CTHMYJa
JISKUT €€ UHEPLIMOHHOCTbD, T.€. CBOMCTBO OOHAPYXU-
BaTbhb CMEIIeHNE UCTOYHMKA 3ByKa HE MTHOBEHHO, a
JIMIIB I10 TIPOIIECTBMU HEKOTOPOTO IIPOMEXYTKA Bpe-
MEHU, HEOOXOMMMOTO JJISI MHTErpalui aKyCTUIECKOMN
uHdopmanuu. Vimewliuecs B IUTepaType 3HaYeHUSI
BPEMEHU WHTETPALIU TS CITyXOBOWM CUCTEMBI YETO-
BEKa BapbUPYIOT B IIUPOKUX Mpeneaax, B 3aBUCUMOCTHU
OT CI10co0a ero OLEeHKHU 1 OT BUAA 3ByKOBOI CTUMY-
Jasiumu. [Ipu u3yyeHu rpaHUYHBIX YCIOBUI BO3HUK-
HOBEHMS OIIYIIEHUS IBMXKEHUSI BpeMsl MHTErpaluu
coctaBisuio 80—150 mc [1, 2], a mpu ompeneneHUN
MPOCTPaHCTBEHHOI pa3pelaliieii CmocoOHOCTH CITy-
xa (MAMA) 3TOT BpeMeHHOIi ITPOMEXKYTOK JOCTUTal
HECKOJIbKMX COTEH MUJUIMCEKYHI [25, 26, 91].

B mogpoOHOM McciemnoBaHUM MPOCTPAHCTBEHHOM
paspelaroleil CrtocoOOHOCTU CIYXOBOI CUCTEMBI Ye-
JIoBeKa B ropu3oHTanbHO# miaockoctu Chandler u
Grantham BriepBble NPEAJOXUIN KPUTEPUIT MUHU-
MaJbHOTO BPEMEHU MHTErpaluu, onMparonuicsa Ha
JIMHETHYI0 cBA3b BendnH MAMA 1 CKOpOCTH IBIKE-
HUA cTUMyJa [26]. ABTOPBI OLIEHUBAJIN BpeMsI, He00-
XOAMMOE JJIs1 JOCTUXKEHUS ONTUMAJIbHOTO TIPOCTPaH-
crBeHHOro paspeueHust (MIT, Minimal Integration
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Puc. 7. JlareHTHOCTH KOMMIOHEHTOB NoTeHIMana MOR
U BpeMs focTixeHrust MAMA B 3aBUCUMOCTH OT CKOPO-
CTU OBVXEHMS 3ByKOBOTO ctumyda [7]. Jesas oce opou-
Ham — JIaTEeHTHOCTb (MC), npasas ocs opouHam — BpeMsi
noctrxkeHuss MAMA (BpeMs omnpenesieHus1 HanpasJie-
HUSI CMEIIEHUST 3BYKa, MC); 10 0cU abcyucc — CKOPOCTh
nBuxeHusi. Yeprvie mapkepsi — TATEHTHOCTU KOMIIO-
HeHTOB cN1 u cP2. Beavie mapkeput ¢ uepHoii 06600k0ii —
naHHble paboTsl Shestopalova at al. (2021). Cepbim yse-
mom MapKUpPOBaHbI JaHHbIE ICUXO(PU3NUECKOTO IKCIIe-
pumeHTa (7 cKopocTeit ABUXKEHUS ).

Time), 110 IIMTEILHOCTU CUTHAJIA, IIPU KOTOPOI1 Be-
JuyrnHa MAMA nocturaet 3HaueHus, IPEBhIIIAIOIIE-
ro BeanunHy MAA Ha 25%. Vcrionb3ysl IBHXKYILIME-
csl curHasbl 6e3 orcpoueHHoro Havama, Chandler u
Grantham nmony4miu BenunduHbl MIT B HECKOJIBKO
COTEH MUJUIMCEKYHI.

[TapanurmMa OTCPOYEHHOTO Hayvaja IBUXKEHMS
npuMeHsIach B pabotax CeMeHOBOI ¢ COaBT. [6] U
IIecronanoBoii ¢ coant. [105]. ABTopamMu 3THX paboT
OBLJI TIPEAJIOKEH MHOM CIToco0 pacuyeTa ONTUMAaIbHO-
ro BpeMEHU MHTEerpaluu, OCHOBAHHbII Ha JIMHEi-
HoOM perpeccun BenmdnH MAMA (B emMHUIIAX YIJIO-
BOI'O CMEILIEHUS) U BpeMeHU JocTkeHus MAMA (B
MUWJIJTMCEKYHIaX) 1S Habopa U3 ceMUu CKopocTeii. B
pe3yibrare MmoJiydeHa OolleHKa OKHA WHTerpallnu, Xa-
paKTEepU3YIOLIETO MPOLIECC aHAIM3a TUHAMUYECKON
npocTpaHCTBeHHOM nHMopmanuu. HuxHss rpaHuia
3TOTO BPEMEHHOTO OKHa, IIPEACTABIIIONIAs COOO0M MM~
HUMaJIbHOE BpeMs OIpeneIeHrs] HalpaBiIeH!s] MITHO-
BEHHOTIO IlepeMellleHnsT cTUMYyna, cocTtaBumiaa 8—10
Mc. He3aBucsiinee oT CKOpOCTH ONTHUMAIBHOE BpeMs
WHTErpalluy JIBVXEeHUs 3ByKa coctaBuio 35—40 mc.
[To MHEeHMIO aBTOPOB, OKHO MHTETpalluU HE CleayeT
MMOHUMATh KaK CTPOTro (DMKCUPOBAHHBIM BpeMEHHOM
MPOMEXYTOK MEXITY MUHUMAIBHBIM U ONITUMAIbHBIM
BpeMeHeM MHTerpaiuu. OKHO BpeMEHHOI UHTerpa-
U IBIIAETCS TUHAMWYECKON XapaKTepUCTHKOM, 13-
MEHSIONIENCS B 3aBUCMMOCTA OT MHIMBUAYATbHBIX
0COOEHHOCTEI YeoBeKa 1 MPOCTPAHCTBEHHBIX XapaK-
TEPUCTUK 3BYKa.

B xommiekcHbIX uccienoBaHusgx CeMeHOBOI
[7] u ecTonanoBoit ¢ coanT. [105], mocBsIIeH-
HBIX ITapajjIeIbHOM 3JeKTPO(GU3UOJIOTNIECKON 1
Ne 3
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ncuxo(pu3nveckoi olleHKe OKHAa MHTerpaliuyd Ha ofl-
HOM M TOI1 XK€ BBIOOpKE CiyIlaTesieiid, cpeau Ipo4ero
MPOBEPSIU MPEATOJ0XKEHUE O TOM, YTO JIATEHTHOCTh
MOR MoXxeT ObITh OOBEKTUBHBIM ITOKa3aTejIeM IPO-
11eCCOB BPEMEHHOro MHTErpUpOBaHUS MPOCTPaH-
CTBEHHOI MH(pOPMaLIUU, IPOUCXOSIIIETO B CIIYXOBOI
CHUCTEME B XO/I€ BOCIIPUSITUS IBUKYIIMXCS CTUMYJIOB.
bblio mokazaHo, YTO JATEHTHOCTh KOMIIOHEHTOB
MOR-oTBeTa, TakKe KaK U TIOPOroBoe BpeMsI orpeae-
JIEHUsI HalpaBJIeHUs ABUXKEHUs, 0OpaTHO MPOIOPLIU-
OHAJIbHBI CKOPOCTH IBUKEHUS U MOTYT OBITb aIlllpOK-
CUMMPOBaHbI TUTIEpOOJUUYECKUMU DYHKUIMSAMU (pUC.
7). AcuMIITOTHI 3TUX (PYHKIMM YKAa3bIBAIOT HUKHUI
npenea BpeMeHU, HEOOXOAUMOTO ISl HAaKOMJIEHUS
MPOCTPAHCTBEHHO-AMHAMUYECKON MHGpOpPMALIUU U
(opMupoBaHus oTBeTA.

B xone akTMBHOM JloKaau3alMu Tiepen clyliare-
JISIMU CTaBUJIAch 3aada OIpPEnesINTh HalpaBIeHUE
IBUXKEHUSI cTUMYJIa (BJIEBO WJIM BIPaBO OT LICHTPA).
IIpenenbHOE MUHUMMAIBLHOE BpeMs MHTETpalllu, T.e.
BpeMsl, HeoOxonuMoe AJisl onpeneicHUs HalpaBieHUS
MTHOBEHHOTO MepeMeIleHUs] CTUMYJa, COCTaBUIO
0K0JIO 8 MC (cepblil MyHKTUP Ha puc. 7). OnTuMaib-
HOe BpeMsl UHTeTpaliuy aKyCTUIECKON MH(popMaLIvu O
IBIDKEHUM OBITIO OTIPENeIeHO KakK BpeMsl, TOCTATOYHOE
JUTST TOTO, YTOOBI 3BYKOBBIE CTUMYJIBI TIPOLIIN TPaeK-
TOPUIO, Ha 25% TPEeBHIIIAIOINIYI0 MUHUMAJIbHBIIA YTOJI
cMeleHust. OHO cOCTaBUJIO 0KOJIO 35 Mc.

IIpu dpopMupoBaHUU BHI3BAHHOTO IMOTEHIIMAJIA
HVKHUI TIpeaen JaTeHTHOCTH KoMmimoHeHTa cN1 co-
OTBETCTBOBAJ IpelesIbHO BBICOKOI CKOPOCTHU (Uep-
HBIIl MYHKTUP Ha pUc. 7), T.6. MTHOBEHHOMY TlepeMe-
LIEHUIO CTUMYJA. DTOT mpenea coctaBuia 137 mc, 4To
Ha 37 Mc OOJIbIlIe JJATEHTHOCTY OTBETA HA BKITIOUCHME
(xkommoHeHT N1). AHajornyHas pa3Hulia B JATEHTHO-
ctit mexay mukamu cN1 u N1 (46 mc) Obl1a oGHapy-
keHa paHee B pabote Krumbholz u coasr. (2007) [67].
ABTOPBI UCITOJIb30BAJIM BBICOKYIO CKOPOCTh ABUXKECHUS
(oxoio 600 rpan/c), MOAETUPYEMYIO ITyTEeM ITOCTEITEH-
Horo HapacTtaHus AT ot 0 1o £1000 mkc B TeueHue 150
mc. IIpsmbie uamepenus KomnoHeHTa cN 1, BBI3BaH-
HOTO MTHOBEHHBIM CMeIlleHUEeM 3BYKa, IoKa3aiu, 4YTo
ero nuk npuxoautcs Ha 140 mc [40] mam Ha 133 Mmc
[104]. TakuMm obpa3oM, u3MepeHus JaTeHTHOCTH cN 1
MO3BOJIMJIN MPEAIOJ0XNUTh, UTO MH(pOpMaLus O Obl-
CTPOM JBMXKEHVM HaKaruiuBaeTcsl MpUMepHo Ha 37 Mc
JloJIbllie, YeM UH(bOopMallrs O BKIIOUEHUN 3BYKOBOTO
CHUTHaja, KOTopas He TpeOyeT OMHaypanbHOM 00paboT-
Ku. JlonoaHuTeIbHOE BpeMsl HaKOIUIEHUs OMHaypalib-
Hoit nHopMaLMK NIpU GOPpMUPOBAHUM TTOTESHIIMAIA
MOR (37 Mc) XOpolIO COOTHOCUTCS C BEIUYUHON
OKHa MHTeTpalyu NpoCTpaHCTBEHHOI MH(pOpMauuu
B 3a7aye aKTMBHOM Jokanu3auuu (35 mMc), a TakKe co
BpeMeHeM 3anas3fabiBaHus JoKaauzauuu (40 Mc), BbI-
YUCJICHHBIM 10 CMEIIEHUSIM BOCITPUHUMAEMOTO T10JIO-
JKeHMsI HayaJla TpaeKTOpUM cTuMyJia [4].

Amruiutyna c¢cNI1, Kak U ¢GYyHKUUS BpeMeHU
oIpeneeHUs] HapaBIeHUS B ICUXO(GU3NIESCKOM
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SKCIEPUMEHTE, TeMOHCTPUpPOBaia SKCIIOHEHIINAIb-
HOE CHIMKEHME. DTO OOBSICHSIET, IOYeMy HE yaaeTcs
3apeructpruponatb MOR 1ipu MeIJIeHHOM ABMXKEHUU
(tipu ckopocTax Hke 60 Tpam/c). MemIeHHbIE CTH-
MyJbl focturaroT MAMA 3a BpeMsi, mpeBOCXOAsIIIee
35 mc (puc.7, cepble MapKephl), ¥ UX CMEIIeHUE OKa-
3bIBAETCS CJIMIIKOM HE3HAUMUTEIbHBIM U TIJIABHBIM JJIsI
dopmupoBanuss MOR. KonnuecTBEHHBIX JaHHBIX
OTHOCHUTEJIbHO MUHUMAJIbHBIX YIJIOBBIX CMEIICHUIA,
KoTopble MOTyT BbIzBaTb MOR, B nutepartype Heno-
CTaTOYHO. B emMHCTBEHHOI paboTe, HAIIPSIMYIO CpaB-
HUBalomeil BemunHy MAA 1 IToporoBoe CMeIIeHHUe,
JocTaToOYHOE 1151 OPMUPOBAHUS BEI3BAHHOIO OTBETA
MpY CTUMYJISILMUA B CBOOOTHOM ITOJI€, ITOJIyIeHbI 3HA-
yeHus 2 rpan ajass MAA u 10 rpag ajisi BBI3BBaHHOTO
otBeTa [31]. Bo3aMmoxHO, MexaHU3MBI (DOPMUPOBAHUSI
MOR neiicTBUTENILHO 00JIamaloT XyIIIUM IIpOCTpaH-
CTBEHHBIM pa3pelleHrueM, YeM OCO3HaHHas JTOKaJIu-
3a1MsI CTUMYJIOB. DTO MPEANoIoXeHe TpeOyeT Ialb-
HEHIIEeH 3KCIEPUMEHTAILHON MTPOBEPKU.

BBI3BBAHHBIE ITOTEHLINAJIbBI
PN AYANOBU3YAJIbHOM
B3AUMOIENCTBUN

B moBCcenHEBHBIX CUTyaILUSIX YEJTOBEUYECKOE BOC-
MNpUSITUE Yallle BCEro SIBJASETCS MYJbTUCEHCOPHBIM.
3BYKOBbBIE CUTHAJIbI YACTO (XOTS U HE BCEraa) UCXOMST
OT 00BEKTOB, HAXOMSIIMXCS B MOJie 3peHUsl. 3amaya
MO3ra — COBMECTUTbh MH(MOPMAIIMIO, TOCTYMAIOIYIO OT
CITYXOBOM CHCTEMBI, UMEIOIEH OTHOCUTEILHO HU3KOE
NPOCTPAHCTBEHHOE pa3pelleHue, HO AeUCTBYIOLIECH
BO BCEX HallpaBJIEHUSX, C TaHHBIMU OT 3PUTEIbHO
CUCTEMBbI, ropasno 0ojiee TOYHOI, HO OrpaHUYEHHON
nojeM 3peHuss. MexceHCopHbIe (KpOCC-MOIAIbHBIE)
B3aMMOJICAICTBUS, TIPOUCXOASIINE HA CyOKOPTUKAb-
HOM Y KOPTUKAJIbHOM YPOBHSIX, CO31al0T YCJIOBUS IS
¢opMupoBaHUS 1IETOCTHOTO MpeACTaBICHUS 00 00b-
€KTax BHEITHeTo Myupa. BaxkHBI aclieKT MHTepIIpeTa-
LMY TaKMX B3aMMOOEUCTBUIA COCTOUT B TOM, BO3HU-
KaroT JIM OHU Ha TMepLEeNTUBHOM ypOBHEe 00paboTKuU
CTUMYJIOB, WJIU K€ TIPETEPIIeBAIOT MOCT-NEePLENTHUB-
Hble U3MEHEHUS U 3aBEPIIAIOTCS HA YPOBHE MPUHSATUS
pewenuii'. B coBpeMeHHoOIi 1uTEpaType npeobiasaer
MHEHUE, YTO ayaAUOBU3YyaIibHAs UHTErpalusl SBJISIETCS
pacnpenejeHHbIM MPOLECCOM U peaiudyeTcsl napali-
JIEJIbHO B T€TEPOMONAJIBHBIX 00JIaCTIX MO3ra U B Iep-
BUYHBIX CIELUATU3UPOBAHHBIX CEHCOPHBIX 30HAaX.
[To3gHME 3Tanbl MEXCEHCOPHBIX B3aMMOAEUCTBUM,
MpoUCXoasIIMe 32 MpeaesaMy NEPBUYHBIX 30H, MOTYT
3aBUCETh OT BHUMaHUS U MMO3TOMY HE CUMTAIOTCS CyTY-
00 IIpeaco3HaTeabHBIM MpolieccoM [27, 60, 62]. Eciau

'"Hampumep, UCIBITYEMBbIE MOTYT HEMPEIHAMEPEHHO ITy-
TaTh MONAJBHOCTD LIEJIEBOTO CTUMYJIAa U TUCTPAKTOpa, U
JIaBaTh OTBET Ha 3PUTEbHOE NBUXKEHUE BMECTO CITYXOBO-
ro, Wiu Haoboport [114].
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paccMOTpeTh UEPAPXUIO CTPYKTYP MO3Ta, BOBJICUEH-
HBIX B 00pabOTKy CEHCOpHOI MH(pOpPMallU, TO MEX-
CEHCOpHbIE B3aUMOJECHCTBUS HAOIIOAAIOTCS TEM Yallle,
yeM 0oJjiee BBICOKMIA 3Tall BOCIIPUSITUS pean3yeTcs B
JaHHoI cTpykType [108].

ABneHus ayaMoBU3yajlbHON MHTErpaluy B Mpo-
CTPAHCTBEHHOI M BO BpeMEHHOI 00JIaCTH TOCTaTOY-
HO MOJAPOOHO HCCIIEeNOBaINCh NMCUXO(PU3NUESCKUMU
metonamu [89]. UMeroTcs HEeMHOTOUMCIIEHHBIE CBUJIE-
TEJIbCTBA MEXCEHCOPHBIX B3aUMOIECTBUI Ha TIPEeaCcOo-
3HATEJILHOM YPOBHE, MOJYYEeHHbIEe TTPU perucTpaluu
HEraTMBHOCTH paccomiacoBaHus (mismatch negativity,
MMN) B 3KcnepuMeHTaX ¢ pa3aeJeHUEM CIyXOBBIX
notokoB [87, 88]. DTu uccaenoBaHus ObIJIM HaIlpaB-
JIEHbl Ha UHTErpalUIo HETIOABUKHBIX CTUMYJIOB.

Bwmecre ¢ TeM B IOCaeIHNUE ASCATUIIETUSI OTMEYa-
eTCSl pOCT MHTEpeca K MEXCEHCOPHBIM B3auMoJeii-
CTBUSM INpU Bocnpusituu nuxeHus [108]. Ceune-
TEIbCTBA ayAUOBU3YaTbHONM MHTETPALIMY ABUKEHMS HA
MEePLENTUBHOM YPOBHE TOJyUYeHbl B UCCIEI0BAHUSIX
MEXCEHCOPHOIo IMHAMUYECKOro 3axBara (crossmodal
dynamic capture) [106, 107]. BTroT dheHOMEH XapaK-
Tepu3yeT BIUSHUE CTUMYJIa OJHOI MOTATbHOCTU Ha
BOCTIpUSITUE IBUXKEHUS B APYroii MOZaIbHOCTU. AB-
TOPBI MOKA3aJIk, YTO pa3nudeHre HallpaBJIeHUS IBU-
>KEHUSI UICTOUHMKA 3ByKa 3aMETHO YJy4IlaJoCh, €CIU
JBVIKYIIAECS 3pUTEIbHBIE CTUMYJIBI TIPEIbABISIIICH
CUHXPOHHO CO 3BYKOBBIMU U3 TOTO K€ ITOJIOKEHUS;
MIPpU PACCUHXPOHU3ALUU CIIYXOBBIX U 3PUTEIbHBIX
CTUMYJIOB CJIYXOBOE pas3InueHue IBUKEHUS yXyaIa-
JIOCh 10 ciy4yaiiHoro ypoBHs. [Ipu 3ToM BeauduHa
JUHAMUYECKOTO 3axXBaTa JJIsl ABUKYILIUXCS CTUMYJIOB
HaMHOTO IIPEBOCXOIUIA Ty, KOTOPYIO MOXHO OBbLJIO ObI
OXUJIATh, UCXOAS UCKITIOUUTEILHO U3 CTATUYECKOTO
3axBaTa. DTU Pe3y/IbTaThl IIPEAIOIaraloT, YTO CBI3aH-
HBIE C IBUKEHUEM MEXCEHCOpPHBIE B3aMOIeiCTBUS
OCHOBBIBAIOTCSI Ha 00pabOTKe ABMKEHUSI per se, a He
TOJIBKO Ha OTACIbHBIX MPU3HAKaAX, TAKMX KaK MECTO-
MOJIOXEeHNE U BpeMeHHasl CTPYKTypa CTUMyJia. AHa-
JIOTUYHBI BBIBOJ IOJIy4YEH B 9KCMIEPUMEHTE C pa3-
JINYEHUEM CKOPOCTHU 3BYKOBBIX CTUMYJIOB B PEXUME
JByXaJIbTepHATUBHOTO BBEIOOpA IIPU OMHOBPEMEHHOM
MIPENbSIBICHUN IBXKYIIUXCS 3PUTEIBHBIX CTUMYJIOB:
BOCIpPUHHUMaeMasi CKOPOCTh 3ByKOBOTO 00pa3a 3aBU-
cejia OT CKOPOCTH 3pUTesIbHOTrO nBrKeHwus [70].

B 1iemmom ciryxoBoe BOCTIpUSATHE IBYKEHUST TTOIBEP-
>KE€HO BJIMSTHUIO PA3IMYHBIX TTPU3HAKOB OMHOBPEMEH-
HO TIPEIBSIBISIEMOTO 3pUTEbHOTO IBUKEHUS, TAKUX
KakK HampaBJieHUe, TJIaBHOCTb U CKOPOCThb. Pe3ynbra-
ThI TICUXO(PU3UUECKUX UCCIIeAOBAHUI CBUIETEIbCTBY-
0T, 4YTO MEXCEHCOPHOE CBSI3bIBaHME MPOLIECCOB 00Opa-
OOTKY IBMKEHUS MOXET ITPOMCXOIUTD YKe Ha paHHUX
aTamnax BOCTIPUATHS, TIPEXKIE YeM BCTYITAIOT B Aeii-
cTBU€ 3 DEKThI, CBI3aHHbIE C IPUHSITUEM PEIICHUIA.
OpHako 2JieKTpruyeckas akTUBHOCTb Mo3ra, obecre-
YMBaIOIAsl BOCIIPUSATUE €IUHOTO ABUXKYILETrocsl 00b-
€KTa KakK pe3yJbTaTa ayIuoBu3yaJlbHOI MHTErpalluu,
BCE ellle HaXOAUTCS Ha HayaJbHOM 3Talle U3y4yeHusl.

YCITEXU ®U3NOJIOTNYECKUX HAYK

B 3puTenpHOl MOIAJbHOCTH HOCTATOYHO JaB-
HO OBLIM OIMCaHbI CyMMapHbIe ITOoTeHLrankl (visual
evoked potentials, VEPs), BeI3BaHHBIE JBUKEHUEM
ctumysa. B OonpImHCTBE pabOT MCIOIB30BAIUCh CTH -
MYJIbI, COepXalle MaTTepH, KOTOPhIA HaUMHAI TIe-
peMeNIaThCs MOCIe CTALMOHAPHOTO MPEIbIBICHUS,
JOCTaTOYHOIO JJISI yracaHWsl OTBETa Ha BKIIIOUEHUE
[53]. 3puTenbHOE OBMXXEHHWE BBI3BIBAET CYMMapHBIE
OTBETHhI B 3aTbIOYHBIX U 3aTbUIOYHO-BUCOUHBIX OTBE-
neHusix (motion VEPS), u 3Tu oTBeTHI comepkaT KOM-
noHeHTHl P1 ¢ marentHocThiO 100—130 Mc 1 N2 ¢ na-
TeHTHOCTBIO 150—200 Mc TTocyie Havaia ABUKeHU [ 16,
83, 98]. B mapamerpax VEP orpaxalorcst BaxxHeiilme
CBOIMCTBA MEXaHU3MOB 3PUTEJIbHOM 00padOTKU IBU-
>KEHUSI: YyBCTBUTENIBHOCTh K HAaIpaBJIeHUIO U 3 eKT
MOCJIENSUCTBUS NBUXEHMS, HEPA3PbIBHO CBSI3aHHbIN
¢ nmpoueccamu amantauuu. ITokasareneM od6padboOTKu
JBUXEHUS CYNTAETCS 3aThUIOYHO-BUCOYHbBIN HEraTUB-
HbI KOMITOHEHT N2, 060pa30BaHHBIN CYIIePIIO3UIIN-
el “MCTMHHOTO” OTBETa Ha IBUXXEHUE U aKTMBHOCTU
HEeHpOHAIbHBIX CeTeil, YyBCTBUTEIBHBIX K U3MEHEHU-
sIM OCBellleHHOoCTH [78].

Motion VEPs MoryT OBITH BEI3BaHBI CMEHOM Ha-
MpaBJieHUs ABUXEHUS (KaK pe3Koii, TaK U CUHYCOM-
JIaIbHOM), a TaKXXe OCTAaHOBKOI ABMKeHUs. JlaTeHT-
HocTh VEP cokpalaercs, a aMIuiuTyaa pacTeT Opu
YBEeJIMYEHUH CKOPOCTU 3puTeabHoro crtumyia [53]. Ilo
maHHbIM Patzwahl n Zanker, BendmHa 1 JaTeHTHOCTh
VEP Ha Hauaio ABUXEHUS OMpPEeAesiIUCh CTENEHbIO
IIPOCTPAHCTBEHHON IMHAMUKY cTUMYJIA (“CUIION OBU-
XKEeHHUs1”), KOTopass MOAEIMpPOBalach ero NpoOCTPaH-
CTBEHHOI1 KorepeHTHOCTbIO [82]. BriociencTBuu ObL10
MOKa3aHo, YTO YBeJUUEHNE CKOPOCTHU IBUKEHUS TTPU-
BOIUT K COKpAIllEeHUIO He TOJbKO JaTeHTHOCTU VEP Ha
Hayajo ABUXXEHUsI, HO U BpEMEHU peakLUu B 3a1aue
OoOHapy:XeHMsI IBUXEHUSI, MpUYeM 00a mokasaresst
MOTYT OBITh allMPOKCUMUPOBAHBI OJHOI U TOI Xe OT-
pULIATEIBHOM cTeneHHOM DyHKIMei [63]. ABTOPBI BBI-
cKazajiu MpeanojoXeHue, YTo 0OHApyKeHUE TBUXKEe-
HUSI TPOUCXOIUT IMOCJE TOrO, KaK BbI3BAHHBII OTBET
JIOCTUTAET OTNPEAETIEHHON KPUTUYECKOW BETUYUHBI.

Perucrtpaiiysi cyMMapHbIX OTEHLIMAJIOB B YCJIOBU-
SIX ayaMOBU3YaIbHOTO B3aMMO/IEiiCTBUS BHITOJHEHA B
O4YEeHb OTPAaHMYEHHOM KoJindecTBe padboT. Mccienona-
HUE CIYXOBBIX U 3puTenbHbIX BII mokazano, 4To BHU-
MaHH€e K OoNpeaeIeHHOMY HallpaBJICHUIO IBVKEHUS B
OIHOI MOAAJbHOCTH BJIMSIET HA 00PabOTKY ABMKEHUS
B Ipyroit MmogajibHOCTHU [19]. ABTOpPHI caenann BBIBO,
YTO HamnpaBJIeHUE IBUXEHMS WUrpaeT BaKHEHIylo
pOJIb B CBS3bIBAHUM MHGpOPMALIMKU 00€UX MOJAIbHO-
CTeil, MpuyeM CBSI3bIBAHME IIPOUCXOIUT yxke uepes 200
McC mocie Havana crumyia. [IposiBaeHne aynnoBu3sy-
aJIbHOT'O 3aXBaTa Ha MPEICO3HATeIbHOM 3TaIle CEHCOP-
HOM 00pabOTKM OBLIO NPOAEMOHCTPUPOBAHO ITyTEM
peructpauuu MMN. B a10i1 paboTe Obl1a IIpuMeHe-
Ha ImapaaurMa, B KOTOPOU MEXCEHCOPHOE B3aMMO-
IeiicTBHE MPUBOAUT K TOMY, YTO CITyXOBBIE€ I€BUAHTHI
CTAHOBSTCS NEPLIENITUBHO MACHTUYHBIMY CTaHAApTaM,
Ne 3
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u reHepanusi MMN nogaBnsiercs [110]. Pannee Biusi-
HUeE 3pUTEIbHOTO ABUXKEHNS Ha 00pabOTKY CIIyXOBOIO
JBUXEHMUS ObLIO TaKXKe OOHAPYXXEeHO B 9KCIIEPUMEHTE
C OTCPOYEHHBLIM HayaJioM IBMXeHUs [41]. AynnoBu-
3yajJibHasi MHTerpamnus Habmongaaach yxe depe3 170 Mc
nocie Hayaja aBuxkeHus: (komrmoHeHT cN1 MOR) nipu
pervcTpaiuy akTUBHOCTU MIEPBUYHOM CTYXOBOU KOPBI
U 3aHEIl BEepXHEeW BUCOYHOM U3BUIUNHBIL.

AyInoBU3yaTbHAS CTUMYJISINSA HEOTHOKPATHO
MIpUMeHSIach IS u3ydeHns 3¢ deKTa mocieneii-
CTBUS, BOZHUKAIOIIETO B Pe3yJIbTaTe MEXCEHCOPHOIt
agarrrannu. Grzeschik u coaBt. (2016) usyyanu ad-
(hexT nmocneneicTBUS 3pUTEILHOTO ABUXKEHUS Ha Bbl-
3BaHHbIE ABMKEHUEM TTOTEHIIMAJbI 3pUTEIbHOM U CITy-
xoBoii MoganbHOCTH (VEP 1 MOR) [49]. BpemeHnHas
CTPYKTYypa 3pUTENIbHBIX U CIYXOBBIX TECTOBBIX CTUMY-
JIOB ObLJ1a OMMHAKOBOI. 3pUTENbHBIN aganTep nepemMe-
1IaJICSI TMOO B TOM K€ HaIlpaBJIEHUH, YTO U TECTOBBIN
CTUMYJI, TUOO B MPOTUBOMOJIOXHOM. JIMpeKIIMoHab-
Has crieluUIHOCTh 3¢deKTa rociieaeiicTBUS 0OHa-
pyXeHa TOJIbKO B TIpeeiax OMHON MOIaJbHOCTH (3pU-
TeJIbHOI1): aMIIUTYAbl KOMITOHEHTOB cN2 u cP2 VEP
MpY amanTalyuy B OMHOM M TOM K€ HalpaBJeHUU ObLIN
MEHbIIIE, YeM MpHU aJanTaiyy B MPOTUBOIOI0XHOM
HampaBjieHuU. YTo e KacaeTcs MeXXCEHCOPHOI anar-
Talyu, To 3¢ deKT mocaenecTBrs HabJIIOAAICS TOJb-
Ko mist panHero KommnoHeHTa cP1 MOR, 1 oH He 3aBu-
CeJI OT HaIpaBJIeHUs OBMKeHUS aganTepa. OCHOBHBIE
koMnoHeHThl MOR He oTpaxkanu 3pUTeIbHYIO aJanTa-
LIMIO MIPOILIECCOB CIYXOBOM 00paOOTKM IBMXKEHMUSI.

3aMeTHBIN 3P @deKT mocaeneiicTBUS CIYXOBBIX
aganTtepoB Ha VEP, BbI3BaHHbBIE KaXXyIIUMCS 3pUTENIb-
HBIM IBMKE€HMEM, ollMcaH B pabote rpynmnl Kaya u
coaBT. [59]. BnocneacTBuu ObLIO MOKa3aHO, YTO CYIlIe-
CTBYET (DYHKIIMOHAJIbHAS CBSI3b MEXIY ayIUOBU3Yyallb-
HBIMM B3aUMOEHCTBUSMMA Ha pAHHUX 3TaIlax CEHCOP-
HOI 00pabOTKM U BpeMEHEM peakKLy, U3MEePEeHHBIM
MCcUX0U3NICCKUMU MeTOoIaMH. TeM cCaMbIM ITOMI-
TBEPXKIAETCs TIPUHIIMITHAILHO BaxkHAs pOJIb paHHUX
MEXCEHCOPHBIX B3aMMOICUCTBHIA TSI 0CO3HAHHOTO
Bocrnpusitus [58]. B nenom perucrpanust VEP u MOR
MpencTaBisieT o000l 3(OEKTUBHBINA MHCTPYMEHT U3y -
YeHMS BpeMEeHHOM TMHAMUKH IIPOIIECCOB MEXCEHCOP-
HOI MHTeTpali, 0OCOOEHHO Ha paHHUX 3Tarnax Gop-
MUPOBAHUS €AMHOTO MPEACTABICHUS O NBUXKYIIEMCS
0o0BEKTE.

SAKITIOYEHHUE

AHaJIN3 UMEIOIIEHCS INTepaTyphl ITO3BOJISIET BBI-
IEUTh CIeAyIoIne BaXKHbIE CBOICTBA MOTEHIIMA-
ma MOR: 1) ammiuryna MOR pacrteT co CKOpOCThIO
IBVKEHUS cTumyia; 2) natreHTHOocTh MOR oGpaTtHO
MponopuKrOoHaibHa CKOpocTH aBuxeHust; 3) MOR oT-
paxkaeT 00pabOTKy pa3HBIX BUIOB JIOKATU3AIIMOHHBIX
MIPU3HAKOB, B TOM YHCJIe IBUKEHUS TI0 BEPTHKAJIU
W U3MEHEHMI MMPOCTPAaHCTBEHHOM MPOTIKEHHOCTH
3BYKOBOTro o0pasa; 4) HanpaBJIeHHOCTb BHUMaHUS

YCIEXU1 ®U3UOJIOTUYECKUX HAYK  Tom 55

Ne 3

OKa3bIBaeT NOBOJIbHO cyiaboe BAUSHYE Ha MOTEeHIAA
MOR 10 cpaBHEHMIO C OTBETOM Ha BKJIIOUEHMUE CUT-
Hajia. 9P deKT BHUMaHUS TIPOSIBIISIETCS TIaBHBIM 00-
pa3oM B yBeaudeHun amiuutyasl MOR B uHTepBane
Mexay nmukamu cN1 u cP2, T.e. B uaMeHeHUU HOPMBbI
MoTeHLMaNA.

HMccnegoBanus peopraHu3aluy KojiebaTelbHOM
aKTMBHOCTH, Jiexaleit B ocHoBe MOR, moka3sanu,
YTO TIJIABHOE JBUKEHME 3ByKa BBI3bIBAET MOACTPOIKY
¢a3bl KonebaHuMil aeabTa-anbga-auana3oHa K MOMEH-
Ty Hayaja IBVMXKeHUsI. MOXHO MpeaIoNoXUTh, YTO B
aHcaM0Jie YyBCTBUTENbHBIX K JIOKATU3ALUMOHHBIM
M3MEHEHUSIM HEHPOHOB UMEIOTCSI CYOITOIIYISILIUU C
pa3aInYHBIMUA OKHAaMU BpeMEHHOI MHTerpaluuu, ak-
TUBUpPYEMbIC CTUMYJIAMU Pa3HbIX CKopocTeil. Pasnm-
YKsi BpEMEHHBIX ITapaMeTpoB (a30Boil MOICTPOMKH B
pa3HBIX CYONOMYJISLINSIX MOTYT OBITh HPUYMHOI CUJIb-
HOIi 3aBUCUMOCTH BOJIHBI cN 1 oT ckopoctn. [iist mmon-
TBEepXKIEeHUS MHOTOOOpa3ns BpeMeHHBIX OKOH MHTE-
rpaluy B aHcaMOJie 9yBCTBUTEIbHBIX K AT HeiipoHOB
TpeOyIOTCS LieieHaIIpaBJICHHBIE UCCICIOBAHMSI.

Hecmotpst Ha oOmIMpHEIE TaHHBIE 00 OTpaKeHUN
KOPTUKAJTBbHOM 00pabOTKM ABMXKEHUS B ITOTEHIIMAJE
MOR, Hanuune cneuaIn3uPOBAHHBIX YYBCTBUTEIIb-
HBIX K JBUXEHUIO MEXaHM3MOB B CIIYXOBOil cUcTeMe
HE MOJIyYNJIO HU OATBEPXKACHMSI, HA OIPOBEPXKEHUS.
[Tapagurma oTcpoYeHHOTO Havaja JBMXKEHMS caMa
o cede He JaeT BO3MOXHOCTU Pa3rpaHUYUTh BKJIA
JIBIKEHUS KaK OTIEJbHOTO MpU3HAKA U U3MEHEHUS
MOJIOXKEHUSI 3BYKOBOTO CTUMYyJIa B (OpPMHUpPOBaHUE
koMmrioHeHToB MOR. OueBunHo, noreHuuaan MOR
BO3HMKAET 3aJI0JIT0 10 TOTO, KaK 3BYK JOCTUTAET KO-
HEYHOI TOYKHU CBOEH TpaeKTOPUU, IIO3TOMY peayibHbIe
3HAYEHUS MIPOCTPAHCTBEHHOTO CIBUTA, OTPaXKeHHBIE
B KoMNoHeHTax noreHuuaaa MOR, Helb3st U3MepUTh
Hanpsimyto. [IpocTpaHCTBEHHOE OKHO MHTETpaluu,
XapaKTepusyollee MexaHu3Mbl ¢opmupoBanuss MOR,
MOXET CTaTh IPEAMETOM JaJIbHEHIIIMX UCCIEIOBAHUIA.

o cux nop He MoJIy4YuJ OKOHYATEJIBbHOTO pellle-
HUS BOIPOC O TOM, €CTh JIM B3aUMOCBSI3b MEXIY TO-
norpaduyeckum pacnpeneneHrueM MOR u ckopocTbio
CTUMYJIA, UJIN XK€ C POCTOM CKOPOCTH YBEJIUYMBAETCS
TOJIbKO CHUJIa OTBETa, 0€3 M3MEHEHUSs TOI0XeHUs Po-
Kyca akTUBHOCTU. HakoHel1, mo-nipexxHeMy npeacraB-
JIsieT uHTepec noiaydeHue MOR B yClI0BUSIX CTUMY-
JISILIMU B CBOOOJTHOM 3BYKOBOM I10JI€, MTO3BOJISIIOIIEN
MOJEIUPOBATh IBUXEHUE B TPEXMEPHOM TMPOCTPaAH-
CTBE, B TUILIMHE U B MIPUCYTCTBUU APYTUX 3BYKOBBIX 1
3pUTEJbHBIX CTUMYJIOB. AHanu3 napamerpoB MOR B
TaKuX YCJIOBUSIX MOXET JaTh HOBbIE CBEEHUS 00 aK-
TUBAlIMU MO3TOBBIX CTPYKTYpP, KOTOpPbIE€ YK€ Ha paH-
HEM MpeCcO3HATEIbHOM dTale 00ecreynBaloT OpUEH-
TalMIO YeJIOBEKA B IIPOCTPAHCTBE U €0 aJanTaluio K
HU3MEHSIoIIeics aKyCTUUECKOl cpefie.
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Brain Response to Sound Motion-Onset in Human

L. B. Shestopalova'”, V. V. Semenova!, E. A. Petropavlovskaia!

1 Paviov Institute of Physiology, Russian Academy of Sciences,
St. Petersburg, 199034 Russia
*e-mail: shestopalovalb@infran.ru

Abstract — This review comprehensively examines the features of the motion-specific brain response
produced by human hearing system, the so-called motion-onset response (MOR). We discuss the
interpretations of this component of auditory evoked potentials, its dependence on velocity and direction
of sound motion and on various spatial characteristics of sound stimuli. We review the studies of event-
related oscillations underlying the MOR which have shown that gradual sound motion causes the phase
alignment of the delta-alpha range to the motion onset. We also consider the influence of audio-visual
integration on motion processing. The MOR component as a correlate of the processes of spatial
integration can provide new information about an early pre-conscious activation of brain structures
that facilitates orientation and adaptation of a person to a changing acoustic environment.

Keywords: motion onset response (MOR), auditory motion, evoked related potentials (ERPs), sound
localization
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B cTtaTbhe mipencraBieH 0030p COBPEMEHHOM HAyIHOM JTUTEpaTyphl O CTPOCHUH, PACIIPOCTPAaHEHUH,
Ouosornyeckoit u pusmonornyeckoit ponu kcanHtuHoKcunopenykrassl (KOP). DH3uM oOHapykeH BO
BCEX XXMBBIX OpraHU3Max: OT OaKTepuii 1o yeaoBeka. OQHaKO TOIBKO Y MJIEKOMUTAIOIIUX OH MPECTaB-
JIeH B IBYX (hopMax, Ipyrue BUAbI copepkaT uckiouuteabHo KJAT-dopmy. depMeHT npencTaBisieT
c000it roMomTuMep ¢ HE3aBUCUMBIM TIEPEHOCOM JIEKTPOHOB B KaXKIIOM MOHOMEpE. YCTaHOBJICHO, UTO
KOP katanusupyer oKucieHue TMIMTOKCAHTUHA 10 KCAHTUHA U KCAHTUHA JO MOYEBOI KUCJIOTHI Ha 3a-
KJIIOYMTEJILHOM 3Tare MypMHOBOIO METa0oJIU3Ma U SIBJISIETCS LIMPOKO paclpoOCTpaHEHHBIM (hepMeH-
ToM. B 0630pe ocseatorcst popmbl KOP 1 ux posib B reHepalyy akTUBHBIX popM kuciopona (APK),
aKTUBHBIX (hopM a3zoTa (ADPA) 1 cMHTE3e MOUYEBOil KUCIIOTHI, KOTOPBIC YYaCTBYIOT BO MHOTHUX (DM3HO-
Jjornyeckux rnpoieccax. [TokazaHo, 4To MoueBasi KUCIOTa MPOSIBISIET aHTUOKCUIAHTHYIO aKTUBHOCTb,
a AOK u ADA urpalot onpeneseHHyIo pojib BO BpOXXJIEHHOM UMMYHUTETE, Mepeaadye CUTHAIOB, Me-
Tab0IM3Me KCEHOOMOTUKOB, PETYJISILIMN OKMCIUTEIbHO-BOCCTAHOBUTEIBHOTO MOTEHITMAJIA KJIETOK, a
TaKKe YIaCTBYIOT B MAMMOTEHe3¢ U JJaKToreHe3e. TakiM 00pa3oM, B ITOCIETHUE TOObI JOCTUTHYT 3Ha-
YUTEIbHBII TPOrpecc B IOHUMAHUKM OMOXUMMWYECKON U (hU3UOJTOTUYECKOM MPUPOIBI 3TOI hepMEeHTHOM
CHUCTEMBI.

Knroueevie cro6a: KCaHTUHOKCHIA3a, KCAHTUHIETHAPOreHa3a, KCAHTUHOKCUIOPENYKTa3a, CTPYKTYpa, pacIpo-
CTPaHEHHOCTh, (PU3NOJIOTYECKAS POJIh

DOI: 10.31857/S0301179824030037 EDN: BBKWVX

Cokpamenusa: ADA — aktuBHBIe GopMbl a3oTa; ADK — aktuBHBIe popMbl Kuciaopona; KA — kcantuHaeruaporeHasa; KO —
kcantuHokcunasa; KOP — kcantuHokcumopenykrasa; MK — moueBas kucnora; [1OI'-2 — nuknookcureHnasa-2; FAD-momen —
¢daaBuHageHUHIUHYKIAeOTUAHBIN noMeH; HIF-1 — u dakTop-1, unnyuupyemsiit runoxkcueii; IFN-a — nntepdepon-a; IFN-y
— nHrepdepon-y; IL-1 — uHTtepieiikuH-1, IL-6 — unHTepieiikuH-6; MAPK — MUTOreH-aKTUBUpYeMble TPOTEeMHKUHA3bI; Mo-
Co-nmoMeH — MoJMoIonTepuH-CcBsA3bIBatomunii nomeH; NADH — HukotuHamunaneHuHAMHYKIeoTun; NF-xB — sanepHbrit pak-
Top-%xB; NETos — mpoliecc mporpaMMupyeMoii KJIeTOYHOM rnOen, COMPOBOXAAIOIIMIACS BHIOPOCOM HEUTPOGUIOM BHEKJIIE-
TOYHOU HelTpouabHoM toByIKK; NO — okcup azota; ONOO™ — nepokcuHuTpuT; TNF-a — pakTop HEeKpo3a onmyxoau-a.
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DepMeHTHBIN KOMIUIEKC — KCAaHTUHOKCUIOpPE-
nykrasza (KOP) — akTUBHO M3y4yaeTcsi C MOMEHTa €ro
oTkpbITUS Schardinger (6osee 100 et Ha3am) B KOpo-
BbeM MoJioke [1]. KOP — penpeseHratuBHas ¢popma
IByX (hepmeHTOB: KcaHTUHAeruaporeHassl (KAT; EC
1.17.1.4) u xcautuHokcuaassl (KO; EC 1.17.3.2), koTto-
pBI€ SIBIISIIOTCS IIPOAYKTOM omHoro reHa [1, 30].

HMHTepec K uzydyeHuto (pepMeHTa 0OyCIOBIEH eTo
YHUKAJbHBIM CTPOCHUEM U YYaCTUEM BO MHOTUX Du-
3UOJIOTMYECKUX U ITATOJIOTMUECKUX IIPoIIeccax, MpoTe-
KawluX B OpraHu3Me. bBoJIbIIIMHCTBO McClen0BaHU
MOCBSAIIEHO U3YYEHUIO MAaTOJOTUYECKUX MOCTEACTBUM,
BO3HUKAIOIINX B pedyiabTaTe aktuBanuu KOP [2, 9,
13, 25]. B nocnenHue roabl 0OCYXIaeTcsl ero pojb B
OKUCJIUTEIBHOM CTpecce U 00pa3oBaHUM BHEKJIETOU-
HBIX JIOBYIIIEK HEUTPODUIOB B Pe3yJIBTaTe OTKPHITO-
ro CpaBHUTEJBbHO HeAaBHO 0CO0O0Tro mpoliecca rubdenu
kinetok — NETo3za [44]. DKcTpale/UTionsipHbIe JIOBYII -
KM, COTJIACHO COBPEMEHHBIM MTaHHBIM, TPHHUMAIOT
AKTUBHOE yyacTve B MMaTOreHe3e psiia ayTOMMMYHHBIX
peBMaTUYECKUX 3a00JIeBaHMi1, TAKMX KaK PEBMATOWI -
HBII apTPUT, CUCTeMHasi KpacHasl BOJJYaHKa, BbICTyMast
B KauecTBE ayTaHTUI€HOB M CITIOCOOCTBYSI XpOHU3a-
LU BocTauTenbHOro mnporecca [60]. B To xe Bpemst
B JIUTepaType OTCYTCTBYIOT YETKUE MPeACTaBIeHUS O
$U3NOIOTMYECKOM 3HAUeHUU (epMEHTA.

Ienpo Hamero o63opa sBIsSeTcsS 00006IIe-
HHUE JTaHHBIX COBPEMEHHBIX HayUHBIX HCCJie10Ba-
HUI B 00JIaCTU CTPOEHMUSI, paclIpOCTpaHEeHUs, OUO-
JIOTUYEeCKOM M (DU3UOJIOTHIECKON POJM OMHOTO M3
KJIIOUeBbIX (pepMEHTOB MYPUHOBOTO MeTaboJiu3Ma
— KCAaHTMHOKCUIOPEMYKTa3hl.

CTPOEHUE KCAHTMHOKCHUJOPENYKTA3bI

KOP — npencraButesnb cemeiicTBa MetaiodJa-
BOTIPOTEUHOB, SIBJISETCS TOMOAMMEPHBIM OeIKOM
(MonekynsipHast Macca 290 (300) kxJla), o6pazoBaH-
HBIM IIByMs MOJIEKYJIaMU, KaXXast 13 KOTOPBIX MMEeT
MoJIeKyIsapHYyIo Maccy 145 (150) x/la. DT MoJieKy-
JIBl IPEACTABISIOT CO0O0M KaTaJIUTUYECKN HEe3aBU-
cuUMbIe CyObemnHULIEI ¢pepMeHTa. B pe3ynaprate mx
B3aMMOJICICTBUS DH3UM IpuodperaeT popMy Oa-
06ouku. OgHa cyObeaMHMIIA BKIIOYAET TPU JOMEHa:
C-KoHLeBOM MoauOaONTEpUH-CBI3bIBaouit (Mo-
Co) 1oMeH, MPOMEXYTOUYHBIN (hJIaBUHAAEHUHINHY-
kineotunHbiii (FAD) momeH u N-KOHIIEBOM JOMEH,
COCTOSIIIMHI U3 IBYX HEUJEHTUYHBIX XKeJe30-Ccep-
Hbix (Fe2—S2) nonnomenon (puc. 1). Mo-Co-no-
MEH uMeeT KohaKTop MoJIMbIONTepruHa, colepxka-
muii atoM MonubaeHa, a FAD-goMeH — KogakTop
draBUHageHUHAUMHYKJIeoTUAa. TakuM oOpa3oM,
B KaxXmoli cyobenmHulle pepMeHTa HaxoauTcsa 4
OKUCIUTEIbHO-BOCCTAHOBUTEAbHBIX LIEHTpaA [7,
49]. JoMeHBI MeXIy CO00M COeAUHSIIOTCS HECTPYK-
TYPUPOBAHHBIMU “IIApPHUPHBIMU~ 00JaCTAMU

YCITEXU ®U3NOJIOTNYECKUX HAYK

— JIMHKEPHBIMU CeTMeHTaMU. AMUHOKHUCIOTHAS T10-
cienmoBaTebHOCTh KOP MiekonuTaommux uaeHTUY -
Ha 6oJiee yeM Ha 80%. Bosee mogpo6HO ¢ nmocieno-
BaTeJIbHOCTbIO AMUHOKUCJIOT B COCTABE MOJIEKYJIbI
KOP MoxHO o3HakoMmuthes B paborax E. Garattini
[27].

O®OPMbl KCAHTUHOKCHUAOPEAYKTA3bI

B ¢usmonornyeckux yciaoBHUAX Yy MIIEKO-
NUTAOIIKUX H3UM CHUHTE3UPYETCS M HaXOOUT-
ca npeuMmyliectBeHHo B popme KT mam NA-
D+-okcunopenykrassl, npeanouurtatomeir NAD+ B
Ka4eCcTBE aKleNTopa 3JeKTpoHoB. OgHako 3ta op-
ma KOP moxeTr o6paTuMo uin HeoOpaTUMoO mepe-
xonuTh B KO i O,-okcunopenykrasy, KoTopas B
KadecTBe aKleNTopa 3JeKTPOHOB UCIIOJNb3YeT KUC-
snopon [30]. B nepBoMm cityyae 3JIeKTpOHBI, 00pa3yio-
IIMecs B pe3yabTraTe OKKUCIEHUS TUIIOKCAHTUHA WA
KcaHTHHAa, BocctaHaBiauBaioT NAD+ no NADH. Bo
BTOPOM CJIydyae 2JEKTPOHHBI MepeaaloTcs HEnoCpe-
CTBEHHO MOJIEKYJSIDHOMY KUCJIOpPOLY ¢ 0Opa3oBa-
HUEM CYINEepOKCHUIa 1, BO BTOPYIO ouepeab, MepoK-
cuga Bogopopa [27]. Cxema peakuuu, KaTaau3nupy-
eMoii pepMeHTOM, IIpeAcTaBieHa Ha puc. 2.

Oopartumserii nepexon KJAI' B KO mpoucxomgur
MyTEM OKHUCJIEHUs CYJIbOrUAPUIbHBIX TPYII IBYX
OCTaTKOB LIMCTEMHA, HEOOPATUMBI — B pe3yJibTaTe
creMrUIECcKOro MpoTeoJUTUUECKOTO paclllene-
HUS ¢pparMeHTa, coaepXallero HUCTEMHOBBIE TPYII-
el [27, 48].

OnHako, He ISl BCeX 3YKapuOTUYECKUX opra-
HU3MOB xapakTepHo npeoodpasoBanue KAI' B KO.
Hanpumep, KOP B KypuHOi1 Te4eHU MPUCYTCTBY-
eT Tosibko B popme KJITI, ycToiiunBoil K KOHBEpCUU
[27].

Kpome xopouro uzyyeHHsix ¢popm KOP (KT u
KO) HekoTopble MccaeaoBaTeNN BbIACASIOT Mepe-
XOJIHYIO WJIU MPOMEXYTOUHYIO popMy pepMeHTa ¢
JNeTUIApOreHa3Hol U OKCUAA3HON aKTUBHOCTHIO [9,
48].

Kpome Toro, onucaHbl 1eMOJUOA0- U / WK Jie-
cyiabdo-dpopmbl KOP, B koTopbix Mo-Co-11eHTp Ha-
XOJUTCSI B HE aKTUBHOM COCTOSIHUM, B TO BpeMsl, KaK
akTuBHOCTbL MAJI-11IeHTpa coxpaHsercd [12].

Puc. 1. MonexkynsipHasi CTpyKTypa MOHOMepa KCaHTH -
HokcupopenykTassl (KOP). Monomep KOP Bkitouaet
N-konneBoit 2Fe/S-noMen (MonekynsipHast Macca 20
ka), npomexyrouHbliit FAD-nomen (MonexyaspHas
macca 40 k/Ia) u C-xoHueBoit Mo-Co-gomMeH (MoJjeKy-
JsipHas Macca 85 k/la).
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Puc. 2. CxeMa OKMCIUTENIBHOTO THAPOKCUIMPOBAHUS TUIIOKCAHTMHA U KCAHTMHA B MOUYEBYIO KHCJIOTY ¢ 00pa3oBaHUEM

aKTUBHBIX (DOPM KUCTIOpOJA.

Kpome geruaporeHa3HOM U OKCHAA3HON aKTUB-
HOCTH, B ONIpele/IeHHBIX YCIOBUAX (TUIIOKCHSI, allu-
103) KOP moxet niposBiasate NADH-okcunasHyio u
HUTPATPEIYKTAa3HYIO0 aKTUBHOCTh, YTO COTIPOBOXKIA-
eTcsa obpazoBaHueM cyrnepokcuna-anuoHa u NO co-
OTBETCTBEHHO [35].

PEI'VJIALONA AKTUBHOCTH
KCAHTMHOKCHUIOPEOYKTA3bI

Perynmsnusa akruBHoctu KOP npoucxonut kak Ha
TPAHCKPUITIIMOHHOM, TaK M Ha MOCTTPAHCISIIMOHHOM
ypoBHsix. OCHOBHbBIE (haKTOPBHI, BIUSIONINE HA aKTUB-
HocTh KOP Ha pa3HbIX ypOBHSX, IIpUBEIEHEI B Ta0I. 1.

TpanckpunyuonHtblil yposeHsb peyisuuu
aKmuHOCMU KCAHMUHOKCUOOpedyKma3sbl

ITepBoiM ypoBHeM Monyisauyu KOP gBisieTcst aKc-
npeccusi reHoB. I'eH, konupywimuii KOP yenoBeka,
KJIOHUPOBAH U 3KCIPECCUPOBAH in Vitro, 3aHUMAET
romaab He MmeHee 60 k6., conepKUT 36 3K30HOB U 35
WHTPOHOB, PACIIOJIOKEH Ha KOPOTKOM IIjieue XPOMO-
coMnl 2 [14].

bazanbHas akcnpeccusi reHa KOP yenoBeka Haxo-
IUTCS HAa HU3KOM YPOBHE M CTPOTO KOHTPOJIUPYETCS
MOCPENCTBOM MHOXeCTBa (haKTOPOB TPAHCKPUIIILIUH.
Huskuit ypoBeHb 3KCIIPECCUU CBSI3aH C penpeccupy-
omeit perynsnueit reHa KOP Ha ypoBHe TpaHCKpHII-
nuu. ITpu 3TOM OBIJTIO TIOKAa3aHO, UTO Y YeJIoBeKa pe-
MpeccupoBaHbl KaK CKOPOCTh TPAHCKPUIMLIMU, TaK U
aKTMBHOCTb OCHOBHOTO IIpOMOTOpa reHa [12].

BosbIIMHCTBO (haKTOPOB TPAHCKPUIILIUU, BKITIO-
Yasi IIPOBOCITAJINTEIbHBIC IIMTOKWHEI, TaKNe KakK (hak-
TOp Hekpo3a omnyxoau-a (TNF-a), untepaeiikun-1,
-6 (IL-1, IL-6), nuatepdepon-a, -y (IFN-a, IFN-vy);
TOPMOHBI, TaKMe KaK MHCYJINH, IeKCaMeTa30H, KOPTHU-
30J1, MPOJIAKTHH; SMMUAepMaIbHbIe (DaKTOPHI pocTa U
nubdepeHIUPOBKY, JTUMOMOIcCaXapyuabl, CI0XKHbBIE
adupsl popboa, ycuIuBaloT TpaHckpunuuio [12, 14].

YCIIEXU1 ®U3UOJIOTNYECKUX HAYK

TOM55 Ne3

HexkoTtophble ncciemoBaHust IPOIEMOHCTPUPOBAIH afl-
JUTUBHBIN VI CUHEPTUYECKUI 3(P(PEKT IUTOKUHOB U
IIIoKoKopTuKouaos [14]. KpoMe Toro, K mapaMerpam,
CTUMYIUpYIOIIUM akTuBHOCTb KOP, oTHOCSTCS: Ta-
OauyHBI ObIM, HemocTaToK ButamMuHa E, cenena, do-
JIMeBOI KUCJIOTHI, a TAKXKE AreTa, o0oraleHHast TAMu-
JaMmu. B To xxe BpeMd Takue ¢haKTOphl, KaK UCTOLIEHUE
3aracoB XeJjie3a B OpraHu3Me, Auera, oenHas 6enKamMu
1 MOJIMOAEHOM U oboralleHHas1 BoJb(ppaMoM, KOTO-
PBIii SIBJISIETCSI aHTATOHWCTOM MOJIMOAEHA, HAIIPOTUB,
MPUBOIWIN K CHUKEHUIO DKCIIPECCUU U aKTUBHOCTU
KOP [12]. Ha skcnpeccuto reHa KOP, momumo pac-
CMOTPEHHBIX PETYJISITOPHBLIX (PaKTOPOB, 3HAUUTEITLHOE
BIMSTHUE OKAa3bIBaeT HampskKeHue Kuciopona. Mayde-
HUIO POJIM TIOCJIEAHETO B PEryjsiliui 3KCIPECCUU U
aktuBHOCTH KOP 1mocBsIieHo MHOXECTBO UCCIEIOBa-
HUI1, JeMOHCTPUPYIOIIUX aKTUBALIMIO TPAHCKPUITLIAN
B YCJIOBUSIX TUIIOKCUY Y UHTUOMPOBAHUE MPU TUIIE-
pokcuu [7, 12, 14].

Tlocmmpancasyuonnslii ypogeHs pecyisyuu
AKMUBHOCMU KCAHMUHOKCUAOPeOyKmas3bl

ITocTTpaHCASIIMOHHAST PEryIsIIus aKTUBHOCTU
KOP ocHoBaHa Ha KOHTpOJie B3aUMOINpeBpalleHUsI
aktuBHBIX (KO n KJII' hopMbI) 1 HEaKTUBHBIX (pOpM
(nemonubmo- u/unu gecynbdo-(popmMbl) dH3UMA, a
TaKKe BKJIIOYaeT BJIUSIHME Ha oOpaTUMOe U HeobOpa-
tuMoe npeodpazoanue KO u KII ¢popm, obmamaio-
IIYMX OKCUIA3HOW U NEeTUAPOTEHA3HOW aKTUBHOCTHIO
COOTBETCTBEHHO [12].

Hccnenosanus KOP, BeineseHHOM 13 MOJIOKa, MO-
Ka3aJjii, 4TO Y YeJ0BeKa TOJIbKO 2% hepMeHTa IIPUCYT-
CTBYyeT B aKTUBHOI1 (popme. bosbias yacth hepmeHTa
HaxXoOUTCS B IeMOIUOI0- U/ Wi necyinbdo-hopmax,
YTO JaeT BO3MOXHOCTh paccMaTpuBaTh HaJU4uUe TO-
CIETHUX KaK CITOCO0 MOCTTPAHCISIITMOHHOTO KOHTPO-
ng aktuBHocT KOP [12].

HarnpsikeHue Kuciiopoaa, KOTopoe BIUSIET Ha aK-
tuBHOCTh KOP mytem peryaupoBaHUs 3KCIPECCUU
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Ta6mua 1. @axkTopsl, BIUIOMNE Ha aKTUBHOCTE KOP

TpaHCKPUIIIIMOHHBII YPOBEHb

[TocTTpaHCISIIMOHHBIN YPOBEHB

IMo3uTuBHBIE (PAKTOPHI HeratusHbie (hakTOpHI IMo3utuBHBIE (PaKTOPHI HeratusHbie (hakTOpHI
Tunokcus Tunepokcust T'unokcus Tunepokcus
TNF-a HenocraTok xene3a TNF-a CyrepoKcHI-aHNOH
IL-1, IL-6 " ﬁgﬁﬂ%;i?;fﬁﬁﬁe’ IL-1 Ilepexuch Bogopona
IFN-a, IFN-y H36m1TOK BosIb(pama IFN-y TvapoKCUIBLHBIN paguKall
Wncynun Oxkcupa azora
[ITFOKOKOPTUKOMITEI ITepOKCMHUTPUT
IMponaktun
®akTOpHkI pocTa u
InddepeHIpOoBKIA
Jlunonoucaxapuabl
Dopb6onoBbie 3PUPHI
Henocrarok Butamuna E,
cejieHa, (PoMeBO KUCIOThI
TeHOB, TaKXKe pEeryJamupyeT akTUBHOCTb (hepMeHTa Ha PACITPOCTPAHEHHOCTbDb

MOCTTPAHCISIIUOHHOM ypOBHE. Psii uccieqoBaHuii
nokasan yBenuueHue aktuBHoctu KOP Bckope mo-
cJie BO3IEUCTBUSI TUTIOKCUM Y CHUKEHUE aKTUBHOCTH
(bepMeHTa TIPU TUTIEPOKCHH, TIPEXIE YeM ITPOU3OIILIO
n3MeHeHue TpaHckpunuuu KOP [12, 14]. M3BecTHO,
YTO MpPHY TMIIOKCUU B KJIETKaX pa3BUBAIOTCS MHOTO-
yucJeHHble MeTabosnueckue usMmeHeHusi. OgHako
MOJIEKYJISIPHbIE MEXaHU3MBI, JieXallllie B OCHOBE aK-
TUBAIMKM (pepMeHTa B YCIOBUSIX TMITIOKCUM TTOJTHO-
CThIO He paciurdpoBaHbl. HekoTopble MccaenoBaHUs
MPOAEMOHCTPUPOBAIN aKTUBAIMIO TPAHCKPUIILIMOH -
HBIX (hakTOpOB, BKItouas akrop-1 (HIF-1), smepHblit
(akTop-kB (NF-kB) u nporenHK1Ha3, TaKUX KaK MU-
TOreH-aKTUBHpYeMble mpoTenHkuHa3bl (MAPK), omo-
CpPEeMOBaHHYIO TMITOKCUEH, UTO COTIPOBOXIAIOCH 3HA-
yurteabHOM akTuBaumein KOP [12].

Kpome 3Toro, mobouyHbie MPOAYKTHI peaklluu, Ka-
tanusupyemoin KOP, Bximouass cynepokcua aHUOH,
MEPEKUCh BOJOPOJA, TIEPOKCUHUTPUT, TUAPOKCUIIb-
HbIi panvKaj, OKCUJl a30Ta, SIBJSIOTCI HETAaTUBHBIMU
peryasiTopamMu, CHUXKAIOIIMMU aKTUBHOCTb (hepMEeH-
Ta. B To e BpeMsi HEeKOTOpbIe UCCIenoBaTeIM CUUTa-
10T, UTO Ha aKTUBHOCTHL KOP okcun azora He BuseT,
a unaktuBupyetrcss KOP B pesynbraTe mpon3BoacTBa
nepokcuHutpura. Cieayer OTMETUTh, YTO Peryss-
111, OTIOCPENOBaHHAs MPOAYKTAMU PEAKIIUU, MOXET
urpatb pojb B uHruouposanuu KOP B ycioBusix ru-
nepokcuu [14].

YCITEXU ®U3NOJIOTNYECKUX HAYK

KCAHTMHOKCHUAOPEIYKTA3bI

®epmeHT 0OHapyXeH BO BCEX KMBBIX OpraHU3MaXx:
oT OakTepuii no yenoBeka [12, 34, 41]. OnHaKO TOIBKO
y MJIEKOTIUTAIONIMX OH MpeNcTaB/ieH B ABYX ¢opmax,
IpyTHue BUOBI coaepxkat uckmountenbHo KAT-dbopmy
[7, 12].

Y muekonuTtatomux KOP nmpucyTcTByeT BO MHOTHUX
opraHax, TKaHsIX U XUJIKOCTsX. BbicoKMe ypOBHM 00-
HapyXeHBI B TI€YeHU, KUIIEYHUKE, TOYKaX, JAaKTUPY-
J0IlIe¥ MOJIOUHO XXene3e, a TaKKe B SHIOTeIUaTbHbIX
KJIETKaxX COCY/IOB U B OMOJOTMYECKUX XKUAKOCTSIX, Ta-
KMX KaK KpPOBb, XeJT4Yb U MOJIOKO [6, 12]. ¥ yenoBeka
caMasl BbIcoKas yaeiabHasa akTuBHOCTh KOP obOHapy-
JK€Ha B IIEYEHU U KUIIEYHUKE; B APYTUX OpraHax (mou-
KM, JIETKME, MO3T, MBIIIIbI) BbISIBJIeHA 00Jiee HU3Kas
akTUBHOCTH (pepmenrta [13, 15, 51]. KOP o6Hapyxe-
Ha TakXe B 9HIOTEJIMU COCYIIOB YeJIoBeKa, IMPU 3TOM
(bepMeHT CKOHIIEHTPUPOBAH Ha MOBEPXHOCTU KJIETOK,
0oOpallleHHOM B IIPOCBET cocynoB. CBI3bIBaHUE C H-
TOTETMATBHBIMY KJIIETKAMU OCYIIECTBIISIETCS, TIO-BU-
IVMOMY, B pe3y/IbTaTe B3auMOIEHCTBHS C TIMKO3MIIA-
MUHOITMKaHaMu. B MaTepuHCKOM MOJIOKE M KPOBU
aKTUBHOCTH (hepMeHTa B (pU3MOTOTUYECKUX YCIOBU-
SIX HU3Kasl U HIDKEe B CpaBHEHUHU C aKTUBHOCTHI0O KOP
B OBIYBEM MOJIOKE U KPOBHU, HO PE3KO YBEIIMINBACT-
csl IPY NATOJOTMYECKUX cOCTOSTHUX [6]. Tak, B ChI-
BopoTke kKpoBu KOP mnosiBasieTcss B OCHOBHOM B pe-
3yJIBTaTe TTOBPEXICHUS TEIMaTOLNTOB TIPU HEKOTOPBIX
Ne 3
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3a00JIeBaHMAX MeYeHU (BUPYCHBIN TeIaTUT, TOKCHUYE-
CKOe TIopaXkeHune TeYeHU, TpaHCIIaHTaIlMsI, TUTTIOK-
cus1, uieMusi/penep¢ys3nsi) 1 BBICBOOOXIESHMS SH3U -
Ma U3 KJIETOK MeYEeHU B KPOBOTOK [7] WiIn Xe BCIIeI-
cTBHUE MoBpexaeHus Kuireunuka [38, 50]. IIpu aToMm B
KJIETKaX U TKaHsIX (pepMeHT MPUCYTCTBYET B OCHOBHOM
B ¢popme KJII. B 6uomornueckux kKuakocCTsIX, TaKUX
KaK MOJIOKO U T1a3Ma, (pepMeHT TpeobanaeT B ¢hop-
me KO [7, 9].

B skcmepuMmenTe Ha 1ab00OPaTOPHBIX KMBOTHBIX
(MBILLU U KPBICHI) OBLIO MTOKa3aHO, YTO CaMble BbICO-
KHe noKa3aTesIM 9H3MMHOM aKTUBHOCTH OTPeAe/sIoT-
csl B BepXHeil yacTu KullleuyHoro TpakTa. M mo mepe
MPOABUXEHHUS OT MPOKCHUMAJIbHOTO OT/IeJia TOHKOTO
KMIIEYHUKA K IUCTaJIbHOMY HabJI0JaeTCsl CHUXKEeHUE
rpagueHTa 3kcrpeccu KOP. AranornuHoe pacnpene-
neHue KOP obHapyXeHO ¥ B TOHKOM KUIIIEUHUKE Ye-
JIOBEKa U MOJATBEPXAAETCS JaHHBIMU, COOOIIAIOIIUMU
0 BBICOKO1 aKTUBHOCTHU (pepMEHTa B SIUTEIUATbHBIX U
0OKaJIOBUIHBIX KJIETKAX MPOKCUMAIbHOTO OTAEIa K-
meyHuka [27].

YT0 Xe KacaeTcs CyOKJIETOUHOM JIOKaIU3alluy IH-
3uMa, To B ocHoBHOM KOP HaxomuTcs B muromniasme
KJIETOK, TIe MpeobagaeT ero aeruaporeHasHasi ¢pop-
Ma. B To Xe Bpems (pepMeHT OOHapyXKeH Ha BHEIIHEH
MOBEPXHOCTU KJIETOUHBIX MEMOpPAH U BO BHYTPUKIIE-
TOYHBIX OpraHejiaX, TAKMX KaK IePOKCUCOMBI U MHU-
ToxoHApuu [4, 31].

BUOJIOI'NMYECKAA POJIb
KCAHTUHOKCHUJOPENLYKTA3bI

buonornueckas ¢ynkius KOP xopoiiio ussectHa
U OTIpeeNIsIeTCs peaklei, KaTaiu3upyemoi hepMeH-
TOM: OKMCJIEHWE TUTIOKCAaHTHHA B KCAHTUH U KCAaHTHUHA
B MoueByto kucioTy (MK) Ha 3akiounTeIbHOM 3Tarie
MypruHOBOTO MeTaboim3Ma [9]. OKuciieHne mpoucxo-
Ut B Mo-Co-noMeHe, B KoTopoM Mo®* BocctaHapiu-
BaeTcd 10 Mo**, a 3aTeM MOTOK 3JIEKTPOHOB OT HETO
HampasJisieTcsl yepe3 JABa OKUCIUTEIbHO-BOCCTAHO-
BUTEIBHBIX XKeJIE30-CepHBIX liIeHTpa K FAD-gomMeRy,
[J€ aKILIeNTop 3JIEKTPOHOB BOCCTaHaBiIuBaeTcs. danb-
HeHIUit yTh 3JeKTPOHOB 3aBUCHUT OT hopmbl KT
KO karanusupyet nepeHoc OMHOBaJEHTHBIX U JBYX-
BAJIEHTHBIX 2JIEKTPOHOB Ha O,, YTO MPUBOIUT K 00-
pa30BaHUI0 aKTUBHBIX (hopM Kucyopona (ADPK): cy-
nepokcua-noHa (O, 7) u nepekucu sogopona (H,0,)
cOOTBETCTBEHHO. COOTHOIIIEHUE MEXIY 9TUMU JIBY-
mst ADK onpenensiet psan ¢pakTopoB. ALIMI03, HU3KOE
HamnpsKeHUE KMCIopoAa U KOHLIEHTpallus MypUuHOB
3aMeISIIOT CKOPOCTD MTOTOKA 3JIEKTPOHOB, TAKUM 00-
pa3oM OJIaroNpUsTCTBYS IBYXBAJEHTHOMY MEPEHOCY,
xotopelii reHepupyeT H,O, [17]. KAT kaTtanmm3upyer
nepeHoc asektpoHos Ha NAD*. KJIT, neiicTBys Kak
NADH-okcumaza B yCaoBuUSIX allia03a 1 HU3KOTO
NapUMalbHOTO AaBJIEHUs, TAKXKE MOXET MPOAYLIMPO-
BaTh ADK B FAD-noMeHe. DTa aKTUBHOCTh COXPaHSI -
€TCsl, KOrJa B MOJIEKyJie 9H3MMa OTCYTCTBYIOT aTOMbI
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MOJIMOIEeHA MUK Cepbl B KOPaKTOpe MOIUOIONTEePH-
Ha, a Takxke npu uHruouposanuu KOP npenapara-
MU, OyokupyomuM GyHkuum Mo-Co-momMeHa [7].
Kpowme Toro, KOP MoxeT neiicTBoBaTh KaKk HUTpaTpe-
aykraza B Mo-Co-a0oMeH, BOcCTaHaBIUBasi HUTPAThI
0 HUTPUTOB, M KaK HUTPUTPENYKTa3a, BOCCTAHABIIU-
Bast HUTpUTHI 1o okcuaa azota (NO) [17, 42, 43, 58].
NO moxer B fanbHeiieM pearuposatsb ¢ O,"~ ¢ 00-
pazoBanueM nepokcuHutpura (ONOO™). B npucyr-
cTBUM NepexoqHbIx Metaios O, ~ u H,0, obpasylor
ruapoKcuiabHbIN pagukaia (OH™), koTophlili BMecTe ¢
ONOO™ crtoco6CcTBYET MPOSBICHUIO IIMTOLIMAHON aK-
TUBHOCTH BOCIIAJIUTENIbHON peakliMy U pa3BUTUIO 3a-
IMATHOTO MeXaHM3Ma IMPOTUB OAKTEPHit TIPU BPOXKICH-
HOM UMMYyHUTETE [6].

Takum o6pa3oM, npoaykramu aeateabHocT KOP
apisitoresi: MK 1 BoccTaHOBJIEHHBIM HUKOTMHAMUIA -
nenuHauHykiaeotus (NADH) B pesynbrate KJITI-ak-
tuBHOCTH; MK 1 ADK B pesynsrare KO-akTUBHOCTH;
aktuBHBIE opmbl a3oTa (ADA) 1 NO B pesynbrare
HUTpPAT- U HUTPUTPEOYKTA3HOM aKTUBHOCTH; U ADPK
B pesyinbrate NADH -okcuaa3Hol aKTMBHOCTH H3MMa
[8]. KO- u K/II'-aKTUBHOCTb, a TaKxKe HUTpaTpeayK-
Ta3HYIO0 aKTUBHOCTh (pepMeHTa obecnieunBaeT Mo-Co-
momeH; NADH-okcunasnyo aktuBHOCT, — FAD-mo-
MeH. [eiictBusi KOP cxemaTnuecku nmpencTaBieHbl Ha
puc. 3.

MK sgBnsieTcss KOHEYHBIM METa00JIUTOM KaK 3K30-
TEHHOTO MyJa MypUHOB, TaK U UX 3HAOTEHHOTO MeTa-
0oJIM3Ma y YelIoBeKa, TOrIa KaK y IPYruX MJIEKOIHUTA-
toumx MK pacrnamaercs 10 MOUeBMHBI 1 aMMUaka B
MPUCYTCTBUM YpUKa3bl. B mpoliecce 3BOTIOLUY TOMU-
HUIOB (YeIOBEKA U YeJIOBEKOOOPa3HBIX 00€3bsIH) TeH
YpUKa3bl, BEPOSITHO, MpeTepIies (PYHKIIMOHATbHYIO
MYTalWIO U JaHHBIA (pepMEHT yTpaTUJl CBOIO aKTUB-
HOCTb [21]. DK30TeHHBIH Iy 3aBUCUT OT pallioHa Mu-
TaHUsI, TIPY 3TOM 3HAYUTEIbHbBIN BKJIAad B HETO BHOCST
KMBOTHBIE OeJIKu. DHnoreHHas nponykius MK B oc-
HOBHOM TIPOMCXOIUT B TI€YEHU, KUIIIEUYHUKE U APYTUX
TKaHSIX, TAKUX KaK MBIIILbI, [IOYKU 1 SHIOTEIUN CO-
cynos [19].

biaromapsi reHepaluu MOOOYHBIX MPOAYK-
ToB: ADK, ADA u NO ¢depMeHT NpUHUMAET y4da-
CTUEe BO MHOTHX OMOXMMUYECKUX mpoleccax. Yepes

Mo-Co- FAD-
JOMEH IOMEH
i i
[ | ] |
KO- KJIT- Hurpurpenyk-|| NADH-
i aKTHBHOCTS ||y ymnoors |laxriariocrs
|
| MK || Aok || MK | |NaDH| | NO | | A®K |

Puc. 3. buonornyeckue pyukuuu KOP 1 nponykTsl pe-
aKILNH, KaTATU3UPyeMOi (hepMEHTOM.
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MOCPEACTBO TTOCIETHNX SH3UM OCYIIECTBIISIET PETy-
JISUI0 psifa GU3UOJOTUYECKUX U MATOJOTMYECKUX
coctosiHuii. HecMOTpst Ha TO, UTO MEXaHU3MBI ITUX
peakuuit 10 KOHIla He U3Y4YEeHbl, JOCTOBEPHO U3BECT-
HO, 4TO HalpaBJieHUE, TTI0 KOTOPOMY MOAeT nmpoliecc,
onpenensieT ypoeHb ADPK 1 ADA. B naHHOM 0630pe
0oJiee TToApPOOHO OCTAHOBUMCS Ha y4yacTUu pepMeH-
Ta B (DU3UOJIOTUYECKUX MpOLieccax, MPOTeKAIIUX B
OpraHu3Me.

OU3NOJOI'MYECKHNE O®YHKLINN

KCAHTUHOKCHUJIOPENYKTA3bBL

B 3ABUCUMOCTHU OT OPTAHHOMU
JJOKAJIN3ALIUN OEPMEHTA

[IpenmylecTBeHHAs JIoKaau3auus (hepMeHTa B Me-
YEeHM, KUIIEYHUKE, COCYHAX, JJAKTUPYIOLIECH MOJIOYHOM
KeJjle3e U MoukKax onpenesser ee (yHKIMOHAbHbIE
BO3MOXHOCTHU B 3TUX opraHax (puc. 4). OgHako 3To
JieJIeHrEe YCJIOBHOE, T.K. OPraHU3M MpPEeACTaBIsSET CO-
0Ol 11eJIOCTHYIO OMOJIOTMYECKYIO CUCTEMY, B KOTOPOIi
(byHKUIMOHUpPOBaHNE BCEX OPTaHOB B3aMMOCBSI3aHO.

ITeyens. B neuenu ¢pyukuyuum KOP oOyciioBieHbI
B IIEPBYIO OUepeldb €€ HU3KOM CyOCTpaTHOM CIIel-
(UYHOCTBIO U CIIOCOOHOCTHIO, MIOMUMO NYPHUHOB,
MeTabOoJU3UPOBATh MHOXECTBO APYTUX SHIOTCHHBIX

IleyeHn

Kuimeynuk

TTouku

Cocynbl

MonouHast

XKenesa

Kuposas
TKaHb

U 9K30T€HHBIX CyOCTpaTOB, B TOM YMCJIe U JeKap-
CTBEHHBbIE npenaparsl. Bo-BTopeix, MK, mpomyumpy-
emasgs KOP, ctumynupyeTr DIIOKOHEOreHe3 M HaKOILjIe-
HHUE XHUpa U TaKUM 00pa3oM BJIUsSIET HA MeTabOIM3M
III0KO3bI U IunmunoB B neueHu [40]. Tperbs ¢pyHK-
nuoHanbHas pojib KOP B meueHu TecHO CBsI3aHa C ee
(byHKIIMSAMU B KPOBEHOCHOM pycJjie U 00ycCJIOBJIeHA
TEeM, YTO OCHOBHBIM ucTouHUKOM KOP cocynoB siB-
JisgeTcs nevyeHb. [1pu 3ToM 0OHapyXeHa cuJibHask KOp-
pensiius Mexny akTuBHOCThI0o KOP 1 akTUBHOCTBIO
TaKWX TEeYEHOUHbIX (pepMEeHTOB, KaK acrapraraMu-
HoTpaHcdepasa, alaHMHaMUHOTpaHcdepasa, y-Tiy-
TamuaTpaHcnentuaasza. OcBodoxaeHue hepMeHTa 13
renaToLMTOB COMPOBOXIAETCS MEPEXOIOM EerUIpore-
Ha3HOI ¢opMEI B okcuaasHyio [24, 47].

KposenocHbie cocyapl. LlupKynupytoiasi B cocyaax
KOP, o61agast BBICOKMM CPOACTBOM K ITIMKO3aMUHO-
IINKaHaAM 3HIOTEJINAaIbHBIX KIETOK, CBSI3BIBAETCS C
MOCIEIHUMU U IeiiCTByeT KaK CUCTEMHBII MOAYJISITOD
OKHCIIMTENbHO-BOCCTaHOBUTENBbHOTO Oananca. KOP
Ha MOBEPXHOCTU SHAOTEIUAIBHBIX KJIIETOK TeHEPUPY-
eT ADOK 1 ADA, TeM caMBIM CITOCOOCTBYET aKTUBALIUU
DHIOTEJNIMS B Mpolecce BocnaaeHUs U 00pa3oBaHUIO
skccynata. KpoMe Toro, cynmepoKCUIHbBIE paguKalbl
VHAYLYPYIOT 9KCIIPECCUIO MOJIEKYJI aATe3uU Ha BHY-
TpEeHHEH MOBEPXHOCTH MUKPOLIMPKYISITOPHOIO pycCiia,

o [JIl0OKOHEOreHe3 U HaKOIUIEHUE XK1pa
JleTokcuKalus 3HA0/KCEHOOMOTUKOB

e OopazoBanHue KOP snporenust

o Pel"yJ'ISIHI/ISI KOMMECHCAJIbHOI'O MI/IKpO6I/IOMa KHWINCYHUKA

¢ ObecrieunBaeT (hM3NOJIOTUIECKUI YPOBEHb YPUKEMUHT
o [lomnepxuBaet apTepraTbHOE TaBICHUE
e [NomnepxuBaeT CTePYIIEHOCTh MOYEBBIBOASIIIINX ITyTe i

o AKTI/IBaI.II/IH SHAOTECIMA B ITPOLCCCC BOCIIAJICHU A
L4 AKTI/IBaI.II/IH, auanencs3, XeMoTakCuc JIEUKOLIMTOB B OYar BOCHAJICHUS
O PeI‘yJISIHI/IH COCyIMCTOI'O TOHYCa U apTEPUAIbHOIO JaBJICHUA

¢ OGpa3oBaHNE MOJIOYHO-XKUPOBBIX IIIAPUKOB
e [IpenoTBpariaer pa3BUTHE MacTUTA
e Perynsiiiyst KHIIIEYHOTO MUKPOOMOMa HOBOPOKEHHOTO

* OOpa3oBaHNE MOYEBOM KUCIOTHI ATUIIOLIMTAMU
o JlucdppepeHIIpoBKa aTUIIOLIMTOB
e Peryisiiusi TMIIMIHOTO TOMEOCTa3a

Puc. 4. ®yukunoHanbHble BO3MOXHOCTH KOP B pazanyHbIX opraHax.
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YTO COIMPOBOXIACTCS aKTUBAIIMEH, TUATIeIC30M 1 Xe-
MOTaKCHCOM JIEMKOLIUTOB B o4ar BocrnajeHus. B pe-
3yJIBTaTe 3TOTO AaKTUBUPOBAHHBIE (harOLIMTHI BHICBO-
00XIa0T LUUTOKUHBI, KOTOPblE YBEIUYUBAIOT 3KC-
npeccuto KOP u npoaykiinio cBOOOAHBIX paluKaloB.
AKTHUBalLMS BHAOTENUS B Mpollecce BOCTaJeHUsI MO-
IYIUPYET COCYIUCTBI TOHYC 1, CIEIOBATENIbLHO, CITO-
COOCTBYeT peryisiliui apTepuaibHoro aapiaeHus [47].

Kumeunuk. B npocsere kumeunuka KOP BbImosi-
HsIEeT 3alIUTHYIO (PYHKIINIO, KOTOPYIO 00eCIeuYnBaoT
ADK n ADA, 3amumaroiime OpraHu3M OT OIIIOPTY-
HUCTUYECKUX MH(EKUIMIA, COXpaHssd MpU 3TOM KOM-
MEHCaJIbHbI!i MUKpOOUOM, (OPMUPYIOLINIT UMMYH-
HBIA TOMEOCTA3.

IMouku. BoabIIMHCTBO MypPUHOB KaTabOJU3UPYIOT-
cs B moykax. MMenHo B noukax KOP orBevaer 3a ¢u-
3MOJIOTUYECKUIA YPOBEHb YPUKO3YPUH, a CIIeN0BaTe b~
HO, U 3a (PM3UOJIOTUYECKUI ypoBeHb ypukeMuu. MK,
B CBOIO OU€peb, CIOCOOCTBYET MOAIEPXKAHUIO apTe-
PUAJIbHOTO JAaBJIEHMSI 32 CYET MOBBILIEHUS] 9KCITPECCUU
IIOI'-2 u aKTMBalLlMU PeHUH-aHTUOTEH3UH-aIbI0CTe-
POHOBOI4 cucteMbl. Takre COCTOSIHUSI, KaK TUIO- U THU-
nepypukeMusi, 00ycCJIOBJIEHbI MOpaXXeHUeM MoYek, Co-
MPOBOXAAIOIIMMCSI HapyllleHueM UX (pyHKLIUU, U ac-
couunupylorces ¢ aktuBHocTb KOP [45]. Kpome 3TorO0,
ADK u ADA, renepupyemeie KOP, BeposiTHO, crio-
COOCTBYIOT NOAJIEPXKAHUIO CTEPUIBHOCTA MOYEBBIBO-
TSITAX TTYTEN.

MouJounag xeae3a. KOP HeoOxonguma niast Hop-
MaJIbHOT'O POCTa HOBOPOXIeHHHBIX [3]. CBsa3aHO 3TO C
TEM, YTO B MIEPUO[I JIAKTALIM SH3UM CIIOCOOCTBYET 00-
Pa30BaHUIO MOJIOYHO-XKMPOBBIX LIAPUKOB, CEKPELIMS
KOTOPBIX ONOCpeNoBaHa KjacTepusaluei TpaHCMeM-
OpanHoro 6en1ka oyrupoduinHa 1Al. KOP ctumynu-
pYeT CEKpeLUIo allOKPUHHBIX JUNUA0B, UHAYLIUPYS
peopraHu3alvio almuKaJlbHOW MeMOpaHbl, U TEM ca-
MEIM oOecreurBaeT KjacTepu3alnio OyTupopuinHa
1A1 1 CTBIKOBKY KarleJib MOJIOYHOTO XX1pa ¢ MeMOpa-
HoI1 [46]. BMecTe ¢ TeM JTakTOIepoKCcUaIa3a MOJIOYHOM
xene3sl ucronb3yetT H,O, u NO, renepupyembie KOP,
JUTsi 00pa30BaHUs TUIOTUOLMAHUTA U TUOKCUIA a30Ta,
KOTOpbI€ MOJABJISIIOT POCT YCIOBHO-ITATOTEHHBIX OaK-
TepUuii U NIpeJOTBpalllaloT pa3BUTMe MacTuTa. B To ke
BpeMsl OaKTepULIMIHOE AeHCTBIE MOJIOKA HEe TTIOBPEXK-
JaeT KOMMEHCaIbHY10 (DJIOpY MOJIOCTY pPTa, XeayaKa U
KUIIIEUHUKA HOBOPOXIEHHBIX U CITOCOOCTBYET perysisi-
1LIMM KUIIIEYHOTO MUKPOOMOMa HOBOPOXAEHHBIX TTPU
rPYIHOM BCKapMJIMBaHUM.

XKuposas Tkanb. Cuutaercs, yTo MK B ocHOBHOM
BbIpa0aThIBA€TCsl B MEUEHU U BHIBOIUTCS MOUYKAMU
yepe3 MOYEBbIBOAsALIME MYTU. B TO e Bpems psia
ucciaenoBaHU, NPOBEAEHHBIX B MOCIEAHNUE TOMABI,
nokasaj, 4to B xkupoBoil TkaHu KOP npucytcTByer
B 00JIbIIIOM KOJIMYECTBE U UMEET BBICOKYIO aKTUB-
HocTh. KOP angumnouuToB TakxKe cCmocoOHa mpony-
nupoBath MK. IIpu 3TOM ypoBeHb TUNIepypUKEMUN
TECHO CBSI3aH C HaKOTLJIEHUEM BUCLIEpaIbHOTO XHpa
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M HE 3aBHUCUT OT IMOAKOXHOro xwupa [57]. Kpome
toro, K.J. Cheung u coaBTopsl coobumiu, yto KOP
UTpaeT poib B 1P depeHInpoBKe anunonuTos [18].
OTo maeT ocHoBaHue mpeanoiarath yuactue KOP B
JIMTTMIHOM TOMEeOCTase.

OU3NOIOINYECKAA POJIb
KCAHTMHOKCHUIOPEOYKTA3bBI

dusnonornyeckas poiab epMeHTa 3aKII0JaeT-
C B YYaCTUHU B MIYPMHOBOM KaTabOJIM3Me, BPOKICH-
HOM MMMYHHOM OTBETE, CUTHAJIbHOI TPAaHCOYKIIMHU U
ONpENesSIeTCsl €ro CPOACTBOM K CJIEMYIOIIUM CyOCcTpa-
TaM: MyPUHbI, TUPUMUANHBI, ATbACTUIAbI, ITEPUIU-
HbI, a3a-MypUHbI, TETEPOLIUKINYECKNE COeTUHEHNS,
HUTPUT, KODEWH U PETUHOM [6].

Hecmotps Ha 1o, uto KOP okucnsger pa3nanyHbie
COENVHEHUSI, CYUTACTCSI, YTO TUTTOKCAHTUH U KCAHTUH
SIBJISTIOTCS (pU3MOJIOTUUECKUMU cyOcTpaTaMu (hepMeH-
Ta U OCHOBHAs ero (pyHKIMS 3aKJI04YaeTcsl B KaTabo-
JIM3Me TTypuHOB [6, 12].

Kaxk 651710 cKkazaHo BbIlIE, B GU3NOTOTMUYECKUX YC-
JoBusx npeoodyagaer KIAI'-popma pepmeHTa, KOTOpast
KaTaJIM3UPYyeT OKUCIMTEIILHOE TUAPOKCUIIMPOBaHNE
TUIIOKCAHTHUHA B KCAHTUH U OKMCJICHHE KCAHTUHA B
MK. JIauTenbHOE BpeMsl cuuTaaoch, uto MK, sBis-
sICh KOHEUHBIM IIPOAYKTOM KaTaboau3Ma MypUHOB,
He HeceT HMKaKOi moJjie3HOol (pyHKUMU B OpraHu3Me,
a TIpM €€ BBICOKOM KOHLIEHTpAIuM KPUCTAJIJIN3YEeTC,
oOpasyeT ypaThl B OYKaX, OTKJIAAbIBACTCS B pa3Iny-
HBIX TKAHSX, a TAKXKE COIPOBOXIACTCS pa3BUTHEM
nomarpudeckoro aprpura. OgHaKO M03Xe BbISICHUIH,
yto MK BbInosHseT psia Gr3MoN0orudyecKux (pyHKIIMI
B OpraHu3Mme.

Bo-nepBbix, MK neiicTByeT Kak MOIIHbIN aHTU-
OKCHIAHT, 3alIuIasl KICTKA OT OKUCIUTEILHOTO T10-
BpexaeHus, BeizBaHHOTOo ADK 11 ADA [6, 12]. MHo-
rue paboThl JEMOHCTPUPYIOT, YTO aHTUOKCHIAHTHAS
akTUBHOCTh MK urpaer BaxkHyto poJib B IpeaoTBpa-
IIIEHUU pakKa, CepAeyHO-COCYIUCThIX 3a00eBaHUM
[11] m npyrux natojioruyeckux coctosinuit [33]. Psn
HCcaenoBaTeeii 0OHAPYKIIIN KOPPESIIIUI0 MEXIY
YPOBHEM YPUKEMUU U TTPOAOJIKUTETbHOCTBIO XKM3HU
[8] 1 mpearnosoXuin, 4YTo NaHHbIH MEeXaHU3M, Ha-
MpaBJeHHBI Ha MpeaoTBpallleHue OKUCIUTEIBHOIO
cTpecca, CBSI3aHHOTO CO CTapeHUeM, CITOCOOCTBYeT
YBETMYECHUIO TIPOIOJKUTEIFHOCTH XXU3HU JIIONe, a
OTCYTCTBME YPUKA3bl ¥ BBHICIIMX MPUMATOB TaeT 3BO-
JIIOIIMOHHOE TPEUMYIIIECTBO YPUKOTEIMIECKUX TTPH-
MaTOB MO CPABHEHUIO C YPEOTEIMYECKUMU MJIEKO-
nutaromwumMu [29]. Ha nonro MK npuxoautcst okosio
MOJIOBUHBI aHTUOKCUIAHTHOK CITOCOOHOCTH TLJIa3Mbl
YeJIoBeKa, U UX aHTHOKCHUIAHTHBIE CBOMCTBA CTOJIb Ke
CWJIbHBI, KaK 1 y aCKOpOMHOBOM KMCIOTHI [21]. Kpome
TOTO, KaTaboJIU3M ITYPUHOB TaKKe OBLJT OOHApY:KEH B
BOUTEIUAJIBHBIX KJIETKaX U 3HAO0TEIMAIbHBIX KJIEeTKaX
cocynoB. MK, cekpeTrpyeMast Ha IOBEPXHOCTH 3TUX
KJIETOK, BXOIUT B COCTaB OMOJIOTMUECKMX XXUIKOCTEH
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(cmroHa, ceKpeT BO3MYyXOIIPOBOMSIIMX ITYTeil U Ap.) U
JeiCTBYET B Ka4eCTBE CUCTEMHOIO aHTUOKCUAAHTa [6].
B crone MK BHOCUT 3HaUMTENbHBIN BKJIaa B aHTUOK-
CUIAHTHYIO aKTUBHOCTD, Ha TOJTI0 KOTOPOM TTPUXOINT-
cs1 okoJio 60% [16]. YpoBeHbr MK B ci1ioHe TaliueHTOB
¢ 3a60JIeBaHUSIMU TIOJIOCTU PTa SIBIISIETCSI OMOMapKe-
POM aHTHMOKCUAAHTHOM 3aIUTHI OT OKUCIUTEILHOTO
cTpecca, Mo3TOMY €ro MOHUTOPUHT B CJIIOHE BaXXeH
KakK TSI TUarHOCTUYECKHUX 1Iejei, TaK M JUTSI KOHTPOJIS
MpoBoANMOI Teparmuu. Kpome Toro, HEKOTOpEIE HC-
clienoBaTe/id COOOIIAOT O KOPPEISILIMU MEXIY YPOB-
HsiMu MK B chIBOpOTKe KpOBH U cltoHe |5, 32].

Bo-BTOphiXx, MK, yBeaunuyuBass 3KCHPECCUIO
nukiookcureHaspl-2 (LLOI'-2) u akTuBupys pe-
HUH-aHTMOTEH3UHOBYIO CUCTEMY, MOAAEePKUBACT
apTepuajibHOE JaBJeHUEe, MPOTUBOAEHCTBYS Ba30I1 -
JlaTaumu, BeI3biBaeMoit NO, 4TO CITOCOOCTBYET MPO-
Judepalny raagKoMBILIIEYHbIX KIETOK B MeAUU [22,
47]. OpHako, 3a CYET YCUJIICHUS OKUCIUTEIbHOTO
cTpecca U CHUXEHUS OMOMOCTYITHOCTU SHAOTENU-
anbHoro NO runepypukeMus BbI3bIBAeT 3HIOTEIM -
aJbHYI0 TUCHYHKINIO [36] M CHUXXEHME KPOBOTOKA
B TKaHSIX-MUIIEHSIX MHCYIMHA. B pe3yabraTe 3TOro B
CKEJIETHBIX MBIIIIAX CHUXAETCS YyBCTBUTEIbHOCTh
K UHCYJIUHY U BO3HUKAIOT TUMEPUHCYJIUHEMUST U
PE3UCTEHTHOCTb K UHCYJIUHY [59]. B-Tperbux, MK
CIIOCOOCTBYET HAKOIJEHHIO XHUpa, a TaKXKe CTU-
MYJUpYeT MIIOKOHEOTeHe3, TeM CaMBIM MOBbIIIAS U
MOAJEPXKUBas B KPOBU YPOBEHb IIFOKO3bI, HEOOXOIM -
MBI 1711 pabOTHl OPTaHOB U TKAaHEM, IIpeXae BCEro
HEPBHOI CUCTEMBI, HAIIPUMEP, B YCIIOBUSIX IJIUTEIb-
Horo rojioganus [9, 10]. B-ueTBepThIX, B pe3yabTaTe
noBpexneHud TkKaHu MK, mokanu3oBaHHasI BHYTpH
KJIETOK, BBICBOOOXIaeTCsI, CTUMYJIUPYET Makpodaru
U MHAYLMPYET BOCTIAJIUTEIbHYIO PeaKkiuIo, 1eiiCTBYsI
KaK MOJIEKYJISIPHBIN MaTTEepH, aCCOLIMMPOBAHHBIN C
nospexaeHueM [23]. Takum obpazom, MK, neii-
CTBYSI KaK MOIIHBIN aHTUOKCUIAHT BO BHEKJIETOU-
HoIt cpene, obagaeT 3alIMTHBIMU CBOMcTBamMu. B To
ke BpeMsl BHYTPM KJIETKU OHa MPOSIBJSIET TPOOKCU-
TaHTHBIe CBOICTBa [55].

Cnoco6Hocth KOP ObICTpO mepexoauThb U3 1eTH-
JIpoTeHa3Ho (POPMBI B OKCUAA3HYIO U TIPOAYLUPO-
BaTb ADK 1 ADA nenaet hepMeHT UacaIbHbIM KOM-
MOHEHTOM OBICTPOro UMMYHHOIO orBeTa [6]. Ilpu
9TOM B peaju3alliy BpOXICHHONH UMMYHHOM 3alu-
Thl HU3KKEe ypoBHU ADPK n ADA BBICTYNAIOT B Kaye-
CTBE BTOPUYHBIX MECCEHIKEPOB B Ilepenavye CUrHaia,
B TO BpeMs Kak Bbicokue ypoBHU ADK 1 ADA oxka-
3bIBAIOT aHTUMUKPOOHOE NeiiCTBUE, KOTOPOE UTPAET
OCHOBHYIO POJIb BO BPOXXICHHOM KJIETOYHOM MUMMY-
Hutere [26]. YoenuTe bHBIX JOKA3ATENLCTB YIaACTHS
ADK n ADA B KIeTOYHOII Iepegaye CUTHAIOB HeET.
OnHako M. Rouquette ¢ coaBTopamu B CBOMX UcClie-
JoBaHUsIx ooHapyxwm KOP Ha BHelIHe# moBepxHoO-
CTH KYJIbTUBUPYEMBIX YEIOBEUECKUX DHIOTEINAIb-
HBIX ¥ SIUTEINANBHBIX KJIETOK, ITPOTUBOIIOIOXHOM
MMOBEPXHOCTHU OJIM3JIEXKAIINX KJIETOK, YIaCTBYIOIINX
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B MEXKJIETOUHBIX B3aUMOAEHCTBUSIX, UTO TA€T OCHO-
BaHUeE TPENOoJOXUTh yyacTrue (pepMeHTa B MeXKJie-
TOYHOI1 nepenave curHana [53]. Kpome Toro, xopoiio
n3BecTHa posb ADK B mepenadye cUrHajgoB B GpuU3MO-
JIOTUYECKUX YCIOBUSIX U MPU MATOJOTUYECKUX COCTO-
aHugx. BepogatHo, yto u ADK, renepupyembie KOP,
TakXe MOTYT BBITIOJHSTh CUTHAJbHYIO (DYHKILUIO B
KJIeTKe U o0ecrneynuBaTh (hM3MOJOTUYECKH 3HAYUMYIO
rnepenayy CUTHaJIOB, KOTOPbIe YYAaCTBYIOT B PEry/IsILIUN
MeTaboI13Ma, BOCTIAIMTENbHBIX Mpolieccax, B MOIY-
JISIUMU KJIETOYHBIX (DYHKIIMI, TAKUX KaK MpoJindepa-
uust, nuddepeHIIUPOoBKa, anomnTo3, ayrodarus, aare-
3ug U Murpauus [54, 56].

DepMeHT TIPOSBISIET KaK MPOBOCHATUTEIHHYIO,
TaK U MPOTUBOBOCHAIUTEbHYIO aKTUBHOCTh. O MU-
KpoounuaHoit cnocooHoctu APK u3BeCcTHO JaBHO.
[ToaToMy 3amuTHasT poJjib (hepMeHTa MPOTUB MUKPO-
OpraHM3MOB B OpraHax M TKaHSIX He BBI3bIBAET CO-
MHEHUU U TOATBEPXKIAAETCI SKCIIEPUMEHTATbHBIMU
JaHHBIMU aHTUMUKpoOHOTrOo MexaHn3Ma KO npoTtus
Salmonella typhimurium [27] n Tem dakTom, 4TO Me-
JUaTopbl UHGEKIIMU U BOCTIAJIEHUS, TAKKE KaK 1IUTO-
KWHBI, UHTEP(EPOHBI U IPYrUe MPOBOCHIATUTENbHBIE
areHThl, cTuMyaupylot npespaiieHue KA B KO, yto
npuBOIMT K reHeparuu ADPK 1 BocnaauTelbHOI pe-
akuuu nHuIbTpauuu Heiirpoduios [12]. B To xe
BpeMs IaHHbIE HEKOTOPBIX UCCIEN0BAHUI CBUIETENb-
CTBYIOT O TOM, YTO KHCJIOPOJHBIE PalMKaIbl MOTYT U
caMM BBICTYIaTh B KaueCTBE MeAMaTOPOB BocTalie-
HUs, a BBegeHne naruounropoB KOP crocob6cTByeT
3amure opraHuima ot Hux [27]. [IpotuBoMukpo6HOE
neiictBue KOP B pesynprate renepamu ADK 1 ADA
BBISIBJIEHO B XK€JIYJI0YHO-KUIIIEUHOM TPaKTe, XKeTUHOM
npotoke, cocynucroM sHaoreauu. KOP takxe urpa-
€T BaXXHYI0 aHTUMUKPOOHYIO POJIb B XKeJIuM, o0pasy-
foleiicst B XKeJTIHBIX TIpoToKax [6]. B akxcepmMmeHTax
Ha Myxax- Ipo3oduiax Moka3aHo, YTO C BO3paCTOM
yXyAlLIeHWE BPOXKIEHHOTO UMMYHHOTO OTBETa MOXET
OBITh TI0 KpalfHE Mepe YaCTUYHO CBSI3aHO C MOTepeid
aktuBHocTu KJII' B mpouecce crapenus [37]. A pa6o-
ta H.Y. Chung neMOHCTpUpYET, YTO HabMogaeMast ¢
Bo3pacToM nosbiieHHass KouBepcus KT B KO mo-
KeT ObITh BaXKHBIM (paKTOPOM, CIIOCOOCTBYIOIIMM YCU-
JIEHWIO TIOYEYHOTO OKUCIUTEBHOTO CTpecca BO BpEMS
crapenus [20]. KOP B ¢popme KO (B pe3yibrate npo-
T€0JIM3a C yYaCTUEM IJIa3MEHHbBIX NTPOTEa3) BBINOJ-
HSET 3alUTHbIE (PYHKIIMU HE TOJBKO Ha KJIETOUHOM
ypoBHe. biarogapsi uMpKyassuu B KPOBEHOCHOM pycC-
Jie (pepMeHT 00eceuynBaeT CUCTEMHYIO 3alllUTy Opra-
HU3Ma [6].

A®K 1 ADA nposBISIOT HUTOTOKCUYECKHE CBOM-
CTBa KakK B (DM3UOJOTUIECKMNX YCIOBMSIX, TaK M TIPU
NaToJOTUYECKUX cocTossHUAX [7]. Bpuio mokasa-
Ho, yTo KOP B KOHBIOTALIMM C aHTUTEIIaM1 001a1a-
€T IIPOTUBOOITYXOJIeBbIM 3 (eKToM Oaromapsi CBO-
el cmocobHocTu nponyurposath ADK, uTo, B CBOIO
odepenb, CHIDKAET POCT PAKOBBIX TKAHEH. DTOT IIUTO-
cTaTUYeCcKuit 3 (HEKT MOXKET OBITh MCTIOIB30BaH IS
Ne 3
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pa3paboTKu (papMaKOJIOrMYECKUX IIPENapaToB C Ce-
JIEKTUBHBIM JIefiCTBUEM TIPOTUB PAKOBBIX KJIETOK |2,
12].

Kpowme toro, NO u A®K, yBearuunBast IpoHULIA-
€MOCTb COCYOUCTOM CTEHKU W MOLYJIHUPYS apTepUaib-
HBII TOHYC, PETYIUPYIOT (PYHKIINIO SHAOTEIUS U YPO-
BEHb apTepuajbHoro gasieHus [12]. HecMotps Ha 1o,
YTO OCHOBHBIM (PepMEHTOM, MPOUBOASIINM OKCUJ
azora, aBisgercsd NO-cunraza, KOP crioco6Ha, B OT-
JIN4ure OT nocienHei, mpomyuuposath NO B Geckuc-
JnoponHbIX yciaoBusx. CinemoBarenbHo, KOP moxer
CITOCOOCTBOBATh BazomuaaTalluu, BeI3BaHHONW NO
MpY UIIEMUHU, KOraa akTUBHOCTb NO-CcHMHTa3bl HU3-
Kag [28]. B To xxe Bpemss NO He TOJIbKO CITOCOOCTBYET
BazoaujaTalliy, HO U NMPUHKMMAaET y4yacTUe B MHOTO-
YHUCJIEHHBIX (DU3UOJIOTUYECKNX (DYHKIIUSIX, BKITIOYAsT
arperanuio TpoMOOLIMTOB 1 UMMYHHEII oTBeT [28, 39].

He menee BaxubiMu pyHkuusgsmu KOP gsasior-
csl COCOOHOCTh METabOJU3UPOBATH KCEHOOMOTUKM,
B TOM 4YMCJIe TPOTUBOBUPYCHBIC W MTPOTUBOOITYXOJIE-
BbI€ areHTHI, O UX aKTUBHBIX METAOOIMTOB; PETYJIS-
LM OKUCIIUTEIbHO-BOCCTAHOBUTEIBHOTO MOTeHILIMANA
KJIETOK, a TakKe JlakTanusd [6]. Beicokoe comepxanue
depMeHTa, OOHApPYXEHHOE B MOJIOYHBIX XeJie3ax Oe-
PEMEHHBIX M KOPMSIINX KMBOTHBIX, JaJI0 OCHOBAHUE
npenmnonoxurhb yaactue KOP B MaMMoreHese u jgak-
ToreHese [27].

B mononHeHue K BhIIIENIEPEYNCICHHBIM MEXaHU3-
maM, ADPK u NO, renepupyembiec KOP, oTBevaloT 3a
MOOUIM3aIUIO Xejle3a u3 ¢peppuTHHA B IIeUyeHU, ad-
copOIMIO Xejie3a B CIIM3UCTOM 000109Ke KAIIeYHUKA
W MHOYKUKIO rponudepaunu [6], a Takke Crmoco6-
CTBYIOT aAUIIOTeHE3y U MMOTEeMHEHUIO OeI0i KUPOBOH
TKaHu [10, 52], a aktuBauusg KOP moxeT Monynupo-
BaTh YPOBEHb IUPKYTUPYIONINX aIUTTOKUHOB [25, 26].
BrI10 Takke MOCTYIMPOBaHO, YTO 0Opa30BaHUE CBO-
O0omHbIX pagukanoB ¢ noMolnsio KOP u npyrux mera-
0OJMYECKUX MYTEH BIMSJIO HAa pa3BUTHUE XKMBOTHBIX

[6].

3AKJIIIOYEHUE

Taxkum oOpa3zoM, KCAHTUOKCUAOPEAYKTa3a Mpe-
CTaBJISIET COOOM CIIOXHBIN (pepMEHTHBIN KOMILJIEKC,
00pa3oBaHHbBIN IBYMsI B3aMMOMNpEeBpallaloIMMUCS
(hopMamu: KCaHTUHAETUAPOTreHA30i U KCAHTUHOKCH -
nasoil. @epMeHT UMeeT YHUKAITbLHOE CTPOCHUE, IIIH-
pOKO€e pacIpoCTpaHEHUE CPeaU XXUBBIX OPTaHU3MOB
U SIBJISIETCSI MHOTO(YHKIIMOHATBHBIM 3H3UMOM. KOP,
SIBJISISICh OMOJIOTMYECKUM KaTaanu3aTOPOM MpPOILIECCOB
KaTtaboyiu3Ma Ha 3aKJII0YUTEIbHOM 3Tare MypuHOBO-
ro MeTaboju3Ma, reHepupyeT OUOIOTrMIeCKr aKTUB-
Hble MeTtabomuThl (MK, ADK, A®A, NO), yyacTBy-
[o1111€ BO MHOTUX OMOJIOTHYeCKUX ((hU3MOJIOTUIECKUX
M MaTOJIOTMYECKUX) Ipolieccax, MIPOTeKaloIIuX B Op-
ranu3me. Pusnosiorndeckas poab KOP 3akiouaercs
B y4acTMU B TaKUX Ipolleccax, Kak BocIaJleH1e 1 cTa-
peHUe, BPOXIEeHHbIII NMMYHHBIM OTBET, CUTHAIbHAS
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TPaHCOYKLMS, KIeTOUuHas npoyiudepalius, anornros,
MaMMOT€HEe3 1 JIAKTOTeHEe3, a TaKXke peryasius GyHK-
LIMU 3HJOTEIUSI U COCYIUCTOrO TOHYCa, META00IU3M
Kejie3da, 1 00yCJIOBJIeHa CIIOCOOHOCThIO (pepMeHTa
TEHEpPUPOBATh CYyNEPOKCUIHBIE PaAUKabl (CUIbHbBIMI
okucauteab) 1 MK (MolHbIM aHTHOKCcUAAHT). JlaH-
HbIIl (heHOMEH cBUAETeIbCTBYET O ToM, uTo KOP sB-
JIIeTCsl YHUKAIbHBIM (pepMEHTOM, 00JIafalolM Mpo-
1 aHTUOKCUJIAHTHBIM MOTEHIIUAJIOM.
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Xanthine Oxidoreductase: Structure, Distribution and Physioloical Role
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Abstract — The article presents an overview of the modern literature on the structure, distribution,
biological and physiological role of xanthine oxidoreductase (XOR). XOR has been identified in all
living organisms, from bacteria to humans. However, only in mammals it is presented in two forms,
other species contain exclusively the XDH form. The enzyme is a homodimer with independent electron
transfer in each monomer. XOR catalyzes the oxidation of hypoxanthine to xanthine and xanthine to
uric acid in the final stage of purine metabolism and is widely distributed enzyme. The review highlights
the forms of XOR and their role in the generation of reactive oxygen species (ROS), reactive nitrogen
species (RNS) and synthesis of uric acid which are involved in many physiological processes. Uric acid
shows antioxidant activity, and ROS and RNS play a role in innate immunity, in signaling, metabolism
of xenobiotics, regulation of cellular redox potential and are also involved in mammogenesis and
lactogenesis. Thus, in recent years significant progress has been made in understanding the biochemical
and physiological nature of this enzyme system.

Keywords: xanthine dehydrogenase; xanthine oxidase; xanthine oxidoreductase; structure; distribution;
physiological role
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Paxk nerkoro u Ty6epKyse3 opraHOB AbIXaHUS SIBJISIOTCS 3HAUMMBIMU MTPoOaeMaMHU JUIsl MUPOBOTO 31pa-
BOOXpaHEHMUsI, 3aHUMAasl TUAUPYIOLIYE MO3ULIMHU 0 3a00JIeBAEMOCTU U CMEPTHOCTU KaK B Pa3BUTHIX,
TaK U B pa3BUBAIOIINXCS cTpaHax. KIIMHMKO-3KCTIepuMeHTaTbHbIE UCCIENOBAHMS TTIO3BOJIMIIN TTOAPOO-
HO M3YyYUTh MEXaHU3MBbI Pa3BUTUS MATOJOTMYECKHUX MPOLECCOB, JieXKalIUX B OCHOBE 00oux 3aboJe-
BaHWii, BIUsIHUE OOJIE3HEN HA MAaKPOOPTaHWU3M, pa3IUYHbIe BApUAHTHI JJeKapcTBeHHO! Tepanuu. [1o
JAHHBIM TTOMYJISIIMOHHBIX UCCTIENOBAHN, B3AUMOBIUSIHUE IBYX MPOLIECCOB HE BHI3BIBAET HUKAKUX CO-
MHEHUI — B paBHOU CTETeHU KaK aKTUBHBIN TyOepKyJe3 U OCTTYOepKyIe3HbIe U3MEHEHMUS SIBJISLIUCH
(hakTopamMu prcka BO3BHUKHOBEHUSI HEOIJTACTUYECKOTO MPOIIecca, TaK W 3JI0KAYECTBEHHAsT OMYyXOJib
coznaBaiia OJaronpusiTHbIE YCIOBUS U MPEANOCHUIKA K Pa3BUTHUI0O MUKOOAKTEpUATbHOU MHGMEKIINH.
OnHakKo BOMPOCH MEXaHW3MOB B3aUMOJICICTBUS OTUX ABYX 3a00JIeBaHUI MTPU UX COYETAHUU OCTa-
IOTCSI OTKPBITBIMU M HEAOCTAaTOYHO U3yYEHHBIMU. B mpenctaBieHHOM 0030pe JuTepatypbl MOAPOOHO
ONKVCaHbl BAPDUAHTHI COYETAHUS paKa JIETKOTO U TyOepKyJie3a JIETKUX, MaTo(pU3n0IOrnyecCKue OCHOBBI
B3aUMOBNUSIHUSI UHGHEKIIMOHHOTO Y HEOTUTACTUYECKOTO TTPOLECCOB: MOAYJISILIUSI UMMYHHOTO OTBETa
Mycobacterium tuberculosis 1 oTIyXoJiv JIETKOTO; CUTHAJIbHBIE ITYyTH OHKOTE€HE3a, aKTUBUPYEMbIe TyOep-
KyJ1e3HO# MHGeKIMel; MeXaHU3MbI ATTUTENUATBbHO-ME3EHXUMATbHOTO TIepeXo/ia B MOCTTYOEPKYAE3HbIX
PYOLIOBBIX UIBMEHEHUSIX U €r0 poJib B (POPMUPOBAHUM TaK Ha3bIBaeMOil “CKapUMHOMBI”; B3aIMOCBSI3b
OTTyXOJTb-OTOCPENOBAHHOMN U TyOepKy/Ie3-acCOLMMPOBAHHON MMMYHOCYIIPECCUU; POJIb CUTHAIBHOTO
nytu PD-1:PD-L u B1usiHre COBpeMEHHBIX BUAOB TPOTUBOOMYX0JIEBO UMMYHOTEpPANIUY HA TEUEHUE
JAHHBIX MATOJOTUYECKUX TTpoleccoB. B 3akimounTeNbHOM YacT 0030pa MpeacTaBieHbl COOCTBEHHbBIE
JAHHBIE DKCIIEPUMEHTAIbHBIX UCCIIEIOBAHUI COUETaHUS paKa U TyOepKyse3a Ha JabopaTOpHOIi Mozie-
71, 0003HAYEHBI TIEPCIIEKTUBHBIC HATIPABICHUS U3YyIeHUST JAaHHOTO BOIIPOCA.

Karouesvle crosa: couetanue paka u TyOepKyJesa, pak JIeTKoro, Ty0epKyJie3 JerKux
DOI: 10.31857/S0301179824030045 EDN: BBJJKM

BBEAEHUNE

Pak nerkoro u TyOGepKyjie3 OpraHoB AbIXaHUS
SIBIISIFOTCSI OMHMMM U3 OCHOBHBIX ITPO0OJIEM MUPOBOTO
3IpaBOOXPAaHEHUSI, COMPOBOXIASICH BBICOKUMU
nokasaTesisMU 3a00JieBaeMOCTU U CMEPTHO-
ctu. ITo nanueim GLOBOCAN, B 2020 1. B Mmupe
3apeructpupoBaHo 2 206 771 HOBBIX ciyyaeB
paka jerkoro (11.4% cpenu BceX OHKOJIOTMYECKUX
Ho3o0JIoTHiT — 2-¢ MecTo) 1 1 796 144 cmepTeii oT paka
serkoro (18% — 1-e mecto). B Poccuu 3a ToT ke rox
3aperucrpuponano 63 883 HoBbix ciyuaeB (10.8%,
3-e MecCTO, IPEUMYIIECTBEHHO MYXKUUHBI — 49.1 Ha

58

100 TeIcsIy HaceneHus) U 54 368 cmepreit (17.8%, 2-¢
MecTo) [84].

INo marHBEIM BceMupHOIT opraHM3any 3ApaBoOX-
paneHus1 (BO3), nuk BHISIBIIEHWS HOBBIX CIIy4aeB 3a-
6osieBaHUd TyOepKysae3oM Habmonaiacs B 2019 . — 7.1
MJTH YeJIOBEK, C TTOCIECAYIONINM CHUXEHEM 3TOTO KO-
JudectBa 10 5.8 miH B 2020 r. (ypoBeHs 2012 1.) 1 po-
ctoMm 10 6.4 miH B 2021 (ypoenb 2016—2017 r). Takum
o6pa3oM, 1o cocTtossHMIo Ha 2021 T. B MUpe NPOXUBAET
10.6 MH yesnoBeK ¢ Tyoepkyiae3oMm [103].

B 2021 r. 61O 3aperucTpupoBaHO OKojo 1.4
miaH cMmepTeit y BUY-HeratuBubix u 187 ThIC. cpenu
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BUY-no3uTUBHBIX MAallUEHTOB C TyOepKyl1e30M
(cHmxeHue Ha 5.9% 3a nepuon ¢ 2015 o 2021 rr.).
ITo nanneiM BO3, B 2019 1. Ty6epkyae3 ObL1 Ha 13
MeCTe Cpelu BceX MPUYMH CMEPTU HACEIeHHUS OT
3aboneBanuii [103].

BrepBbie cocylllecCTBOBaAaHUE JErOYHOTO
TyOepKyie3a U KaplLUHOMBI JETKOro OBLJIO Oomuca-
HO G. Bayle B 1810 1. [13]. B psime cucteMaTHyecKux
0030pOB M MeTa-aHaJM30B aBTOPHI OoOpallanu
BHMUMaHMe Ha HaJW4yMe B3aMMOCBSI3U MEXIY PakoM
JIeTKOro 1 TybepkKyne3oM. 3a nepuop ¢ 1966 mo 2009
I. OBLJIO BBISIBJIEHO, YTO Yy HEKYPSIIMX MNallUEHTOB C
TyOepKyJIe30M PUCK Pa3BUTHUsS pakKa JIETKOTO BbIIIE
B 1.78 pa3, yem y ImanuMeHTOB 0e3 TyOepKyJje3a
[55]. PacmpocTpaHeHHOCTh 3J10Ka4YeCTBEHHBIX
HOBOOOpa30BaHUil cpeay MalMEeHTOB ¢ TYOepKyJie30M
6b11a B 1.6 pa3 Bollle (Jio0ast JoKanusauus) U B 3.2
pa3za BblllIe 151 paKa Jerkoro, 4eMm y MalueHToOB 0e3
TyOepKye3a, 1o TaHHBIM MCCJIeIOBAaHMI 3a TTepUo C
1980 1o 2021 . [60].

Abdehad ¢ coaBropamu omyb6imkoBaau B 2022
I. KpyImHBIH MeTa-aHanmu3 (50 290 maunueHTOB B
KccieayeMoii rpyrme u 846 666 malmMeHTOB B IPYIIIe
KOHTPOJISI), B KOTOPOM BBISIBIUTM KOPPEISIINIO MEXKITY
HaJIudueM TyOepKyje3a M 4YacTOTON pa3IMYHBIX
TUITIOB OITyXOJieil JIeTKOro. ABTOPHBI ITOKa3ajau, 4TO
TyOEepKyJIe3 JeTKNX TTOBBIIIIAeT PUCK Pa3BUTHS paka
Jlerkoro B 2.7 pa3a, B TOM YHCJIe aJeHOKAPIIHHOMBI
— B 2.6 paza, MEJIKOKJIETOYHOTO paka — B 2.1 pasa,
IUTOCKOKJIETOYHOTO paka B 3.6 pasa [6].

I[lo manasiMm Hwang m coaBTOpoOB, Hajluudue
TyOepKyJie3a B aHaMHe3e NoBbIajio B 2.06 pasa puck
3a00J1€eBa€MOCTU pPaKOM JIerKoro (Ha OCHOBaHMUU
JTaHHbIX aHaiau3a 982 797 mauueHnToB). B cTpaHax ¢
BBICOKUM OpeMeHeM TyOepKyie3a pUCK pa3BUTHUS
3JI0Ka4eCTBEHHBIX HOBOOOpAa30BaHUIA JIETKUX Y Ta-
LUEHTOB, UHOPULUMPOBAHHBIX MUKOOAKTepHEil Ty-
oepkyne3a (MBT), nmosbimaics B 2.57 paza [42]. Pe-
3yJbTAaThl HEKOTOPBIX UCCIEIOBAHUN MOKAa3aau, YTO
JUATHOCTUPOBAHHLIN B paHHEM BO3pacTe TyOepKyJie3
M XEHCKMI T10J1 SIBJISTIUCH He3aBUCUMBIMU (paKTOpaMu
pucKa pa3BUTHUS paka Jierkoro [74].

TyOepKkyne3 JerKux TakxKe SBsieTCs (haKTOpPOM
pUcKa BTOPUYHOTO OITyXOJIEBOTO MOPaXKEeHMUS JIETKUX.
MeTtacTtasbl B JIErOUHYIO0 NTapeHXUMY OOHapyxXuBa-
nuch B 1.67 pasa yale y MalmydeHTOB C COYeTaHUEM
OHKOJIOTUYECKOTO 3a00JjieBaHUS U TyOepKyjie3a I10
CPaBHEHUIO C TPYMIIO HEMHDUILIMPOBAHHBIX TyOep-
KyJie3oM manueHToB. ClenyeT OTMETUTh, HaJlNJure
TyOepKyJre3a JeTKUX IT0-pa3HOMY BIIUsET Ha MeTacTa-
TUUYECKYIO aKTUBHOCTb OMYXO0Jeil pa3InyHbIX JTOKAIU-
3anuii. Tak, Ipu MeJIaHOMe MeTacTa3bl B JIETKUX BBISB-
Jsutuch B 1.08 pasa yaiiie y 00JbHBIX ¢ TYOEPKYJI€30M,
npu KOJIOpeKTaJIbHOM pake — B 1.5 pa3za vaiie, rnmpu
pake MOJI0OYHOI Xkene3sl — B 2.05 pasa, mpu capkome
MSITKMX TKaHeil — B 2.1 pa3a [38].
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Takum oOpa3zom, pe3yabTaThl MOIIYISIIMOHHBIX
HUCCIIeNOBaHUM YKa3bIBalOT Ha HEOCIIOPUMYIO CBSI3b
MEXy JByMS TaTOJIOTUYECKUMMU TpolieccaMu — TYy-
OepKyJIE30M U PAKOM JIETKOT0. MHOXeCTBO 3MUAEMUO-
JIOTMYECKUX UCCAEN0BAaHN IEMOHCTPUPYIOT KPATHBIN
POCT 4acTOThI TYOEPKYJIE3HOTO TTOpaXKeHUsI y MalieH-
TOB C 3JJ0KaUYE€CTBEHHBIM IMPOILIECCOM B JIETKOM U Vice
versa. OMHAKO MeXaHU3Mbl B3aUMHOTO BIUSIHUS 3200~
JIEeBAaHUM 1 NaTO(PU3UOJOrMYECKUE OCHOBBI Pa3BUTHUS
onHoro 3abojieBaHUsI Ha (hOHE IPYroro ocTalTcs a0
KOHIIa HE U3yYEHHbIMMU.

OCHOBHBIE BAPUAHTHI COHETAHUA
PAKA JIETKOTI'O U TYBEPKVIIE3A

B HayyHBIX MyOJMKaLMSIX OMKUCAaHbl TPU BO3MOX-
HBIX BapyaHTa COYETaHMSI paKa JIETKOro 1 TyOepKyJje3a
JIETKOTO:

— JIB€ MaTOJOTUU, TIPOTEKAIOIINE HE3aBUCUMO IPYT
OT Ipyra;

— BO3HUKHOBEHME paka JIeTKOTo Ha (oHe
TyOepKyJIe3HOTO TIpolecca H/UIU B 30HE
MOCTTYOepKyJIe3HbIX U3BMEHEHUIA;

— BO3HMKHOBEHHE TyOepKysie3a Ha ¢(oHe
OHKOJIOTUYECKOTO 3a00jieBaHus, B TOM YKCJIE U Ha
(boHe TIPOTUBOOITYXOJIEBOIT TEpaITHH.

PAK JIETKOT'O HA ®OHE
TYBEPKVIIESHOI'O ITPOLIECCA

XpOHUYECKOE BOCIAJIEHUE SBISETCS M3BECTHBIM
TPUTTEPOM BOZHUKHOBEHMSI ajibTepalliii B KIETOYHOM
reHOME U MOCJEeAYIOIIMX 3TaloB KaHIleporeHesa.
OOHUM K3 BO3MOXHBIX MEXaHU3MOB BO3HUKHOBE-
HUS paka JIETKOro mpu TyOepkyJie3e sBJISIeTCS JIo-
KaJibHasi UMMYHOCYITIpeccUsl Ha (pOHe IIUTEbHO Cy-
niecTBylonieit mHpekuu. Beicokas yacToTa paka
JIETKOTO, AMCCeMMHUPOBaHHO capkoMmbl Karmoiiu,
HEXOMXKKUHCKON JuM@POoMBI y manueHToB ¢ BUY-
nHpekueit unu nHdekuueit, BbI3BaHHOU Myco-
bacterium avium-KOMIIJIEKCOM, TaeT BO3MOXHOCTb
MNPennojoXUTb, YTO 3TU COCTOSHUS CBSI3aHBI
C TMEepPexoJOoM OT BOCHAJUTEIbHOU OUCIIA3UU
K 3JI0KaueCTBEHHOM Heomma3uu [62]. Kpowme
TOTO, OJHUM M3 MOAYJSITOPOB BOCHAJIUTEIbHOTO
OTBE€Ta Ha MMKOOaKTepuadbHYl0 HH@EKIIUIO
SIBJISIETCSI TIOBEPXHOCTHBIM IIanepoOHO-MOA00HBIMI
MOJIUIIENITUAHBIA OenkoBbli KoMILiekKc GroEL2
(OCHOBHOW CTUMYJSATOP MMMYHHOTO OTBeTa
Ha BBeneHue TyOepkyiauHa). IIpu paspymeHun
MOJUMENTUIHBIX CBSI3EM MOJ AeCTBUEM CEPUHOBOI
nportea3sl Hipl “moHomep” GroEL2 oxkaspiBaer
YyrHeTamwlee BO3AEWUCTBUE HA BPOXIAEHHBIN
WMMYHHBII OTBeT [34].

IMomamas B mpIxaTeiabHBIC IIyTH, MUKOOaKTepuUs
Tyoepkyne3a (MBT), npexne Bcero, (parouuTupyercst
MakpodaraMu 1 JeHAPUTHBIMU KJIETKAMU — TIepBOit
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JIUHUEW 3allUThl. AJIbBEOJIIpHBIE MaKpodaru,
3aXBaTUBIIME KJIETKU MUKOOAKTepuii, HAUMHAIOT
npoanyuupoBath WMJI-1, KoTophlii NOBHIIIAET
NPOHUIIAEMOCTh aJIbBEOJNSIPHON Oa3anbHOM
MeMOpaHBbI, 4TO, C OOHOM CTOPOHBI, CITOCOOCTBYET
BBIXOAY KJIETOK K MecCTy MHGMEeKIUu, a ¢ ApYrou
— MPOHUKHOBEHUIO MUKOOAKTEPUil B JIETOUHBIN
untepctuuuii [24]. INocae pacno3HaBanuss MBT
Makpoddaru cekpeTupywT uutokunsl MJI-12, WUJI-
23, WJI-18, 4yToOBI 3amyCTUTh KacKaa peakUuil 1is
cuHTe3a nHTeppepoHa-ramma (MPHy) n dpakTopa
Hekposa oryxonm aiabda (PHO-a). [Tomumo 3Toro,
B Makpodarax 3aIyckKaercsl mpolecc Mojsipu3alnuu
(nuddepeHLIMpOBKa ¢ 0OpeTeHUEM OIpeneIeHHBIX
cBoiicTB) [64]. Makpodaru B npolecce MoJsipu3aluu
aensTes Ha 2 tuna: M1-tun (mpoBocTaJUTEIbHbIN)
U M2-tun (DpOTUBOBOCHAJUTENbHBIU U
CIIOCOOCTBYIOIINI pereHepauum TKaHei) [32].
IIpoBocnanutenpHbple M1-Makpodaru cnmocoOHBI
BBICTYNATh KaK 3¢ (EKTOPH IMIPOTUBOOITYXOJIEBOM
3aIUTBl  (MX BBICOKAasA KOHIEHTpAIlUs
accolMpoBaHa ¢ 0oJjiee 0JIAaronpUsATHLIM Te€YEHUEM
OHKOJIOTMYECKOro 3aboJjieBaHHUs), B TO BpeMs
Kak M2-monyasuus COmeCTBYET CTUMYISLIUU
aHTUOTeHe3a, PEKPYTHUPOBAHUIO JEHKOIMTOB U
0011Iei1 UMMYHOCYNIPECCUH, PA3BUTHUIO OITyXOJIU KakK B
MEePBUYHBIX, TAK U B METACTaTUYECKUX Ooyarax yepes
JECTPYKIHMIO Oa3aibHOM MeMOpaHEbI [96].

[MTpouecc monsipu3anuu oOpaTUMBII — Opyrue
KJeTKM UM NaTOTeHbl 4Yepe3 CUTHaJbHbIE
MOJIEKYJIbl MOTYT BJUSATH Ha Tpollecc oOpaTHOM
nudoepeHuupoBku Makpodarosn [14]. [Tepexony Ha
M2-otBeT cnocobcTByeT 6ennok ESAT-6, kKoTophiii B
HavaJie 00JIe3HU UTPaeT PoJib MPOBOCTAIUTEIbHOTO
areHTa, CTUMYIupys BeipaboTky WJI-6, a mo3xe,
Hao00pOT, MOBBILIAET BHIPAOOTKY UMMYHOCYIIpeccaHTa
NJ-10 u cuuxaer cunre3d UJI-6, cmocobcTBYyeET
¢dbopMupoBaHUIO IEHUCTHIX MakKpodaroB B
rpanyieme. MBT Takxke obGiamaeT MexXaHU3MOM,
CIIOCOOHBIM OJIOKMpPOBaTh moJsipu3anuio mo Ml-
nytu — mnop BosaeiicrBuem MJI-6 mHrubuposaTh
tpaHckpunnuio U®Hy, mpuBoas K mepexonay Ha
M2-nyty nuddepenuuposku [89]. Ha paHHeil
cTaguy TyOepKyJIe3HOro Ipoiecca Ipeobdnamgaor M1-
Makpodaru, co BpeMeHeM OajlaHC CMEIIaeTcsl B MOJIb3y
M2-deHoTtuIa, 4To KOppeaupyeT ¢ (akToM pa3BUTUS
paka JIErkoro y NalueHTOB C JUIMTebHO-TEKYLIUM WU
paHee rnepeHeceHHBIM TyOepKyne3oM [76].

BocnpumMyrBOCTb OpraHu3Ma K TyOepKyJie3y U ero
MPOTPECCUPOBAHUE ACCOLIMUPOBAHBI C TTOBBIIIEHHBIM
YPOBHEM LIMTOKMHOB BOCHAJUTEJIbHOTO OTBETa
M2-tuna (UJI-4, NJI-13, NJI-10). B To Bpems Kak
yCIelHoe Je4yeHne crocoOCTByeT nepexony oT M2-
MakpodaraabHOro orBeTa K M1, KOTOpbIil SIBIsIETCS
ryouteabHbIM Kak 11t MBT, Tak 1 1)1 KJIeTOK OITyXOJIH.
M1-oTBeT cBSI3aH C MOBBIIIEHUEM KOHIIEHTpalluu
MOHOOKCHJA a30Ta, KOTOPbIi B aKcriepumeHTe [78]
WHTUOUpOBa POCT BMUACPMOUTHON KapLMHOMBI
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yenoBeka A431. AKTuBHBIM M2 OTBET IIPpUBOIUT
K TIPOTHUBOBOCHAJUTEIbHONH aKTUBHOCTHU B
MUKPOOKPYKEHUU OITYXOJIM, CITIOCOOCTBYET OObIIeiH
skcnpeccun PD-1 u CTLA-4, xoTopble, SIBIASISICh
KOHTPOJIbHBIMU TOUKAMU UMMYHUTETa (CUCTEMBI MH-
TMOMTOPHBIX MEXAaHU3MOB PETyISIUN UMMYHHOTO
OTBETA), OCIA0JISIIOT CIIOCOOHOCTh IUTOTOKCUYECKUX
T-nuMbdoUUTOB OOPOTHCSI C OIYXOJEBBIMU
KJaeTKaMu. M2 onyxojdb-acCOLMUPOBaAHHBIC
Makpodaru MTHTMOMPYIOT alloNTO3 U CIIOCOOCTBYIOT
npoavdepanuu KJIeToK 0jarogapsi 3KCIpeccuu po-
croBbix ¢aktropoB TGFB u EGF [14].

Mpycobacterium tuberculosis criocoOHa HaIpsSIMYIO
BJAUATh Ha MPOILIECCHl KIETOYHOTro neneHus. Tak,
(bepMeHT MUKOOAKTepUil MPOTEUH-TUPO3UH (HOC-
dataza A (IITD® A) mHTrUOUpPYyeT TPaHCKPHUITIINIO
reHa GADDA45A, oTBETCTBEHHOTO 3a CUHTE3 OJHOTO
13 OEIKOB KOHTPOJBHON TOYKU KJIETOYHOTO ITMKJIA,
3a KJIETOYHBIN poCT, cTapeHue u cmepth [93]. [ITD
A Takxe ycumiumBaeT 3Kcipeccuio rema MKI67
(oTBeTCTBEHHOTO 3a cHMHTe3 Oenka Ki-67), 4to
CITOCOOCTBYET YCUJIEHUIO KJIETOYHOM Tposudepaluu,
MUTpallMM U UHBA3UBHOCTH MOPaXKeHHBIX KJIeTOK [ 18].

MBT rtakxe mHAayuupyeT Boipaborky @HO-a,
ND®HYy u pasnuunbix uHtepieiikuno. ®HO-a u
WJI-6 ycunmBaroT 3KCIPECCHIO T€HOB, KOTMPYIOIIUX
aHTHaImoInToTu4Yeckue 6enku dyepe3 NF-xkB —
CUTHAJIbHBII TTyTh B SMUTENINATbHBIX KJIETKaX JEeTKOTO,
MPUBOJIS K Pa3BUTHUIO paKa JIeTKoro [45, 96]. UHbekLus
BII2K B skcnepuMeHTe aKTUBUPYET CUTHAJbHBIN
nyts SHH (Sonic Hedhehog), B pe3ynbrate yero
MIPOUCXOAUT UHTUOUPOBAHUE IKCTIPeccuu 6esika pS3 u
nomaBiienrie ®HO-a-3aBrUCcHMOro TIpoIiecca armonro3a
[40].

AkKTuBHBIE (popmbl Kuciopoga (ADK), koTopkie
SBJSIIOTCS OJHUM K3 OCHOBHBIX MEXaHW3MOB
60pb0OBI Makpoopranusma ¢ MBT, aktuBupyior
curHaibHble TyTy jun/fos u NF-kB, moBbllaloiiye
npoaudepaTUBHYI0 aKTUBHOCTb KJETOK 3a cyeT
WUHTUOMpPOBaHUS 3Kcrnpeccuu p2l u OGioKaabl
KOHTPOJBHON TOYKM KieTouHoro nukina G2/M,
YTO MPUBOJUT K HEKOHTPOJUPYEMOMY MUTO3Y
okpyxXammux kietok [45, 74]. Kpome ToTO,
AD®K ctuMynupyloT cuHTe3 dochonunasnl A2,
TEeM CaMbIM 3allycKasi CMHTe3 3MKO3aHOMUIO0B U3
apaxMJIOHOBOW KHUCJIOTH. B xome BocmaiaeHus
pa3fuyYHble KJETKU JIeMKOUMTaAapHOTO psjaa
aKTUBUPYIOT CMHTEe3 HukKjaookcureHassl 2 (IIOI-2),
CcIIocoOCTBYs BhIpaboTKe IpocTtarianauHoB (I1T).
XpoHHUYECKOe BOCHAIEHUE MOAIEPXKUBAET BBICOKYIO
koHueHTpauupo I[OI'2-onmocpenoBanubix IIT
(ocobenHo IITE2), koTopble MHTUOUPYIOT allONTO3,
CTUMYJUPYIOT aHTMOTEeHE3, TEM CaMbIM Y4acTBYS B
BbDKMBAHWU MYTAHTHBIX KJIOHOB KJIETOK U MOBBIIIIE-
HUM X MHBa3uBHOI criocooHoctu [10]. CHuXeHue
kKoHueHTpauuu I[OT-2 cHUXaeT 3KCIpeccuio
MaTpU4YHOU MeTaljnomnporenHassl (MMII) 9,
CBSI3aHHOI C MUTpallMeid U UHBA3UEN OITyXOJEBbIX
Ne 3
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KJIeTOK 4yepe3 curHanbHble Iyt AP1, NF-kB, u Akt
[73].

MBT u mnoBpexaeHUE OSMNUTEIUOIUTOB
WHAYIUPYIOT YCUJIEHHYIO JKcIipeccum M2-
MakpodgaramMmu 6eJKOB curHajabHoro nytu Wnt [15,
101]. bmaromaps B3ammoneiictBuio Wnt-iauraHga
C BHYTPMUKJETOYHBIMU OeJiKaMu [-KaTeHUH He
ToaBepraeTcsl yOMKBUHTUHU3AINNY, HaKaTlJIMBAETCST
B LIUTOIUIa3Me U TPaHCIIOPTUPYETCS B SAPO, Tae
cniocobceTByeT ymanenuio caiinencepa TCF\LEF-
cemeiictBa reHoB (c-Myc, CyclinD-1, Axin2,
meTaanonporenHadsl, CD44, raMmMa-peLenTophl,
aKTUBHPYEMbIE NMEPOKCUCOMHBIM TposindepaTtopomM
(PPAR-v)), oTBEeTCTBEHHBIX 3a Ipojudepanuio,
I bepeHIUPOBKY U BbKMBAHUE KJIETOK. AKTUBALIUS
3TOTO0 CUTHAJIBHOTO IYTH MPUBOIUT K MOBBIIICHUIO
BKCHPECCUN MATPUKCHBIX MeETaJIONPOTEMHA3
(ocobeHHo MMII-7), yyacTByIOIIMX B JIerpagaluu
AKCTPALIETIONAPHOTO MaTPUKCAa M yBEIMYEHUU
MHBa3UMBHBIX CBOMCTB KJieTOK [48, 78]. Eme onHoit
W3 TOYEeK IPUIOKEHUS CUTHAJBHOTO MyTH Wn-
t/B-KaTeHUH sABAsIeTCSl “0e0K, MHAYLIMPOBAaHHBII
cUrHaJbHBIM IyTeM Wnt-17 (WISP-1), ycunuarommii
npoaudepanuio 1 MUTpaluio KJIETOK. Y MallueHTOB
C HEMEJIKOKJICTOYHBIM PaKOM JIETKOTO BBISBIISIETCS
runepakcrnpeccus WISP-1 19, 48].

Makpodaru, ogHU M3 OCHOBHBIX KJIETOK,
yyacTByomux B 6opede ¢ MBT, aBiasioTcss Takxke
WCTOYHUKAMU POCTOBBIX (PAKTOPOB BBIXKHMBAHUSI
KJIETOK (2muperynuH, oenok cemeiictrea EGF, onun
n3 aurangoB EGFR, VEGF) [65, 68]. Kpowme ToTO,
TIEpEeHECEeHHbIN TyOepKyJie3 JIErKMX acCOLIMMPOBAH C
noBbIIeHHOM YyacTtoToit mytanuit EGFR B kieTkax
ajeHOKapLUrHOMEI [41, 61].

ONUperyiuH CTUMYyJIuUpyeT TMpoJindepannio
bubpobsacToB, remaTouMUTOB, INIaAKOMBILIIEYHBIX
KJIeTOK W KepaTUHOIMTOB. OCHOBHOU (YHKIIUEH
MUperyjiuHa sBJsieTcsl ydyacTue B Ipolieccax
3aXUWBIICHHST TKaHeil B odare BocmajgeHus. OmHaKo
MpU JJIUTEBHO TEKYIIIEM XpPOHUUYECKOM BOCTAJICHUH,
Hanpumep npu MDBT-undekuuu, ero byHKUUI
MOXKET OBbITh HallpaBjieHa MIPOTHUB OpraHU3Ma X0351MHa,
TTOCKOJIbKY OH SIBJISIETCS POCTOBBIM (DAKTOPOM IS
M3MEHEHHbIX SMUTEIUATbHBIX KJIETOK U KOMIIOHEHTOB
oKpyXartouieit crpombl [68]. Tmmepakcnpeccus
SMUPEryJnHa KOPpeJupyeT ¢ OCJI0KHEHHBIM TeUeHUEM
EGFR+ HeMeIKOKJIeTOYHOTO paKa JIErKOTo, ITOBBIIIAs
€ro MHBa3MBHEIE CBoOiicTBa [66].

EGFR-myTanus gaie BoisgBiisieTcs (56% MpoTuB
34%) y mauimeHTOB ¢ TyOEepKyJIe30M JIETKOTO, YeM B
rpyIne naiueHToB 6e3 nociueaHero. [lepeHeceHHbIN
TyOepKyjie3 He3aBUCHMMO aCCOLIMMPOBAH C BBICOKOM
yacToTolil BbIsABJIeHUs MyTauuit B reHe EGFR
(otHoureHue 1maHcoB 1.43). B 74% cnydaeB onyxoJb
JIETKOTO Haxonwiach B UTICUJIaTePaTbHOM JIETKOM (13
HUX MOJIOBUHA — B TOI ke noJjie). CTOUT OTMETUTD,
YTO MALMEeHTHI C TYOEPKYJIE3HBIMU U3MEHEHUSIMU XYKe
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Ne 3

OTBeYaJIM Ha TApTeTHYIO Tepanuio MHTMOUTOpaMU
TUPO3UH-KNHAa3HI [41].

Tybepkyne3dHass MHPeKOUSI, HUCIOIb3Yd
coocTBenubie 6enkm (IITD A, 6emoxk GroEl2),
AKTUBUPYS CHUTHAJbHBIE TIYyTU KIETOK
Makpoopranusma (mojsgpusanus Makpodaros, Nf-
kB, Wnt u npyrue), cnocodHa BAMSITh Ha META00IU3M
U XKU3HEACSATEAbHOCTb IMOCHEAHUX, MNPUBOIS K
nepecTpoiike MpOILEeCCOB KJIETOYHOrO Pa3BUTHUS U
KJIETOUHOTO JIeJIEHUsI C MCXOIOM B HEOILIa3uIo.

PAK JIETKOT'O B 30HE .
ITOCTTYBEPKVJIE3HBIX UISMEHEHNUN

I[Ipu nnuTenbHOM BOCHAaJeHHHM ITPOUCXOISIT
pa3InYHble U3BMEHEHUS B MUTEINN OPOHXUAILHOTO
JepeBa: YBEJIMYMBAETCS YMCIO OOKaJIOBUIHBIX
KJIE€TOK BIIJIOTh JIO TIOJHOTO 3aMelleHUs
PECHUTYATHIX, YCUIIMBAETCS Mpoliecc Mpoudepaluu
BMUTEINOLUTOB, 0a3ajbHbIE KIETKU B 30HE Ne(heKTOB
IpeTepIieBalOT TUIMEPIUIA3UuI0 C MHOCIeAyIoIleit
MeTamnjaa3ue B MHOTOCJIOUHBIN MJIOCKUMA 3MUTEINI
[4]. XpoHnUYecKkoe BocnajgeHNe MPUBOIUT K THOEIN
KJIETOK, CTUMYJIUPYET Mpojudepanunio KIETOK,
AKKYMYJISILIMIO JIEMKOLIMTOB U MPOBOCIATUTENbHBIX
XEMOKMHOB, U30BITOUHYIO mnpoaykuuw ADK
¢ noBpexaenuem JHK [96]. HenpepsiBHEIE
MpoLEeCChl aJIBTEPALlU U MpoJrdepaluyu IPpUBOIIT K
dopMUpoBaHUIO PUOPO3HBIX UBMEHEHM I ITapEeHXUMBbI
JIETKOTO, aCCOLIMUPYIOIIUXCS ¢ (pOpMUPOBAHUEM paKa
Jgerkoro. [ToBTopstoleecs: MoBpexaeHue TKaHel 1
nocnenyomue omnoku penapaunu JHK mpuBonmaT k
HapYLIEHUIO KJIETOUHOTO AbIXaHUs, JOITOJTHUTEIbHOMK
AKTUBAlLlUM POCTOBHIX (PAKTOPOB M aKKyMYJISILIUU
¢duobpobmacToB, amonto3y KjieTokK. IloBBIIIeHHAas
npoaudepanus, runeprjasdus U MeTanjasus
BTUTETNOINTOB MOXET MPEACTaBISITh OCHOBY IS
pa3BuUTHUS paka jerkoro [48, 74].

Pak nerxkoro B pyO1ie (“scarcinoma”) BrepBbie ObLI
onucaH G. Friedrich B 1939 r. — 3710KauecTBeHHas
OMyXxoJib Opajla cBO€ Hauvajao U3 nepudepudeckux
pyOLOBbIX U3MeHeHul Jierkoro [33]. ITo maHHBIM
JINTEpaTyphbl, paK JIETKOTO B 2.2 pa3a Jyallle BhISIBIISIETCS
npu HaauIuu (PUOPO3HBIX UBMEHEHUI B JIETKUX, U B
2.6 pa3 nipu nuddy3HOM MopaxkeHUH Jierkoro [99].
Jlerounslit ¢pubpo3, Kak pe3yabTaT pereHepauuun
TKaHeil moclie TybepKyne3HOoU uHpeKIuu, 3a
CYET MOBTOPSIOIIMXCS LUKIOB BOCIAJCHUSI U
BOCCTAHOBJIEHUSI TKaHE co3maeT OJIaroIpUsITHBIE
ycoBUS 1J11 oHKoreHe3da. C npyroii CTOpOHBI, pak
JIETKOrO MOXET pa3BUBAThCSl aBTOHOMHO B 00J1aCTU
TyOepKyJe3HOM UHGpEKIUU U MPOBOLUPOBATH
peakTHBaIIMIO JATEHTHOM TyOepKyae3HOoi nHpeKIun
BCJIEACTBUE OCIa0JIeHUs JOKaJIbHOTO MMMYHUTETA
[68].

ITpouecc prbpo3a conpoBoXIaeTCs HapylIeHUeM
HOPMaJIbHOM apXUTEKTOHUKU TKAHEH C aKKyMYJISLIUEA
MEe3eHXMMaJIbHBIX KJIETOK, 3aMeIlaloIIUX HOPMaJIbHYIO
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JIETOYHYIO TTApEHXUMY — TaK Ha3bIBaeMBIil TIpoIlecc
BNUTeNNaTbHO-Me3eHXUMaJIbHOTO Tiepexona (DMIT).
OH WHULMUPYETCA Pa3TUIHBIMU IIUTOKWUHAMU U
curHaJlbHeiMU nytamu: MJI-1, UJI-8, ®HO-aq,
0eJIKOM XeMOoaTTpakKTaHT MOHOLIMTOB- 1, (pakTOp pocra
TPOMOOLIMTOB, MHCYJIMHOIIOAOOHBIM (haKTOPOM pOCTa
(MDP), TpaHchopMmupymium pakTopoM pocta 3
W KOJUTaT€H-CBSA3BIBAIOIINMH OeIKaMM TEIUIOBOTO
1I0Ka; CUTHaJbHBIMU NyTsIMu — Wnt, Notch, epi-
thelial growth factor (EGF), hepatocyte growth fac-
tor (HGF), fibroblast growth factor (FGF), HIF,
SHH [5, 10, 69]. B mponecce DMII npoucxoaur
peopraHmu3anus OENKOB KJIETOYHBIX KOHTAKTOB,
SMUTETNOUUTEl TEPSAIOT CBOU (PEHOTUITUUECKUE
MMpU3HaK#, obpetas MopdoJornIecKrue CBOMCTBA
BBITSIHYTBIX (PUOpoOIacToB. AMMKaIbHO-0a3ajbHas
MOJSIPHOCTh M HalM4ne OOKOBBIX KOHTAaKTOB
SIUTEMOLMTOB 3aMEHSIOTCS Ha TepeaHe-3aaHI00
MOJIIPHOCTb ME3€HXMMaJbHBIX KJIETOK, KOTOpPHIE
JINIITb Yy9aCTKaMU CBSI3aHBI C COCETHUMU KJIETKaMM
U DKCTpalEJIIASIPpHBIM MaTpukcoMm. Bce sTo
COMpOBOXAAeTCS WHTUOMpoBaHWeM E-kaarepuHa,
TpaHcJoKaluen B-KaTeHnHa ¢ TOBEPXHOCTH KJIETOK
B SIAPO U YCUJIEHHUEM BKCIIPECCUU Me3eHXUMaJIbHBIX
MapKepoB (BUMEHTUH, GUOPOHEKTUH, N-KaarepuH)
nox neiictBueM TGF-f [3, 39, 48]. CurHanbHbIi
nytb Nf-kB yuactByer B aktuBamuu OMII n
npsiMoii akTuBauuu MMII-9 u KonnareHassl 4 Tuna,
YBEIMIMBast KJIETOUHYIO MHBAa3UBHOCTE [39, 69].

ITocTtTyOepKyJNe3Hblii (GubOpo3, aKTUBUPYS
curHajabHbli myTh NOX4, co3naer 6garonpusiTHbIe
YCJ0BUSI MUKPOOKPYXXEHUS JJIs1 Pa3BUTHUS OIyXOJIH.
NHrubupoBaHue 3TOro CUTHAJIbHOTO MYTU aKTUBUPYET
LIUTONIPOTEKTUBHYIO ayTodaruio u mpekpaiieHue
OMII B Gpubpo3HOIF TKAHU, TPUBOAUT K CHUKEHUIO
cekpeunu TGF-f, ®DHO-a u UJI-6. ITpu stom NOX4-
WHAYLIMpOBaHHAs ayTodarus sBIsieTcs 3J1EMEHTOM
MPOTUBOOITYX0JIEBOIO UMMYHUTETA HE TOJbKO IS
paka JIeTKOTo, HO U [IJII OIyXOJIei ToJIoBbI U 1ieu [47,
95].

Takum o6pa3oM, pa3BUTHE HEOIJIACTUUYECKOIO
Mpoliecca B TKaHSIX JIETKOT'0 MOXET ObITh MHAYLIMPOBa-
HO HE TOJIBKO aKTMBHOI TYOepKyJie3HOM NMH(pEKLIEH,
HO U MOCTTYyOepKyJIe3HbIMU U3MEHEHUSIMU. XpOHUYE-
CKO€ BOCITaJIeHHe W COMTPOBOXAAIOIINE €TI0 MPOLECCh
aJlbTepallii U pereHepalnu, a Takke rpouecc SMII
OPUBOAAT K AU3PETYISILIMU BHYTPUKIETOUHBIX MPO-
11eccCOB U (POPMUPOBAHUIO MPEATIOCHIIOK K Heorla-
cTUYeCcKOM Tpolieccy. KpaliHe BaXKHO yUUThIBATh TaH-
Hbl€ (PaKThI U TTPU CXOXKUX KITMHUYECKUX TTPOSIBIIEHUSX
nnbdepeHIIMPpOoBaTh PELIUMAUB JIETOYHOTO TyOepKyJie3a
U pa3BUTHE 3JI0KAUECTBEHHOTO HOBOOOPa30BaHUSI.
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PASBUTHUE TYBEPKVIIE3A
YITAIOMEHTOB CO 3JIOKAYECTBEHHbBIMHA
OIYXOJIAMMN JIETKHUX

MeTta-aHanu3 23 ucciienoBaHUil mokasall, YTo
pacnpocTpaHEeHHOCTh TyOepKyiesa JIeTKUX cpe-
I GOJTBHBIX pakoM JieTkoro cocrasisgeT 0.18% (593
u3 324 041 naumenTos). I1pu 3ToM 3a001€BaeMOCTh
TyOepKyJIe30M CpPEIH MAIllMeHTOB CO 3JT0KAYeCTBEHHBI -
MU 3a00JI€eBaHUSIMU JIETKMX COCTaBuIa 83 ciydast Ha
100 000 Hacenenus [21].

Hanuyue 1106010 OHKOJOTMYECKOro 3a00eBaHuUs
caMo 10 cebe TTOBBIIIAET PUCK Pa3BUTHUS TyOepKyie3a
OpraHoB abiXxaHus B 2.6—4.7 paza, 110 JaHHBIM HEKO-
TOPBIX aBTOPOB. Y MallMEHTOB, CTPAJaIOIINX OT paKa
JIETKOTO, PUCK 3a00yieBaHUS TyOEPKYJIe30M B 6—9 pas3
BBIIIIE, YeEM B OOBIYHOM nomynsauuu [21, 29, 46].

B uiccnemoBannu Liao u coaBTopoB cpeau 71 793
OOJILHBIX CO 37T0KaYeCTBEHHBIM HOBOOOpa30BaHWEM
JIETKOTo 0e3 Kakoro-inbo TyOepKyae3HOro aHaMmHe3a
y 1335 (1.86%) GbL1 BBISIBJICH TYOEpKY/Ie3 JIETKUX 3a
nepuon HaomwoaeHus ¢ 2007 mo 2015 ron. ABTOphI
BBISIBUJIM YTO MYXUMHBI, OOJIbHBIE PAKOM JIETKOTO,
noABepKEeHBI 3a00JIeBaHUIO TYOepKyJie30M B 2.4 pa3a
yaiie, 4YeM XKeHIIMHbI. Hanboplnii pucK pa3BUTHUS
TyGepKy/ie3a 0OHapYXUBaJICA y TAlIMEHTOB cTapiie 60
JIET C OITYXO0JIbIO OOJIbILIE 4 CM WJIM MEHbIIIETO TMaMeTpa,
HO CO BTOPUYHBIM MOpaxXeHUeM JUM@aTUIeCKUX
y3i0B (otHolueHue puckoB ais 11, 111 u IV craguit
coctaBuyio 1.4, 1.52 u 1.4 cooTBeTcTBeHHO). [Ipu
3TOM XMMUO- M JIyueBasi Tepamnus TOCTOBEPHO He
BJIMSLIA Ha PUCK pa3BUTHUs TyOepKynesa. [1pu pacuere
MmoKazaTeseil ¢ y4eTOM CMEPTHOCTU 0Ka3ajoCh, YTO
cragus 3a0oJieBaHUS He BIIMsIa Ha 3a00JIeBa€MOCTD
TyOepKye30M, TOTIA KaK XUPYypTrudecKoe JedeHNe U
MPOBeICHNE XUMUOTEPATTUH SIBIISUTUCH JOCTOBEPHBIMU
(¢hakTopamu prcka (CKOppEeKTUPOBAHHOE OTHOIIIEHUE
puckoB 1.5 u 1.2 coorBeTcTBeHHO). OTHOIIIEHUE IIaH-
COB pa3BUTHS TyOepKysne3a JIETKUX B 3aBUCUMOCTH OT
TMCTOJIOTUYECKOTO THUIIA OMYXOJM Pasinyaioch IO
IBYM TapaMeTpaM — IPOBeNeHUe XUPYPIUYECKOro
nedenus (1.6 It HeMeJKokieTouHoro u 0.6 st Me-
KOKJIETOUHOI'O paKa JIeTKOro COOTBETCTBEHHO) U MPO-
BeneHue xumuorepanuu (1.2 11st HeMeJIKOKJIETOYHOTO
U 2.4 07151 MEJIKOKJIETOYHOTO paKa JIETKOTO COOTBET-
CTBEHHO) [56].

I[To ganHeiM Kuo u coaBTOpoB, MedauaHa
BBIXXKMBAeMOCTH C COYETAHUEM HEMEJIKOKJIETOY-
HOTro paka JIeTKOTO, 0COOEHHO MJI0CKOKJIETOYHOI'O
paka, u TyOepKyne3a OblIa 3HAYMMO OOJIbIIIE, YEM Y
MNALMeHTOB ¢ U30JIMPOBAHHBIM HEMEIKOKIETOYHBIM
pakowm Jjierkoro [49]. OgHako, 3TU TaHHbBIE MOTYT OBITh
HEIOCTAaTOYHO aKTyaJbHBIMU, YUYUTHIBASI TOCTUKEHUS
B JIEKAPCTBEHHOI Tepamnuu paka JIETKOTO MOCIeIHUX
JIeT.

Cpeau NmpuyMH BO3HUKHOBEHUS TyOepKyses3a y
0OJIbHBIX PAKOM JIETKOTO OIHOI U3 OCHOBOTIOJIaraloInux
TEOPpU SBJSETCS OINYXOJb-OMNOCPENOBaHHAs
Ne 3
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MMMYHOCYIIpeCCH. Y3Ke Ha 3Tare pa3BUTHS aTUITY-
HOIi aieHOMAaTO3HOM runepIia3uu HabdaogaTcs [82]:

— TIOBBILLIEHUE AKTUBHOCTHU CUTHAJbHOI'O TYTH
WNT/B-kateHuH, unruouponanue Th-1 UMMyHHOTO
oTBeTa (IIPOTHUBOOITYX0JIEBOTO) M akTuBauus Th-2
MMMYHHOTO OTBETa, aKTUBALIMS IPOTOOHKOTEHOB U
JIeTpeccrsi TeHOB OHKO-CYIIPECCOPOB;

— cHuxeHue NJI-12 (MHrUOUpPYET aHTUOTEeHEe3
ornyxoJiv [92]; cmocoOCTBYeT YCKOPEHHOI aKTUBaLIUU
Th1 u nuToTOKCMYHBIX TUM@OLNTOB B oTBeT HAa HMB-
PP-anTuren Mycobacterium tuberculosis, CTUMyIApyeT
cunte3 numpountamu MOH, u ®HO-o, nHrubupyer
BHYTpUKJIIeTOUHBI pocT BLIXK [97]);

— cHuXeHMe npoaykuumm xemMokumHa CCL3
(ob6namaet MpoOBOCHANUTEIBLHON U XeMOATTPAKTUBHOM
AKTUBHOCTBIO, CITOCOOCTBYET MUTPALIMU JEHIPUTHBIX
KJeTOK B 00JacThb ONYXOJUW W TIpe3eHTalluu
KJIeTOK MmociiefHell nutotokcuyeckum CD8+T-
JuMdouuTaM, OJHAKO IMPU BTOM B OMNYXOJb-
3aBUCHUMOM MEXaHM3Me€ MOXET NpUBJIeKaTh B
OKpYXeHue onyxoau T-peryasTopbl, OMyXoOJib-
accoUMUMpPOBaHHBIE Makpodaru M MUEJOUN-
acCOLIMUPOBAaHHbIE CYIIPECCOPHBIE KIETKHU, Y4aCTBYeT
B MeractasupoBaHuu [70]; mokasaTesib TakkKe
CHIDKAETCs Y ITAallMEHTOB ¢ TyOepKye3oM [22];

— cHuxeHue npoaykuuum xemokmHa CCL4
(BpimmonHser cxoxue ¢ CCL3 ¢ynkuum [70];
ogHako Chen 1 coaBTOpPHI OMUCHIBAIOT ITOBBIILIEHME
KOHILIEHTpAallMM TIPU HEMEJIKOKJIETOYHOM pake
serkoro [20]; Li u coaBTOpHI CBI3LIBAIOT ITOBHILLIEHUE
KOHIEHTpAallUM O3TOTO0 XE€MOKHHa C Oojblieit
BBKMBAEMOCThIO 0€3 TTPOrpecCUpOBaHUS U MEHBIIEH
0o0I1Ieil BBIXXKMBAEMOCTbIO TPU ajJecHOKApLMHOME
JIeTKoro [54]; MHruoupyeT BHYTPUKJIETOUHbIN pOCT
MBT [80]; mpu TyOepKyne3e y AeTeil oTMedaercs
MOBBIIIEHWE KOHIUEHTpallMu B CpPpaBHEHUU Kak
CO 3I0POBBLIMM JIOAbMU, TaK M C JJATEHTHOM
TyOepKyie3HOi nHpeKImei [86]);

— cHMKeHue aKcrpeccun Toll-momoOHOro peuen-
topa TLR4 (yuyacTByeT B mpoliecce MeTacTa3upOBaHUSI
yepe3 B3aumoneiicteue ¢ HMGB1 u aktuBanuio
curHanbHoro nmytu Nf-kB [77]; ooMH U3 OCHOBHBIX
peuenTopoB, y4acTBYIOIIUX B pacnio3HaBaHUU Myco-
bacterium tuberculosis, OMHAKO caM IMAaTOTeH C TOMOILLbIO
CBOMX MeTaboJuTOB — (ochaTuAUIMHOIUTON
MaHHO3UAbI, JUMMoappabMHOMAaHHA U IPYyTUX —
moxeT mnpuBoauTh K TLR4-omocpegoBaHHOI
UMMyHocytpeccuu [88]).

B MukpookpyxeHum onyxonm [52, 57]
MPUCYTCTBYET OOJIbIIIOE KOJUUECTBO T-peryasiTOpHbIX
KJIETOK, Majioe KoandectBo CD8+ T-mumbonuTos,
JEeHAPUTHBIX KJIeTOoK, NK-KJIeToK co CHUXEHHOH
LIUTOJIMTUYECKON aKTUBHOCTbHIO (CHUXXEHWE YPOBHS
rpaa3uma B m MDPHy); 6oxpmasa gacte CD4+
T-kJieToK XapakTepudyeTcs TUIepIKCIpeccuei
WHTUOUTOPOB KOHTPOJIBHBIX TOUYEK, KAaK MHIMKATOPOB
KJIETOYHOTO MCTOLLIEHUS.
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Onyxonb accolMUpPOBaHHBIE Makpodaru
XapaKTepU3YIOTCS:

— runepa3kcupeccueit PPAR-y (oGmamaet
MIPOTUBOBOCITAJINTETLHON aKTUBHOCTBIO: MHTUOMPYET
okcugaTtuBHLI cTpecc, NO-cuHTasy, nponykiuo NJI-
12 — BaxxHBIe 3BeHbsI 00pHOBI Makpoopranusma ¢ MbBT
[75]; mpuBOOUT K aKTUBALIMU I'eHOB ceMmeiicTBa Bcl-2
C TIOCJIeAYIOIIMM HapylIeHWeM IIpoliecca armonTosa,
B TOM 4YucCJie U Makpodaros MHOUIMPOBAHHBIX
MBT [11], omHako psa aBTOPOB ONMCHIBAIOT
OHKOCYNpeccopHble DYHKIIMU TaHHOTO pelenTopa
[501);

— runepakcnpeccueit CD64 (s3kcmpeccus
MOBbIIIEHA U KOPpeaupyeT ¢ TsxkecTbio npu MBT-
nHbexkun [25, 59]);

— runepakcupeccueit CDI14 (cmocobGcTByeT
aktuBauuu TLR4 [23], urpaet posb B pacrio3HaBaHUU
M. tuberculosis, moBbIlIEH NpU TyOepKylde3HOIt
nHbexkuu [94], narubupyer ®HO-0 ipy BEICOKUX
koHueHTpauusx JITIC [35]);

— runepakcnpeccueir CDI1IB coyeTaHuUu co
CHIDKeHHOI 3Kkctipeccueit CD86 u CD206;

— rTunepnpoaykuueit MHNJI-6 (obmamaeTt
MIPOBOCTIAIMTETHLHBIM 3(D(EKTOM, MHIYIIUPYET CHTE3
0eJIKoB ocTpoii a3k, crmocoocTBYeT nuddepeHIIN-
poBke Thl7-numbonutoB u nHrnbupyetr nudde-
PEHIIMPOBKY T-peryasaTopHBIX KIETOK, WHIYIIUPYET
n36niTounyo npoaykuuioo VEGF, crmocobGcTByer
TUTIEPTIPOAYKIIMM KOJUIaTeHa W TOCIEayIoUIeMy
¢ubpo3y [85]; HeoOxooguM niast popMUPOBAHUS
MUKPOOKpYXEeHUE OIyXoau Jjerkoro [71], u ero
0JioKajga MPUBOJUT K HapYUICHUIO Tpoaudepannn
3JI0Ka4YeCTBEHHBIX KJIETOK, aHTMOT'eHe3a, TTOBBILIEHHOM
sKcrnpeccun npotuBoonyxoneBbix Thl- u CD8+-T-
nuMbouuTos [16]).

MBT-accounupoBaHHBT cuHTes WII-6
y4acTByeT B HapylleHUe mpoliecca amonrtosa [96];
Tepamnus UUCIUIATUHOM, 3PJOTUMHMOOM TOBbIIIAa
ypoBeHb MJI-6 mpu EGFR+ pake nerkoro, ogHako
rmocjeqoBaTeIbHOE JIeUeHNEe CHUXKAJIO MUCIUIATHH-
MHIYLIUPOBaHHYO 3Kcrnpeccuio UJI-6 [16]. Tlpu
3TOM cyurTaercsa, 4yro cam MJI-6 yuyacTByeT B
(bopMHUpoOBaHUM PE3UCTEHTHOCTU K LMCIIIATHH-
UHIOYLHApPYeMOMY amonTto3dy U nmoBpexneHuo JHK
MyTeM aKTHUBallUM aHTH-aloNTOTUYeCKuX 0enKoB Bel-
2 u Mcl-1 u aktTuBauuu cuctemsl penapanuu ATM -
CHK [30]. CHuxenue yposHsa UJI-6 accouimupoBaHo
C BBICOKOI BOCITPUUMYUBOCThIO K MBT-nHdpekunm
y Mbleit [63]. OgHako MeTa-aHaJIu3 UCCAeIOBaHUIMA
YeJIOBEYECKOU TOMYNSLMN HallleJd CUIbHYIO CBSI3b
MEXIy HU3KNM ypoBHeM WMJI-6 U HU3KUM pHCKOM
pasButust Tyoepkyinesa OR 0.5 [37]. Delgobo u
COABTOPBI B 3KCIIEPUMEHTE in Vitro BBISICHUIIU,
YTO BBICOKast KOHLeHTpauust MJI-6 xopperupoBa-
Jla ¢ aKTUBHOCTbIO aJibTepaTUBHOTO BOCTaJeHUs,
TEM CaMBIM OHa MOXET OBITb TTOKa3aTejieM TSIKEeCTH
TeYeHUST TYOSpPKYJIe3HOTO TIpoliecca; NCITOIb30BaHUe
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anTuten K peuentopy HJI-6 compoBoxmalioch
WHTUOUpoOBaHUEM OaKTepualibHOro pocra [28].
Bricokuit ypoBeHbr WMJI-6 mo Havajia JiedeHHUS
TyOepKyJie3a OblI aCCOUMUPOBAH C 2-KpaTHBIM PUCKOM
HEyCIELTHOTO JeUYeHuUs, S-KpaTHbIM PUCKOM pelliarBa
" 4-KpaTHBIM PUCKOM cMepTH [36]).

Eume onHoli uMHTepecHOl 0OCOOEHHOCTbHIO
MakpodaroB nepudepruuyeckKoit 30HBI OMYXOJU
aBasieTcs Tunepakcrpeccus PD-L1, yto MoxeTt
OOBSICHSATD BJIMSHUE HA JOCTYN UMMYHHBIX KJIE€TOK
MaKpoopraHu3Ma K OIyXOJIeBbIM TKaHsIM [52].

Takum oOpa3oM, KJIETKU OIYXOJU JETKOTO U ee
MUKPOOKPYKEHUST CO3MAI0T OJaroNpUsITHBIEC YCIOBUS
NIl TIPOHUKHOBEHMSI, pa3MHOXEHUS W KU3HEIes -
TenrbHOCTH Mycobacterium tuberculosis (IIOBBILLIEHUE
KOHILIEHTPALlUKU TTPOTUBOBOCHAIUTEIbHBIX U UMMY-
HOCYIIPECCOPHBIX IUTOKMHOB BMECTE CO CHUXKEHUEM
aKTUBHOCTHU MPOBOCIIAIUTENbHbIX). Hanuuue y na-
IIMEHTOB 3JI0KAYeCTBEHHOTO 00pa30BaHMs B JIETKOM
SIBJISIETCSI HETTOCPEACTBEHHBIM (DAaKTOPOM pricKa pas-
BUTHUSI JIETOYHOTO TyOepKysie3a, YTO MOATBEpKIaeT-
cd KaK KIMHUYECKUMH, TaK U (yHIAMEHTATbHBIMU
HUCCIIETOBAHUSIMU.

BKIJIIAA UMMYHOTEPAITNN PAKA JIETKOT'O
B 3ABOJIEBAEMOCTDb TYBEPKVYJIE3OM

B HacTosiliee BpeMsl B KIMHUUYECKYIO TIPaKTUKY
IIHUPOKO BHEAPEHBI UHTUOUTOPHI KOHTPOJBHBIX TOUEK,
ocobeHHo aHtu-PD-1 mpemnapar IlemOponuzymad
u antu PD-L1 npenapat Arte3onu3ymad, KOTOpbie
BXOJSIT B CTAHIAPTHBIE CXeMBbI JIUEHHUS paKa JEerkoro
B COOTBETCTBUM C MEXKAYHAPOIHBIMU KOHCEHCYCaMU.
B nocnenHue roabl OnyO0JMKOBAHBI OMUCAHUS
KIWHAYECKUX CIydaeB/Cepun cirydaeB [9] pa3BUTHUSA
TyOepKyJe3a y MaluMeHTOB, MOJyJyaloluX Tepanuio
WHIUOUTOPAaMU KOHTPOJbHBIX TOYEK B CBSI3U C
OHKOJIOTUYECKUMHU 3200JIeBAHUSIMU, B TOM YUCTIE U
paka JIeTKOro.

PD-1 — mNOBEpXHOCTHBI# MHTUOUTOPHBIN
peLenTop, SKCIPEeCCUPYEeMbIii Ha aKTMBUPOBAHHbBIX
T- u B-numdouurax BcCIIeACTBUE aHTUTEHHOMN
cTuMysunu. [1pu CBSI3BIBAHMY peLienITOPa CO CBOMMU
qurannamu PD-L1 (B7-H1/ CD274) u PD-L2 (B7-
DC/CD273) npoucxoauT HapylleHue npojudepaunn
T-K71eTOK M CHUXEHUE CEKPEelUUUd MMU PasIudHbIX
LUTOKMHOB [27].

CylecTBYIOT MHOXECTBO BapmaHTOB PD-1
onmocpenoBaHHoOil cynpeccuu T-kKiaeTok:
MHIMOUpOBaHWE aKTUBAUM T-KJIeTOK yepe3 hepMeHT
SHP-2 u Toll-nogoOHbBIe pelenTopbl, AU3PETYISIINS
curHaabHbeix TyTeir Pi3K m Ras (ygacTByioT B
npoaudepanuu T-KJIETOK, CEKPeLUU LIUTOKUHOB),
HapylueHue MeTabonu3mMa U Tocienympiias
JUCHYHKIIMU MUTOXOHIpUi [31].

Ponp curnanpHoro nmytu PD-L:PD-1 npu
pa3JIMYHbIX MaTOJOTUUYECKUX Mpolleccax, B TOM
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Yyucje U Mpu MHGEKIIMOHHON MaTOJOTUU, SIBJISIETCS
MpenMeToM MHTEpeca YUYEHBIX B CBSI3U C BO3MOXHBIM
TepamneBTUUYECKUM 3((HEKTOM MOHOKJIOHAJIbHBIX
aHTUTEN K TaHHBIM perentopaM. OQHaKO pe3yabTaThl
HCCIIENOBAHUM JaIOT HEOMHO3HAYHBIE OTBETHI.

Tax Iwai m coaBTOpH IIpU HCCIAETOBAHUN
MOPaxXeHUs MEYEHU Y MbIIIEH ¢ UHTUOUPOBAHHBIM
reioM PD-1 HaGawpganu 06o0Jiee aKTUBHOE U
pacrpocTpaHeHHOE TopaxkKeHUe MapeHXUMBbI, HO
npu 3ToM Ooyiee OBICTpOoe oOpaTHOE pa3BUTHUE
W3MEHEHUI U YCKOPEHHYIO 3JIMMUHALIUIO BUpYyca U3
TKaHEe, MO CPAaBHEHMUIO C KOHTPOJbHOU I'pyMNMIOM.
ABTOPBI OOBSICHSIIOT TaHHbBIE SIBICHUSI OTCYTCTBUEM
HeraTuBHoro BausiHus PD-1 Ha mponudepanuio
T-a(hdekTopHBIX KIETOK U, KaK CJIEACTBUE, Oojiee
YCIIEIIHYIO 3JMMMHALMIO Bo3oyautens [43], uTo
MoKa3blBaeT KaK HeraTUBHbIN, TaK U MO3UTUBHBINI
3(deKT CUTHAJIbHOTO MYTH Ha TeyeHue 3a00JieBaHUsI.

IIpu 3apaxenun mbiein Histoplasma capsula-
tum Bce PD-1-geduLiuTHBIE MBI IIPEOIOJIEIN
oTMeTKY B 90 nHel MpoaoKUTEIbHOCTU KU3HU ITOCIE
WHBEKIINU, TT0 cpaBHeHUIO co 100% nmeTalbHOCTHIO
Ha 25 neHb B KOHTpojbHOM rpynmne. Kpome Toro,
ucciieanyeMasi Ipynna >XUBOTHBIX BblAepXHBaja
uHbeKIMIO 10-KpaTHOM JIeTalbHOM M03bI MTAaTOreHa,
4TO, HAIIPOTHUB, YKa3bIBaeT Ha IPOTEKTUBHBIE
CBOIICTBa TaHHBIX pelenTopoB [53].

MHTepecHbIM sBisieTCsl PaKT pa3aInyHOro BIMSHUS
Ha MH(EKIMOHHBIN MPOoLecC CUTHAIBLHOTO yTu PD-
L:PD-1 B reMOnosTUYEeCKHUX U HETEMOTIO3TUUECKUX
kineTkax. Mueller 1 coaBTOpbl U3YUWJIU Pa3HULLY
B aKTUBaLlMM curHajbHoro nytu PD-1:PD-LI1 B
KJIeTKax opraHusMa. JlJist 5Toro oHu BBOAWIN KJIETKU
KOCTHOTIO MO3Tra, TOJyYeHHbIE OT MHTAKTHOM MBI
u Mbimu ¢ gepunurom PD-L1 remomosTuyeckux
KJICTOK, IBYM TUIIaM Mbllleil — ¢ gepuuutom PD-
L1 n 0e3 Hero B KjieTKaxX ITapeHXMUMBI BHYTPEHHUX
OpPraHoB, 3apa>X€HHbIX BUPYCOM JIMM@POUUTAPHOTO
xopuoMeHuHrurta (kioH 13). Ilo maHHBIM
uccaenoBaHus, MeHHo IyJl PD-L1 remomnostuyeckux
KJIETOK UTrpajl pojib B UMMYHHOM OTBETe, OKa3blBast
HeraTuBHOE BiIMssHUE Ha KojndecTBo CD8+ T-kietok
u cexkpeunio nocnegiumu MOH, u ®HO-a, onHako
KJIIOYEBYIO POJIb B BIIMMMHALIMU BUpPYca U3 TKAHU
OKa3bIBAJIM TOJILKO KJIETKM MapEHXUMbl TTOPAKEHHbBIX
OpraHoB, YTO TaKXe JI0Ka3blBaJlOCh MEHbIlei
MPOIOIKUTENBHOCTBIO XU3HU PD1(-)-napeHXxuMHBIX
MBlIei, B cpaBHeHU ¢ PD1(-)-KOoCTHOMO3TOBBIMU
[67].

Oco0eHHO HHTEPECHBIM SBISETCS BOIPOC
BJIWSIHUS cuUrHajipHoro nytu PD-L:PD-1 Ha
TeyeHue TyOepKyJle3HOM MHMEKLUUU U couyeTaHue
TyOepKyJie3a ¥ paka JIETKOro, YYUThIBasl BBICOKYIO Yya-
CTOTY IaHHbIX 3a00J€BaHUSI U aCCOLMMPOBAHHYIO C
HUMM CMEPTHOCTD, a TaKXKe LIMPOKOe BHEApPEHUE B
KJIIMHUYECKYIO MPAKTUKY MOHOKJIOHAJIbHBIX AaHTUTEN
K JaHHBIM UHTUOWUTOPHBIM peLenTopaMm.

Ne 3
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TlonynsauuroHHoe uccienoBaHue Bae et al. uzyyusio
manHble 141 550 manmeHTOB ¢ HEMEIKOKIETOYHBIM
pakoMm JIerKoTo, MeJaHOMOW W ypoOTelualibHbIM
pakoM, u3 KoTopbiX 5 037 mauueHTOB MHoJy4yalld
JiedeHrue MHrnouTopaMu KOHTpoJbHBIX ToueK (MKT)
MMMYHHOI'O OTBE€Ta, M HE BBIIBMIJIO JOCTOBEPHOTO
TMOBBIIIEHUST YaCTOThl BOBHUKHOBEHUS TyOepKyJ/ie3a
Ha ¢one teparnu (HR 0.85, 95% CI 0.55—1.33) [12].

IIpu peTpocnekKTMBHOM aHajJu3e OaHHBIX 98
MalMEHTOB C COYETAHUEM TYOepKyJIe3HOU NH(EeKIIn
U 3JIOKAUYeCTBEHHOM OMyXoJu (MpeuMylIeCTBEHHO
HEMEJIKOKJIETOYHOI'O paka JIeTKOro) Ha MOMEHT cTapTa
tepanuu KT Su 1 coaBTOpHI IpOAeMOHCTPUPOBAIU
OTCYTCTBME HETaTHMBHOIO BIUSHUS aHTU-PD-L
Tepanuu Ha TedeHUe TyOepKyJe3HOM MH eKIUuu.
[83]. KpoMe Toro, mpu aHaau3e 0a3bl JaHHBIX
HexXelaTeJlbHBIX 3¢ @EeKTOB JeKapCTBEHHBIX
npemnapatoB FDA (FAERS) cpenn 73 886 cinyuaeB
BO3HUKHOBEHUS ociaoxXHeHUid mnpuema MKT
ObUI0 3adUKCUpOBaHO 72 ciiydasd MaHuUdeCTallun
TyOepKyae3HOU MHPeKIMU, U3 HUX 48 Ha hoHe Mpu-
eMma npenapata Husomymad u 18 — IlemGponn3yma0.
[Ipy oleHKE OTHOIIEHHUS IIaHCOB MOOOYHOTO
addekTa KOHKPETHOro mpenapara Ko BceM APYruM
cJIydasiM 13 0a3bl JaHHBIX OBLJIO BBISIBJIEHO YBEIUYEHNE
BEPOSITHOCTU Pa3BUTUS TyOepKyJjie3a Mpu npueme
HUKT B 1.3 paza [8]. OnHako He yKa3zaHbl KPUTEPUH,
0 KOTOPBIM ObLIT BBICTABJIEH AWATHO3 U HE YKa3aHo,
ObLIY JIM TTallMEHTbI 00CIENOBaHbI JJIS1 UCKIIOUEHUS
TyOepKyJIe3HOTO TIpoliecca 10 MpueMa JieKapCTBEHHBbIX
npenapaToB, YTO He MO3BOJSET YTBEPXKIATh O CBSI3U
npuema MKT u manudecranuu Tydoepkyesa.

Liu ¢ coaBTropamu B MeTa-aHanu3e 2022 T. BISIBUINU
35-kpaTHoe yBeIUUeHNe pUcKa pa3BUTUS TyOepKyJie3a
y MalMEHTOB CO 3JI0KaYeCTBEHHbIMU HOBOOOpa30Ba-
HUsIMU Jierkoro Ha ¢oHe nipuema MKT B cpaBHeHUHM ¢
OOIIeNONY/ISIIMOHHBIM PUCKOM 11 XkuTteneit CuHra-
nypa, Anonun u KOxHoit Kopeu [58].

CymiecTByeT TOYKa 3peHUSA, YTO ITHEBMOHUT
Ha ¢one Tepanuu MKT (B yacTHocTH aHTU PD-
1) MoXeT BO3HMKATh BCJEACTBUE MOBBIIICHUS
BOCIpUUMYHUBOCTH K MDBT mam peakTuBauuu
TyOepKyJie3Hoi nHdekuu B terkoM [51, 100].

CneayeT OTMETUTb, UTO NOCTAaTOYHOTO MOJI-
TBEPXIECHUSI HU OJHON U3 TUITOTE3, OOBSICHSIIOIINX
pa3BUTHE COYETAHHOI MATOJOTMM Ha (poHEe Mpu-
ema MKT, Her BBUAY Majloro oObeMa BbIOOPOK.
OTO CIYyXUT TOBOAOM JJIsI TIPOBENEHUS Pa3IMUHbIX
WCCIIENOBAHUI PO curHaibHOTro myt PD-L:PD-1.
HeratuBHOe BiMSIHME NJAHHOTO CUTHAJIBHOTO MYyTHU
Ha IIPOTUBOTYOEPKYIE€3HbII MMMYHHBIM OTBET
MOXET MOTEHILMAIbHO TPOSIBAATHCS Pa3IUYHbIMU
MEXaHU3MaMMU.

[Ipu uccnenoBaHUU MJAEBPaJbHOTO BBINIOTA Y
OOJIBHBIX TYOEpPKYyIe30M OBIJIO BBISIBJICHO YEThIPEX-
KpaTHOE€ yBEeJIWUYEHUE COMepXKaHUS PacCTBOPUMOTO
PD-1 B cBIBOPOTKE KpOBH I10 CPAaBHEHUIO C BHIITOTOM
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[98]. PD-1 pemenmTop ydyacTByeT B IIpoIecce
uHruoupoBaHus aerpanyiasuuu CD3+CD8+-T-
nmuMmdouutoB [44], CD56+dim NK-knerok [7],
YTO MOXET MPOSBIATHCSA OU3PETryIsIueiil mpolecca
YHUYTOXEHUS WHOUIMPOBAHHBIX KJIeTOK. OmHaKO
pSA aBTOPOB CUMTAET, YTO M3YYaeMBI CUTHAILHBIN
nyTh HUKaK He BusieT Ha CD8+ T-mumdonursr [27].

NMudpuumpoBanue MDBT mnpuBoauT K
runepakcnpeccuun PD-L1 Ha moBepxHOCTH
JEHIPUTHBIX KJIETOK, KOTOphIie, B CBOIO OYepeldb,
npuBoaAT K AupbdepeHUMPOBKEe HaMBHBIX
T-xnerok B T-peryasitopHsie Foxp3+CD25+
KJIETKM, MpeIsITCTBYIOLINEe agekKBaTHON OophOe
MakKpoopraHmsma ¢ matoreHom [91]. Oror
MeXaHU3M OOBSICHSIETCS TaKXe CHUXEHHUEeM
KOHLIEHTpallMM pelenTtopa Ha ¢poHE yCHEeIIHOH
IIPOTUBOTYOEPKYJIE3HOI XMMUOTEPAIIMU, YTO MOXET
YKa3bIBaTh Ha HETaTUBHYIO POJIb CUTHAJIBHOTO IYyTH B
TeUYeHNM MUKOOAKTepHUanbHOI nHpekuunu [81].

Yin 1 coaBTOpbI MOKa3ajau, YTO KyJIbTUBUPOBaHUE
nepudepuyeckux MOHOHYKJEapoB B Ccpelne
C TyOepKyJe3HbIM 3KCCYIaTOM IPUBOAUT K
MHTMOMPOBaHUIO UX npoaudepanun (oueHUBaeMasi
mo ypoBHIO Ki67), KoTopoe MOYTH MOJHOCTHIO
HUBEJINPOBAIOCH T00aBIEHUEM MOHOKJIOHAJIBHBIX
antu-PD-L1 u autu-PD-L2 anTturten, u, Takum
00pa3oM, CHUXAJIO TTOTEHIMaJl UMMYHHOTO OTBETa Ha
3apaxenue Mycobacterium tuberculosis [98]. C npyroii
CTOPOHBI, MHTMOUpOBaHUe TIpoJudepalii MOHOHY -
KJI€apOB MOXKET OBITh IIPOSIBICHMUEM 3alIMTHOMN (PYyHK-
11U, HalpaBJIeHHOU Ha MpenoTBpalleHre Ype3Mep-
HOTO MMMyHHOro otBeta. MDHY, mpoayuupyeMBbrii
NK-kyeTrkamu, IpUBOAUT K runepakcrpeccuu PD-
L:PD-1, uTo, B cBOIO 04Yepeab, ayTOKPUHHO PETYINpPY-
€T U30BbITOYHYIO JeTrpaHyISILUI0 U HMTOTOKCUIHOCTD,
MPENsITCTBYS Ype3MEPHOMY UMMYHHOMY OTBETY [7].

OIHUM 13 MEXaHU3MOB 000CTpeHUs TyOepKyie3a
Ha ¢oHe 610Kkansl PD-curHaabHOro myTH SIBJISIETCS
runepaktuBanuss @HO-a, 4To MOKA3bIBAETCS YMEHB-
1IeHueM Bo3dpoclieii mocue ucroiab3oBanus MKT 6ax-
TepuaJibHOI Harpy3koii Ha (poHe JOTOJHUTEIBHOIO
BBeneHus aHTu-PHO-a-npenaparos [87]. Takum 00-
pa3zoM, 010Kaga MHTMOUTOPHBIX PELETOPOB, OKA3bI-
Balolllasi UMMYHOCYTIPECCUBHOE AeiCTBIE, HE TOJIbKO
MOBBIIIAET BOCIIPUUMUYMBOCTh MAKPOOPraHU3Ma, HO U
3allMIIAET €ro OT Ype3MEPHOIi peaKIIMM Ha TaTOreH.

Beposithbiii Bpen oT npuema MKT Ha ¢oHe TyOep-
KyJIE3HOTO MPOIecca CUILHO OTPaHUYUBAET SKCIEPH-
MEHTaJIbHbIE pa0OTHI 110 U3YYCHUIO BIUSTHUS JaHHO-
IO CUTHaAJIbHOI'O ITYTU Ha TedeHHe MH(PEKIIMOHHOI0
mnpoliecca, MO3TOMY BOIIPOCaM PO MHTMOUTOPHBIX
peuentopoB B TeueHnu MBT-nHpexiny mocBsineHo
MHOXECTBO 3KCIIEpMMEHTAIBLHBIX MCCIECIOBAaHNI Ha
KUBOTHOIT MOZENN.

HecmoTtps Ha oOuienpu3HaHHBIA MOJTOXUTEb-
Helii Bkilag UDHY B 6oprbe ¢ TyOepKyJIe3HO UH-
(ekieit, ero TUNepHPOAYKINS WHGUIUPOBAHHBIMU
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MakpodaraMu IIpuBoAnIa K CTPEMUTENILHOM Tnbenun
KJIETOK MAaKpOOpraHu3Ma, B TO BpeMsl KaK UHTMOUPO-
BaHue CD4+-acconumpoBaHHoii nponykunu UOHYy
nyTeM MHIruorupoBanuu PD-1 curHaibHOro ImyTH CIIo-
CcOOCTBOBaJIO BBDKMBAHUIO KJIETOK X03siMHA. MIHTepe-
ceH (axT, 9to Tumb 30% T-KIeTOK B JIETKUX 3apaXkeH-
HBIX MblIlIeii npoayuupyiotT UOHY, B To BpeMs Kak B
ceneseHke — 80%, 4TO MOXKET OIIPOBEPraTh KIIOYEBYIO
poirs MMHY B maToreHese JerodHoro Tybepkyiesa
[79].

[Tpu uzydyeHuu Moieit ¢ nepunurom PD-1, nH-
¢dumpoBanHbix MBT Bo3aylliHO-KaNeIbHBIM TY-
TeM, OBbLIM BBISIBICHBI CIEIYIOLINE 3aKOHOMEPHOCTH:
aKTUBHOE pa3BUTUE U TpOTrpecCUpOBaHUE
TyOepKkyiae3a, npeobiagaHue MopGhOoJoruyecKoit
KapTUHBI HEKPOTUYECKOTO ITHEBMOHUTA C MACCUBHOM
UHOUIbTpaLuein HEUTPODMILHBIMU JeHKOLUTaAMU
B COYETAHUU C MaJbIM KOJMWYECTBOM JIMM(POIIUTOB,
OOJIbLIYE U He3peble TPaHYIeMbl; KUCIOTOYCTOMUNBBIE
MUKOOAKTepUu 0OHAPYKUBAJINCh MIPEUMYILECTBEHHO
BHE Makpo®aros, B IapeHXUMe JIETKOTo (4TO MOXET
yKa3pIBaTh Ha HapylleHHe (paronuTo3a Kak OJHOTO
M3 KJIIOYEeBBIX METOAO0B OOpLOBI MaKpoopraHMU3Ma
¢ MBT uHpekuueil); cHUXEHUE KOJIUYECTBA
CD4+ T-xenmepoB ¥ IOBBIIIEHHOE KOJUYECTBO
CDI11b+Grl+ kieTtok (MHEIOUAHBIE KJIETKM Ha
paHHeii ctaguu auddepeHunpPOBKY, TaK Ha3blBaeMble
MUEJIONI-aCCOLIMUPOBAHHEIE CYyITPECCOPHBIE KIIETKHN)
10 TaHHBIM UMMYHOTUCTOXUMUYECKOTO UCCISIOBAHUS
00pa3loB JIETKOTO; CHUXKEHUE aKTUBHOCTU MTPOLIECCOB
aytoparun mMakpo¢aroB; B ChIBOPOTKE KPOBU —
noseieHHoe comepxanue UJI-1 u ®HO-a, UJI-6,
WNJI-17, Beime ypoBenb UM®HY n WUJI-12; B ntusate
JIETOYHOM TKaHU — BhilIe ypoBeHb WJI-1 u UJI-17,
WNJ-10, nuxe UDOHy u NJI-12; skcnpeccus reHOB
XeMOATTPAKTAaHTOB I'PaHYJIOLIUMTOB Oblja MOBHILIEHA,
nmuM@oLuToB — cHIKeHa [79], [82], [97].

Cxoxue M3MEHEHUs] B CeKpeluu LIUTOKUHOB
OBITM BBIABIECHBI WM TIPU WCCIEAOBAHUU
OpOHX0ANIbBEOJIIPHOTIO JIaBaxa, ogHako ypoBHU NO,
WNJI-17 n NJI-10 He omMyanuch OT MoKa3aTeliell y
WHTaKTHBIX Mbliieit. [27] B oTiuuue oT maHHBIX,
MOJIyYeHHBIX MpU MU3YYeHUU 00pa3loB deJoBeKa
[91], He akTuBauus, a 6aokaga PD-curnanbHoro
MNyTU TIpUBOAUIA K pocTy uyuciaa Treg-a1umMbouunuToB
y mbiieit [90]. Unaykuust dopmupoBanuss MBT-
cnenuduuHbpXx CD4+ muM@onuTOoB ITyTEM BBEICHUS
ESAT-6 nokasajia nmpeo6iagaHue MO4YTH B 5 pas
Koau4decTBa 3Tux T-xietok B rpymme PD1(-), a Takxke
IBYXKpaTHoe npeobnaganue Foxp3+ T-peryiasiTopHbIxX
KJIETOK B TOH Xe TpyIlle, YTO MOXET yKa3blBaTh
Ha OTCYTCTBME OTpULIATEIILHOrO BIUSHUS Treg
Ha mpoaudepauuio CD4+ T-numpouuTos mnpu
TyOepKyJae3HOM MHMEKUUHN Y Mblleit [27].

Cuuraercs, uto PD-1 yrHeraet nposaudepanuio
u neneHue CD4+ T-aumdouutoB [72], omHaAKO
pe3ynbTaThl TIPUBEACHHBIX BBIIIE MCCIETOBAHUMN
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MIPOTUBOPEYMBEI I HE TTO3BOJISIOT TIOATBEPIUTD WU
OIPOBEPTHYTH 3TY TEOPUIO.

HN3yuyenue curHaipHoro nytu PD-1:PD-1 npu
TyOepKyJie3e y Makak-pe3yc Mokasaiau cCleayloliue
CXOICTBA M pPAa3JU4YUsI C OINMMCAHHBIMU BBIIIE
pe3ynbsraTaMu [26]: HeCMOTPSI Ha TUITEPIKCIPECCUIO
PD-1 u cxoxyto oTpuLiaTe/IbHYIO JMHAMUKY B TCUEHUE
TyOepKyse3a Ha (poHe aHTh-PD-aHtuTen, KonmyecTBo
CD4+ u Foxp3+ T-kJ1eTOK 3HaUMMO He U3MEHSIIOCH,
(bukcupoBasoCh MOBBIMIEHWE KOHIIEHTPAIlUU
CD8+-kinertok.

Pesynprathl ccaeqoBaHU Ha MBILIMHBIX MOJEJISIX
TyOepKyae3a, Takke KakK U B DKCIIEPUMEHTax C
obpa3luaMu yenoBeKa, He ITO3BOJISIIOT OKOHYATEJIBHO
YyTBEpXKIaTh O HaNpaBJIEHHOCTU OeHCTBUSL
curHajbHoro nytu PD-L:PD-1, npeBanupyioiero
pu TyOepKyae3Hoi nHMEeKInn, a 3Ha4uT 1 HescHa
poJsib ucnoab3oBanusd MUKT — Bpen uiu moiab3a B
OTHOIIIEHUM Pa3BUTUS TyOepKYyJIE3HOIO ITOPaKEHUS
JIETKUX.

AxTuBHoe ucrosgb3doBaHue MKT B kKnnHU4YeCcKOA
MMpaKkTUKe, a TaKXKe CIydyad BHISIBJICHUS TyOepKyje3a
JIETKUX Ha (poHe Tepanuu — SIBISIIOTCS MOBOJAMU
JUIST U3YYEHUST CBSI3M MMMYHOTEpaIlMK pakKa JIETKOTO
U pa3sBUTHUS TyOepKyjie3HOro nopaxeHus. Kpaiine
BaXHBIM MNPEICTABISIETCS M3yYEeHHE ITaHHOTO
BOIIpOCa Ha MOEJH, coUyeTamlleil pakK JIETKOTo
n TyOepkyine3a. OmHaKo Ha JaHHBIA MOMEHT B
MHUPOBOI JIMTEepaType MMEETCs JUINb eTUHUYHBIC
nyOJIMKalMK 3KCIIEPUMEHTAIbHBIX UCCIENOBAHUM OT
OIHOro KoJuiekThBa aBTopoB. Cao, Zhou u coOaBTOPHI
NPOAEeMOHCTPUPOBAIU, YTO MHPUIUPOBaAHUE
MBT mpuBoamiio K pPOCTY uYHuciIa M pa3MepoB
MeTacTaTUYeCKMUX OYaroB JEeroYyHOi KaplLMHOMBI
JIrronca (LLC) nipu marudbuposanuu reHos PD-1,
YTO MOXET FOBOPHUTH O MOTEHIMAJIbHON 3allIUTHON
¢dyakmum PD-L:PD-1 curHamnsHOTO IyTH B IIpoliecce
MBT-uHaynmpoBaHHOro MeTactasupoBaHus. [17].
B momomHeHMe K 3TOMY CYIIECTBYET TOYKA 3PEHMUS,
YTO aKTUBHBIM M2-0TBeT, pa3BUBalOIUiicad Npu
TyOepKy/Ie3HOI MHMEKIMH, IPUBOAUT K YBEIMICHUIO
skcnpeccur PD-1 u ocnabienuio criocoonoct CD8+
T-1uMboLUTOB 6OPOTHCS C OIMYXOJEeBBIMU KJIETKaMU
[14].

B skcnepumente [102] B rpyInie MbIIei, WH-
dbunmpoBaHHBIX MHUKOOaKTepueun TyOepKye-
3a, HaOJIIOIAJNMCh 3HAYMTENbHbIE TEMIIBI pocTa M
UTOTOBBIE pa3Mephbl OITyXOJIEBBIX Y3/I0B, ITIOBHIIICHHAS
akcnpeccusi PD-L1, moBbeIlIeHHasT 3KCIIpeccus
MapkepoB T-perynasaropHbix KiieTokK (Foxp3 u CD25),
3aMenjieHue Tpoaudepalu KOKYJIbTUBUPYEMBbIX
HauBHBIX T-nmuM@ouuToB. POCT OIyX0Jn y MBIIIEH,
3apaxeHHbIXx MBT u LLC, MoxeT OBITH CBsI3aH
¢ curHajibHbIM nyTeM mTOR, 4To mokasbiBaeTcs
3aMEIJIECHHBIM WM YMEHBIIEHHBIM POCTOM OITYXOJIM
M yMeHblIeHue KoHlUeHTpauuu Foxp3+CD25+ Ha
¢one BBenmeHus panamuimHa. OgHAKO Majoe YMCI0
Ne 3
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J1abopaTOPHBIX KUBOTHBIX, HEBOCTIPOM3BOAUMOCTD
Moaeau (B XoJe MUIOTHBIX 3KCIEPUMEHTOB), a
TaKXe MMPOTUBOPEUNBBIE PE3YJIBTAThl HE TMTO3BOJSIOT
YBEPEHHO MCIIOJIb30BaTh MOJIyYeHHbIE JaHHbIE.

SKCITEPUMEHTAJIBHASI MOJEJIb
COYETAHHOU MMATOJIOTU N KAPLIMHOMDbI
JIETKOT'O 1 TYBEPKVIIE3A

HeobxoguMocTh npoBeaeHus (pyHIaMeHTAJIbHBIX
WCCIENOBAHUM B 006JJaCT COYETAHHOM IaTOJOTUU
paka 1 TyOepKyJie3a JIeTKUX cTajla TPUTTepOM JJIsl CO-
BPEMEHHBIX DKCIIepUMEHTABHBIX UCcClienoBaHuii. B
2022 T. KOJUIEKTUBOM aBTOPOB [1] BriepBbIie OBLI pa3-
paboTaH crocob MoIeIupPOBaHUs COYECTAHHON MaTo-
JIOTUM KapLUMHOMBI JIETKOTO U TyOepKyse3a (3asiBKa
Ne2022132233 ot 08/12/2022, maTeHT Ha U300peTeHNE
Ne2800964 ot 01/08/2023). Oka3aiock, 4TO IMPU OTHO-
MOMEHTHOM MH(pULIMPOoBaHUN Mblieit tuHun C57B1/6
(myTeMm BBeAeHUS B JaTepalibHYI0 BEHY XBOCTa Cy-
cneH3uu mramma Mycobacterium tuberculosis B 1o3e
10® MUKpOOHEIX KJ1eTOK B 0.2 MJI (PU3MOIOrMIECKOTO
pacTBopa) U NPUBUBAHUU KapLUUHOMBI JIETKO-
ro (myremM TpaHCIJIaHTallUW B MBIIIIY MPaBOTO
Oenpa XuBoTHOTO 10% B3Becu B (PU3MOIOTHYECKOM
pacTBope 3MUIACPMOUIHON KapIUHOMEBI JIETKOTO
JIviouca B ob6beme 0.2 M) Ha 14 CyTKU y BceX
XKXKHUBOTHBIX ONpenelsaioTcss Mopdoaorunyeckue
MpU3HAKU TyOepKyne3a, a Ha 21 CyTKU — MpU3HAKHU
TyOepKyje3a JJIeTKMX U KapuuHOMBI. OIMyXoJib B Me-
CcTe TpaHCIJIaHTAallMM pa3BUBajgach U pacnopocTpa-
HsJ1ach Ha KOCTHYIO MJIACTUHKY OeIpEeHHON KOCTHU
K 14 cyTkam skcniepuMeHTa y Bcex XUBOTHBIX. [Ipu
OlLleHKE KJIMHUKO-PEHTIeHOJIOTNIeCKUX U Mopdo-
JIOTUYECKUX Mapaiesneil pa3BUTUSI COUeTaHHOM Ma-
TOJIOTUY OBLJIO BBISIBJICHO 3aMelJieHUe IMPOrpeccupo-
BaHUS OIyX0Jdu y MHGUUUPOBAHHBIX Mycobacterium
tuberculosis XUBOTHBIX, YTO OBLIO MOATBEPXKICHO M-
HaMUKOU oO0beMa OIMyX0JIeBOTO y3Jjia B MeCcTe TpaHC-
1aHTaluu. BMecTe ¢ TeM pesynbraThl aHaIU3a IU-
HaMHMKU MHUKOOAKTepUaJbHOW HArpy3KU MOKa3ajlu
0oJiee MTHTEHCUBHOE pa3MHOXeHMEe MHPEKIIMOHHOTO
areHTa B TKaHU JIETKOTO MPU COYETAaHUM TyOepKylie3a
Y KaplLUHOMBI [0 CPaBHEHUIO C KOHTPOJIEM 3apazke-
aHust MBT. Kpome Toro, aBTOpEI OTMETWIN, YTO O0OBEM
MOpaxXeHUs JJerOYHO# TKaHU pa3auyajicsl B 3aBUCH-
MOCTH OT XapaKTepUCTUK BO3OyIuTeNst TyOepKyiesa:
npu UHPUUIUPOBAHUU KJIMHUYECKUM JIEKAPCTBEH-
HO-ycTOMYMBHIM ITaMMOoM MBT B jierouHoit TKaHu
npu MOP(OJOrMIECKOM HCCIeI0BAHUM PETUCTPUPO-
BaJlach HanboJiee paclpoCcTpaHeHHAasT BOCTIAIUTEIbHAS
WHGUIBTpaLus Jerkux (CyoToTaibHasi U TOTajbHas1) B
CpaBHEHUM ¢ peepPeHCHBIM JIEKAPCTBEHHO-YYBCTBU -
teabHBIM ITamMMoM H37RV. JloMmuHaHTHBIMU (paKTO-
paMu, OINpeaeNnsiioIMMU BEDKMBAEMOCTh MbIIlIeii ¢ co-
YyeTaHHOM MaToJIOTHel, ObUIM KUHETUKA POCTa OTyXO-
JIU M arpeCCUBHOCTD (JIeKapCTBEHHAasI yCTOMYMBOCTD)
mramma MBT.
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[TonydeHHBIE pe3yabTATBl MOTYT CIYXHUTh
NPUMEPOM CJOXHBIX B3aWUMONECUCTBUNA MEXIY
Mycobacterium tuberculosis ¥ ONyXoJeBbIMU
KJIeTKaM¥, OJHAKO MX MEXaHM3Mbl OCTAlOTCS 10
KOHIIa He U3YYEHHBIMU [2], UTO SBJISIETCS TIPEAMETOM
IaTbHEHUIeTo N3yIeH!s JTaHHOM 00J1aCTH OHKOJIOTUM
1 PTU3UATPUM.

SAKJIIOYEHHUE

MupoBasi HayKa NpOABUHYJACh OYEHb JAJIEKO B
BOIPOCAX BIMSIHUS HAa MaKpOOPraHU3M OITyXOJIEBBIX
MPOI1EeCCOB, UH(MEKIIMOHHBIX ar€HTOB — U3MEHEHUs
9KCHPECCUM T€HOB, BHYTPUKJIETOYHBIX MEXaHU3MOB
nepemayv pa3UYHBIX CUTHAJTOB, MEMOpaHHBIX
0eJIKOB M pelenToOpOB, MOAYISIIMU MMMYHHOTO
OTBETa, MEPECTPONUKM TKAHEBON apXUTEKTOHUKU.
OnHako MOYTU BCE HCCIAENOBAHUS SBISIOTCSH
MOHOHO30JJOTUYECKHUMU U OTpaxamwT BKJaa B
MaTOTEHE3 JINIIIb KOHKPETHOTO 3a00JIEBAHUS.

B HacTogmuii MOMEHT HAKOIUIEH OOJIbIION
MaTepuaj, IOCBSILIEHHBIA BIMSHUIO OTIEIbHO
TyOEpKyJIe3HONH UHGPEKLIUU U OMNYXOJHU JIETKOTO
Ha OpPraHM3M 4YeJIOB€Ka U TUMOTE3aM O BJIIUSHUU
MaToJOTUM ApYr HA Apyra.

XpoOHUYIECKOE BOCHajJleHUE mpu
MUKOOaKTepHUaabHOI MHGpEKINM ¢ aKTuBauueit M2-
MakpodarajibHOro 0TBeTa CIIOCOOCTBYET IOBBIIIIEHUIO
NPpOBOCIAJUTENbHON AKTUBHOCTU JIEHKOLUTOB
yepes3 TUIEPNPOAYKIIUID UMMYHOCYTIPECCOPHBIX
WHTepaeKuHOB 4, 6, 10 1 13, CTUMYJISLIMU TIPOLIECCOB
nponudepanuu tkaHei [78, 96]. B To xe Bpems M2-
OTBET CO37aeT OJaroNnpUsITHOE MUKPOOKPYKEHHE IS
HEOMJIACTUYECKOr0 Mpollecca — TUNepaIKCIIPECCUu
KOHTPOJIbHBIX TOYE€K MMMYHHOTO OTBeTa C
MOCHEAYIOIIUM YTHETeHHEM IUTOTOKCUIECKHUX
T-mumponuros [14], runepakcupeccun TGFB u EGF
[14]; cTuMynsauio curHaabHoro mytd Wnt/B-KaTeHUH
C Mocieayoueil runepakTuBalueiln MaTpUKCHBIX
MeTayutonpotenHas [15, 48, 78]; runepakcipeccuio
aKTUBaTOpa nponudepauuu snuperyimiHa [68]. Kpome
Toro, cama M. tuberculosis cnocobHa crieluUIecKu
BIVSATH Ha MPOIECCH KJIETOYHOTO NMEeJICHUs depe3
CEeKpelMI0 IIPOTeUH-TUPO3UH Pocdarasnsl A [18,
93]. [ToMuMO aKTUBHOM TyOepKyJIe3HOI MHMEKIIUN,
BKJIaJ B pa3BUTUE OIIYXOJM JIETKOTr0 MOXET UIPaTh
U TepeHeCeHHbIl paHee TyOepKyjie3 JIerkoro,
OCTaBMBIINIA TIOCTIEe ceOsT GUOpPO3HOE TTopaXkeH!e Ta-
pEeHXUMBI. YculIeHHas1 00pb0a opraHmu3Ma ¢ ImaToreHoMm
U aKTWBHAs TIOTBITKA pereHepalu NMPUBOAUT K
U30bBITOYHOMY TMOBPEXIECHUIO JIETOYHOW TKaHU C
nosieneHmemM omubok pemnapauun JIHK. HMcxon
TyOepKyJie3a Jerkux B ¢ubpo3 sIBISIETCSI OCHOBOM
IJIsl STTUTENNATbHO-Me3eHXNMAJIBHOTO TIepexona C
u3MeHeHueM Mop¢o-(OyHKINOHAJIbHBIX CBOMCTB
3I0POBBIX KJIETOK [3, 5, 10, 39, 48, 69].

C npyroit CTOpOHBI, OIIYXOJIb JIETKOTO U
ee MUKDPOOKpPYXEHHUE CO30al0T YCIOBUS s
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BO3HMKHOBEHUS WM peakKTUBallUU TYOEepKYJIe3HOM
nHpekuu [3] — cumxenne UJI-12 [97], cHuzkeHUE
BKCIIPECCUN MPOBOCHATUTEIBHBIX XEMOKWHOBBIX
qurangoB CCL3 u CCL4 [22, 80], cuuxkenue TLR4
[88]. Omyxonb-accouuupoBaHHBIE Makpodaru
xapakTtepusytorcd [52, 57] 6aaronpusitHoi st MBT
runepakcrpeccueir PPARY [11, 75], runepakcnpeccueit
CD64 |25, 59] u CD14 [94], runiepnponykumeit YJ1-6
[96].

Takxe B CBSI3M C aKTUBHBIM BHEIAPEHUEM B
KJIMHUYECKYIO TTPAaKTUKYy UMMYHOTepanuu IIUPOKO
U3y4yaeTcs BJAUSHUE WHTUOUTOPOB KOHTPOJBbHBIX
TOYEK UMMYHHOTO OTBETa Ha TeUeHUE 00CYKAaeMbIX
npoueccoB. I[lo AaHHBIM peTPOCIEKTUBHBIX
ucciaenqoBaHUli, YacToTa BO3HUKHOBEHUS
TyOepKyne3Hoil MHGbEKIMU MOBbIIIaeTcs Ha ¢oHe
npuemMa MKT oHKOJOTMYECKMMHU IallMEeHTaMH.
OnHako MeXxaHM3Mbl TTOBBIIIEHUSI BOCTIPUMMUYUBOCTHU
K MBT-uHpexkuum no KoHIIa He SICHBI — Kak
runepakcnpeccus [7, 44, 81, 87, 91, 98], tak u
uHrubuposanue [27, 53, 90] curHanbHOro nytu PD-
1:PD-L pa3HoHanpaBIIeHHO BIWSJIM Ha TEUCHUE
TyOepKyJle3HolW MHGpEeKIUUn y aabopaTOpHBIX
XXKUBOTHBIX. [I03TOMYy MeXaHU3MBI, JOKa3bIBAIOUINE
OIHO3HAYHOCTH Bpena uin nojib3bl MKT B oTHOIIEHNN
pa3BUTHUSI TyOEpKYJe3HOro TMOpaxXeHus Jerkux,
OCTalOTCsl HEM3BECTHBIMMU.

OnHako Ha HacTOSIIMK MOMEHT BCE OTHU
JaHHbIe TOBOPST JIUIIb O CXOXECTU MPOTEKAeMbIX
MOJIEKYJISIPHBIX TIPOIIECCOB, M aBTOPHI UCCIETOBAHUMA
BBICKA3bIBAIOTCST JIUIITh O BO3MOXHOM B3aMMOCBSI3U
JAHHBIX MATOJIOTUYECKUX MTPOLIECCOB.

Paxk nerkoro u Ty6epKyne3 — 310 60J1e3H1, KOTOphIe
UAYT pyKa 00 pYKYy B MOJIEKYJISPHO-TeHETUYSCKUX
acrnekTax (popMUpPOBaHUS MATOJIOTMYECKOIO ouara, B
g depeHIUaIbHONM IMAaTHOCTUKE ABYX COCTOSTHUIA
MexXAy co0oif, B mogbope palMOHAJbHBIX CXEM
JedyeHus1. MBI cuMTaeM, YTO PEIIUTh 3TU NPOOJIEeMBI
MOXET JIUIIb U3ydeHNe UX B KOHTEKCTE COYETAaHHOMN
MaTOJIOTUH C TTOCJIEAYIONIMM CpaBHEHUEM PE3yIbTaTOB
C MMEIOIIMUMHUCS JaHHBIMU I10 M30JHUPOBAHHBIM
cIIyJasiM.

CKyoHOE KOJMUYECTBO 3KCIEePUMEHTATbHBIX
maHHBIX [1, 2, 102] He MO3BOISIOT OKOHYATEIHHO
OTBETUTb Ha BOIIPOCHI: KAK HEOTJIACTUYECKUIA MPOoLIece
BJIMSIET HA UH(PEKIIMOHHBIN U HA000POT; BIMSIET Ju M.
tuberculosis Ha YyBCTBUTEIBLHOCTD OITYXOJIU K JICUCHUIO,
M OMNYXOJIEBBIM TpOILleCC Ha YYBCTBUTEIbHOCTH
MHUKOOAKTEpUM K XUMHOTepanumn? DToT pakT TpedyeT
MNpOBeASHUS AOMOJTHUTENbHBIX UCCIEA0BATEIbCKUX
paboT, MPULIETbHO U3yYalOlINX MOJE]b COYETAHHOMN
MaTOJIOTUH.

Takum obGpa3oM, coueTaHUe paka JErKoro u
TyOepKyjae3a OCTaeTcs aKTyaJlbHOW MpoOJeMOii,
TpeOyloleit 6ojiee TIyOOKO MNOHMMaHUS
B3auMMOOEeHCTBUSI MeXAy Cco0OM maHHBIX
MaTOJIOTUYECKUX MPOLIECCOB [IJIsI CO3aHUsT HanboJiee
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Lung Cancer and Pulmonary Tuberculosis:
Key Features of Molecular Mechanisms of Concomitant Disease

G. M. Agafonov" 2 *, G. G. Kudriashov!, U. S. Krylova!, T. S. Zubareva!,
I. M. Kvetnoy" 2, P. K. Yablonskiy" 2

!Saint-Petersburg State Research Institute of Phthisiopulmonology, St. Petersburg, 191036 Russia
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Abstract — Lung cancer and pulmonary tuberculosis have long been significant problems for global
health, occupying leading positions in terms of morbidity and mortality in both developed and
developing countries. Numerous clinical and experimental studies have allowed to get knowledge of
the mechanisms of development of these pathological processes individually, the impact of diseases on
the macroorganism, and various options of treatment. According to population studies, the interaction
between these two processes is undeniable — both active tuberculosis and post-tuberculosis changes are
equally risk factors for the development of neoplastic processes, and malignant tumors create favorable
conditions and predispositions for the development of mycobacterial infection. However, the mechanisms
of interaction between these two diseases in concomitant cases remain opened and insufficiently studied.
This literature review provides a detailed description of the variants of lung cancer and pulmonary
tuberculosis combinations, the pathophysiological basis of the interaction between infectious and
neoplastic processes: modulation of the immune response by M. tuberculosis and lung tumor; oncogenic
signaling pathways activated by tuberculosis infection; mechanisms of epithelial-mesenchymal transition
in post-tuberculosis scar changes and its role in the formation of so-called "scarcinoma"; the relationship
between tumor-mediated and tuberculosis-associated immunosuppression; the role of the PD-1: PD-L
signaling pathway, and the influence of modern types of anti-tumor immunotherapy on the course of
these pathological processes. The final part of the review presents our own data from experimental
studies on the combination of cancer and tuberculosis in a laboratory model, identifying promising
directions for further research on this issue.

Key words: lung cancer, pulmonary tuberculosis, concomitant lung cancer and tuberculosis
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AyTtodarrst — BHyTPUKJICTOYHBIM MEXaHW3M U3O0JISIIIUM, TPAHCIIOPTA U Aerpamgallii MaKpOMOJIEKYI 1
opranes1. Dusnonornyeckoe 3HaueHUe ayToharuy 3aKI04aeTcs, BO-IEPBbIX, B MOAAEPKAHUHU IIOCTO-
STHCTBa BHYTPUKJIETOUHON Cpe/bl 32 CUET CBOEBPEMEHHOI YTUIM3allMM OEJKOB ¢ HapyIIIEHHOM CTPYK-
TYypOil U TOBPEXIEHHBIX OpraHesii. Bo-BTOphIX, 3a cYeT N30UpaTesIbHOM Aerpagalii MaKpOMOJIEKYJT
ayTodarus nmocTapisieT KJIETKE MOHOMEPHI, KOTOPBIE Jajiee UCITONIb3YIOTCS €10 IS CUHTE3a HOBBIX COE-
JUHEHUH, YTO CIIY>KUT JJ1s1 00ecTiedyeHusI MePEeCTPOKU KJIETOUHOTO MeTaboJiM3Ma B IPoLIeccax KJIeTou-
Hoit mudbepeHInalNy, OHTOTeHEe3a U afanTallny K AeiicTBIIO (DaKTOPOB BHEITHEH cpenbl. Ayrodarus
SIBJISIETCS MCKITIOYMTEIbHO BaXKHBIM MEXaHU3MOM ISl ITOAIepKaHUs HOPMAJIBHOTO (hyHKIIMOHUPOBa-
HUSI TOCTMUTOTUYECKUX U AU hepeHInpOBaHHBIX KJIETOK, B TOM Yuc/e HelipoHoB. HapyieHus ayTo-
(harum B HelipoHaX MPUBOIAT K (DOPMUPOBAHUIO OEJTKOBBIX KOHIIOMEPATOB, HAKOTJIEHUIO TTOBPEXIEH -
HBIX KJIETOUYHBIX OpraHesul, JereHepallii HEPBHBIX BOJOKOH U rMOeIn KJIETOK, YTO YacTo HabaogaeTcs
MpU pa3BUTUM HEKOTOPBIX (DOPM HeliponereHepaTUBHbIX 3aboieBaHuii. KpoMme Toro, yctaHoBj€eHa pOjb
ayrodarny B peam3allii CMHAIITUYECKOM IJIACTUYHOCTH M MeXaHM3Max naMsIti. [Tockonbky ayroda-
rUs OKa3bIBaeT CYIIECTBEHHOE BIMSHME HAa KJICTOYHBIN METa0OIU3M, UCCIENOBAaHUE PETYISILIMU M OC-
HOBHBIX MyTel peaiu3aliii 3TOro MexaHn3Ma MOXeT UMETh pellaroliiee 3HaueH1e B IOMCKE CPEICTB U
MOIXOIOB B JIEYEHUN U MPOPUIAKTHKE MHOTHX MATOJOTU, TIPOTrPECCUPYIOLIMX C Bo3pacToM. B maHHOM
0030pe onucaHbl OCHOBHBIE MOHSTHUS Mpolecca ayTodaruu, o60011eHbl KitoueBble PYHKIMU ayToda-
TMU B KJIETKAX, a TaK>Ke MPeaCTaBIEHbl COBpEMEHHbIE JaHHbIE O €€ POJIM B 00eCeYEHUU HOPMAILHOTO

MeTadoIM3Ma U peaIn3aliy CrielnprIecKux yHKIMIA HEiipOHOB.

Knrouesoie crosa: ayTO(bal"I/IH, HeﬁpOHBI, MO3T, CHHalITU4YeCKad 1miaCTU4HOCTb, TMITOKCHUA

DOI: 10.31857/S0301179824030056 EDN: BBDSQB

BBEAEHUE

TepMuH ayTodarusi — oT rpedyeckux cjioB “ayro-"
(camo-) u “daroc” (rmommomawIInii) — ObLI U3BECTEH
yXe B 19 Beke ¥ ero nupoKo MCIOIb30BalN ISl O~
caHus 3¢ deKkTa MOCTENeHHOI0 NUCTOIIEHNSI OPraHOB
¥ TKaHEH XXMUBOTHBIX IPH JIMTETLHOM TOJOMAHWU.
IlepBoe ynoMmuHaHue ayToarum BCTpeyaeTcs B Ha-
YUHBIX Tpynax (ppaHily3ckoro yueHoro M. Anselmier,
KOTOPBIi, MMPENMOJIOKUTEBHO, U BBEJ TTOHSITHE ay-
Todarum Kak MexaHu3Ma, MocpeacTBOM KOTOPOTO
OopraHbl U TKaHU MCMOJb3YIOT CaMO BEIEeCTBO TKa-
HU IJIs1 TIPOMJIEHUS XKU3HU opranusMa [78]. OmHako

Cokpamenns: [ITCP — mocrrpaBMaTuyeckoe CTpeccoBoe pac-
crpoiictBo; AMIIA — a-aMUHO-3-TUAPOKCU-S5-MeTUII-4-U30K-
cazojinponuoHoBas kuciora; TAMK - ramMa-amMuHoMacsstHast
KHCIIOTA.

75

6osice coBpeMeHHOE TTOHUMaHKe ayTodaruu ObLIO
MIpemnIoXeHo B cepennHe XX B. OCJIbIUICKUM yde-
HbeiM Christian de Duve, KoTopblii BriepBble BBISIBUI U
OTTHICAJT JIN30COMBI 1 BCTIEN 32 9TUM IByXMeMOpaHHbBIC
CTPYKTYPBI, coAepXKallire KJIeTOUHbIE OpraHelJibl Ha
pa3HBIX 3Tanax Jerpamaluu, KOTOpble OH Ha3Ba ay-
todarocomamu [35]. [lonmmanmne mexann3ma ayroga-
MU MEHSJIOCH 1 YCJIOXKHSIIOCH CO BpeMeHeM. BHavaste
npearoJiarajum, 4to ayrogarus B OoJblieii cTeneHu
TpenCcTaBiIsIeT CO00I HeCeIeKTUBHEIN MEXaHU3M TPY-
001 nerpagaliiy OeIKOB M KJIETOUHBIX opraHeiu1. Oxn-
HaKo II03Xe, Iocje TOro, Kak B 1992 r. rpymniioii mox,
pykoBoacTBoM Yoshinori Ohsumi GBI OTKPHITHL OC-
HOBHBIC T'eHHI afg (autophagy-related genes), ydacTBy-
[olIMe B Mpoliecce ayTodaruu, B Xoae MOCAeIyOIINX
MHOTOYHMCJICHHBIX MCCIIEIOBAHWIA CTAJIO TIOHSITHO, YTO
MEXaHU3M ayTo(aruu MHOTOCTYIIEHYAThIM, CTIOKHBIN
B PETyJISILINKU W BBICOKO M30MpateNbHbIi [62, 70, 104,
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107, 152]. 3a uccinemoBaHus B 00JacTU ayTodaruu
Christian de Duve 0bu1a npucyxneHa HobGeneBckas
npemus B 1974 r. u Yoshinori Ohsumi — B 2016 1. [53].

CornmacHO COBpEeMEHHBIM TPEICTaBICHUSIM, ay-
To(daruss npeacrasiisgeT co00i BHYTPUKICTOUYHBIN
KaTaboJUYeCKU Mpolecc, KOTOPbIM COCOOCTBYET
CHCTEMaTUYECKON Aerpanaliiu U HelpepbiBHOM pe-
MUPKYJISALNHN KJIETOYHBIX KOMITOHEHTOB Uepe3 JIM30C0-
MHO-3aBHUCHMBIi IyTh [69, 84, 104]. Borpoc, mis yero
aTa Jerpamanys HyXXHa KJIeTKe U 4TO OHa 00ecITeun-
BAaeT, SBJISIETCS KITIOUEBBIM B IOHUMAaHWU POJIU ayTO-
armm. Lenbio gerpamanuu IBIsIeTCS HE TIPOCTO -
MUWHaLKSI MaTepuaia, HO ITPOM3BOACTBO 3a CUeT U30u-
paTenbHOI merpamaliii MOHOMEPOB, KOTOPHIC Jayee
HCIIOJIB3YIOTCSl KJIETKOM JJISI CHHTE3a HOBBIX COeIHE-
HU, 00eCTIeYNBAIONINX XU3HEACITETBHOCTD KIETKH U
ee OOHOBJIEHME, a TAKXKe MEPECTPOIKY ee MeTaboIun3-
Ma TIpY M3MEHSIONINXCS YCIOBUSIX CPEIB, B TIpoIIeccax
meTaMopdo3a u nuddepeHuunanuu. Ayrodarus ciy-
XKUAT AMHAMUYECKON CUCTEMOM PELUPKYISILMUU KJIIe-
TOYHBIX BJIEMEHTOB, BBITIOJHSIOLIEH B 11€JIOM FOMeo-
CTaTUYECKYIO 1 afanTUBHYIO (GYHKIIUU. DTU PYHKIIUU
HUCKITIOUNTETFHO BaXKHBI T T GepeHINPOBAHHEBIX U
MMOCTMUTOTHYECKUX KJIETOK, B TOM UMCJie HelpoHaM.
Hapymennst B Mexann3Max ayrodarud B HelipoHax
MPUBOISIT K HeMpaBUJIbHOMY (DOPMUPOBAHUIO JEH-
IPUTHOTO IepeBa, aKCOHOB, MI3BMEHEHUIO CTPOCHMS 1
COCTaBa IIUITMKOB, a TAKXKE HAKOTUIEHUIO TOKCUYHBIX
OCIIKOBBIX KOHTJIOMEPATOB M MTOBPEXKIEHHBIX MUTO-
XOHIIpUH, U UX TECHO CBSI3bIBAIOT C MPOTrpeccUpoBa-
HUEM psiia HeiipomereHepaTUBHEIX 3a0oJieBaHuii |19,
52,74, 84, 98]. KpoMe Toro, Bce Gosbliiee KOJTUYECTBO
paboT CBUACTEILCTBYIOT O BaXXHOI poyiv ayrodarny B
obecreyeHU CUHanTu4eckoit mmactuaHoctu [18, 90,
138]. Mexanusm aytodaruu 3aaeiiCTBOBaH B peaKIIUIX
HeHpPOHOB MO3ra Ha 0OJIbIIOE YKCJIO BO3ACUCTBUIA, B
TOM YMCJIE TUTIOKCHIO, UIIEMHUIO U TOJIOHaHUE, U T10-
TOMY SIBJIIETCS] BAXKHBIM OOBEKTOM JIJIST UCCIIeIOBAHMIA
[26, 66, 98]. Llenpio HacTosIIEro 0630pa SIBJISIETCS
000011IeHIe OCHOBHBIX CBOMCTB M IPUHIIMIIOB ayTO-
(haruu 1 mpeacTaBiIeHNEe COBPEMEHHBIX JAHHBIX 00 1X
peaau3alnuy B HEPBHOM cUCTeMe.

AYTO®ATUSA B JETPAJALIMOHHON
CUCTEME KJIIETKH

Buowr aymogpaeuu

KrnetouHslit ToMeocTa3 3aBUCUT OT PaBHOBECHUS
MEXIy OMOCUHTE30M M KaTaboI1M3MOM MaKpOMOJIEKYJI.
B aykaproTtnueckux KjaeTKax BbIAESIOT 1Ba OCHOBHBIX
npoliecca Jerpagauuy 0eJIKOB: IIpoTeocoMalibHasT U
mm3ocomainbHas [18, 30]. [IporeocoManbHast cuctema
Jerpagalyy B OOblIei cTerleHu crielpuyHa 1151 KO-
POTKOXUBYIIUX OEJIKOB, B TO BpeMsI KAK MHOTHE MEM-
OpaHHBbIE O€JIKM, a TAKXKe IPYTUe KJIacChl COENMHEHUIA
U KJIETOYHBIE OPTaHeJJIbl AErPaaupyIOT MMOCPENCTBOM
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JIN30COMaNbHOM cucteMsnl [18]. Ayrodarus sBisercs
YacTbIO JIM30COMAIbHOM CUCTEMBI Aerpagaliui 1 00b-
enuHseT B cebe (DyHKIIMU U3O0JISILIMN U TOCTaBKU BHY-
TPUKJIETOUHOTO MaTepuaja K au3ocome [102].

DyYHKIIMOHATIBHO BBIAEISIOT TP OCHOBHBIX TUIIA
ayrodaruu: marepoH-3aBUCUMast, MUKpoayTodarust
1 MakpoayTodarus.

IIpu 1IanepoH-3aBUCUMOM ayTodaruu TapreTHhie
0eJIKM JOCTaBISIIOTCS K JIM30COoMe OelKaMU-IIanepo-
Hamu (B yactTHocTu Hsc70, Heat shock cognate 70),
KOTOpbIE PAcIlO3HAIOT HA TTOBEPXHOCTU MOBPEXKICH-
HOro 0ejka crneuupuIecKylo Mocaea0BaTeIbHOCTh
KFERQ [11]. JlaHHBI{f MOTUB TIPUCYTCTBYET MPUMEP-
Ho y 30% Bcex 6enkoB kieTku [39]. B HatuBHOM cO-
crogauu 60enka KFERQ-MoTuB MOXeT HaXOmUTHCS
BHYTPHU OeJIKOBOM T1o0yibl. [Ipu nuccouuauuu rio-
Oy Wiy HapylIeHMU KOHpopMaLuy GeKa, a TaKxKe
BCJIEACTBUE MOCTTPAHCASILIUOHHBIX MOAUPUKAIIUIA
Oelka JAaHHBI MOTUB OKa3bIBAETCSI HA MMOBEPXHOCTU
U CIYyXUT CUTHAJIOM JJISI paclio3HaBaHUs IIamnepo-
Hamu. lllanmepoHBI TOCTaBJISIOT MOBPEXICHHBIN Oe-
JIOK K TTOBEPXHOCTH JIM30COMBI, The crelupuyecKue
peuenTopsl-TpaHcIopTepsl (B yactTHocTu LAMP2A,
Lysosome-associated membrane protein type 2A), J1o-
KaJuaylolecst B MeMOpaHe, IIepeHOCST eTo BHYTPb
opraneiisl [11, 33, 34].

ITpu muxkpoayTodaru NpouCXoauT Hecreuupuye-
CKO€ MONIOLIEHNE TM30COMOIM HEOOIBIINX KOMITOHEH -
TOB LIUTOILJIa3MbI 32 CUET 0Opa30BaHUs BHITISTYMBAHUMN
B caMoif MeMOpaHe JIM30COMBL.

[Tpu makpoayTodaruy mNpoUCXOAUT CUHTE3 OT-
JIeJIbHOI IByXMeMOpaHHOI CTPYKTYpPhl — (harOCOMBI,
BHYTPb KOTOPOI1 U30JIMPYETCs MOBPEXASHHBII OeT0K
WIM Lenasl KjaeToyHas opraHemia [128]. Ayrodaroco-
MBI Jajiee CIUBAIOTCS C TIM30COMaMu, 00pasys ayTo-
(haronmsocomy, BHyTpU KOTOPOI IIPOUCXOAUT Aerpa-
Jauus copepxumoro. McTtouHnkoM MeMOpaHBI ISt
ayTodarocoM CIyXXuT MpexIe BCEro SHAOIIa3MaTuyIe -
CKUI1 pETUKYJIYM, a TaKxKe KOMITIeKC [0bIKu, MUTO-
XOHJPUH U TIJIa3MaTudeckast MemOpana [125, 154, 157].

Peeynsyus u komnonenmol Makpoaymogacuu

ITpouecc popmupoBanus ayroharoCoMbl PEryIn-
pyeTcsi 00JIbIIUM KOJIMYECTBOM OEJIKOB Y ITPOUCXOIUT
oI BIUSTHUEM TaK Ha3bIBaeMBIX OEJTKOB ceMelicTBa
Atg, KOTOpbIe BIIEpPBbIC ObLIM OMMCAHBI HA IPOKKaX,
HO SIBJISTIOTCSI BBICOKO KOHCEPBATUBHBIMHU Y BCEX dyKa-
puoT, BKJItodass muiekonuTtatomux [70, 107, 149, 155].
benku aToro cemeiictBa, oopasys peryjsiTOpHble U
aKTUBAIlMOHHbIE KOMILJIEKCHI, ITOCJIeA0BaTEeIbHO BOB-
JIeKaroTcs B ¢opMUpOBaHUE pacTylleil ayTogparoco-
Mbl. HacuMThIBAIOT 11ECTh PA3IMYHBIX KOMILJIEKCOB,
¢dopMupyeMBIX IIpU ydacTUM O€lIKOB Atg, omHaKO
pOJIb 3TUX KOMIIJIEKCOB BO MHOTOM He u3yueHa [43,
103]. Mauuumanusa coopku ayrodarocoM HaumHaeTCs
¢ nepochopunupoBanusi kuHasbl Ulk-1 (Unc-51-like
Ne 3
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autophagy activating kinase 1), B pe3y/bTaTe 4ero oHa
aktuBupyercsa u popmupyeT Komruiekc ULK-1 ¢ 6en-
kamu Atgl01, Atgl3, FIP200 [43]. Kommekc ULK-1,
B CBOIO ouepens, pochopummpyeT 6emok Beclinl [129].
Crenyromuii KOMILIEKC, B KOTopbIit BxonaT Beclinl, a
taxxke Atgl4, VPS34/PI3KIII nuVPS15/PIK3R4, aBus-
€TCsl MEPBUUYHBIM 3BEHOM B Havajie cOOpKH ayTodaro-
coMHI [43, 65].

DochopunupoBanue/nedochopuiipoBaHue
Ulk-1 perynupyetcs 3a cueT komrmiekca mTORCI1
(mammalian Target of rapamycin complex 1).
mITORCI1 dochopunupyetr kuHazy Ulk-1, okasbiBast
WHTUOUTOPHOE AEKCTBUE Ha HEe U OJIOKUPYS TaKUM
o6pa3oM, Hayao coopku ayrodarocom [65]. B cBolo
ouepenb mI'ORCI, pearupyst Ha ypoBeHb aMUHOKMC-
JIoT B KJeTke [117], peuuIpoKHO perynmpyeT YpOBEHb
TpaHCIALUUU OEJIKOB U YPOBEHb UX JAeTrpajaliuu 1o-
CpeICTBOM ayTodaruyd U MOTOMY SIBJISIETCS BaKHeM-
IIMM PETYJISITOPOM MeTabosiM3Ma KJIETOK B OTBET Ha
M3MEHEHMsT oKpyxaroleit cpeas! [158]. BmecTe ¢ Tem
mTORCI1 kKoHBeprupyet Ha cede Ipyrue CUrHajJabHbIe
MYTU B KJIETKE, B TOM YMCJIE OMOCPEAOBAHHbIE HEM-
porpodmnueckumMu dpakropamu [17, 158]. B gacTtHO-
CTU, YCTAaHOBJIEHA BO3MOXHOCTD peryiassuuu mI'OR ¢
noMmoisio BDNF (Brain-derived neurotrophic factor)
[110, 115]. BDNF neiicTtByeT yepe3 ceMeMCcTBO TU-
po3uH-KnHa3HBIX penentopoB TrkB (Tropomyosin-
receptor-kinase B), KoTopble aKTUBUPYIOT CUTHAJIbHBIE
nytu, ornocpenoBanHbie MAPK, Akt/PI3K u PLC-g.
B cBoro ouepens, PI3K/Akt aktuBupyer mTOR u Ta-
KUM 00pa3oM ¢yHKIIMOHAJILHO CBSI3bIBAET eficTBUE
BDNF c ayrdarueii. [Tokazano, uto BDNF nomassi-
€T aKTUBHOCTb ayToaruu 3a cueT mI'OR u reHeTuye-
ckoe unrnoupoanve BDNF npuBoaut K ycuieHU1o
aytoaruu B Mosre Mbiiieii [110].

OmHMM 13 BaXKHBIX U XOPOIIO U3yYEeHHBIX GEITKOB
ceMelicTBa Atg saBisieTcst Atg8 Uy ero roMoJior y Mie-
konurtatomux — LC3 (light chain protein). Ilpu ¢op-
MUPOBaHUU ayTOParocoMbl K IIMTOIJIa3MaTUYECKOM
dopme 6eaka LC3 (LC3-1) mpucoenuHseTcsl MOJIEKY-
Ja pochoTuanIdaTaHOJaMUHA, B pe3yJbraTe yero Io-
JlydaeTcsl aKTUBHas JUMUAMPOBaHHAs (popMa Oennka
— LC3-II, xoTtopast MOXeT BCTpauBaThCsi B MeMOpa-
HY ayTo(arocombl. boIbIIMHCTBO OEJIKOB ceMeiicTBa
Atg oTcoequHs0TCS OT chopMUpOBaHHOI ayToda-
TOCOMBI M BO3BpalIalOTCs B LIUTOIIA3My. B oTiinuune
ot Hux LC3-II ocraercd cBSI3aHHBIM C MEMOpaHOI1
ayToharocoMbl U MOTOMY SIBJISIETCS OOHUM U3 Hau-
0oJiee YaCTO MCIOJIb3YeMbIX M U3BECTHBIX MapKePOB
makpoaytodaruu [101]. ITo marTepHy OKpalivBaHUs
LC3 Ha ructoysornyeckux npemnaparax MOXHO CYIUTh
0 KOJIM4ecTBe ayToharocom, a 1o M3MEHEHUIO COOTHO-
menus LC3-1 u LC3-1I ¢opMm, BBISIBISIEMBIX C IOMO-
IIBIO BECTEPH OJIOTTUHTA, — 00 aKTUBHOCTH MaKpoa-
yrodaruu. M3BectHo, yto LC3 sgaBiseTcs pelenTopom
IUTSL pacTIO3HABaHUSI ¥ TPAHCIOKALIMH TIOBPEKIEHHOTO
OeKa BHYTPb ayTo(aroCoMbl, a TAK:Ke OH HEOOXOIUM
IJ1st hopMUpoBaHus U pocta ayTodarocomsl [83]. B
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ayrodarocoMy MOTYT MOITanaTh KakK YYaCTKH IITUTO-
TJTa3MBI ¢ KJIETOYHBIMU OpraHeIaMy (HeceTeKTUBHAS
ayTodarus), Tak U KJI€TOYHbIE OpraHesIbl, KOTOpbIe
TocJje MOBPeXISHUS MPUOOpeTaroT crienPUIeCKUn
CHUTHAJI TTIOJINYOMKBUTUHUPOBAHMS Ha TIOBEPXHOCTH,
KOTOPBIN pacrio3HaeTcs 6eKkaMu-TocpeqHuKaMu |32,
62]. Beaxu-mmocpeTHUKY UMEIOT IBa caiiTa CBSA3bIBa-
HUS: ONUH JUIS CUTHAJIBLHOM TTOCJIeIOBATEILHOCTH Ha
TTOBEPXHOCTH TTOBPEXISHHOTO GeJIKa UM OpTaHeJUTHI,
a IpyToif — I pelienTopa Ha MOBEPXHOCTH ayToda-
rocoMbl (06srgHO 310 LC3-11) [62]. Takum oGpaszom
OHM HaIpaBJISIOT MTOBPEXACHHYIO BHYTPUKIIETOUHYIO
CTPYKTYpY K ayToarocome. OgHUM U3 HauboJiee Xo-
POIII0 M3YYEeHHBIX TTOCPETHUKOB SIBJISIETCS O€OoK p62/
SQSTM1 (sequestome 1), KOTOpbIit UMeeT YOUKBU-
TUH-cBa3bIBarouii fomeH UBAN (ubiquitin binding
in ABIN and NEMO) u LC3-cBg3biBaronuii JoOMeH
LIR (LC3-interacting region). Beok p62 Takxke 4acto
HCTIONB3YIOT JIJIs1 OLICHKM TIpoliecca ayTodaruu.

B ominuue ot Apyrux MexaHu3MOB BHYTPUKJIETOY-
HOI Aerpajaiuu, MakpoayTodarusi npencTaBisieT co-
00i1 emMMHCTBEHHBINA U3BECTHHIM BHYTPUKICTOYHEIN
MeXaHW3M, MO3BOJISIIONINKI MPUBOAUTD K Jerpagaliuu
HE TOJIbKO OTIEJbHbIE OEJIKU, HO U KPYITHbIE KJIETOY-
HbIe 2JIeMeHTHhl. B yacTHOCTH, MakpoayTodarus obuia
ornucaHa aJisi 6eJIKOBbIX OJIsIlIeK, MUTOXOHIPUIA, Te-
POKCHCOM, SHAOIUIa3MAaTUYECKOTO PETUKYTyMa, MUE-
JHa [62].

Ocobennocmu aymoghaeuu 6 HellpoHax

B nokoe, mpy OTCYTCTBUY BHEUTHUX BO3AEHCTBUI,
B KJIETKaX M TKaHSIX YPOBEHb aKTUBHOCTHU ayTodaruu
TIOAIEePXKUBAETCS Ha OMPEIeIEHHOM IOCTOSTHHOM Oa-
3aJIbHOM YPOBHE U MOXET 3HAUUTEIbHO YCUINBATh-
cg npy BHeITHUX Bo3aeicTBusx [100]. B HeiipoHax B
YCJIOBUSIX TTIOKOSI TaKXKe MTOCTOSTHHO 00pasyloTcs ay-
TO(haroCoMbl, IpA 3TOM OHU MOTYT (DOPMUPOBATH-
csl He TOJIbKO B COMe HelipoHa, HO U B IeHIApPUTAX U
JUCTAJIbHBIX OTAeNax akcoHa [21, 27, 81, 91-93, 147].
BbuoreHnes u Tpancnopt ayrogarocoMm B AeHAPUTAX U
aKCOHaX pas3MJaeTcs: B aKCOHe ayTodarocoMsl ¢op-
MUPYIOTCSl B TpEeCUHANTUYECKOI 001acTy U fajee pe-
TPOTPaIHO MPOABUTAIOTCS K COME KJIETKH, TOTAA Kak
B AeHApPUTAX ayTo¢harocoMbl MOTYT IBUTaThCs B 000-
ux HanpasieHusx [81, 91, 92, 142, 147]. Otu pasznu-
YHYs TTOATBEPXKIAIOTCS HATMYUEM PAa3HOM OpUEeHTALIUU
MUMKpPOTpYOOUEK, pacnosararoiumxcs OIHOMOJSIPHO B
aKCOHaX M MMEIOIINX CMEIIaHHYIO TTOJISIPHOCTD B IEH-
aputax [68]. CunTaeTcsi, YTO PETPOTPATHbII MyTh aK-
COHaJIbHOM ayTodaruu obecneuynBaeT Mpexae BCEro
TPaAHCTIOPT MOJIEKYJT U3 NUCTATbHBIX YYACTKOB aKCOHA
B comy. B yacTHOCTH, HegaBHO OBLIO ITOKA3aHO, YTO
IyTeM ayTo(arui MOTYT TPaHCIIOPTUPOBATHCS B COMY
akTuBUpoBaHHble TrkB-peuenTopsl, 1 3T0O BO MHOTOM
ormocpeayeT HelipoTpoduueckoe neiictsBue BDNF
[77]. BmecTte ¢ TeM pa3nuuus B OMoreHe3e 1 HallpaB-
JIEHUSX IBVDKEHUS ayTo(arocoM MeXIy AeHIPUTAMU
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1 aKCOHaAMHM MOTYT CBUACTCILCTBOBATH O HCKOTOpOfI
C]'ICL[I/I(l)I/IKC BBITTIOJTHACMbBIX 9TUMM OTACIaMH q)YHKHI/Iﬁ

[93].

O OYHKUIUAX AYTODATUN

lomeocmamuueckas poas aymogpaeuu, “KoHmpons
Kauecmea” u HelipoOdeeeHepamusHble 3a001e6aHUS

KietouHblit MeTaboaM3M COCTOUT U3 TTOCTOSIHHOM
PELUUPKYJISLIUN U OOHOBJIEHUST KJIETOUHBIX 3JIeMEH-
TOB, YTO MOCTHUTAETCS 3a CUeT OaylaHca MeXmy Ipo-
1eccaMy CUHTE3a HOBBIX 3JIEMEHTOB (aHaboIM3Ma)
U Jerpagaliid HEHYXXHBIX WJIM TTOBPEXIEHHBIX 3JIe-
MEHTOB (KaTabosu3Ma). Aytodarusi sIBIsSeTCs OMHOM
13 OCHOBHBIX JIeTPafallMOHHBIX CUCTEM KJIETKU U BO
MHOTOM 00eCreYrBaeT SJIMMUHALIUIO MTOBPEXISHHBIX
KJIETOYHBIX OCJTKOB M OpraHesjl, YTO HeOOXOTUMO IS
noaaepKaHuss HOpMaJabHOTO (PyHKIIMOHATBHOIO CO-
CTOSIHUS OOJIBIIMHCTBA TMTOCTMUTOTUYECKUX TUdPe-
PEHIMPOBAHHBIX KJIETOK, 1 BBIMTOJHSIET TOMEOCTaTH -
YeCcKYyIo poJib. Tak, Halmpumep, B OOJIbIIIOM KOJIMYECTBE
HCCIIeI0BaHU TTOKa3aHo, YTO OJIOKMPOBaHWE WU Jie-
JIELIMST KJIIOYEBBIX T€HOB ayTodaruu atgd uiu atg7 B
pa3HBIX opraHax (IeYeHM, MOMKEIYyIOIHOM XKeese,
MOYKe, CEPIEYHON MBIIIIIIE, CKEJIETHON MyCKyJaType)
MIPUBOIUT K CXOXUM TTaTOJIOTUYECKUM M3MEHEHUSIM
Ha MOJIEKYJIIPHOM YPOBHE, a UMEHHO K HAKOTUIEHUIO
YOUKBUTUHUPOBAHHBIX p62-comepKallnux OEIKOBBIX
00pa30oBaHMil U MOBPEXICHHBIX OpPraHesl, MPexXIe
BCETr0 MUTOXOHAPUMN U 3HIOIUTOIIA3MAaTHIECKOTO
petukyinyma [41, 54, 63, 73, 96, 106, 121]. Ha makpoy-
pOBHE Ha0JIIomaeTCs runepTpodus NeUyeH U cepala,
C BO3pAaCTOM Y XXMBOTHBIX pa3BUBaeTCsl aTpous cap-
KOMEpOB M CKeJIeTHOUN MycKymaTyphl. [1pyn Mo3amd-
HOI aeneluu atgsd (aenaeuust oCyllecTBASIETCS TOJIbKO
B HEKOTOPBIX TTOMYJISIIIASIX KJIETOK Pa3IMUHBIX TKAHE)
WIN C Iejlelreid afg7 B rernaTouuTax yBeJIuuruBaeTcs
YacToTa CIIOHTAHHOTO 00pa30BaHUS OMYXOJIM B Ieye-
Hu [60, 151]. B HepBHOI1 cucTeMe TIpH OIIOKMPOBAHUH
ayTodaruy HabJIIOJAIOTCS CXOXNE BHYTPUKIIETOUHBIC
HapymeHUs. B yacTHoCTH, MHTMOMpPOBaHKWE TEHOB
atg5 Unu atg7 IpuBOAUT K GOPMUPOBAHUIO OEJIKOBBIX
BKJIIOUEHUU B MMpaMUIHbBIX HelipoHax, kieTkax [Typ-
KHUHBE B KOpEe MO3:XeuKa, B Jo(haMUHEePruyeckKux Heil-
pOHaX cpemHeTro Mo3Tra MbIIei [46, 52, 74|, a 6I10KU-
poBaHUe afg7 BO BCEM MO3Ie IMTPUBOAMT K HAKOIJIEHUIO
anb(pa-cuaykienHa 1 LRRK?2 B nmpecuHantuyeckoi
obGacTu [46]. Y XMBOTHBIX ¢ AedeKTaMu ayTodaruu
HaOJIIOIAI0TCSI JIOKOMOTOPHBIE HEBPOJIOTMIECKIE Ha-
pyluieHus [52, 74].

Heiiponn! gBagoTcsa BeicOkognuddepeHIMpoOBaH-
HBIMU KJIETKAMU M OCTAIOTCSI B MIOCTMUTOTUYECKOM
COCTOSIHUY Ha MPOTSIKEHUU BCEWU OCTaBLICHCS KU3ZHU
opranuzmMa. HecmMoTpst Ha TO, UTO B TOJIOBHOM MO3Tre
CYILLIECTBYIOT 30HBI HeliporeHesa, TeM He MeHee, CO-
IJIACHO TEeKYILIUM IMPEACTABIEHUSIM, TTOJHOCTBIO MY
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HEpOHOB He OOHOBJISIETCS B TEUEHUE XKMU3HU Opra-
HU3Ma. BONbIIMHCTBO KIETOK OpraHn3Ma, CIIoCOOHBIX
K JIeJIeHUI0, N30aBJISIIOTCS] OT HAKOTUIEHHBIX TOKCMHOB
BO BpeMs KJIeTOYHOro aejieHus1. I1ockoabKy HeiipoHbI
JINIIIEHBI BOBMOXHOCTH U30aBUTHCS OT ITOBPEXKIESHHBIX
KJIETOYHBIX 3JIEMEHTOB MJIM TOKCMHOB ITyTeM JCJICHMUSI,
UM HEeOOXOAUMBI TOTIOJTHUTEIBHBIEC CIIOCOOBI DJIMMM-
HallMM MOBPEXISHHBIX OCIKOB M opraHes [45, 144].
Kpome Toro, B cujty 0COOEHHOCTE CTpOEHUSI, a UMEH-
HO HaJIMYUS IJIMHHBIX OTPOCTKOB, HeiipOoHAM HEO0X0-
JVMBI JTOITOJTHUTEIbHBbIE MEXaHU3MbI TpaHCIIOpPTa 1
LIUPKYJISLIMY OpTraHeslI BHYTpU KIeTKH [146]. Ayroda-
THsI BO MHOTOM O0ecIieunBaeT 3TU (PyHKIMU U IIOTO-
MY CUMTAETCSI UCKIIOUYUTEIHLHO BaXKHBIM MEXaHU3MOM
IS HOpMaJIbHOTO (DYHKIIMOHUPOBaHUS HEeiipoHOB. B
MOJIEJISIX Ha XKMBOTHBIX IT0Ka3aHO, YTO HapYILIEHUS ay-
To(aruy MOTYT JieXKaTh B OCHOBE ITaTOreHe3a MHOTHUX
(opM HeitponereHepaTUBHBIX 3a00JIeBaHU A, BKIIOYAsI
paccestHHBIN ckiepo3, bone3Hs Anbureiimepa, Iap-
KMHCOHA 1 XaHTUHITOHA, ITOCKOJIbKY BBhI3bIBAIOT CXO-
KUe narojiornueckue usmenenus [19, 21, 30, 45, 71,
81, 84, 98, 144]. eiicTBUTENbHO, IIpU 0ONIE3HU AJbILI-
reiiMepa y yejioBeka post mortem BBISIBJIEHO HAKOILJIe-
HUe ayTo¢arm4ecknx BaKyoJieil B HelipoHaX, YTO CBU-
JETEIbCTBYET O BaXHOU poJiM ayTodarnu B maToreHese
3a00J1eBaHUS UM O BO3MOXHOM €€ KOMIIEHCATOPHOM
pOJIM TIpM TIpoTpeccupoBaHuu 3adoyieBanus [21, 111].

ITaToreHes HelipoaereHepaTUBHBIX 3a00JeBaHUI
YacTO CBSI3aH C TOKCMYECKUM 3P (PeKToM OeTKOBBIX
BKJTIOUCHHI ¥ TTOBPEXIEHHBIX MUTOXOHIPHIA, KOTO-
pble HaKaruIMBalOTCSl B KJIETKE B OOJIBIIIOM KOJMYE-
cTBe. ATperupoBaHHbIe O€JIK OOBIYHO YCTOMYMUBBI K
pacIIeryIeHUIo, OHU He MOTYT IMOABEPraThes nerpanaa-
IIUU B TIPOTEOCOME M 9aCTO OJOKUPYIOT ee (DYHKITNIO
[16, 29]. [TosTOMY BO3MOXHOCTD peaqu3aliy Ierpa-
JaluY ¢ TIOMOIIbIO aTbTePHATUBHON CUCTEMBI, ayTO-
(arum, paccmaTpuBaeTcss MHOTMMHU aBTOpaMH B Ka-
YecTBEe MEePCIEKTUBHOTO MOAX0A TS STUMUHAIINH
OEeJIKOBBIX OJISINIEK W MOBPEXACHHBIX OpraHe/ll Mpu
HelipoaereHepaTUBHBIX 3abojieBaHuUsAX [22, 29, 38].
HNmeeTcs 1ocTaTOUHO MHOTO pabOT, CBUIAETENbCTBYIO-
IIHUX O TOJIOXKUTETbHOM 3(pdekTe mpuMeHeHUS aKTH -
BaTOpOB ayToaruu B 3aMeJICHUU MPOrpecCupOBaHUsI
HEBPOJIOTMYECKUX CUMIITOMOB 1 B YMEHBIIEHUU YMCIIa
OENKOBBIX BKIIOYEHUI B MOIENSIX HEeipoaereHepaTuB-
HBIX 3a00JieBaHMIA Ha XUBOTHHIX [44]. B yacTHOCTH,
panaMuumH (MHru6uTop MIOR) cHUXa KOJIMYECTBO
MOJIMTJIIOTAMUHOBBIX MOCIEA0BATEbHOCTEH U T'H-
0enb KJIETOK B Mojenu 0ojie3Hu XaHTUHITOHA in Vitro
u in vivo [124]. B Mmonensix ¢ nedpekrom Genka Parkin
1 TPAHCTEHHOM OBepaKCIpeccueil Tay-npoTernHa Ha
MbIIIaX MpuMeHeHue Tperano3bsl, mMTOR-He3aBucH-
MOIo aKTHUBaTopa ayrodaruu, yCuiamBajio ayroda-
TUIO0, YMEHBIIAJIO aKKYMYJIMpOBaHUE Tay-IIpOTerHA
W CHUXaJIo Tubesib fopaMUHEepTUYeCKUX HEMPOHOB
[126]. PamaMuiimH 1 Tperajosa TakkKe YMeHbIIaIu
KOJIMYECTBO OEJIKOBBIX OJISIIEK U IaTOJIOTUM B MOIe-
JISIX pacCesTHHOTO CKJIepo3a 1 00J1e3HN AJbLreiiMepa
Ne 3
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Ha XUBOTHHIX [25, 111, 113]. BaxHy!0o pojib B JaHHOM
npolecce OTBOIAT Takxke ayToharuy MoBPeXIeHHbBIX
MUTOXOHIApU — mutodarnu [82, 108, 164]. Bmecre
C TeM MporpeccupoBaHue HelipoJereHepaluu MOXeT
OBITH CBSI3aHO CO CHVKEHMEM YPOBHSI aHTUOKCUIAH-
TOB U YBEJIMYEHUEM OKMCIUTEIHLHOTO MOBPEXICHUS
6enkoB, JHK u nununos [49, 82, 164]. [Tonoxurenb-
HbI 3¢ dekT akTuBauu ayrodaruu nNpu Helipoaere-
HEepaTUBHBIX 3a00JIEBAHMSIX CBSI3BIBAIOT TAKXKE C He-
KOTOPOIi1 CTENEeHbI0 aHTUOKCUIAHTHOTO 3¢ dekTa [49,
126]. IToka3aHa BaxHas1 poJjib ayrodaruu B IOAAEDP-
>KaHUU HOPMAIbHON (DyHKIUU MUTOXOHAPUI 32 CYET
PeryJsiiiii KOJIMYeCTBa MTPOMEXYTOYHBIX METa0O0IM -
TOB LIMKJIa TPUKApOOHOBBIX KUCAOT [51]. IIpu nHrM-
OupoBaHUYU ayTodaru B MUTOXOHIPUSIX HAPYLIAI0Ch
COOTHOILIIeHME ITMpyBaTa 1 aleTwi- KoA ¢ murpaTtoM B
MOoJIb3y HaKOIUIEHUs nupyBaTta [51]. Ayrodarusa Takxke
UMeeT OOJIBIIIOe 3HAYeHUE B MOAAepXKaHUKM (DYHKLIMMI
CUHAarca 3a CYeT JAerpanalii MOBPeXIASHHBIX OEKOB
CHMHANTUYECKNX BE3UKYJ, TAKMX KaK CUHANITO(MU3NH
[58]. Takum oOpa3oM, MexaHU3M ayTodaruu obecrie-
YUBaET NMMMUHALIMIO TTOBPEKACHHBIX MAaKPOMOJIEKYIT
W OpraHesijl, TOKCUYHBIX OETKOBBIX KOHIJIOMEPATOB,
KOTOpBIE MOT'YT 00Pa30BhIBATHLCSI B HEOOJIBIIIOM KOJIU -
YEeCTBE B XOIe HOPMAaJIbHOM KU3HEAESTETbHOCTH KJIeT-
KU 1 KOJIMYECTBO KOTOPBIX B pa3bl yBEIMUUBAETCS MPU
HEKOTOPBIX TTaTojioTusax. [1oaTomMy 3Ty (PyHKIIHIO ayTO-
(barny yacTo Ha3bIBAIOT “KOHTPOJIEM KadyecTBa”.

Adanmuenas memaboauveckas
U dHepeemu4ecKas poav aymoghaeuu

MeTtaboanueckas pojb ayTodaruu 3akjro4aeTcs
B IIPOU3BOACTBE MpPEXIe BCETO aMUHOKMCIIOT, KOTO-
pble Jlajiee UCIOJIb3YIOTCS KJIETKOM B KauyecTBe CTPO-
UTEJILHOTO MaTepuaia JIJisi CHHTe3a HOBBIX OEJIKOB,
obecrneynBalolIuX aaanTaiuo MeTadboau3Ma K yciao-
BUSIM HEOOCTaTKa MUTaTeNbHBIX BelecTB [112]. Oc-
HOBHbIE TPUHILIMIBI MOAOOHO! MEePECTPOUKU U POJIU
B Heli ayTodaruu ObIJIM BIIEpBbIE ONKUCAHbBI B MCCIIEN0-
BaHUSX Ha Apoxokax. belro mokasaHo, 4yTo ayrodarus
CIIOCOOCTBYET CIOpoOOpa3zoBaHuIo (CIIOpLl — OoJiee
SHEPreTUYECKM 3KOHOMHAas (hbopMa CyILIeCTBOBAaHMS)
Yy IPOXCKEeH MpU HEAOCTAaTKE MUTATEIbHBIX BEIECTB
[155]. ITpu 610KMpOBaHUU TeHA afgd NPOXKU HE MOT-
JI1 00pa30BBIBATh CIIOPHI M, COOTBETCTBEHHO, ObLIN
MeHee XMU3HEeCITOCOOHBIMI B HOBBIX YCIIOBUSIX OTCYT-
CTBUS NUTATeNbHBIX BelecTB [155]. IIpu 3TOM cuHTE3
OTIEJbHBIX TUIIOB OEIKOB HE OCTaHABIIMBAJICS BO Bpe-
MsI TOJIOJAHUS WIN axe YBeJuuuBajcs. B yuactHocTH,
B KJIETKAX IPOXKIKEM AMKOIO TUIIA B YCIOBUSIX rojoaa-
HUSI IPOUCXOAUJ CUHTE3 JIM30COMATbHBIX (DEPMEHTOB,
OCJIKOB IbIXaTeIbHOM LIEIMU MUTOXOHIPUIA, aHTUOKCH -
JAaHTOB, a TaKXXe OEJIKOB, y4aCTBYIOIIMX B OMOCUH-
Te3e [112, 150]. BmecTe ¢ TeM B KJIETKaX IPOXKKEN C
nedeKToM Mo atg7 B yCIOBUSIX TOJ0OAAHUS OO Ty
aMMUHOKHUCJIOT 3HAYUTEIbHO CHMKAJICS II0 CpaBHE-
HUIO C KJIETKaMU1 JUKOTO TUIIA, & YPOBEHb HEKOTOPBIX
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OTHEJIbHBIX aMUHOKHCIIOT OBLT HUXE KPUTHIECCKHX
3HaueHui [112]. Jpox:ku, HOKayTHBIE MO KJIIOYEBbIM
reHam ayrodaruu, ObUIM He CIIOCOOHBI TTOAIEPKU-
BaThb HEOOXOMMMBIN YPOBEHb aMUHOKMCIIOT 1, COOT-
BETCTBEHHO, CMHTE3MPOBATh BHIIIEIEPEUNCIEHHBIC
0esiku B yciaoBusix royioganus [112, 150]. B pesysbrarte
TaKue KJIETKU yTpauyrBaju PECIUpaTOpHYIO (YHKIIUIO
U TIPOU3BOIUIIN TOBBIIIIECHHOE KOJIMYECTBO aKTUBHBIX
(opm KurcIOpona, 9To B UTOTE YMEHBIIIAJIO CoMepKa-
Hue mutoxoHapuanbHout JIHK [150]. Suzuki ¢ coaBT.
MoJIaralT, YTO 3TO ABJISIETCSA OCHOBHOU NMPUYUHOM
TUOeN KJIETOK APpOoXKel ¢ nedpumuTomM ayrodarui B
YCIIOBHSIX TOJIONAHMS. B mpyrom mcciaemoBaHUN 1MOKa-
3aHO, YTO aMMUHOKUCJIOTbI MOTYT ObITh KOHBEPTUPO-
BaHbl B MPOMEXYTOUHBIC MPOAYKTHI LIUKJIA TpUKap-
OOHOBBIX KMCJIOT ¥ TAKUM 0Opa30M CIIOCOOCTBOBATh
BeIpaboTke AT®D B ycinoBusx romoganus [51]. XoTs
MoA0OHbBIE UCCIIENOBAaHMS BBIMOJHEHBI HA IPOXKAX U
PaKOBBIX KJI€TKaX, TEM He MeHee OYeBUAHO, YTO OC-
HOBHOM TPUHIIUIT IeMCTBUS ayTOoharuu MOXeT ObITh
YHUBEPCAIBHBIM U AJId APYTUX dYKAPUOTUYECKHUX
kieTok. [TokazaHo, 4To akTUBaLMs ayTodaruu mnpo-
HCXOIUT BO MHOTUX TKAHSIX U OpraHax, B TOM YHCJIe
cepile, MOMXKETYI0UYHOM Xee3e, MoUKax, CKEJETHBIX
MBIIIIAX U TIe4YeHU, B OTBET Ha rojonanue [100]. TTpu
3TOM KaXJI0W TKaHU U TUMY KJIETOK MPUCYIIU CBOU
creuupuyeckre (pyHKIUU, BHIMOJHSIEMbIE ayTodaru-
eil. HampumMmep, B KjIeTKaxX NMevyeHu ImyTeM ayTodaruu
MOTYT MOABEPraThCs PACIIEIUIEHNIO XUPOBbIE Kall-
JIU, YTO TaKKe MOXET CIY>KUTb UCTOUHUKOM SHEPTUU
1 obecreyrBaTh alalNTUBHYIO peakliio OpraHu3Ma B
OTBET Ha roJjioganue [143].

Boripoc o ToM, BBI3BIBAET JIM TOJ0AaHUE UHAYK-
ouIo ayrogaruy B HeiipoHax, SIBISIETCS CIIOPHEIM. B
OIHOI U3 paHHMX paboT Mizushima c coaBT. mokKa3a-
HO in vivo, 4TO aKTUBAlIMM ayTo¢aruy B MO3Tre B OTBET
Ha rojonanue He npoucxoaut [100]. CormacHo maHHOI
MHTEpIIPETallii, OTCYTCTBUE MHAYKIIMK ayTodarum B
MO3Tre MOXET OTpaXkaTh 3alllUTHBIE MEXaHW3Mbl OpTa-
HU3Ma, HallpaBJeHHbIC Ha MOAAepKaH1E MTOCTOSHCTBA
SHEProcHa0XeHMsI MO3ra IMIUTaTeIbHBIMU BellleCTBAaMU
3a cUeT IepepacupeneaeHUS X MOCTYIUICHUS U3 TIe-
pudepuuecKUX OpraHoB U TKaHeil, a TakKe 3a cueT Ha-
JINYMS TIMATbHBIX KJIETOK KaK OCHOBHBIX Oy(epHBIX
30H, MOAAEePXKMBAIOIINX META00JIM3M HEMPOHOB, UYTO
MO3BOJISIET CKOMIIEHCUPOBATh PEe3KUE Tepenaabl IUTa-
TeJIbHBIX BELECTB, BOZHUKAIOILLIKE MPU KPAaTKOBPEMEH-
HbBIX 3NKU30Aax rojogaHust. OQHAKO cieayeT OTMETUTD,
YTO B JaHHOM pabOTe aBTOPHI OIMMCHIBAIN ayTO(paruio
B MO3Te, HE BblJIeJisisi B HEM OTIEJbHbIE CTPYKTYPHI.
Hpyrue ucciaenoBaTeau MOJYYUIN aHAJIOTUYHBINA pe-
3yJbTaT Ha KYJbType HeiipoHoB runmnokammna [93]. Ia-
paJUIeJIbHO C 3TUM MMEETCS TOCTATOYHO MHOTO padoT,
BBITIOJIHEHHBIX {7 Vitro v in vivo, CBUIETEIbCTBYIOIINX
0 TOM, uTO ayTocarusi akTUBUpyeTcsl B HelipoHax U
pasHBIX CTPYKTYpax Mo3ra npu rojomanuu [12, 21, 66,
163]. Boinee Toro, Nikoletopoulou ¢ coaBT. rmokasanmu,
YTO aKTUBHOCTh ayTo(aruu B HEKOTOPBIX CTPYKTypax
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MO3Ta yBeJIMUMBAETCS, a B PYTUX — CHUKAETCS, TIPU
rosioganum [110]. Takum o6pa3zom, HeKOTOpasl Criell-
UdUUHOCTH ayTodaruu Mpucyiiia He TOJbKO pa3sHbIM
TKaHSIM U Pa3HBIM MO MPOUCXOXISHUIO TUIIAM KJe-
TOK, HO ¥ HelipOHAM pa3HbIX CTPYKTYP WM Pa3HbIM
TUIaM HelipoHoB. Hampumep, B oqHO# 13 paboT ObL1a
yCcTaHOBJIEHA crieuduyeckas poab ayrodaruu B pe-
TYISLUAY YPOBHSA aryTu-nentuaa [66]. Aryru-nenTus
— HEUPOIENTU, KOTOPBIi BhIAEISETCS CIienuduue-
CKMMM aryTH-aCCOMUPOBAHHBIMU HeHpOHAMU TH-
rnoTajlaMmyca 1 y4acTBYeT B PErYJISILIMU MOBENSHYECKUX
peakuuii, CBI3aHHBIX C TIOUCKOM IMUIIU, a TAKXKe Ha-
YaJioM WM OpeKpalleHueM NpuHaTud nuinu [132].
Kaushik ¢ coaBT. mokasanu, 4To akTuBanus ayroda-
MU, BI3BaHHAs TOJIOAAHUEM, TIPUBOAMIA K MOOWIN-
3allMU JIMTIUIOB B aryTH-aCCOLMMPOBAHHBIX HEPOHAX
runoTajamMyca U BbIpabOTKe 3HAOTEHHbBIX CBOOOIHBIX
SKUPHBIX KHUCJIOT, KOTOPBIE, B CBOIO OYepeb, PEryiu-
PYIOT YPOBHM aryTu-nentuga. BMecte ¢ TeM MHruou-
poBaHue ayTodaruy NpUBOAUIIO K HAPYILIEHUIO pery-
JISILIMY YPOBHS aryTU-IENTUIA B OTBET Ha TOJIoNaHuUe,
a TakKXe K yCTOMUYMBOMY TMOBBIIIEHWIO YPOBHS MPOO-
MUOMEeJIaHOKOPTUHA B TUIIOTaJlaMyce U MPOAyKTa ero
paclierieHUs — O-MeJIaHOLUTCTUMYJIMPYIOLIETO TOp-
MOHA, 4TO COCOOCTBOBAJIO (DOPMUPOBAHUIO XYIOTO
denoruna [66]. Takum 06pa3oM, aBTOPHI ITPOAEMOH-
CTPUPOBAJIU, YTO aKTUBALUS ayTodaruu B runoTana-
MYCe B OTBET Ha rojiofaHue uMeeT OOJIbIIIOe 3HAUCHUE
B peryjsiiiiy MUILEeBOTO MOBEIEHUS B LIEJIOM U OKAa3bl-
BaeT J0JITOCPOYHOE BO3/IEHUCTBUE HAa SHEPTETUUECKUI
romeocras [66].

HecMoTpst Ha yHUBEpCaJIbHOCTD JerpanallioOHHO-
ro MexaHu3ma, ayrodarus, Kak clieqyeT U3 MHOTUX
paboT, umeeT Habop cnenupuIecKux (PyHKIUI B Ka-
KI0# TKaHU OpraHu3Ma, a TakKKe B pa3HBIX CTPYKTYpax
U TUIIaX KJIETOK B Ipeneaax OMHOTo opraHa — rojoB-
Horo Moara. [Toatomy Gosee 1eaecoo0pa3HbIM IIpe-
CTaBJISIETCST paccMaTpUBaTh (PYHKIIMH 3TOTO TIpoliecca
MPUMEHUTENBHO K OTACJIbHBIM CTPYKTYypaM Mo3ra. 9To
TO3BOJIMT JIy4llI€ MOHSTh crien(UKY HEMPOHOB pas-
HBIX CTPYKTYpP MO3Ta, a TAK3Ke BO MHOTOM OOBSICHHUTH
WX YHUKaJbHBIE QYHKIMA. B HaIMX mccaemoBaHUsIX
ObLIO TakXke MOKa3aHo, YTO ayTodarusi nmo-pa3HomMy
peryimpyercsi B HeiipoHax TMIIoKamIia 1 HEOKOpTeK-
ca B OTBET Ha JACKUCTBUE rMII00apUIECKOIl TUIIOKCUMN,
YTO MOXET BO MHOTOM OOYCJIaBIMBATh CIEUN(PUKY
MUPaMUIHBIX HEMPOHOB 1 OOBSCHSTH Pa3HYIO YCTOM-
YUBOCTb 3TUX CTPYKTYP MO3Ta K TSXKEJIOMY TMITOKCH-
yeckoMy BozaeicTBuio [28]. Hecmotrps Ha mpyryio
MIPUPOIY BO3AEHCTBUS, TUTIOKCHS TaK Xe, KaK 1 TOJI0-
JaHue, Ha KJIETOYHOM ypOBHE MTPUBOAUT K SHEPreTHU -
4eCcKOMY AeOULIMTY.

Aymocghaeusn u cunanmuueckas
U HeUPOHANbHASL NAACTMUYHOCTb

AyTtodaruss — BO MHOTOM M30MpaTeIbHBIN IIPO-
1ecc Aerpamaiiu, 1, Kak ObUIO yKa3aHo BHITIE, UMeeT
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TKaHecIendUIHOCTh. To, KaKre UMEHHO OeJIKY WA
COCMMHEHUS TIONBEPTAIOTCS MeTpagalliy, U COCTABIIS-
€T OIIpeNeIeHHYIO CIeM(pUIHOCTb DYHKIMI ayToda-
WU B pa3HBIX KJIETKaX opranu3ma. HeiipoHBI — BBICO-
KOCTTIeIIMaJIn3uPOBaHHBIE KIETKH, OCHOBHAsSI 0COOCH-
HOCTh KOTOPBIX 3aKJTI0YaeTCs B MPOBEICHUY HEPBHBIX
UMITYJIbCOB, UX 00pabOTKe, 3alTOMUHAHUY U XPAHEHUU
noJjiyueHHou nHgopmanuu. IlocnenHee BO3MOXHO 3a
cueT HelpOHaJbHOM TMJACTUUYHOCTU, KOTOpasl SIBJIsI-
eTcsl CIeNCTBUEM MEPBUYHBIX UBMEHEHUI B CUHATIICE.
Peryasiuius cMHaNTUYeCKON MJIACTUYHOCTHU SIBJISIETCS
KpaeyroJbHbIM KaMHEM B PaCKpPbITUM MEXaHHU3MOB
00yuyeHUs1 U MamMATU. CBA3b MeXAY MPOTEOJU30M, BbI-
3BaHHBIM HEHPOHAIbHONM aKTUBHOCTBIO, M CUHAITU -
YeCcKOM MIaCTUMYHOCTBIO U MaMSThIO Oblia BIEPBbIE
omnucaHa B pabotax B Mofenu Ha Aplysia [55]. T1osxe
OblJIa TaKXXe YCTAaHOBJIEHA POJIb S9HI0COMAIbHO-TU30-
COMaJIbHOI CHCTEMBI erpafallii B peaanu3aiu CU-
HanTU4ecKoi riractTuayHocTu [42, 57], u elle mo3aHee
— BKJIa# ayTodaruu B 3TOT npouecc [127, 135]. Takum
00pa3oM, COITacCHO COBPEMEHHOM KOHIIEITIINH, ayTO-
(barus sBIsIETCS BAXKHBIM (PYHKIIMOHATLHBIM 3BEHOM B
obecIeueHU CUHANTUYEeCKOi acTuaHoctH [18, 90,
136, 138].

CuHarnTrnyecKkast IiacTUYHOCTh MOXET PEryanupo-
BaTbCd MPEUMYIIECTBEHHO IBYMS OCHOBHBIMU CIIO-
cobaMu: Ha IIPECUHANTUYECKOM MeMOpaHe — 3a CYeT
M3MEHEHUS BHIOpOCa HEfpOMeanaTopoB, U Ha MOCT-
CHHAIITUYECKO MeMOpaHe — 3a CYeT M3MEHEHMUS KO-
JINYECTBA M THUIIA PELENTOPOB K HelipoMmenuaTopy. B
HeiipoHax ayTo(harocoMbl 0OHAPYXMUBAKOTCS, TOMUMO
COMBI, B aKCOHE U aeHapuTtax [91—93], uyTo, oueBUIHO
CBUIIETEILCTBYET O TOM, UTO MEXAHU3M ayTodaruu Mo-
KEeT yJ4acTBOBATh B PETYISLIMA CUHANITUYECKOM mepe-
Ja4Yy KaK Ha IPECUHANTUYECKOM, TaK Y ITOCTCUHATITH -
yeckoit TepmuHaisx [87, 90].

B npecuHantuyekoii o6aacTu ayrodarus BiausieT
Ha BBIOpOC HelipoMeauaropa, CTpyKTypy IpecuHarica
U ero @yHkuuio [56]. beuto mokasaHo, 4To fodaMu-
Hepruyeckue HEHPOHBI CO CIEMPUIECKUM HOKAyTOM
Mo atg7 BbIAESIIN 0OJIblliee KOJIUYECTBO JodaMuHa
Mpu dJIeKTpUUecKoit ctumynsituu. [lpu yasrpacTpyk-
TYPHOM UCCJIeNOBaHUU ObLJIO OOHAPYXKEHO, UTO aKCO-
HbI TAKMX HEWPOHOB YBEJIWYEHBI B pa3Mepax, a TakxKe
ObUIM OTMEYEHBI UBMEHEHUS B KOJIMYECTBE CUHAITU-
4ecKMX Be3uKyln [56]. B npyrom uccienoBannu Gbu1o
YCTaHOBJIEHO, YTO CUHANTHUYeCKash aKTUBHOCTb UH[Y-
MpyeT ayrodarvio B MpeCUHANTUYECKUX KOMMApT-
MEHTaX U aKTUBUPYET PETPOrpajHOe MepemMelleHue
ayTo(arocoM mo akCoHy, 4TO Tak>Xe MOATBEPXKIAeT
poJib ayTo(aruu B peryasiliui CUHANTUYECKO# mnepe-
naun [156]. Soukup ¢ coaBT. yCTAaHOBUIIM, YTO BBICO-
KOYacTOTHasA CTUMYJISILIMSI HEPBHO-MBbIILIEYHOTO CU-
Harfca Apo30Guiabl UHAYLUMPYET (DOPMUPOBAHUE ay-
To(harocoM BHYTPU MPEeCUHANTUUECKOW TEPMUHAIU U
YyTO ayTodarus siBJAsieTCs KpUTUYECKUM MEXaHU3MOM
B peTyJISILIMU BbIOpOCa HellpoMenuatopa 3a cueT pe-
TYJSIUMU CUHaNTUYecKuX Be3ukyn [145]. Perynsuus
Ne 3
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CHMHANTUYECKNX BE3UKYJI TAKXKe 3aBUCUT OT 9K30-3H-
JonuTo3a Atg9-comepxkaliux Be3WKyJI BHYTPU Tpe-
cuHarca [162]. boiee mogpo6HOe McciaenoBaHUeE,
MPEeICTaBIISIONIEe TUMOTETUUECKYIO MOJIeNIb, OMUCHI-
BaIOIIYI0, KAKMM 00pa3oM ayTodaruss MOXeT OKa3bl-
BaTh BJIMSIHUE Ha BBIOpOC MenuaTopa, mpeacraBieHa
B pabote Kuijpers ¢ coaBt. [79]. ABTOpHI ITOKa3aiu,
YTO HOKAayT IO afg5 y MBIIIe NpUBOAUT K HAKOILIE-
HUIO DHIOIIa3MaTUYEeCKOr0 peTUKYJIyMa B aKCOHE 1
MpecCUHANTUYECKOU 00JIaCTH U 3TO COMTPOBOXKIAETCS
ycuJIeHueM HelpoTpaHcMmuccuu. Bmecre ¢ TeM ycu-
JIeHUE BO30YXIaI0IEero CUTHAJIA SIBJISIETCS CIEACTBUEM
YBeJIMYEHHUS BEIOpOCa KaJIbLIMS U3 JET0 dHIOILIa3Ma-
TUYECKOro peTukyiayma. ITockonbKy BHICBOOOXIEH -
HBIA KaJIbIIUA HEMOCPEACTBEHHO OTBEYAECT 3a CIUS-
HHMEe CUHAINTUYECKUX BE3UKYJI C MPEeCUHANTU4YeCKOM
MeMOpaHOii, TO YBeIUUYEeHNE BHIOpOCa KaabIIUs IIPU-
BOIUT K YCUJICHUIO 00beMa BEIOpOCca HEMpOMeIraTo-
pa. ABTOpbI, TaKUM 00pa3oM, MpoAEeMOHCTPUPOBAJIH,
4yTO ayTrodarus, 3a CY4eT peryssiury KOJIudecTBa S3HI0-
IJ1a3MaTU4Ye€CKOr0 PETUKYJIyMa, OKa3bIBAaeT BIMSIHUE
Ha BBIOPOC KaJIbLIUs U, CIEN0BaTEIbHO, HA CUJIY CU-
HaInTh4ecKkoi nepenauu [79].

B nmocTtcunanTuyeckoi oo6nactu ayrodarusi MoXeT
perympoBaTh YpOBeHb CHHANITUYECKOM Tepenayn 3a
CUYeT M30MpaTeIbHOM Oerpagaliii MeMOpPaHHBIX pe-
nentopoB. B yacTtHocTH, Takoii 3¢h¢heKT OblT onucaH
1151 AMITA (a-aMUHO-3-TUAPOKCHU-5-MeTUIT-4-U30K-
casourpornuoHoBas kuciora) u TAMK (ramma-amu-
HoMacJIsiHasI KucjioTta) pedenTtopos [127, 135]. Komu-
yecTBO AMITA-pelienTopoB Ha MOCTCUMHANTUYECKOM
MeMOpaHe B OOJIbIIIeH CTENeH! ONpeaesieT CUITy CU-
HanTUYECKOH Tepenadu: yBeIndeHne KOIUYecTBa
AMITA-penenTopoB Ha NOCTCUHANTUYECKON MEM-
OpaHe MPUBOAUT K JJUTENIbHON MOTEeHIMALIUU, TOT-
Ja kak otumieruieHue AMITA-peuenTopoB oT MeMOpa-
HbI IPUBOAMT K JJIUTEbHOM Aenpeccun [57, 67, 140].
AMITA-pelenTopbl OTIHIETUISIIOTCS. OT TOCTCUHAMNTH-
YecKoi MeMOpaHbl TyTeM 3HAOIIMTO3a U MHTEepHAIU-
3UPYIOTCSI B 9HAOCOMBI, MOCJIE YETO OHU MOTYT OBITh
TepeHanpaBlieHbl 00paTHO K MOCTCUHANTUYECKOM
MeMOpaHe JIM00 TPAaHCIIOPTUPOBAHBI K JTU30COME IS
nocuenymoleit nerpagaunu [57, 67]. DTo moaTBepxKIa-
€TCsl pSIZIOM padOoT, B KOTOPbIX TPUMEHEHUE XJIOPOXU-
Ha, XJIOpHUIa aMMOHMS U JIEYTIeNITHUHA, KOTOPBIE CUM-
TaOTCS WHTHOMTOPAaMU KOHEUHOM JIM30COMaTbHOM
(ha3bl gerpaganuu, 6JJ0KMpoBaio Aerpagauuo AM-
I[TA-peuenTopoB [42, 80]. BmecTe ¢ TeM, Shehata ¢
C0aBT. yctaHoBuIu, 4To AMITA-penenTopsl U3 3HIO-
COM JIOCTaBJISIIOTCSI B JIM30COMBI IMTOCPEACTBOM ayToda-
rocom, a perynasiuusi Koanuectsa AMITA-penentopoB
OoJiee ciioXHas, yeM TIpearoaarajioch BHavane [135].
JnuTenbHas HU3KOYACTOTHASI CTUMYJISIIIVS HEMPOHOB
TUITIIOKaMIIa MHIYIIMPOBaja ayTodaruio B IeHAPUTAX
MOCTCUHAINTHYecKoro HeiipoHa [135]. Bmecte ¢ Tem
ayTtodarus ornocpenonaia aerpaganuio AMITA-pe-
LENTOPOB Ha IIOCTCUHAIICE W 3TO obecrneuynBajo 3¢-
ekt murenvHoit nenpeccuu [135]. Takum obpazom,
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B CBOEM HCCJIeNOBaHUU aBTOphI Shehata ¢ coaBT. CBsI-
3aJlu MOAyJIvpylolliee AelicTBUe ayTodaruu Ha KOJIu-
gyecTBO AMITA-perienTopoB Ha MTOCTCUHATITUYECKOM
MeMOpaHe, YTO B CBOIO OYEPEAb ONPENEISIET CUILY CHU-
HaITU4ecKoro orseTa [135]. DTu pe3ynbTarhl ObBLIN
MO30HEE ITOATBEPXKIECHEI IPYTOM TPYIIIIONA UCCIIEN0Ba-
TeJIeil B MOIEISIX HOKAYTHBIX SKUBOTHEIX TT0 afgl [64].
Cxoxuit mist AMITA-penenTopoB 3(p¢heKT ObIT TaKXKe
orucaH mist TAMK-penienntopoB Ha HEPBHO-MbIIIIEY -
HoM npemnapate C. elegans: Rowland ¢ coaBT. mokasa-
Jm, yto npu otcyrcTBuu TAMK u auetunxojinHa B cu-
Harice Ha MOCTCUHAINTUYeCKO MeMOpaHe TPOUCXOIUT
uHTepHanu3auusg TAMK-penenTopoB B 3HIOCOMEL U
ux Tpaduk K ayrocparocome [127]. Kpome Toro, aBTo-
pHI cAeNiaii aKLIeHT Ha TOM, UTO ayTodarus Obljaa u3-
ouparenbHa B oTHolieHUM TAMK-penientopoB, HO He
alleTUJIXOJIMHOBBIX PELIENTOPOB.

HJonroBpeMeHHBIE U3MEHEHUS CUHANITHYECKOMN
TUIACTUYHOCTH JieXaT B OCHOBE HelipoHaJIbHOI1 Tja-
CTUYHOCTHU, KOTOpasi 3aBUCUT OT CTPYKTYPHBIX U3-
MEHEHW CUHAIICOB, IIMITMKOB U IeHAPUTOB. B psme
WCCIIENOBAHM, BBHIMIOJTHEHHBIX B Pa3HBIX MOMIEISX
U CTPYKTypax MO3ra, 1oKa3aHo, YTO HapylLIeHUs ay-
Todaruu MPUBOAAT K MOCTEIEHHON NereHepanuu
HEPBHBIX BOJIOKOH, MPOSIBISIONIECSI N3MEHEHUEM
XapakTepa BeTBJICHUs IeHIPUTOB, POPMBI aKCOHOB,
COOTHOILIEHUsI pa3HbIX TUIIOB IIIMIUKOB U pa3MepoOB
cuHarcoB [46, 75, 110, 138, 147, 153, 159, 160]. Bmecte
C TeM clienyeT MOAYepKHYTh, YTO BaXKeH ONpeneeH-
HBI YPOBEHb aKTUBHOCTH ayTo(haruu, IMOCKOJIBKY KakK
OJloKMpoBaHUe ayToharuu, Tak U ee rurepakTuBalus
MIPUBOMST K AECTPYKTUBHBIM MpolieccaM B HEPBHBIX
BoJIOKHax. B yacTHocTH, HHrMOMpoOBaHUe ayTodaruu
(HOKayTHBIEC WCCIIeMIOBAaHNUs) IPUBOIUT K YMEHBIIIE-
HUIO poCTa JeHAPUTOB B IJIUHY U BETBJICHUS TEPMU-
HaJieli, a Ype3MepHasi ee akTUBaIus (OBEpIKCIPeCCUst
TeHOB ayTodarumn) — K pe3KoMy YIpoIIeHUIO CTpOe-
HUS ISHIPUTHOTO JAepeBa B CEHCOPHBIX HEpOHaXx in
vivo [31]. OueBUIHO, MEXaHNU3M ayTodarum HeoOXo-
UM [J1s1 00ecIiedyeHusT CTPYKTYPHOI peopraHu3aluu
IIUTIMKOB ¥ OTPOCTKOB HEHPOHOB, UTO SIBJIsIETCS Du-
3MOJIOTUYECKON OCHOBOIM HEMPOHAIBHOM INTACTUYHO-
CTU, JiexXallleli B OCHOBE JOJTOBpEMEHHON MaMsITu.
HeiicTBUTENbHO, MOKAa3aHO, YTO cofiep:KaHue OeIKOB
SHANK3, PSD-95 u PICKI1, KoTophbie SIBISIOTCS
KapKaCHBIMHU OeTKaMH TeHIPUTHBIX IITUTTUKOB, CYIIe-
CTBEHHO MOBBILIAJICS B TUIINOKAMIIE Y HOKAyTHBIX I10
atg5 mblieit [110]. Kpome Toro, ycraHoBJIeHa BaxkHast
B3aMMOCBSI3b MEXAY HelpoTpoduiecKuM pakTopom
BDNF, koTopnlii, Kak U3BECTHO, PETYIUPYET POCT U
(bopMHupoBaHUEe HEPBHBIX BOJOKOH, U ayTodarueii. C
OIHOI CTOPOHHI, ObLIO MoKa3aHo, yTo BDNF oka3bi-
BaeT peTyIupylollee BINSIHUE Ha aKTUBHOCTD ayToda-
ruu [110]. C opyroii cTopoHbl, ayTodarusi BO MHOTOM
orocpenyet HelipoTpoduueckoe aeiictBue BDNF 3a
CUeT TpaHcIopTa akTuBMpoBaHHBIX TrkB-peuemnTo-
POB OT TUCTAJIBHBIX KOHIIOB aKCOHA K COMe HelipoHa
[77]. BDNF oxkasbsiBaeT HeiipoTpoduueckuii 3¢ eKT
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MIpEeuMYIIECTBEHHO 3a cueT akTuBauuu TrkB-pener-
TOPOB, UTO IIPUBOIUT K KacKady peaKLvii, yCHINBa-
IOIIMX 3KCIPECCUIO OETKOB, YUaCTBYIOIIMX B peMoe-
JIMPOBAHUM U pocTe oTpocTKoB [115]. IIpu 3TOM aKk-
tuBalus TrkB-pelienTopoB NpuBOAUT K MPOAJIEHNIO
neiictBust BDNF 3a cueT akTMBaumm 3KCIIpecCcUn
cOoOCTBEHHOTO TeHa bdnf, hopmupyst 0O6paTHYIO MOJIO-
KUTEIbHYIO CBS3b [115]. YuuTneiBasg O0JBIIYIO TTPOTSI -
KEHHOCTh OTPOCTKOB HEMPOHOB, JOCTABKa aKTUBUPO-
BaHHBIX TrkB-penientopoB U3 nUcTaaIbHBIX OTAEIOB aK-
COHA K COM€ KJIETKU CUMTAETCS] BaXKHBIM MEXaHU3MOM
I aktuBauuy skcrpeccu BDNF-3aBrucMMBIX TeHOB
¥ peanusauuu Heliporpoduueckoro aeiicteus BDNF
[166]. B cBs13u ¢ aTuM yctaHoBiieHHas Kononenko ¢
COaBT. poJib ayToaruu B TpaHcropte TrkB-peuenTo-
POB UMeET OOJIbIIIOE 3HAUCHNE B OITOCPEAOBAHUU HEll-
porpoduueckoro a¢ppexkra BDNF [77].

Ponb ayToharuu B cMHaNTUYECKOM MJIACTUYHOCTU
BO MHOTOM OOBSICHSIET CYLIHOCTh U MPOUCXOXIESHUE
JIET€HEPATUBHBIX MPOIIECCOB, YACTO COMYTCTBYIOLINX
MHOTMM 3200JIEBaHUSIM HEPBHOM CUCTEMBI, MPOSIBIIS -
o1uxcs ¢ Bo3pactoM. [TatoreHes MHOrux Heiipone-
reHepaTUBHBIX 3a00JIeBaHUI YacTO CBSA3BIBAIOT C TOK-
CUYHBIM 3(h(HPEKTOM OT HAKOTLJIEHUSI OEJTKOBBIX KOHIJIO-
MepaToB U MOBPEXAEHHBIX MUTOXOHIPUI B KileTKe. B
CBSI3U C 9TUM ayTodarus paccMaTp1MBaeTCsl B KAYECTBE
MeXaHu3Ma JUMUHALUU MOBPEXIEHHBIX OEIKOB U C
TOYKM 3peHus] GYHKIUM “KOHTpoJIsI KayecTBa”. OgHa-
KO B OJHOI1 13 paboT ObLIO ITOKAa3aHO, YTO JaXe eClIu
SIIMMUHUPOBATH GEJIKOBBIE P62-comepKaliue OJISIKA
(TyTemM reHeTu4eckoit absIMK), TO HECMOTPS Ha TO,
4YTO OEJIKOBBIX BKIIIOYEHUI CTAHOBWJIOCH MEHBIIE, 3TO
HE OKa3bIBAJIO MOJIOXUTEIbHOTO 3 (deKTa Ha AereHe-
paTHBHBIE TIpoliecChl B HelipoHe [76]. Takum o6pasom,
HapylLIeHUsI CTPOSHUSI U pOCTa HEPBHBIX OKOHYAHUIA,
a TaKXXe COMYTCTBYIOUIUE HEBPOJOTMYECKUE CUMIITO-
Mbl, KOTOPbIE YACTO COMIPOBOXIAIOT HElipoaereHepa-
TUBHbIE 3a00JIeBaHMsl, TOBOJIBHO CJIOXHO OOBSICHUTh
TOJIbKO TOKCUYECKUM 3(PHEeKTOM OT HAKOTUICHUS T0-
BPEXIEHHBIX KJIETOYHBIX O€JIKOB U opraHesul. bosee
BEPOSITHO, UTO HapsOy C 3TUM, HapylllaeTcsd MeTabo-
JIU3M OEJIKOB, MPUHUMAIOIINX YYacTue B obecrieueHUu
CUHANTUYECKON U HEMPOHAJIbHOM MJIaCTUYHOCTHU, YTO
BO MHOT'OM MOXET 0OycJiaBJIMBaThbCs JedeKTaMu Me-
XaHM3Ma ayrodaruu. B moarBepxiueHue 3TOM TOUYKU
3peHUST MOXHO TPUBECTU HCCJIENOBaHUE, B KOTOPOM
aBTOPbI (DYHKIIMOHAJIBHO CBsI3aJd HapylLIEHUSs MPO-
1ecca aytogaruu B nmpecuHarice, ornocpeloBaHHbIE
HapyieHueM (pochopurpoBaHus 6eaKa dHI0QUIN-
Ha A, ¢ pa3ButueM Oosie3nu Ilapkuncona [145]. Beuio
MoKa3aHo, 4To pocopunupoBaHue Oenka 3HI0 -
JIMHA A, KOTOPbBI NPEUMYILIECTBEHHO U3BECTEH CBO-
UM y4yacTUEM B MPOLIECCE IHAOLUTO3a, UHAYLIUPYET
oOpa3oBaHMWe y4yacTKOB MeMOpaH, KOTOpbIe CllyXkaT
OCHOBO 1J1s1 MpUcoeAMHeHUsI (paKTOpOB ayTodaruu,
B ToM umciie Atg3. BmecTe ¢ TeM HapyuieHune ¢pocdo-
puaupoBaHus S3HA0GUINHA A YCKOPSIET MIPOTPECCU-
poBaHue HeliponereHepalu. ITockonbKy sHA0DUINH
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A UMeEeT OTHOLIIEHUE K HECKOJIbKUM TUMaM O0O0JIE3HU
IMapkuHCOHA, TO, TTO MHEHHIO aBTOPOB, HAPYIICHUS
dochopunmpoBaHus 3HI0DMINHA A U CBI3aHHOE C
3TUM MHTHOMpPOBaHWE ayToharuy B MPeCcUHAIICE MO-
I'yT OBITH OMHOI U3 IIPUYMH ITaToreHe3a ooe3nu Ilap-
KMHCOHa [145].

Vyactue ayrogaruu B obecriedyeHUU CUHAIITH-
YEeCKOM M HEMPOHAJIBbHOM MJIACTUYHOCTH MO3BOJISET
MO-HOBOMY B3IJISIHYTh HA MHOTHE IIPOLECCHI, IIPOKC-
XOJSIINE B HEMPOHE, I BMECTE C TEM OTKPBIBA€T MHO-
KECTBO IIPUKJIAAHBIX BO3BMOXHOCTEI, B TOM YUCJIE B
JIeYeHUHM U Mpo(uIakKTuKe HelpoaereHepaTUBHBIX
3aboseBaHmnii. Kpome TOro, moCKoOJIbKY U3MEHEHUS
CUHANTUYECKON ITACTUYHOCTH SIBJISIIOTCS (DU3HOJIO0-
TMYECKOii OCHOBOI MaMsITH, TO BO3MOXHO, YTO MO-
IYISITOPEI ayTo(aruy MOTYT OKa3bIBaTh BIMSHUE Ha
npoliecchl OOYYEeHUS M MaMSITh, 4YTO MOXET MMETh
IIMPOKMIA CIIEKTP MPAKTUYECKOTO IIPUMEHEHUSI, B TOM
4ucye MpU eCTECTBEHHOM CTapeHUM, a TaKXKe B psilie
JIeTIPECCUBHO-TIOJO00OHBIX COCTOSTHUM.

AYTOOATUA U TTAMATD

MexaHu3Mbl 0OyYeHUST 1 KOHCOIUIALINU TTaMsI-
TH HEpPa3pbIBHO CBI3aHBI CO CTOMKUMU U3MEHEHUS -
MU CUJIbI CHHATITUYECKO Mepenadyu U MoCIeayomeii
CTPYKTYPHOII peopraHu3aiieil OTpOCTKOB U HEPBHBIX
OKOHYAHUI1, KOTopas, Ipexkie BCero, MoapasyMeBaeT
CUHTE3 HOBBIX 0€JIKOB, 00€CeUYMBAIOIINX 3Ty peop-
ranu3auuo [8, 10, 14, 97]. To, yTo npolecchl ooyde-
HUS, B TOM YUCJIe KOHCOMUIALNS U PEKOHCOTUIAIINS,
CBSI3aHBI C CHHTE30M HOBBIX OCJIKOB, TaBHO YCTAaHOB-
JieHHbI ¢akT [8, 10, 14, 97]. OngHako HapsAy ¢ 3TUM
MaJjio BHUMaHMS YICISITOCH IPYTOMY MEXaHU3MY — Me-
XaHW3My U30UpaTebHON Aerpagay 6eJKOB, KOTO-
pBIii, KaK ITOKa3aHo B MOCJIEIHNE TOIbI, UTPaeT He Me-
Hee BaXXHYIO poJib B JaHHOM IIpoliecce.

B psine paboT nmokaszaHo, 4To 00y4YeHUE KUBOTHBIX B
BOIHOM J1JabupuHTe Moppuca 1 Tecte 00yCI0BJICHHOM
peakliyu cTpaxa MPUBOAUT K YCUJICHUIO ayTodaruu
(YyBeIMUYEHMIO KOIMYeCcTBa ayTo(harocoM U aKTUBHOCTHU
ayTodaruu, yCuieHUIo 9KCIPecCuy reHOB atg U 6e1Ko-
BbIX MpoaykToB) [50, 59, 114]. Bce 3To cBUOETENLCTBY-
€T O TOM, UTO aKTUBallMs ayTodaruu, Hapsmy ¢ Mexa-
HU3MaMU CUHTe3a Oesika, SBJISETCS HEOOXOAUMBbIM
MPOLIECCOM ISl KOHCONMIALIMU MaMsITU. B yacTHOCTH,
B pabote Hylin ¢ coaBT. ObLIO MOKa3aHO, YTO BHYTPU-
TUINMNoKaMIajJbHOE BBelIeHMEe MUHIMOUTOPOB ayToda-
MU 3-MeTuaJeHMHa WM CiayThHa-1 He oKa3bIBajlo
BJIMSIHMS Ha 00y4YeHMe JKUBOTHBIX B TECTE BOTHOTO Jia-
oupuHTa Moppuca, ogHaKO yXYAIlaao J0JrOBpeMEH-
HYIO ITaMsITh B 3TOM Tecte (4epes 24 1) [59]. [1pu aTom
cJemyeT OTMETUTD, YTO 3-METWIANeHWH U CITayTHH- 1
JENCTBYIOT O0Jiee N30MpaTEeIbHO B OTHOIIEHUM OJIOKH-
poBaHus ayTodaruu, 4eM CyOCTaHIIUU, IeiiCTBYIOIINE
Ha mT'OR. 3-MeTuiIaneHUH UHTUOMUPYET aKTUBHOCTD
PI3K-3, a cmaytuH-1 OJ10KMpYeT NeNTUAAa3HYIO0 aKTHB-
Hocth USP10 (Ubiquitin carboxyl-terminal hydrolase
Ne 3
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10) u USP13 (Ubiquitin carboxyl-terminal hydrolase
13), 4TO IPUBOAUT K YOMKBUTUHNPOBAHUIO U IeTpana-
uuu Komiiekca Beclin-1/PI3K-3 (cM . “Bunbl ayTo-
arun”) [88]. Kommiekc Beclin-1/PI3K-3 HaxomuTcs
non perynsauueid mIT'OR u nHMIMUpyeT Hayaao coop-
k1 aytoparocom. Takum ob6pazom, 3-MeTWIaneHUH U
crmayTuH-1 geiicTBytoT “mayHctpuMm” (downstream) ot
mTOR u 6osiee U36MpaTeIbHO UHTUOUPYIOT UMEHHO
cO6opKy ayToarocom, He BIMSS TIPU 3TOM Ha PeTyis-
LIMI0 CMHTe3a Oeyika, KaK MTPOUCXOAUT B ciiydyae neii-
ctBus panamuiHa Ha mITOR. BmecTe ¢ TeM, BHyTpu-
TuIIokamMnajgbHoe BBeneHue nentuga TAT-Beclin-1,
WHAYKTOpa ayTodaruu, yIydiragao JOJTOBpeMEHHYIO
naMsTh B 3TOM HccaenoBaHuu [59]. ABTOpPHI caenaiu
BBIBOII, YTO ayToharusi He Busija Ha oOydyeHue (Kpat-
KOBPEMEHHYIO MaMsTh), HO OblIa HeoOXoauma s
(opmupoBaHus gonroBpeMeHHOI mamatu [59]. B mpy-
rom uccienoaHuu Glatingy ¢ coaBT. Ha MbIIIax TaKXe
ObLIO TTOKA3aHO, UTO FreHeTUYeCcKoe Uin hapMaKoJIo-
TMYecKoe MHIMOrpoBaHue (CIayTUH- 1, XJIOpOXUH) ay-
Todaruy yxyaiajo nokKa3aTeard MOJOJIbIX XXMBOTHBIX
(3 Mmecs11a) B TecTax paclio3HaBaHUSI HOBOTO O0BbEK-
Ta U OOYCJIOBJIGCHHOM peakliMu cTpaxa (BbI3BaHHOM
anekTpoctuMysiueit) [50]. IlpyuMeHeHMe MHBEKLIWIA
nentuaa TAT-Beclin-1, HanpoTuB, yiaydiiaao IToKa-
3aTeIn XKUBOTHBIX B 3Tux TecTtax [50]. Bmecre ¢ Tem
TAT-Beclin-1 Takxe ycunuBa ayrodarvio 1 yiaydiiai
rnoxkasaTejid MaMsTH B IaHHBIX TECTAX Y MOXWJIbIX MbI-
mreit (16 Mecs1eB), y KOTOPBIX HAOIIONAIOCh YXY/ILIe-
HUE MaMSITH M0 CPAaBHEHUIO C MOJIOABIMU KUBOTHBI-
mu. [TonoxutenbHbiit 3¢ ekt nentuna TAT-Beclin-1,
a TakKe aroHKUCTa ayrodaruu criepMUInHa, Ha TTaMsITh
KWBOTHBIX ITOKa3aH B MOIEIM YMEPEHHOTO KOTHUTUB-
HOTO paccTpoiicTBa Ha MbIax [36]. B memom uccie-
JIOBaHUSI CBUIETEILCTBYET O BOBJICUCHUU ayTo(aruu B
MEXaHU3MBI 10JITOBPEMEHHOI MaMSTH, a TAKXE O TOM,
YTO yCHIIeHHe ayTodaruy B TUIIITOKaMIIe UMeeT TT0JIO-
KUTEIbHBIN 3¢(h(EeKT B BOCCTAHOBJICHUHN MTaMsITH KakK
MPpU ECTECTBEHHOM CTapeHUU, TaK U B MOAEJISIX KOTHU -
THUBHBIX paccTpoiicTs [36, 50, 59, 94, 114].

B T0 e BpeMs eCTb JaHHBIE O TOM, YTO aKTUBAIIUSI
ayTodarnu MOXeT OIOCPenIOBaTh IMPOIIECC CTUPAHMS
YCTOMYUBBIX BOCTIOMUHAHUM B IPOLIECCE PEKOHCOJIU-
nauuu nmamsTu. MatepecHoe uccienoBanue Shehata u
COABT. ITOKA3aJI0, YTO MHAYKIIUS ayTo(harn yCujarnBaeT
JeCTa0MIM3aLUIO IAMSITH U 3TOT 3(P(PEKT orocpemyer-
cs1, BO MHOTOM, Aerpanainueit AMITA-penentopoB Ha
MOCTCHMHAaNTUYeCcKoi MeMOpane [135, 137]. DHmoLuTo3
AMITA-peLennTopoB KOppeIUpyeT C yraCaHUEM IJIn-
TeJIbHOI TTOTEHIIMAIIMY U €CTeCTBEHHBIM aKTUBHBIM
3a0bIBaHMEM YCTOMYMBBIX BocrmoMuHaHuii [40, 99].
Shehata ¢ coaBT. ycTaHOBWJIM, YTO ayTodarus crocoo-
ctByeT Aerpagauuu AMITA-penenTopoB Ha NOCTCH-
HanTUIeCcKOoit MeMOpaHe, OImocpenysl, TAKUM 00pa3oM,
MeXaHU3MbI JJIUTeIbHOM nerpeccuu [135]. Hanee, ripu
PEKOHCOJIMIALIMY B MOJIEIM O0YCJIOBJICHHOM peakiuu
cTpaxa aBTOPHI ITOKa3ajau, YTO MHIAYKIIUS ayTodaruu
B MUHJAJIEBUIHOM TeJie WK B TMMIOKAMIIe MbIIIEi
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yCUJIMBaJa JAeCcTa0dMIM3alnio 00YCIOBIEHHOI maMs-
™ [137]. IIpakTHUecKr BO3MOXHOCTb NeCTa0WJIN3U-
pOBaTh YCTOMYMBBIE BOCTIOMUHAHUSI UMEET OONIbIIOE
3HAUYE€HHUE B JICUEHUU TPEBOXHBIX PACCTPOIMCTB, TAKUX
KakK MOCTTpaBMaTUYECKOE CTPECCOBOE PACCTPOMCTBO
(ITTCP) [118]. IIpu peakTuBauuu (T.€. HaIlOMUHA-
HUM) paHee CPOPMUPOBAHHBLIX HETATUBHBIX BOCIIO-
MUWHaHUI UX MOXHO MepeBecTy B JaOMIbHOE COCTO-
SIHWE, WIN NeCTadUIN3UPOBaTh, MOCJE Yero MPOUC-
XOOUT KOO Tiepe3anucbiBaHe U YCUJIGHHUE 3TOTO Xe
BOCITOMWHAHMSI, INOO ero 3aMelleHUe IPYTUM HOBBIM
BOCIIOMUHAHUEM, WV, UHAYE — PEKOHCOJIUIALIS.
[Tpoliecc 3ameneHus CTaporo BOCIOMUHAHUSI HOBBIM
M0 CYTU SIBJISIETCSI IIEpeo0ydYeHreM U CBSI3aH C 3a0bl-
BaHMeM (yracaHueM) CTaporo BOCIIOMMHAHUS U HO-
BBIM O0Y4YeHMEM, B TIpOLiecCe KOTOPOTro hOpMUpPYETCs
HoBoe BocriomuHaHue [120]. ITpoiecc pekoHconuaa-
IINA, TaK Xe KaK ¥ KOHCOIUAALINMY, CBSI3aH C CUHTE-
30M Oenka de novo. OgHaKO BOCIIOMUHAHUS, (POPMMU-
pyeMbie MO BIMSHUEM BbICOKOTO 3MOLIMOHAJIBHOTO
(boHa, ycTOIHUYMBHI K PEKOHCOJUIALIMUA U UX TOCTATOY-
HO CJIOXKHO AEeCTa0UJIM3UPOBATh, UTO SIBJISICTCS CYIe-
CTBEHHOM cJioxkHOCThIO Ipu edeHuun IITCP [118]. B
CBSI3U C OTUM [IJIsl HApylLIEeHUs Mpoliecca PeKOHCOIM -
JALIMU TIAMSATA BO MHOTMX MCCJIEIOBAHUSX TIPU MOJE-
mmpoBanuu [1TCP ucnonb3oBanu panaMuliMH — WH-
ruoutop mTOR [15, 20, 47, 61, 85, 116, 148]. OmHako
B JAHHBIX CTAaThIX aBTOPHI IPEUMYIIECTBEHHO Jea-
Jm akueHT Ha ToM, uto mTOR gBnsteTcs “ancrpum”-
perynsitopoM (upstream regulator) TpaHcIsIIIUM OeKa
U IPU €ro OJIOKUPOBAHUM HapyIlIaeTcsl CUHTE3 OSIKOB
de novo, 4TO B KOHEUHOM CUeTe U BIUSET Ha JOJITOBpe-
MeHHyI0 naMsaTh. Ho, xak n3BectHo, mI'OR sBisgeTcs
PETYJISITOPOM He TOJILKO CMHTe3a 0ejika, HO TaKXke U
ayro(aruu, okasbiBasi pa3HOHANpaBIeHHBINA 3 deKT
Ha 9Tu 1Ba npoiecca [158]. Takum ob6pasom, 3 PekT
panaMULMHA B TIEPEYMCIEHHBIX UCCIeI0BAaHUSIX MOT
OBbITh OOYCJIOBJIEH TAKKe M BO3MOXHBIM BIIUSIHUEM Ha
MmexaHu3M ayTodaruu. B atom riane Shehata ¢ coabr.
BIIepBble TIPUMEHWIN HOBBIM MHTEPECHBIN MOAXO,
MO3BOJISIIOLIMI ¢ TOMOIIbIO aKTUBALIMU ayTodaruu
BbI3BaTh JECTAOUIN3ALNIO YCTOMUUBBIX K PEKOHCOJIM-
JALIMY BOCTIOMUHAHUIA, YTO B LIEJIOM MOXET O0JIETYNTh
3a0bIBaHME WJIU Tepe3anuch MpUOOPETEHHOTO YCTOM -
YMBOIO BOCIIOMUHAHUA B IPyroM gopmaTte U Jeaaet
MeXaHU3M ayTo(aruu noTeHIUuaIbHO BO3MOXHOMN MU-
LIEHbIO JUIS1 KITMHUYECKUX pa3paboTOK B MOMAEISIX Jie-
yenus IITCP [137].

AYTODATUA U TUTIOKCUA: ALAIITUBHAA
NIIN TTATOJIOTUYECKASA POJIb

I'oBopst 006 ayToparum B HEPBHOM cUCTEMeE, TIOMU-
MO €€ 3HAaUYMMOCTHU B HelpoaereHepaTUBHBIX 3a00J1e-
BaHMSIX M IIpolieccax OOyYeHUS 1 MaMsITH, HelIb3s He
3aTpOHYTh HaIlpaBJICHWE UCCIIEIOBaHNI, CBI3aHHBIX C
€€ BOBJICUEHUEM B MATOJOTMUECKUN KacKad peaKL Uit
IpU UIIEeMUYECKOM Bo3aeiicTBum. bonbinoe ymncio
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paboT yCTaHOBUJIO POJIb ayToaruv B TubeIn Helpo-
HOB, MHIYLUPOBaHHOM uieMmueii [9, 48, 72, 119, 123,
141]. ITpu ocTpOil TMIOKCUN MOXET IIPOUCXOOUTh T~
nepakTUBaLUs ayTodaruu, KoTopasl BeieT K upe3Mep-
HOM BaKyaju3alluy U Heclleun(puuecKoil nerpaganumn
KJIETOYHBIX 3JIEMEHTOB, BILJIOTh IO LIEJIOi KiIeTKu [95].
AyTtodaruio paccMaTprBalOT KaK OJIWH U3 TUIIOB KJIe-
TOYHOM rubesin (Kacrma3z-He3aBUCUMBbIi), KOTOPBI,
Hapsiy ¢ aroITO30M U HEKPO30M, MHIAYLIMPYETCs MPU
WIIeMUYECKUX BO3aeicTBUgx [86, 95, 122]. Mexny
STMMMU TUMAMU KJIETOYHOM r'MOesu CylllecTByeT TeCcHasI
B3auMOCB3b [23, 95, 109]. HeiicTBUTEILHO, MHTUOM-
poBaHue ayTodaruu papMaKoJIOrMIYeCKUM WIN TeHe-
TUYECKUM ITyTeM MPUBOIMIO K CHIDKEHUIO KJIETOU-
Holt rTudenu B Moaenu uiemuu [48, 72, 119, 141]. Tlpu
5TOM UHIMOUTOp ayTodaruu 3-MeTuaaaeHH, IpUMe-
HSIEMBII B pa3HbIe CPOKU ITociie perepdy3un (cpasy
B Hauajie perepdys3uu, yepe3 3 4. 1 yepe3 6 4. mocie
Hayvaja pernepdysun) umen padHyro 3HeKTUBHOCTD
C TOYKHU 3pEHUsI YMEHBIIIEHUST odyara rmopaxkeHus, 4To
TOBOPUT O TepaleBTUICCKOM OKHE BO3MOXHOCTEH
MpUMEHEeHUS] UHTMOUTOPOB ayTodharuy B MOAEIN He-
oHatajbHOI ueMuu [119]. MakcumanbHas addek-
TUBHOCTb Mpenapara JoCTUraiach pu ero BBeAeHUU
yepes 3 4. Imocjie Havana perepdys3uu, Korma Habmio-
JaJIoCh YMEHbIIIEHUE oyara UIleMU4ecKoro nopaxe-
Hus Ha 46% [119]. C npyroit CTOPOHBI, B aHAJIOTUYIHOM
MOJieJIM HEOHATaJbHOM MIIEMUM IPYTUMU aBTOpaMU
ObLIO MOKA3aHO, YTO pallaMUIIH, aKTUBATOp ayToda-
MU, CHUXKaJ HEKPOTUUYECKYIO TMOeJb KJIIETOK U YMEHb-
aj nmoBpexXaeHNe TOJ0BHOro Mo3ra [24]. ABTOpBI
paccMaTpHUBaloOT yCUIeHWe ayTodaru parmaMUIITHOM
KaK MOT€HUMAJIbHBIN 3allUTHBIM MEXaHU3M Ha paHHEH
CTaIuM MOBPEXICHMS roJoBHOTro Mo3ra [24]. Kpome
TOro, ObLJIO MOKa3aHO, YTO OBEPIKCIIPECCHS TpaHC-
kpunuroHHoro ¢daktopa EB (transcription factor EB),
KOTOpBII OTBEYAET 3a PErYISILIUI0 OOJIBILIOTO YUCIa Te-
HOB, BOBJIEKaeMBIX B TIpOIecC ayTOoharnuu 1 JTU30CO-
MaJIbHOI Jierpagaluu, MpUBOAWIA K YCUJICHHUIO aKTUB-
HOCTH ayTodaruy Ha TTO3THUX CPOKAX IMOCIIe UIIeMU-
YeCKOI'o BO3IEMUCTBUSI M YMEHbBIIIEHUIO TTOBPEXACHMUS,
BBI3BAHHOTO MILEMMEH, T.€. UMeJIa MOJOXUTEIbHBINA
3 deKT B HEMPONMPOTEKLIUN NTPU UILIEMUN TOJIOBHOTO
moara [89]. [IporekTuBHas poJib ayTodaruu Bo Bpe-
M perniepdy3ur MOKET OBITh CBA3aHA C SJIMMHUHAIIN-
et TIOBpeXXJIeHHBIX MUTOXOHAPUIN U MHTMOVMPOBAHM-
€M 3alTycka IuToxpoM C-WHAYIIMPYEMOTO aIoITo3a
[165]. KakuM oGpa3oM peryaupyercs ayrodarvst U B
KaKo¥l MOMEHT ee TIpoafganTUBHAS pOJIb IIpeBpaIaeT-
cs B IporpamMMy KJIETOUHOI rubesiu 115 HelipoHa npu
WIIIEMUH, OCTAETC He IO KOHIIA MTOHATHBIM. Bo3Moxk-
HO, YTO MHOTO€ 3aBUCUT OT BPEMEHHOTO Mepuoaa, B
KOTOpBIN peanusyercs 3¢ deKT MHIMOUpOoBaHUs, WX
aKkTUBallMU ayTodaruu, MOoCKOJbKY UIIEMUYECKOE
BO3IEMCTBUE C MOCeaylolleil pernepdy3ueit umeer
pa3Hble 3Tanbl pa3BUTUs Matojoruu. He uckioueHo,
YTO Ha HavyaJIbHBIX ATanax UIIeMUN ayTodarus Mo-
XKeT CTUMYJINPOBATh adalTUBHBIC (PYHKIIUN KIETOK
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K YCJIOBUSIM AENPUBALIMUA KMCJIOPOAA U MUTATEIbHBIX
BELIECTB, TOrAA Kak Mpu penepdy3nn oKCUAaTUBHBIN
CTpecC Y CUJIbHAsI BOCTIAIUTE/IbHAS peaKLMsl 3aIlycKa-
IOT MeXaHU3MBbI KJIETOYHOM TMbe B HelipoHe, OIlo-
cpedoBaHHBIE, B TOM 4ucie, ayrodarueii. [Tomumo
npoliecca ayrodaruu B caMoM HelipoHe, ayTodarus
B APYTMX KJIETKaX MOXET TaKKe OKa3bIBaTh BIUSIHUE
Ha MCXO[l MIllEMUYEeCcKoro Bo3neiicteus. M3BecTHo,
YTO BOCHAJIUTENbHBIN MPOLIECC, HAPSLY C KJIETOUHOM
rubesblo, SBISIETCS OAHUM U3 BeAyllIuX (akTopoB B
MaTOJOTMYECKMX ITOCIEACTBUSIX UIleMUn Mo3ra [133].
BwMmecte ¢ Tem ayTodarust urpaeT BaxkHYIO pojb B BOC-
HaJIMTEJIbHBIX 1 UMMYHHBIX peakuusax [37] u Moxer
OrpaHMYMBaTh BOCIAJIMTEIbHYIO PEAKLIMIO B MOJEIU
WIIEMUYECKOTO MHCYJIbTa 32 CUeT 3JIUMMHALIMU BOC-
naauTenbHbIX Bakyoseid [105]. Kpome Toro, mokasaHo,
yTO ayTodarus rnoaaepxvBaeT GyHKIMOHAIbHYIO 11e-
JIOCTHOCTb reMatoaHIiiedaanueckoro 6apbepa B ycio-
BUSIX TUTIOKCUU 32 CUET peryysiiuu 6enKa KjaayauH-5 B
SHIOTENNANbHbBIX KieTKax [161]. HecmoTps Ha TO, 4TO
aytoarus MoxeT onocpenoBaTh rudesnb HEMPOHOB
Mpy UIIEeMUU, B UCCIIETOBAHUSX HET €IUHOTO MHE-
HUS O €€ UCKJTIOUUTEIbHO HEraTUBHOI POJIM TIPY 3TOM
BO3JENCTBUU, U MHOTUE aBTOPbI YIIOMUHAIOT 00 ayTo-
¢arnm kaxk o “double-edged sword” (000o1OHOOCTpPHIIA
Meu) unu “two sides of the same coin” (a1Be CTOPOHbI
omHoit menanm) [13, 26, 86, 122].

OnHOBPEMEHHO C 3TUM HECOMHEHHOU ocTaeTcs
afgantuBHas ¢GyHKIMs ayTodaruv, HarpapjieHHas Ha
noaaepXKaHUue BHYTPUKIETOUHOTO TOMeocTasa u ooe-
crieyeHue CUMHANTUYECKON MJIaCTUYHOCTU B HEPBHOM
cucteMe. B 3ToM 1utaHe 0oJjiee UHTEPECHBIM MpeEa-
CTaBJISIETCS MCCIEAOBAaHUE YMEPEHHBIX TUITOKCHUYE-
CKMX BO3JEUCTBUI Ha BOBMOXHOCTbh MSITKOTO MOJIY-
JIMPOBAHMUS KJIETOYHOIO MeTaboJiu3Ma, B TOM YMCTIe
3a cueT U3MEHEeHUs aKTUBHOCTU ayTodaruu. ITokaza-
HO, YTO aKTHUBaLIMs ayTodaruu BO MHOTOM OIOCPENYET
HEUPONPOTEKTUBHOE NeCTBHE UILIEMUYECKOTO Mpe-
KOHIUILIMOHUPOBAHUS B MOAEIN MepMaHEHTHOU ¢o-
KajpHOU uiemun [139]. M3BecTHO, YTO yMepeHHbIE
TUIOKCUYECKNE BO3IEUCTBUS, UCTIOJIb3yEMbIE B Kaue-
CTBE MPEKOHAUIIMOHUPOBAHUS, CYIIIECTBEHHO TOBbI-
LIAI0T YCTOMUYMBOCTD KaK OpraHu3Ma, Tak U TKaHU WK
KJIETKHU K JEWCTBHUIO MOCJIEAYIONIETO MOBPEXIAIOIIETO
crumyna [3, 4, 5]. D¢ deKT runoKkcuIeckoro KOHam-
LIMOHMPOBAHUS CBS3aH C aKTUBallUEH SHIOTEHHBIX U
HecnelupuIecKUX peakiiii opraHu3Ma U KJIeToK K
JNEMCTBUIO OCTPOTro noanoporosoro ctumyna. IToka-
3aHO, YTO YMEPEHHbIE TUTTIOKCUYECKHUE BO3AEHCTBUS
MOBBIIIAIOT KOTHUTUBHBIE CITOCOOHOCTU, 00JianaloT
AHKCUOJUTUYECKUM (D HEKTOM, MOBBIILIAIOT YyCTONUM -
BOCTb HEMPOHOB K A€M CTBUIO TTOBPEXIAIOLINX CTUMY-
qoB [1, 2, 130]. Ha monekynsipHoM ypoBHeE 3(h(heKThI
TUIMOKCUYECKOTO MPEKOHANMIIMOHUPOBAHUS CBSI3aHbI
C UBMEHECHUSIMU PEeTYISILUM TUITOTaJaMO-TUIo(U-
3apHO-aPEHOKOPTUKAIBHONH CUCTEMBI, TTOBBIIIEHU -
€M DKCIIPECCUU HEWPOTPOGUUECKUX U aHTUATIONTO-
TUYECKUX (PaKTOPOB, aHTUOKCUJAHTOB, CHUXKEHUEM
Ne 3
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YPOBHSI CBOOOIHBIX pagukanos [6, 7, 130, 131, 134].
BMmecte ¢ Tem ayTodarust — MexaHu3Mm, oOecIiedyn-
BaIOIIN BHYTPUKJIETOYHBIIT TOMEOCTa3, TPaHCIIOPT,
CHHANITUYECKYIO TNTACTUIHOCTh M MMEIOIITHIT MoCcTa-
TOYHO IMMPOKUI CIIEKTP QYHKIINM BO BHYTPHUKIIETOY -
HBIX TIpOlIeccax — MOXKET OITOCPEIOBATh aJallTUBHBIC
peakIy HeMpOHOB MIPH YMEPEHHBIX TUITTOKCHYECKIX
BO3JEUCTBUSIX U CIYXKUTb CBA3YIOIIUM MPOLECCOM BO
MHOXECTBEHHbIX MOJIOXUTEIbHBIX 3¢h(heKTax TUMOK-
CUYECKOT0 KOHIAUIIMOHUPOBAHUSI.

SAKJIIIOYEHUE

Takum obpa3om, B TaHHOM 0030pe MEXaHU3M ay-
Toaruu MpeacTaBlIeH ¢ TOYKU 3pEHUS TOMeocTaThIe-
CKOI M amanTUBHON ¢yHKIIUKM. AyTodarus 3a cueT ae-
rpagalyy KJIETOUYHBIX 3JIEMEHTOB (OEIKOB, JIUMTUAOB,
YIJIEBOAOB, KJIETOUHBIX OpraHesul) MOCTaBsIeT KJIeTKe
CTPOUTEIBHBIC 3JIEMEHTHI B BUIE MOHOMEPOB, HEOOXO0-
IVIMBIE IIJIST CMHTE3a HOBBIX KJICTOYHBIX KOMIIOHEHTOB.
Bce 310 cayXuT moamepKaHUIO KJIETOIYHOTO MeTabo-
JIN3Ma, YTO SIBJISIETCSI TOMEOCTaTUUYEeCKO (DYHKIIMENA,
a TakxXe HeoOXOAMMO IJisl peopraHu3alu KJIeTou-
HbIX (PYHKUMI TPU UBMEHEHUU OKPYXKaIIIel Cpebl,
pPa3IMUYHOro poja BO3AEUCTBUSIX U IPYTUX MpOLeC-
cax, Takux Kak nuddepeHumanus, 4To ooecrneyrnBaeT
afalTUBHYIO peakivio KJIIETKU U OpraHu3Ma.

Hecmotpst Ha To, uTO ayTOodarus sIBisIeTCSI YHUBED-
CaJIbHbIM CUCTEMHBIM MEeXaHU3MOM, TeM HE MeHee B
KaXJIOi TKaHU U TUIIE KJIETOK, TOMUMO OOIIUX, NO-
CTUTAIOTCS OMNpeAe/eHHbIe crieuudruUHble (DYHKINU.
s HepBHOI CUCTEMBI, KaK ObLIO OMUCAHO B TaHHOM
0030pe, — ATO Mpexie Bcero odecrneyeHue CUHAITU-
YeCKOW M HeWpOHATbHON MJIAaCTUYHOCTH. YUacTHUe ay-
Toharuy B MeXaHM3MaxX CUHAIITUYECKON MIaCTUYHO-
CTU OTKPbIBA€T HOBbIE TOPU3OHTHI B UCCACAOBAHUSIX
MPOILIECCOB IMMaMsTH, a TAaKXKe MEePCHEeKTUBHBIE IO~
XOJIbl B BO3MOXHOCTSIX MOIYJIMPOBAHUS ITaMITU MIPU
pPa3IUYHBIX MTATOJOTUYECKUX COCTOSTHUSX UJIN €CTe-
CTBEHHOM CTapEeHUM.

AyTodarusi — CJIOXHO OpTaHM30BaHHBII Mexa-
HU3M, B KOTOPBII BOBJIEKAETCs OOJIbIIIOE KOJTUYECTBO
0enkoB. [ToaToMy HapyllleHHsI 3TOr0 MeXxaHuU3Ma B
KJIETKE UMEIOT TIEHOTPOMHOE ACUCTBUE U MPOSIBIISI -
IOTCSI BO MHOXECTBEHHBIX HapyIIeHUSIX KJISCTOYHO-
ro MeTadboan3Ma, KOTOpble MOTYT OBITh KaK OOIIIMMU
IJ1s1 OOJIBITMHCTBA MTOCTMUTOTUYECKHUX KIIETOK, TaK U
crieuu(MUUHBIMU JJ1S1 OTAEIbHBIX TUIIOB KJIETOK. Tak,
HaIpuMep, Ipyu HelipoiereHepaTUBHEIX 3a00JIcBaHM -
sIX YaCTO HAOII0JaeTCsl HAKOIUIEHE TOKCUYHBIX Oel-
KOBBIX KOHIJIOMEPATOB, TTOBPEXKAEHHBIX MUTOXOHAPUIA
U APYTUX KJIETOUHBbIX OpraHel, a TakXe HapylIeHUs
CTPYKTYPHBI OTPOCTKOB, IIIMITMKOB U CUHATICOB HEMpPO-
HOB, UTO, OYEBUIHO, CBUIETEILCTBYET O HAPYIICHUSIX
CUHANTUYECKOM MIACTUMHOCTU U IIPUBOIUT K HEBPO-
JorndyeckuM nedunuram. MoayasTophsl ayrodaruu
paccMaTpUBalOTCS B KauecTBe MepCIeKTUBHOI cTpaTe-
TMU B KOPPEKILMHU ITaTOJIOTUYECKUX U3MEHEHU U yXKe
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nokazaiu 3P ¢GeKTUBHOCTD IIPU HEKOTOPBIX (hopMax
JIereHepaTUBHBIX 3a00JIeBaHUI B MONEISX HA KMUBOT-
HbIX. OIHOI U3 OCHOBHBIX MTPOOJIEM SIBISIETCSI TOUCK
Oosiee crieuMMUUHBIX MOIYISITOPOB ayTodaruu (BBU-
Iy MHOTOKOMITOHEHTHOCTH 3TOTO TIpoliecca), a TaKxkKe
pa3paboTKa YHUBEPCATbHBIX MapKepPOB aKTUBHOCTHU
ayTo(aruu, KOTopbie MO3BOJUIU Obl UCITOJIb30BATh UX
IJIS1 OLIGHKU YPOBHs ayTodaruu y yeaoBeka npu pas-
JIMIHBIX 3a00JIEBAHUSX, ITOCKOJIBKY MOIENIA Ha XXIBOT-
HBIX JIMIIb OTYACTH MOTYT BOCIIPOM3BECTU HEMpoe-
reHepaTUBHBIE MATOJIOTUM Yy YeloBeka. BMecTe ¢ TeM,
MoMuUMO (hapMaKoJOrMUeCKUX MpernaparoB, CyIIeCTBY-
JOT HEMEeIUKaMEHTO3HbIe METOIUKM, TAKUE KaK yMe-
PEHHOE TUITOKCUYECKOE BO3IEMCTBUE, KOTOPhIE MOTYT
OBbITh He MeHee 3((HEKTUBHBIMU B TIPO(MPUIIAKTUKE U
JICYEHUH.
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Autophagy in the Nervous System: General Principles and Specific Functions

A. V. Churilova

Paviov Institute of Physiology of the Russian Academy of Sciences,
St. Petersburg, 199034 Russia
e-mail: churilovaav@infran.ru

Abstract — Autophagy is an intracellular mechanism for the isolation, transport and degradation
of macromolecules and organelles. The physiological significance of autophagy lies, firstly, in
maintaining the constancy of the intracellular environment through the timely disposal of proteins
with a disrupted structure and damaged organelles. Secondly, due to the selective degradation of
macromolecules, autophagy supplies the cell with monomers, which are then used by it to synthesize
new compounds, which serves to ensure the rearrangement of cellular metabolism in the processes of
cell differentiation, ontogenesis and adaptation to environmental challenges. Autophagy is an extremely
important mechanism for maintaining normal functioning of postmitotic and differentiated cells,
including neurons. Impaired neuronal autophagy leads to the formation of aggregated protein plaques,
the accumulation of damaged cellular organelles, defects in the structure of processes and neuronal
degeneration, which often accompanies to the progression of some forms of neurodegenerative diseases.
In addition, the role of autophagy in synaptic plasticity and memory mechanisms has been established.
Since autophagy has a significant impact on cellular metabolism, the study of the regulation and main
pathways of this mechanism may be crucial in the elaboration of means and approaches to the treatment
and prevention of many pathologies that progress with age. This review describes the basic concepts of
the autophagy process, summarizes the key functions of autophagy in cells, and also presents current
data on its role in ensuring the normal metabolism and implementation of specific functions of neurons.

Keywords: autophagy, neurons, brain, synaptic plasticity, hypoxia.
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IToBpexmeHrs] CITMHHOTO MO3Ta M MHCYJIBTHI SIBIISIIOTCS OCHOBHBIMU MPUYMHAMU TTOJTHOM MJIN 9acTHUd-
HOW yTpaThbl IBMKEHUI. Ycrexy B MUHMMHUA3ALMU JBUTATENbHBIX TUCHYHKUMIA € TOMOILBIO CIIMHAIb-
HOI 3JICKTPOCTUMYJISIIINY TIPU TPaBMaX CIIMHHOT'O MO3Ta CITOCOOCTBOBAJIM TIOBHIIIICHUIO MHTEpeca K
HCITOJIb30BAaHMUIO 3TOT0 BUAA HEMPOMOIYISILIMY U IMIPU IBUTAaTEIbHBIX HAPYIIEHUSX IPYTOi STUOJIOTUH.
B 0630pe npencraBiieHbl pe3yIbTaThl UCCISIOBAHMI ITOCTESIHUX JIET O IPUMEHEHNY PA3IMIHEIX Bapy-
AQHTOB CIIMHAIBHOM SJIEKTPOCTUMYJISILINY 11T MUHUMM3AIIUHU IBUTATCIbHBIX TUCOHYHKIINI, CBI3aHHBIX
C HapyIIEHUSIMU 1IepeOpaTbHOTO KPOBOOOPAIIleHHS, a TAKXKE PACCMOTpeHa UCTOPHS TIPUMEHEHWS CTIH -

HaJIbHOI CTUMYJISILIAU B 3TOI 00JIacTu.

Karouesoie croéa: CIMHHOM MO3T, HapyILISHUS IBVKEHUM, 1iepeOpabHOEe KPOBOOOpaIlleHUe, MHCYIBTHI, CIIH-

HaJIbHAasl JIEKTPOCTUMYJISILIUS
DOI: 10.31857/S0301179824030067 EDN: BAYPPG

MHorue HeBpoJiornuyecKrue 3ab0JieBaHUSI U CO-
CTOSIHMSI XapaKTepU3yIlOTCs HapyIIeHUSIMU MOTOP-
HbIX DyHKUMi [5, 72]. UHCYNbT, YepemHO-MO3TOBbIE
TpaBMbI, TpaBMbI cituHHOro mo3ra (TCM) — ocHOB-
HBIE TIPUYMHEL IBUTATeIbHON MHBaMMOHOCTH [38, 40,
88]. JIBuratenbHbI eULIUT — 3TO OOJILIIOE OpeMsI
IIJISl 4eJIOBeKa 1 OOoJIbIIoe IPEISITCTBUE IS €ro BO3-
BpallleHUsI K HOpMaJIbHOM XXM3HU, HO, K COXAJICHUIO,
Ha CETOIHSIIHUMI 1eHb BOCCTAHOBJICHUE IBUXXCHUN Y
OObIIIell YaCTU MAIMEHTOB IIOCJIe MHCYIbTa OCTAeTCs
HEMOJHBIM, 4TO JeaeT ITOMCK HOBBIX 3((PEKTUBHBIX
croco0oB peadWInMTaluy ABUKEHUM BaxKHOI 3amayeit
TPaHCSILIMOHHOM HeBpoJioruu [21, 94].

PaznuuHbIe CITocOOBI MOAYISILIMYA aKTUBHOCTH HEl-
POHHBIX CeTell CIIMHHOIO MO3ra C IIOMOIIBIO ¢J1aboro
3JIEKTPUUYECKOTO TOKA OTHOCSITCS K YMCITY Pe3yJIbTaTOB

Cokpamenuss: TCM — tpaBma cniuHHoro mosra; [IITHC — ueH-
TpanbHasg HepBHasg cucreMa, DCCM — 3JIeKTpOCTUMYIISLIMS
cnuHHoro Mo3ra; RT-PCR — Meron monuMepa3HoO# LiemHOM
peakuuu ¢ oOpaTHOW TpaHCKpUIILMEN (reverse transcription
polymerase chain reaction); Str — striatum; GPe — globus pal-
lidus segmentum externum; GPi — globus pallidus segmenti in-
terni; STN — subthalamic nucleus; SNc¢ — substantia nigra pars
compacta; SNr — substantia nigra pars reticulata; PPN — nucleus
pedunculopontinus.

94

Takoro novicka. OHU SBJISIIOTCSI CMOCO0aMU UHAYKIIUU
(byHKIIMOHATBHBIX U3MEHEHUI 1 HEHPOTUTACTUYHOCTH
B LleHTpasibHOU HepBHOM cucteMe (IIHC), kputuyue-
CKM BaXKHBIX JUISI peain3allii MOTOPHBIX DYHKIIMI
[13, 23]. B mocienHue rogbl OHU MOJIb3YIOTCS 0O0Ib-
1I0¥ TTOMYJSIPHOCTBIO, TaK KaK MOAYJIUPYIOT aKTUB-
HOCTh CITMHHOTO MO3ra 6€3 3HAYMTEIbHBIX ITOOOYHBIX
3(hhEKTOB U ABISAIOTCS 3¢ (hEKTUBHBIM CPEACTBOM BbI-
SICHEHUS BaXKHBIX HEMPODU3NOIOTrMUECKUX acTIeKTOB
ero ¢pyHKInoHnpoBaHus. CrimHaIbHAS HEMPOMOIYIIS-
LIYSI UMeeT OOJIbIINE TepalneBTUUEeCKUEe MePCHEKTUBbI
JJIs HAlIMEHTOB C IBUTaTeIbHBIMU HapylIeHUsIMU [48].
Bo3MOXHOCTb MpUMEHEHMSI 3TUX METOIOB BO BpeMs
AKTUBHBIX ABMKEHUM yeioBeKa AeaeT UX UaealbHbIM
WHCTPYMEHTOM JUISI BBISICHEHHST MEXaHM3MOB MOTOP-
HOTO KOHTPOJISI.

ComnacHo Seanez n Capogrosso [82], anekTpuye-
cKasl CTUMYJIsIIus crmuHHOTro Mo3ra (9CCM) cno-
cobOcTBOBasA YAYUYIICHUIO IBUTATeIbHOM (DYHKLIMU Y
MaIlMeHTOB, KOTOPBIE CUMTAIMCH MHKYPaOMIHbHBIMU.
HampuMmep, y XpoHWYeCKH TTapan30BaHHBIX JIUII C
JUArHO30M MOJIHOTO MOTOPHOTO MOPaXKeHUs CITMH-
HOTO MO3Ta, BOITPEKN METUITMHCKOMY ITPOTHO3Y, BOC-
CTaHOBUJIACh CITIOCOOHOCTh K BBIMTOJHEHUIO TBUXKE-
Huii [17, 18, 49, 78]. CooO11a10ch 0 BOCCTAHOBJICHUU
CITOCOOHOCTH K TIOMIEPKaHUIO BEPTUKATBLHOM TTO3HI,
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a TaKXXKe CIIOCOOHOCTU IeHepUpPOBaTh IIPOU3BOJIbHBIE
JBVXEHUS TYJIOBUILA 1 HOT Y JIFOAEH C TAKUM JMarHo-
30M I0ocJie Kypca peabuanTaluu, BKI0Yalolero 1Bu1-
raTejbHble TPEHUPOBKU B coueTanuu ¢ DCCM [17, 44,
65].

BreuaTsiomue pesynsrarel mpumeHenus 3CCM
y JoAeil ¢ mopaxeHusIMU CIIMHHOIO MO3Ta CTallu
OCHOBOM MCCJIEIOBAaHUI €€ BIWSHUN Ha OBUTATENIb-
Hble HApYLIEHUS OPYrod 3TUOJIOTUU, B YACTHOCTU
Ha ABUTaTeJdbHbIe TUCHYHKINM, CBSI3aHHBIE C MH-
CyJIBTaMU — OCTPbIMU HapYyIIEHUSIMU 1iepeOpaJTbHOrO
KpOBOOOpaIIeHHUSI.

DYHKIIUY TOJIOBHOTO MO3Ta KPUTHIECKU 3aBUCSIT
OT LiepeOpalibHOro KpoBoooOpaieHus [95]. Ero Hapy-
IIeHWS BIEKYT 3a CO0O0I HapyIIeHNWS IBUTATEIBbHBIX,
KOTHUTHUBHBIX, CCHCOPHBIX M BeTeTaTUBHBIX (DYHKIIUA
[3, 56]. CrioHTaHHOE BOCCTAHOBJIEHNE STUX (QYHKIIUIA
BO3MOXHO, HO OHO 4Yallle BCEro ObIBaeT HEMOJHBIM
[25, 56], uTOo MOOY:KIaeT ucciaemoBaTelIEl UCKATh
MOAXObI, KOTOPBIE PACIIMPSIIOT BO3MOXHOCTH BOCCTa-
HOBJICHMSI 32 CUET MOBBIIIECHMS TUTACTUIHOCTH MO3Ta
[88].

HeiipormiacTM4HOCTh — CIIOCOOHOCTh HEPBHOM CU-
CTEeMbI U3MEHSITh CBOIO CTPYKTYPY U (PYHKIIUU B OTBET
Ha BO3JEMCTBUE 3K30T€HHBIX U SHIOTeHHBIX (haKTO-
poB. HeiiponiacTuuHOCTD, jJeXalnas B OCHOBeE Jes-
TEJIbHOCTU MO3Ta 3A0POBBIX JIOJe U BOCCTAHOBJICHUS
(byHKILIMIT y TALIMEHTOB C €ro MOBPEXICHUSIMU, BO3-
HUKaeT KaK MpsIMOii OTBET Ha MOBPEXIEHUE TN KaK
pe3y/bTaT HEKOETo JIe4eOHOro Bo3aecTBus (peaduin-
taiun) [10]. ITocie nHCYIBTa MpoLecC IIACTUYHOCTH
WHULAUPYETCS B IMOMBITKE KOMIIEHCUPOBATh KaK caMo
nopaxXeHue, TaK U ero OTHaJeHHbIe TTOCIencTBU [88].

Lenb peabUANTAllMOHHBIX MEPOIPUSITUI COCTO-
WT B aKTUBU3AIIUN HENPOIIACTUIECKUX ITPOIIECCOB B
I[HHC. XapakTepHbIM IPUMEPOM TaKUX MEPOIPUSITHI
SIBJIIETCS TepaITsl MPUHYINTETbHBIMU IBIKEHUSIMU,
MoKa3aBllasi XOpoIlre pe3yJIbTaThl Y MalMeHTOB C T0-
CTUHCYJIBTHBIMU IBUTATEJbHBIMU HapylIeHUSIMU [35,
55]. Bonbliive HaaeX bl UCCIen0BaTe/IM BO3JIaraloT
Ha UCTIOJIb30BaHUE POOOTOTEXHUYECKMX YCTPOICTB,
KOTOpbIe MO3BOJSIOT CYIIECTBEHHO “YBEJIUYUTh
O3y Tepanuu” U NpU 3TOM CHU3UTH Tpyao3aTpa-
ToI [6, 10, 80]. JJokazaHa KiuHNYecKast 3(pheKTuB-
HOCTbh MEXaHWYECKOM CTUMYJISILIMU TTIOBEPXHOCTU CTO-
Bl C TTIOMOIIbIO ycTpoiicTBa “KopBut” y OOJIBHEBIX B
OCTpOI1 CTaIuU UILIEMUYECKOTO MHCYJIBTa, a UCIIOJIb-
30BaHUe Je4eOHOro KoctioMa “PereHt” mpu mocTuH-
CYJBTHBIX TeMUIlape3ax MPUBOAUIO0 K YMEHbIICHUIO
CTETIEHW BBIPAKEHHOCTH IBUTATEILHBIX HAPYILICHU B
MopaXXeHHO# Hore U yaydlleHuo Xonbosl [10]. Mbic-
JIECHHOE BBITIOJTHEHUE IBWKEHUI TaKKe YCUIIMBAET
HENPOMIaCTUUHOCTD ISl YAyUIIEeHUST ABUTATEIbHbBIX
dynkuuii [87]. “3epkanbHas” Tepanusi — METOJ BOC-
CTaHOBJICHUS JBUXXKEHUS ITyTeM CO3IaHUs UCKYCCTBEH-
HOM 3pUTeIbHOIM 00paTHOI CBSA3M — yiydlllajia BOcCcTa-
HOBJIEHUE NBMXEHUIA Mocje MHCybTa [8, 88].
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3a nmociaenHue roabl ObLUIO MPEII0XKEeHO MHOTO HEli-
POMONYISIIIMOHHBIX TTOAXOA0B, BHI3BIBAIOIINX TLJIa-
CTUYHOCTb COXPAHUBILIMXCS TOCJE TTOPaxXeHUs Heli-
POHHBIX CE€TEI U CITOCOOCTBYIOLIMX MPEAOTBPALCHUIO
WU JIUSHUIO LiepedpalibHON UILIEeMUU U €€ MOoCIe-
CTBHI1 BO MHOTHX KIMHUYIECKUX CUTYAIIMSIX, BKITIOYAsT
WHCYJIBTHI, Cy0apaxHOMIATbHOE KPOBOMBIUSIHUE, 1Ie-
pebpanbHBIi BazocmasM [85, 88], omHako a3ddekTuB-
Hasl Tepanus Mo-IpexXHeMy orpaHu4YeHa, 0COOEHHO
JUTS TIAIIMEHTOB, HAXOAATIUXCS B TIOMOCTPOM VTN XpO-
Huyeckoit ¢azax [85, 88].

XOTSI YMCJIO BBIKUBIIMX TTOCJIE MHCYJIBTOB YBEIN-
yuyIoch Gaarogaps yJay4ylleHUIO Tepanuu OCTPhIX U
MOAOCTPBIX COCTOSIHUI, 3TO YIy4IlIeHUEe He COMMPOBO-
KIAJI0Ch KaKMM-JIM0O0 CYyIlIeCTBEHHBIM YMEHbIIIEHUEM
TaKUX MOCIEACTBUI MHCYJbTa, KaK IeM@UIIAT JBUTA-
TeJbHBIX (PYHKUMIA, KOTHUTUBHBIX HapYIIEeHWIA, NH-
BajauaHocTH [26]. Ilpu ctanmapTHOI peabwiuTaLIN
MOCJie UHCYIBTa OOJBIIMHCTBO MAllMEHTOB CTAHOBSIT-
Csl MUHBaJIMIaMM, KOT/Ia MaToJIOTHSI MEPEXOAUT B XPO-
Huueckylo (azy [88]. [ToaTomy coBepilieHCTBOBaHUE
CYIIECTBYIOIINX U IIOMCK HOBBIX METOAUK KOPPEKIINU
¥ BOCCTAHOBJIEHMSI HAPYIICHHBIX (DYHKIIWI MOC/Ie MH-
CyJIbTa OCTaeTCsl aKTyaJIbHOM Mpo0bJyieMoii (pu3noiornu
U peabWIMTALMOHHOM MenulMHEI [21, 77].

K MeponpustusiM, CriocOOCTBYIOIIMM TLJIaCTUYE-
cknM nusmeHeHnsaM B ITHC, ornocurca m DCCM. B
1967 r. Shealy 1 coaBT. onyOJIMKOBAIN COOOIIEHUE O
pesyabTaTax NIpUMMEHEHUS MePBOrO0 UMILJIAHTUPOBAH-
HOTO 3JIEKTPOCTUMYJISITOpA CIIMHHOTO MO3Ta IiJisl 00-
JieryueHus: XxpoHndeckoit 6onu [81]. DCCM mpu xpo-
HUYECKOI HelpoImaTHIecKoil 601 cTaja CTaHIapTOM
JedeHus [85], omHaKo, cTaHAAPTU3ALMY IPUMEHEHUS
OCCM B cayuyasix dpyeux )yHKYUOHAAbHbIX Hapyule-
Huil He TIPOU3OIILIO, YTO MOXET OBbITh CBSI3aHO C OT-
CYTCTBHEM TEOPETUUECKOU 0a3bl ISl MHTEpIIpeTalun
TMepBOHAYaJIbHBIX PE3yJIbTaTOB, a TaKXe ¢ HeaocTa-
TOYHBIM TTOHUMAaHUEM BCETO CHEKTpa BIUSHUN 3TOTO
BMIA CTUMYJISIIUU U CIIOCOOOB €€ onTuMu3anuu [76].
TTocnennue noctukeHus: B mpuMeHeHun DCCM mipu
TCM paoT Hajexay Ha MepeoleHKY 3TOro MeToaa U
MpU ABUTATEbHBIX HAPYILIEHUSIX, CBSI3aHHBIX C HApy-
LIeHUSIMU LIepeOpaibHOrO KpOBOOOpaIlleHUSI.

Ilennio 0630pa SABASIETCS aHAJIM3 PE3YJIBTaTOB IIPU-
MeHeHnss DCCM o1t MUHUMU3ALNU IBUTATETbHBIX
HapyILIEeHW, CBI3aHHBIX C HApYIIEHUSMHU Liepedpab-
HOTrO KPOBOOOpAILEHUS.

IMEPBBIE TPUMEHEHHWA 5CCM
JJII MUHUMUSALUN IBUTATEJIbHBIX
ANCOYHKINH, CBA3AHHBIX
C HAPYIHEHUWUAMMUM LHEPEBPAJIBHOT'O
KPOBOOBPAIIIEHUA

Bec roysoBHOro Mosra yesoBeka COCTaBJIsIeT BCe-
ro 2—3% ot o61ieil Macchl Tejla, HO OH MOTpebJIsIeT
npuMepHO 15% KpoBH, TTOCTyIAlOMeil B OOJBIION
KpYyT KpOBOOOpallleH!s TIpU CEplIeuHOM BbIOpoOCe, 1
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npuMepHo 20% Bcero Kucjiopoza, IOCTYIalOLIero
B OpPraHMW3M M3 OKPYXalollei cpenbl B HOPMaIbHBIX
YCJIOBUSX, YTO CBUAETEIHCTBYET O BaXXHOCTH 1iepe-
OpaJIbHOTO KpOBOOOpalleHus i1 00eCleYeHus ero
¢byskunonuponanus [31]. BaxxHocTh 1epedpabHOIO
KPOBOTOKA MOAYEPKUBAIOT U TSIXKeJIble TTOCIENCTBUS,
KOTOpbIe BO3HMKAIOT MOcCJe ero HapyiueHus. [Tognep-
JKaHWe MOTpeOHOCTel B KUCIOpOoAe 0COOEHHO BaxKHO,
Korjaa ycyioBust GyHKIIMOHUPOBaHWS TOJOBHOTO MO3Ta
U3MEHSIOTCS TTOCIe MIIEMUIECKOTO MHCYJIBTa MIIA OT-
CpOYEHHOI1 LIepeOpaabHOI UIlIeMUU BCJIEACTBUE Cy0a-
PaxHOUAATBHOTO KPOBOU3IUSHUS, BbI3BIBAIOIIMX Ha-
pylIeHus LiepedpajibHOro KpoBooopainieHus [81].

[MpuonusuTenpHO 87% MHCYIBTOB SIBISIOTCS WIIIE-
mudecknMu [60]. MmeMudyeckuit ouar mpencraBicH
LIEHTpaJbHOM 30HOI HEKPO3a, KOTOpast OKpyKeHa 00-
JIACTBIO TaK HA3bIBAEMOM MILEMWYECKOUN MOJYTEHH,
HEeUpPOHBI KOTOPOI MOTEHIIMAIBHO XN3HECIIOCOOHBI,
HO MX KPOBOCHAOXeHUE JIUTEIbHOE BpeMsl OCTaeTCs
noHMXeHHBIM [11]. Ha HayaabHBIX CTagusIX reMop-
parmnyeckoro MHCyaAbTa, B TOM YMCJIie TIpU cybapax-
HOUJAJIBHOM KPOBOMBIUSIHUM, aKTUBUPYIOTCS ped-
JIEKTOpPHbIE MEXaHWU3MBbI JJIs1 3alUThI LiepeOpaabHOMI
nepdy3un, Ho BTOPUYHAS TUCHYHKIIMS ayTOPETYIIsI-
1M LiepeOpabHOI TeMOIUHAMUKY IIPUBOAUT K CHU-
>KEHMIO MO3TOBOr0 KPOBOTOKA, K TeHepaJInu30BaHHOM
HepeOpaabHOON UILIEMUM, TUIIOKCUU 1 B KOHEYHOM
uTore K rudenu HeiipoHoB [95].

[lepBBIe PabOTHI, aBTOPEI KOTOPHIX C MTOMOIIBIO
OCCM 1npoTUBOACICTBOBAIM IBUTATEIbHBIM Hapy-
IIEHUSIM, CBSI3aHHBIM C HapyIIeHUSIMU LiepeOparbHO-
ro KpoBOOOpallleHH!sI, OTTUPpaINCh Ha maHHbie Hoso-
buchi [53], comtacHo KoTopbsIM LiepBuKaibHas DCCM
MOXET BbI3BIBATh MTOBHIIIIEHUE 1IePEOPATBHOTO KPOBO-
Toka. Hosobuchi B 1991 1. [54] cooOuiui, 4To y Tpex
MAaLMEHTOB C CUMIITOMaMU LePEeOpAIIbHON UILIEMUA
OCCM (pmutenbHOCTh MMNYJIbLCOB 0.2—0.3 Mc, ya-
crorta 50 I'x) BbI3bIBajIa MOBbBIIIEHUE LIepeOPaTbHOTO
KPOBOTOKA M 3TO YBEeJIMUECHUE COMMPOBOXIATIOCH BOC-
CTAaHOBJICHMEM JBUTATEIbHBIX PYHKIMI. Visocchi n
coasT. [89] y 64-11eTHEro MyXUMHbI C UIIEMUYECKUM
MHCYJIBTOM MocJjie 7 JHei IpUMeHEeHUS SIUAypaTbHOMI
BCCM (0.2 Mmc, 80 I'r) HabGaOmAAM YAyUIlIEHHE IIPO-
MU3BOJIbHBIX IBVXKEHU I, YMEHBIIIEHUE CITACTUYHOCTU U
MOBBIIIEHUE BEIHOCIUBOCTU. OlLIEHKU liepedpalibHO-
ro KpOBOTOKA CBUIETEIbCTBOBAJIU 00 €0 YBeJIUUESHUU
Bo BpeMst DCCM. [To MHEHUIO aBTOPOB 3TOI paboTHI,
WMEHHO C YBeJTMUYeHUEM IiepeOpalbHOrO0 KPOBOTOKA
CBSI3aHBI YIIyYIICHUSI IBVKEHUI W, B 9aCTHOCTH, — C
“mpoOyxaeHrueM” HEHPOHOB B 30HE UIIEeMUYECKON
nojsyreHu. OO0 yBeIMYEHUU PETrMOHAJIbHOIO liepe-
OpaJIbHOTO KPOBOTOKA Y TMTOCTUHCYJIBTHBIX TTAlIMEHTOB
Bo BpeMst DCCM (0.2 mc, 80 I'1), koTopoe corpo-
BOXIAJIOCH YIy4YIIIeHUEM TTPOU3BOJIbHBIX IBUKEHHUIA,
YMEHBIIIEHWEM CITACTUYHOCTH, MOBBIIIIEHUEM BBIHOC-
JIUBOCTH, UCYE3HOBEHNEM aHOMAJIBHOM KOAKTUBAIIUH
MBITIIII, YIYIIIeHNEM KOOPIMHAIIUHA MEXIY MBITITIIAMU,
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yYMeHbIIIeHHEeM KIIOHYCOB, Visocchi u coabrt. [90] coo06-
manau B 2001 1.

OTU JaHHBIE yKa3bIBaJu Ha TO, YTO LiepBUKAJbHAsI
OCCM ynyyiajia nBuraTejibHble QYHKIIUU 32 CUET
VAYYIIEHUS COCTOSTHUS TiepeOpabHOM TeMOTMHAMM-
KM, TO €CTh 3a CUET OMOCPEIOBAHHBIX, HECITeIIU (U -
yecKuX BAUsIHUI Ha nBrKeHMs1. Robaina u Clavo [79]
Ha3bIBAJIM YJIy4llleHHEe LiepedpaibHOIO KPpOBOOOpallie-
HUSI OCHOBHBIM pe3yibratoM IpuMeHeHus1 DCCM Ha
LIEAHOM YPOBHE.

OnHakKo yaydileHue IBUKEHU MOXET OBITh CBSI-
3aHHO HE TOJBKO C yIy4yllleHHeM IepeOpaibHOM Te-
MOAMHAMUKU. B 5Toli CBS3U cienyeT yroMsIHyTh pa-
0OTHI, aBTOPHI KOTOPBIX OOpalllajii BHUMaHUE U Ha
JIpyryue BO3MOXHbBIC MTPUUMHBI YAYUYIIEHUS IBUXKEHU I
non BaustHueM DCCM. Tak, Hanpumep, Nakamura u
coasT. [71], ucnonbs3oBapiiue snunypaibHyio DCCM
(vactotsl B guamnaszoHe 35—100 Itr), cooOmumam, 4To
OHa MOXET IMOMOYb B JICUEHUH MOCTAIOIIJIEKCUIECKOM
TeMUIUIETUH 32 CUET YMEHbIIEHUS CITACTUYHOCTH, KO-
TOpasi MellaeT BOCCTAHOBJIEHMIO IBUKEHUIA TTOCIe TTa-
PETUYHBIX ABUTATEIbHBIX HAPYILIEHUA.

CornacHo Cioni u coaBnrt. [28, 29], BCCM (nnu-
TeJILHOCTh uMnyJibcoB 0.2 mc, yactoTa 80 I1r) ymyu-
1ajga JBUTraTelbHbIe CIIOCOOHOCTU TMAlLIMEHTOB CO
CMaCTUYECKUM TeMUMape3oM BCJEICTBUE WILEMU-
YeCKOro HapylIeHUSI MO3TrOBOTO KPOBOOOpaIlleHUsI.
OHa yMeHbIIIaJla aHOMAJIbHYI0 KOAKTUBALIMIO MBIIIIII,
a TakXe KJIOHYCHI, 1 3TOT 3(peKT ObLI 0COOEHHO 3a-
METEH MPU MPOU3BOJBHBIX ABUXKEHUSIX U xonbde. Co-
[JJaCHO aBTOpaM 3TUX paboT, YyCUJIEHUE CEHCOPHOI
nHdopmauuu, BeizBaHHOoe DCCM, 1 nocienyloliee
pa3BUTHE HOBOW CEHCOPHO-MOTOPHOM MHTeTpalluu
MOTYT UTPaTh MMO3UTUBHYIO POJIb B YIYUYIIEHUN ABU-
KeHuil. Pesynbsratel npumeHenns 9CCM y nauueH-
TOB CO CTAOMIM3UPOBAHHBIM MTOCTUHCYJIBTHBIM CIIa-
CTUYECKUM FeMUIIape30M IOATBEePKIAI0T TUIIOTE3y O
pPa3BUTUM HOBOII CEHCOPHO-MOTOPHOM MHTETpallUU,
MpuyeM yjaydllleHue ABUraTeJbHOU aKTHUBHOCTU
MOXET OBITh PE3YJILTATOM HOBBIX (DYHKIIMOHAJBHBIX
B3aMMOOTHOIIEHUN MEXIY BOCXONAIIEH U
HUCXOISIIEH CUCTEMaMU, XOTS CIEAYyeT YUUTLIBATb U
BO3MOXXHOE YBEIMYEHNE MO3TOBOTO KPOBOTOKA, MPU-
BoJdIIee K BO30YKIEHUIO TaK Ha3bIBAEMBIX “CIIsl-
mux” HeitpoHoB [30]. Wang u coast. [93] npoBomu-
mm DCCM nanyeHTaM ¢ TeMHUIIape30M, BO3HUKIIIMM B
pe3yibraTe UIIeMUYeCcKOro MHCY/IBTa (5 COpoKamsTh-
MMHYTHBIX CEaHCOB 3JIEKTPOCTUMYJISILINU Yepe3 3JeK-
TPOIbl, paclojiokeHHbIe Ha KoXe B obyiactu 12-ro
TPYAHOTO — 1-ro MOSICHUYHOTO TTO3BOHKOB). ABTOPBI
ucnonbs3oBain DCCM c Hecyuieit yacroroit 2500 I,
IpU KOTOPOIl “mauyku’” UMITYJIbCOB CIeI0BaIU APYT
3a apyrom c¢ dactotoit 20 I'm. MHTEeHCUBHOCTD CTHU-
MYJISILIAM COOTBETCTBOBAJIa CEHCOpHOMY Iopory. Co-
[JJACHO aBTOpPaM MCCJEIOBaHUSI, TaKasl CTUMYJISILIUS
CIIMHHOI0 Mo3Ta Obl1a 3(p(heKTUBHA I CHUXKEHUS
CMAaCTUYHOCTU MKPOHOXHBIX MBIIIII — pa3rudareneii
y MaluMEHTOB ¢ remurierveii. 3tu xe aBropsl B 2000
Ne 3
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rony [92] cooOuuau 0 BAMSHUM TaKOK CTUMYJSLIUKA
Ha CHacTUYHOCTb MBIIIII-pa3rudaTeeii KoJeHHOTo
cycTaBa y MalMeHTOB, MEPEHECIINX UHCYJIBT: 5 COpo-
KaISITUMUHYTHBIX ceaHcoB DCCM 3HauuMO yMeHb-
1ajJd CMacTUYHOCTh pasrubdaresieii KOJEHHOTrO Cy-
cTaBa. ABTOPHI 3TOTO UCCIEIOBAHUS T0OJAraloT, 9TO
cerMeHTapHbIe CUTHaIBI, Bo3HUKalomue npu DCCM,
MOTYT OBbITh OJHUM U3 CITOCOO0B “BKJIIOYEHUS” Mpe-
CHHANTUIECKNX TOPMO3HBIX MeXaHNU3MOB. [1o ux MHe-
HUIO, CTUMYJISIIIMSI, UCTIONb30BaHHAS B 9TOM HUCCEN0-
BaHUU, BO3MOXHO, MOAYJIUPYET UHTEPHENPOHHYIO aK-
THUBHOCTb HECKOJIBKUX CITMHAIBHBIX CETMEHTOB, YTO,
B CBOIO OYepelb, YMEHbIIaeT CIACTUYHOCTb HUXXKHEN
KOHEUYHOCTH.

ITo muenuio Pirondini u coaBr. [76], 3T paHHUE
HICCIIENOBAHMS OCTaJIUCh B OCHOBHOM B Ka4E€CTBE JI0-
Ka3aTeJbCTBa “BO3MOXHOCTH 0€3 TOCTATOUHBIX OC-
HOBaHUI I BBEIEHUSI B KIIMHUYECKYIO IPAKTUKY, a
MPUYMHBI 3TOTO MOTYT BKJIIOUATh OTCYTCTBUE TeOpe-
TUYECKOM OCHOBBI JIJIsI UHTEPIPETAllUU Pe3yJIbTaTOB,
a TakXe HeAOCTAaTOUHOE IMMOHMMAaHME BCEro CIeKTpa
3(pHeKTOB CMMHAIBLHON CTUMYJISIIIUM U CIIOCOOOB ee
ONTUMMU3ALMU; a BO3MOXHO, 00Jjiee BaxKHO TO, YTO
OCCM cucreMaTU4ecK He TeCTUpOBaJach B code-
TaHUU ¢ (HUBNIECKUMU TPEHUPOBKAMU, KOTOPHIE,
KakK Tellepb M3BECTHO, 3HAYUTEJIbHO YBEJIMYMBAIOT
addexT ee BaussHUI. YTO KacaeTcs BIMSHUS Ha CHa-
CTUYHOCTb, TO Nagel u coast. [70] cuuTalor, 4TO Nep-
BOHaYaJbHOE€ BHUMaHME, KOTOPBHIM IOJIb30Bajlach Te-
parmus ¢ noMoisio DCCM, B 3HAUMTEIBHOM CTEIIEH!
OBLJIO MTOJOPBAHO AJILTEPHATUBHBIMY METONAMU Jie-
YeHMsI, TAKMMU KaK MCIOJIb30BaHNe OOTYIOTOKCHHA,
¥ TIPOHUKHOBEHMEM Ha PBIHOK MPOTPaMMUPYEMbIX
TIOMII, JOCTaBISTIONINX O0akiIodeH B MHTpaTeKaJabHOE
IIPOCTPAHCTBO.

Kpome Toro, HenocTaToK MHGOpPMAIIMY O MEXaHU3-
max Bo3neiictBusg DCCM nHa LIHC npuBen K 00J1b111011
Bapra0eJIbHOCTU PacHOJI0XEHMs DJIEKTPOIOB B pabo-
Tax pa3HbIX aBTOPOB, UTO, 0€3YCIOBHO, MOBJIUSIIO Ha
3 HEKTUBHOCTb U CTAOMJILHOCTD HabJI0aaeMbIX (e-
HoMeHOB [77]. ITo3xe ObLIO ycTaHOBIEHO, uTOo DCCM
npexae BCero akTUBUPYET KPYIMHbIE MUESIUHU3UPO-
BaHHBIe aDdepeHTHBIE BOJIOKHA OOJIBIIETO IUaMeTpa,
WUIOyIIMe B 3aHUX KOPEIIKax U JOpCcaJbHBIX CTOI0aX
CIOMHHOI'0O MO3Ta, — BOJIOKHA, KOTOpble 00pa3yioT
CHHANTUYECKHE CBSI3U CO CITMHATBLHBIMU MHTEPHEH-
pOHaMM M MOTOHEMpOHaMU, a TakKXe 00ecreynBaloT
CUHAMNTUYECKHE CBSI3M CO MHOTMMU CIMMHAJIbHBIMU
cerMeHTamu [42, 45, 69]. DTu naHHbIE TO3BOJIMIIN OIl-
TUMU3UPOBATH MOJOXKEHUE CTUMYJIMPYIOLINX 3JIEKTPO-
JIOB ISl BIUSIHUSI HA JBUXKEHUS PYK U HOT.
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HOBBIE JAHHBIE O ITIPUMEHEHNN
9CCM A1 MUHUMUBALINA
ABUTATEJIBbHBIX JUCOYHKL NN,
CBA3AHHDBIX C HAPYIIEHUAMH
HOEPEBPAJIBHOTO KPOBOOBPAIIEHUNA

[NoBrimenne naTEpeca K mpuMeHeHuio DCCM mis
KOPPEKLIMY JBUTATENbHBIX TUCHYHKLUUI, BbI3BAHHBIX
HapylIeHUsIMU LepeOpajJlbHOTO KpOBOOOpAaIleHUS,
CBSI3aHO C pe3yJbTaTaMM €€ UCIIOJb30BaHUs JJIsl BOC-
craHoBieHus ABvxkeHuit y mui ¢ TCM. B psime pabot
[17, 18, 43, 49, 91] ObUIO TTOKa3aHO, YTO Yy JIUII C XPO-
HUYECKUM IapajuiyoM HUKHUX KOHEYHOCTEH BCiel-
crBue TCM, BompekH UX MEIUIIMHCKOMY IIPOTHO3Y,
BOCCTAaHOBWJINUCH ABUTaTelbHBIe cnocobHocTu. Ca-
MOCTOSITeJIbHOE CTOSTHUE, a TaKXKe CIIOCOOHOCTD Ie-
HEpUPOBATh MPOU3BOJIbHbIE IBUXECHUS TYJIOBUIIA U
HOT OBUIM BOCCTAHOBIICHKI C TIOMOIIBIO JBUTATEILHOMN
TPEHUPOBKU, CIIeLM(UIHOI 11 KOHKPETHOM 3a1auu,
HaMepeHUs! BBITTOJHUTD 3a7a4y YU TOHUYECKOMN 3MUay-
panpHOt DCCM [17, 44, 49, 65]. I1IpuuemM BO3MOXK-
HOCTb BBITIOJIHSATH IMIPOU3BOJIbHBIE IBMXKEHUS MOTIA
BO3HUKATh Jaxe Mpu mepBoM IpuMeHeHun DCCM
[18], HO TosBbKO B mpucyrcTtBue DCCM. Tak Kak 3t
pe3yIbTaThl OBUIH TTOIYYeHBI IIPUA BO3ICHCTBUAX, BETN-
YHA KOTOPHIX OblJIa HUKE MOTOPHOTO TTOPOTa MBIIIILI,
TO, IO MHEHMIO aBTOPOB MccienoBanuii, DCCM nuib
crocoOCTBOBajia CylpaclMHaJIbHBIM CUTHAjJaM IO
MPONPUOCTIMHATIEHBIM U APYTUM HUCXOISIIM CUCTE-
MaM, COXpaHUBIIMMCS TIOCJIe TPaBMbl, AKTUBUPOBATh
CIUHAJIbHbIE MOTOHEIPOHBI, TEM CaMbIM 00eCIIeYrBast
BO3MOXHOCTb IMTPOU3BOILHOTO IBUXKEHUS [ 18, 69, 46].

Ornupasich Ha UCClIeOBaHUs TTOCJEIHUX JIET, B KO-
TOpbIX M3ydyanuch BussHuss DCCM Ha cocTosiHUE IBU-
ratejbHbIX GyHKIUH y nui ¢ TCM, MoXHO caenath
cJIemyrolIe 3aKIIIOUeHUS:

1. BCCM akTtuBUpyeT CIUHAIbHbIE CETH, CITOCOD-
CTBys miactuyeckum usmeHenusim B LIHC, 3aBucs-
IIUM OT (PU3UYECKOM aKTUBHOCTHU [49], 4TO, B CBOIO
ouepelib, CIIOCOOCTBYET YIYUIIEHUIO MPOIIECCOB BOC-
CTAHOBJICHUSI IBUTATEIbHBIX (DYHKIIMI [84].

2. Ilocne Kypca cIMHAJIBHOM 3JIEKTPOCTUMYJISILINA
(byHKUMOHaNIBHBIE YIYUYIIEHUSI MOTYT COXPAaHSITbCS
B oTcyrcTBUEe DCCM [57, 74, 91], yTO yKa3biBaeT Ha
CTPYKTYPHO-(YKIIMOHAIBHYI0 HEMPOIUIACTHIHOCTD B
noBpexaeHHoi ITHC [57, 74].

3. B ciyyae, eciiu KOPpTUKO-CIIMHAIbHBIE TPAKThI
TOJTHOCTBIO TTOBPEXIEHBI, COXpaHEHHBIE PETUKYJIO-
CITMHAJIbHBIE 1 TIPOIPUOCITUHAIBHBIE TPAKThI MOTYT
CMOCOOCTBOBATh BOCCTAHOBJIEHUIO MPOU3BOJIBHOIO
KoHTpos [20].

4. DaexTpuyeckasi CTUMYJISILIMS, BO3AEMCTBYS Ha
COUHHOI MO3r uepe3 addepeHTHbIe BOJOKHA JA0P-
CaJIbHBIX KOpPEWKOB, obecrneuynuBaeT MOAINOPOroBoe
BO30YyXIeHNEe UHTEPHEIPOHOB U MOTOPHBIX HEMPO-
HOB, PacCIOJIOXEHHBIX JUCTaJIbHEEe odyara MmopaxKeHus
[23]. DTa MomynsLMs ceTeil CITMHHOTO MO3Ta MOBBI-
IIaeT UX YYBCTBUTEIBLHOCTb K OCTATOUHOMY (YACTUIHO
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COXpaHUBIIEMYCsI TIOCJIe CITMHAIBLHOTO MOPaKeHMs)
CyIlpacIlMHaJIbHOMY KOHTpPOJIIO [57] U CEHCOPHBIM
CHTHaJaM, BO3HUKAIOIIUM TP IBUXKEHUSX TYJIOBHUILA
n KoHeyHocTeit [69]. [TocpencTBOM KOMITIIEKCa 3TUX
BaustHUT DCCM crmocoOCTBYeT YIYYIISHUIO TTPOU3-
BOJIBHOTO KOHTPOJISI ABUXXEHU I, BKITIOUasi TOKOMOIIMIO
¥ (PYHKIIMIO BEPXHUX KOHEYHOCTeH [83].

[TpuBeneHHbIE BbILIE TaHHBIE TTOCTYKUIN TEOPETH -
YeCcKOM OCHOBOM MHOTMX MCCJIENOBAHUI, BBITTOJTHEH-
HBIX B MOCJeIHNE TOAbl U MOCBSIIEHHBIX BOCCTAHOB-
JIEHWIO ABIDKeHMI. B yacTHOCTH, Ha HUX 6a3MpyIOTCS
W WCCIIEMOBAHYSI, PE3YIBTaThl KOTOPBIX OYIYT paccMo-
TPEHBI HIXKE.

Ha 6a3e mHpopMaumu o MexaHU3MaxX BIUSTHUS
OCCM Ha aBuxeHus npu TCM MoxXHO BbICKa3aTb
ciaenyiomue coodpaxeHus o BausgHusIXx DCCM Ha
JBUTATeNIbHbIe TUC(PYHKINHU, CBSI3aHHbIC C Hapyllle-
HUSMHU 1IepeOpaTbHOTO KPOBOOOPAIIIEHUS.

HapymeHnusi Xxonb0Obl 1ocjie WHCYJIbTa B OCHOB-
HOM BO3HMKAIOT M3-3a MOBPEXAEHUN KOPKOBBIX U/
WJIN TTIOAKOPKOBBIX CTPYKTYP, MPUBOMSIINX K Hapy-
IIeHWIO TIepenadyr KOMaH/ 110 KOPTHUKOCITMHAJIBHBIM
MMyTSM, KOTOpBIe MTPAIOT BaxKHYIO POJIb B Tiepenaye
CEHCOPHO-MOTOPHBIX KoMaH [24, 75]. UToOhl pe-
IIUTh 3Ty MpoOJIeMy, OOJBIIMHCTBO MCCenoBaTeIei
MPUMEHSIIOT CTUMYJISILIMI0 MOTOPHOM KOPBI IIJIsI aKTH-
BalMy 0e31efCTBYIONINX TTOC]Ie MHCYJIBTA VI BHOBB
0o0pa3oBaHHBIX TTyTeit [62, 68]. OgHAaKO, XOTS CyIpac-
MMMHAJbHBIE CTPYKTYPHI MOTYT OOECIIEYUTh TOHKUIA
JIOKOMOTOPHBIN KOHTPOJIb, CIMHAJIIBHBIE CETH B KO-
HEYHOM UTOTe TeHEePUPYIOT 0A30BbIi TOKOMOTOPHBIA
marTepH [36], a DCCM MoxkeT MHULIMUPOBATh JIOKO-
MOIIMIO JaXKe TPU OTCYTCTBUHU CBSI3U MEXIY T'OJIOB-
HbIM M CIIMHHBIM MO3roM [92]. [ToMumMo HapylleHUs
JIOKOMOILINH, Y TTAIIMEHTOB C XPOHUYECKUM MHCYJIBTOM
HabJIo1aeTcs CTePEOTUITHBIN IBUTATENbHBIN TeUIInT
BEPXHUX KOHEYHOCTel [77], KOTOPBI TakkKe BO3HU-
KaeT M3-3a MOBPEXICHUS TTPOBEACHUs BO30OYXIEHUS
M0 KOPTUKOCTIMHAAbHOMY TpakTy [47]. Tak kak mais
WHCYJIBTA XapaKTePHBI TaK1e K¢ KOMITOHEHTHI JIBUTA-
TeJIbHOTO fedununTta, Kak u npu TCM (cracTUYHOCTb,
¢c1aboCTh MBI, TTOTEPS JIOBKOCTH, abeppaHTHBIC
MBbIlIeYHbIe CUHepruu), u Tak Kak DCCM oka3biBa-
€T Ha HUX TTOJIOXUTEIbHOE BIAUSIHUE TTPY CITMHATbHBIX
TpaBMax [76], To clieayeT OXUIaTh TAKOTO K& BV -
H1g DCCM Ha 3T KOMIOHEHTH B CIIydyae MHCYIb-
TOB. MHCY/IBTHI TOJJOBHOTO MO3Ta HapyIIaloT mepeaa-
qy HUCXOISAIIMX KOMaHI K CITUHHOMY Mo3ry. OmHaKo
CMMHAJIbHbIE JBUTaTEIbHbIE CETHU, PACIIOJOXKEHHbBIE
HUKE odara mopaxKeHUsl, OCTalOTCSl HETOBPEXKISHHBI -
MU (MU cJIabOTOBPEXASHHBIMU), 1 HA HUX MOXHO
BO3IECTBOBATH C IOMOIIBIO TeX XK€ TeXHOJIOTUI BOC-
CTaHOBJICHMS IBUXXEHUI, KOTOPHIE IIPOIEMOHCTPUPO-
Baju cBo 3¢ dekTuBHOCTL Ipu TCM, B 4aCTHOCTH C
nomo1bio DCCM. Ecnu npenroioxkeHus: 0 MeXaHUu3-
Max BimssHusg DCCM Ha nBurarejbHble QYHKIIAY ITPU
CMIMHAJIbHBIX TpaBMax KOoppekTHbI, To DCCM, KaK u
B ciiyyae TCM, nokHa moBbliaTh 3¢ (GHeKTUBHOCTh
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COXPaHMBIIMXCS MMOCJIE MHCYJIBTa KOPTUKO-CITMHAITb-
HBIX CBsI3eil 3a cUeT yBeJIMUEeHUS] BO3OYIUMOCTH CIIH-
HaJbHBIX CEeTei: MOMYISALUS BO3OYIMMOCTH WHTAKT-
HBIX (MJIU CJIa0OIMOBPEXICHHBIX) CIIMHAIbHBIX CETEM
¢ tomouibio DCCM yBeIMYUT UX YYBCTBUTEIIBHOCTh
K ocJTabJIeHHBIM MOCJe WHCYIbTa CyIpacTMHATbLHBIM
CHUTHaJIaM, TEM CaMbIM BOCCTaHaBJINBas CITOCOOHOCTh
CYITpaCIIMHAJIBHBIX LIEHTPOB YIIPABIATh IBIKCHUEM.

PesyabpTaThel paboT, KOTOpBIE OYIyT paccMoO-
TpeHBI majiee, MOJHOCTHIO COBMAMAIOT C DTHUMU
MPEATIOIOKEHUSIMMU.

Ceemenmapnas monuueckass 3CCM

E.1O. IlankoBa u A.JO. MymikuH [14] npenjioxu-
JIM cioco® BOCCTAHOBJIEHUST IBUXEHUIA PYK C TOMO-
mbio DCCM uepe3 snuaypajibHbIe WIN HAKOXHBIE
3JIEKTPO/Ibl, KOTOPBIK, 10 MHEHUIO aBTOPOB, MOXHO
WUCII0JIb30BaTh MpPU Mapajiuyax pa3HOi 3TUOJIOTUH, B
TOM 4YMCJIe SBJSIONIMXCS MOCIEICTBUSIMU WHCYJIbTA.
DTOT crmocob OB ONpoOMPOBaH MPHU JICYEHUN BEPX-
HUX Napajuyei u rmape3oB y 17 00JbHBIX, B TOM YUCIE
y 6 4eJToBeK C 3MUIYpaIbHOM TTOCTAHOBKOM 3JIEKTPO-
0B 1y 11 OOJIBHBIX — C HAKOXHON. YiyulieHue QyHK-
LIMM PYK pa3HOi CTeMeHu ObLIO JOCTUTHYTO Y BCEX
Nal¥eHTOB. YBeJUYeHWe CUJIbl TAPETUYHBIX MbIIIILI
COCTaBJISLIO OT 1—2 6asioB (1Mo 6-6anbHOII IIKae o1le-
HOK MBIIIIEYHOU CUJIBI) A0 TTOJHOTO BOCCTAHOBJIEHUS
JIBUTATEIbHON (DYHKIIMU.

M.B. BanbIkKiH 1 coaBT. [4] olileHUBaJIXu BIUSTHUE
ypeckoxHoit DCCM (6unoasspHble UMITYJIbCHI JJIU-
TeJbHOCTBIO 0.5 MC) Ha TOKOMOTOpHbIe PyHKUMUU 10
MalUeHTOB C ABUTATEeJIbHBIMU HapYILICHUSIMU, CBSI-
3aHHBIMU C UHCYJbTaMU TOJJOBHOTO Mo3ra. Hakox-
HBIE 2JICKTPOIBI PACIIONIOTAIN MEXIY OCTUCTBIMU
oTrpocTtkaMu 1mo3BoHKOB T11—T12. BeanunHy TOKa
oadMpai MHOVBUAYATBHO B 3aBUCUMOCTH OT YPOB-
HsI MOTOpHOTro nopora. Ctumyisiius ¢ yacroroid 1 Ix
BBI3bIBAJIA B MBIIIIIAX HIKHUX KOHEUHOCTe# pediiek-
TOPHBIE OTBETHl C MOHO- Y MOJMCHHANITUYECKUMU
KoMmmnoHeHTaMmu. [Toporosas cuia Toka, Heodxonumast
JIJIS. X BBI30Ba y MAaILlMEHTOB C IUIerueii, Oblia BhILIIE,
YyeM y MalyeHToB ¢ nape3amu. [Ipu cTuMyasiuum ¢ ya-
croramu 5 u 30 11 y maluimeHTOB B MOJIOKEHUU JiexXa
BO3HUKAJIU HEMPOU3BOJIbHbIE TOKOMOTOPHO-TI0100-
Hble aBrkeHUs Hor. DCCM mpoBOaUIN eXETHEBHO 6
pa3 B Henmeno (18 mpouenyp Ha Kypc). JIMTenbHOCTh
1 mpouenypsl oT 5 mo 35 muH. Ilocae kypca 9CCM y
BCEX MAalIMEHTOB OTMEYEHO CHIKEHHE TTOPOTOB BHI30BA
pedIeKTOPHBIX OTBETOB MBIIIII] HIDKHUX KOHEYHOCTEIH,
YTO CBUIETEIbCTBYET O TOM, UTO npuMeHeHrne DCCM
MPUBOIUT K TMOBBIIIEHUIO BO30OYAUMOCTU MOSICHUY-
HBIX CITMHAJIBHBIX HEMPOHHBIX CTPYKTYp. [1o MHEHUIO
aBTOPOB, ITpUMeHeHue upeckoxHoit DCCM naet Bo3-
MOXHOCTb PETYJIsSLIMU TOKOMOTOPHBIX IBUKEHUIA T1a-
LIMEHTOB C JIBUTaTeJIbHBIMU HAPYLIEHUSIMU LIEHTPaIb-
HOTO reHe3a.

Ne 3
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Biusare cTUMYIISIIIAY TTOSICHUYHOTO OTAesa CITH-
HOTO MO3Ta B COYeTAaHNH C TPEHUPOBKOM XOIBOBI (TTpH
noaaepxke 50 unu 80 MpolLEeHTOB Beca Tejla) Ha BOC-
CTaHOBJICHHME JJOKOMOIIMU Y KPBIC C OKCIIEPUMEHTAIb-
HOM MIlIeMHel ToJIOBHOTO Mo3ra uccienoanu Choi u
coaBT. [27]. OHu TakXke BBISCHSIJIM BO3MOXHBIN Mexa-
HU3M (PYHKIIMOHAJILHOTO BOCCTAHOBJIEHUS B 3TUX YC-
JIOBUSIX Ha 0a3e aHalM3a U3MEHEHUM cuHTe3a Oejika 1
3KCITPECCUU TEHOB B TOJIOBHOM MO3Te. DIHUIYPaTbHYIO
OCCM npumensnu ¢ gactoroit 300 I B Teuenne 30
MUH (AByX(da3Hble MPSIMOYTOJbHbBIE UMITYJIbCHI JJIU-
TEJIbHOCTHIO 1 MC B Kaxnoii ¢ase), MHTEHCUBHOCTD
CTUMYJISILIMY TIOOOMpaad MHINBUAYaIbHO. KphIc mo-
Mellladd Ha OeryIlylo AOPOXKY, YTOObl OHU MOTJIM
MepeaBUTaThCS Ha 3aJHUX KOHEUHOCTSIX C TTOMOIIIBIO
CMEIMaJIbHO U3TOTOBJIEHHOI CUCTEMBI MOIAEPKKU
BepxHelt yactu Tena. Bo BpeMst TpeHUPOBKU CKOPOCTh
JIOPOXKKU Obljla ycTaHOBJIEHa Ha ypoBHE 9 cMm/c. Kpbic
TPEHUPOBAJIM 5 pa3 B Heaelto B TeueHue 4 Hed. [1po-
TOJIKUTEIBHOCTD €XXeTHEBHOM TPEHUPOBKU COCTaBJIS-
na 30 muH. B KOHIIe UCCIenoBaHMs TKaHU TOJIOBHOTO
Mo3Ta Opayii ISt aHajin3a B 30He UH(apKTa, B IIorpa-
HUYHOM UILEMUYECKOM 30HE U KOHTpJaTepaJbHOM
TroMoJIOTUYHO# Kope. C 3TUMU TKaHSIMU TTPOBOIVIN
BectepH-00TTUHT 1 RT-PCR-anamm3el. s aHanm3a
ObLIM BbIOpaHbI OEJIKU U Te€HbI, CBSI3aHHbIE C CUHATITO-
TreHe30M, HeiiporeHe30M, aHTUOTeHE30M, Helipompo-
TeKIMel 1 HepOoMmIacTUUHOCThIO. Pe3ybraTel 3TOTO
nccaenoBaHus nokasanu, yro 9CCM Ha ypoBHe L2 n
S1, a Takke TpeHUPOBKA XOIbObI C MOAIEPXKKON Beca
Tesa CIOCOOCTBOBAIM BOCCTAHOBJICHUIO JBUTATEIbHBIX
CIOCOOHOCTEM y KPhIC C OKKIIIO3UEl CpeaHe MO3ro-
BOI1 apTepuu, a BOCCTAHOBJICHHE IBUKCHUM KOPPETH-
pOBAJIO C MIACTUYECKUMMU U3MEHEHUSIMU IOJIOBHOTO
MO3ra, OLIGHEHHBIMU C TTIOMOILBIO BeCTepH-0JIOTTUHTA
u RT-PCR-ananu3a.

Moon u coaBrT. [67] uccaemoBaan XapaKTepUCTH-
K MOTOPHBIX CITMHAJIEHO BBI3BAHHBIX OTBETOB MBITIIIT
HIDKHUX KOHEYHOCTEH C MMOMOIIBIO UpPEeCKOXHOM
OCCM vy 30 mOCTUHCYIBTHIX MTAallMEHTOB U CPaBHMU-
BaJIM UX C XapaKTEPUCTUKAMU OTBETOB 3[I0POBBIX JIIO-
Ieit Toro Xe Bo3pacTa (KOHTpoJbHas rpymia n = 10)
U 6oJiee MOJIONBIX 3M0POBHIX Jtofaei (n = 10). 5CCM
mexay mo3BoHkamu L1 u L2. OueHuBaaiu MOTOpPHBIE
TOPOTH B TIOKOE€, HAKJIOHBI KPUBBIX PEKPYTHUPOBAHUS
¥ JIATEHTHBIE TIePUOILI MOTOPHBIX BHI3BAHHBIX T10-
TeHLMaJIOB MBI tibialis anterior u medial gastroc-
nemius. OTMHOYHbIE UMITYJbCHI MOJABAIU C 1IATOM
5 MA, yBeanuuBas oT 5 MA mo 250 MA uau oo 1o-
CTIDKEHUST MaKCUMAaJTbHOM TOJIepaHTHOCTH. B rpyrr-
e, mepeHecIei MHCYIbT, MOTOPHEIE TIOPOTH TTOKOST
OBLIM TOCTOBEPHO BBILIE, YeM B KOHTPOJBHOMN TPYII-
e U y MOJIOABIX JoAeii. JIaTeHTHBII Iepuona oTBeTa
tibialis anterior B rpymnrie ¢ UHCYJbTOM ObLI 3HAYUMO
OoJbllle, YeM B ABYX Ipyrux rpymmax. Kpome toro, B
rpyIne ¢ MHCYJbTOM JIATEeHTHBIN nepuof, tibialis ante-
rior Ha ITapeTUYHOM CTOPOHE ObLI 3HAYMMO OOJIbIIIE,
YeM B MHTAKTHOU KoHeuyHOocTH. KOHTpOIbHAs TpyIIa
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TaKKe MPOIEMOHCTPpUpPOBaia 3HaYMMO 00Jiee BBICOKHE
MOTOpPHBIE IIOPOTH, YEM Y MOJIOABIX JIFOAEH IJI1 00enX
MBILIL, YTO TTO3BOJISIET MPEANOJOXNUTh, YTO U3MEHEH-
HbI€ 3HAYEHMS 3TOM XapaKTepPUCTUKU Yy TIEPEHECIINX
WHCYJIBT MOTYT OBITh PE3YJIbTaTOM KaK UHCYJIbTA, TaK 1
OOBIYHOTO CTApPEHUS. DTU JaHHBIE MOTYT UMETh CBSI3b
C U3MEHEHHO! CIIMHAJbHOU ABUTATEIbHOU aKTUB-
HOCTBIO TOCJIE€ MHCYJIbTA U IEMOHCTPUPYIOT BO3MOX-
HOCTb UCIOJIb30BAHUS XapaKTEPUCTUK MOTOPHBIX BbI-
3BAHHBIX OTBETOB ISl TIOCTUHCYJIBTHBIX OLICHOK.

Oh u coasr. [73] TpeHUpOBaIU cxaTue (XBaT) K-
CTU PYKU Ha (poHe HerHBazuBHOit DCCM mnoce na-
panuya y 4 MauMeHTOB C LIEPBUKAIbLHOMN CMIMHAIbHOMN
TpaBMOl M y 2 MalIMEHTOB C lLiepeOdpaaTbHbIM UHCYIb-
ToM. DCCM (nByx(pasHble UMITYJIbChI IJTUTETbHOCTBIO
0.5 Mc, gactota 30 I'l1) nprMeHSUIM IO CpeaHeit TMHUMN
HaJ LIeHHBIM OTAEJIOM CIIMHHOTro Mo3ra. Mcmnomib3o-
Banu Takxke puktuBHyro DCCM. Bo Bpems TpeHU-
POBKHU MPOU3BOJIbHBIE CXKATUSI KUCTU JJIUTEIBbHOCTbHIO
5—10 c. NOBTOPSUIM C CyOMaKCHMMaJIbHOM CUJIOM B Te-
yeHue npuMepHo 10 MUH. Tpu JHS B HEACIO B TeUe-
Hue 4 Hen. CurHajbl OT pydHOTO AUHAMOMETpa BMe-
CTe C BJEKTPOMUOTrpadrIecKoil aKTUBHOCTHIO MBIIIIIL
BepXHElt KOHEYHOCTH PETUCTPHUPOBAIIA M OTOOpaXKkanu
B BUJI€ BU3YyaJbHOI1 00paTHOM CBsI3U. DTa paboTa IIpo-
JIEMOHCTPUPOBaJa, YTO COYeTaHNE TPEHUPOBKY XBaTa
pyk 1 DCCM 1ieifHOTO OTIesa IPUBEI0 K 3HAUUMO-
MY TIOBBIIIIEHWIO MAKCUMAIbHOM CHITBI CKAaTHsI KUCTEH
pyK. Tonbpko ogHa DCCM uiiu TOIBKO OMHA TPEHUPOB-
Ka XBaTa IMoKa3ajJIn oTpaHNYeHHYI0 3(POEKTUBHOCTD B
VIYYIIeHUH CUJIBI CKaTUs KUCTHU. [lonydeHHBIe TaH-
HBbIE CBUIETEIBCTBYIOT O TOM, YTO TPEHUPOBKA CYITBI
KHMCTU PYK B coueTaHuu ¢ DCCM MoxkeT MpUBECTU K
BOCCTaHOBJIEHUIO IBUTATEIbHOM (DYHKIIMY PYK B Mapa-
JIM30BAHHBIX BEPXHUX KOHEUHOCTsX y Jioaeit ¢ TCM u
WHCYJIETOM.

B npyrom ucciienoBaHUM cOOOIIATIOCH O PE3yJbTa-
Tax MpUMeHeHUs LepBukaabHoit DCCM y 2 nanueH-
TOB C XPOHUUYECKHUM MOCTUHCYJIBTHBIM FeMUTMape30M
[77]. ITauueHTaM Ha 29 gHelt ObUIM UMILJIAHTUPOBA-
HbI IBa JUHEHHBIX SMUAYPATbHBIX 3JIEKTPOAa, OpU-
€HTUPOBAHHBIX Ha NOpPCaIbHbIE KOPEIIKNA HECKOJIb-
kux cerMeHTOB (0T C3 no T1) cnuHHOrOo Mo3ra, st
MOBBILIEHUSI BO30YIMMOCTU MOTOHEMPOHOB PYK U
kucteit. YToObl yOenUTHCSI, YTO OTBEThl HA CTUMYJISI-
LIUIO SIBJISIIOTCSI pe3yjbTaToM adhdepeHTHO-onocpe-
JOBAaHHOTO PEKPYTUPOBAHUS MOTOHEHPOHOB, a He
MPSIMOT'O BO3JENCTBUS HA BEHTPAJIbHBIE KOPEIIKH,
aBTOPBI TIPOBEPSIM OTBETHI MBI HAa YaCTOTHO-3a-
Bucumyio aenpeccuro. s DCCM ucnonab3oBain
TOHUYECKYIO CTUMYJISILIUIO C YaCTOTAMU B TMAIla30He
20—100 I'i 1 gmurenbHOCTU UMITYJIbCOB 200—400 Mmc.
NHTEHCUBHOCTD CTUMYJISILAU €XEAHEBHO KOPPEKTU-
pOBaJIM 1O YPOBHEM, KOTOPBIE MO3BOJISIIM COBEPIIATh
MPOMU3BOJIbHBIC NTBUKEHUSI, HO HE BBI3BIBAIM HUKAKMX
MMACCUBHBIX ABUKEHUI. ABTOPHI OOHAPYXWJIH, YTO
HeTIpepbIBHAS (TOHWYECKAsT) CTUMYJISIIINS YIIydIiana
CHWJTy CXXaTHUS KUCTH PYKH, KWUHEMATUKY (HarpuMmep,
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MOBHIIIAJIA CKOPOCTH ABMXeHui ot 30% mo 40%) u
(byHKLIMOHAJIbHBIE IBMKEHUSI, TEM CaMbIM ITO3BOJISIS
MalMeHTaM BBITIOJHATD IBUKEHUSI, KOTOPhIE OHU HE
Mo BeIMoaHUTL 6e3 DCCM. Kpome Toro, DCCM
HEeMeJICHHO YIydlllaja JJOBKOCTb PYK M IO3BOJISLIA
000MM yYaCTHMKAM BBIIOJHATh IIaBHbIE U (P dex-
TUBHBIE ABUKEHMSI, oOecrieunBasi TI0JIHOE pa3rudaHue
JIOKTSI, YJIy4dIllas CHHEPTHIO Pa3TUOaHUs U CTUOAHUS U
yMeHbIIIasg KOMIIeHCAaTOPHBIN 3P deKT riedeir. ¥ 060-
X MAIUEHTOB HEKOTOPHIE U3 3TUX YIYUYILIEHUI CO-
XpaHWINCH Aaxe 0e3 CTUMYIISILIMU, 4 O CEPbE3HbIX He-
KeJlaTeIbHBIX SBIICHUSIX He coobImanock. I1o cioBam
aBTOPOB, UX JaHHBIE JAaIOT MHOTOOOEIIAIOIINE, XOTS U
npeaBapuTeIbHbIC J0KA3aTeJIbCTBA TOIO, YTO CTUMY-
JISLMS CIIMHHOTO MO3Ta MOXKET ObITh 3P EKTUBHBIM
METOAOM BOCCTAHOBJIEHUS NBHUTATEIbHBIX (YHKIINMI
BEPXHUX KOHEUHOCTEH MOCJIe MHCYIbTA.

BCCM, couemarouascs ¢ mpancKpanuaibHoll
MACHUMHOU cmuMyasyuei

[pyrnna ucciaenoBaTesieil mpeaaoxuiia 1 ormpoodoBa-
Ja [1, 2] crmoco6 KoppeKLuy HapylIeHU TOKOMOTOp-
HbIX (DYHKUMI YyeloBeKa BCIeACTBUE UILIEMUYECKOTO
MHCyAbTa, mpu KotopoM DCCM codeTanu ¢ TpaHCKpa-
HUaJIbHOI MarHUTHOM ctuMyisinueii. [1penmomnaraer-
csl, YTO KOPPEKIIUS TAKUX HAPYIIEHUI MPOUCXOIUT 3a
CUeT MEXaHNW3MOB HEUPOIJIACTUIHOCTU U PEMOJEIIU-
pOBaHUs LepeOpaNbHbIX U CIIMHAJIBHBIX HEMPOHHBIX
aHcamOJieli, KOTOpbIe 3alTyCKalOTCs U aKTUBUPYIOTCS
MOCPEACTBOM CTUMYJISILIMU LIEHTPOB MEPBUYHOI MO-
TOPHOI KOPbl U HEMPOHHBIX CETEM CIIMHHOIO MO3Ta.
Hccnenosareay NpoBOAWIM TPpaHCKPAHUAIBHYIO Mar-
HUTHYIO CTUMYJISILIMIO, a TAKXKEe — TOHUYECKYIO upe-
ckoxHylo DCCM Ha ypoBHe 1mo3BoHkoB T11-T12, 6
pa3 B Heneo, 2 pa3a B IeHb (Bcero 18 ceancon). Kax-
IBI ceaHC coCTOsUT U3 3 yacTeit. 1-1 yacTh BKJIKOYA-
Jla CTUMYJISILIMIO TIEPBUYHOM MOTOPHOM KOPHI B 30HE
WHHEPBallMY HUXKHEN KOHEYHOCTHU Ha CTOpPOHE ovara
uHcynpra (dactora 10 I, mHTeHCUBHOCTL — 90% OT
nopora BbI3BAHHOTO MOTOPHOTO OTBETa, BpeMsl BO3-
IEeHACTBUS — 3 MMH). 2-1 U 3-51 4aCTU ceaHca BKJIIO-
yanm ypeckoxHyo DCCM mist Bo3neiicTBUS Ha II0sIC-
HUYHOE YTOJIIIEHUEe CITMHHOTrO Mo3ra. Cuja Toka Mnpu
DCCM cocrasisana 90% oT mopora MOTOPHBIX OTBE-
TOB AWCTAJIbHBIX MBILIL MOPaXXEeHHONW KOHEYHOCTH.
ITponomkuTeNnbHOCTh 2-0i YacTu ceaHca JocTuralia
25 MUH, CTUMYJISILIMIO TIPOBOAWIN TIpU yacToTe S5 T1I.
B 3-eit yactu ceanca yactora DCCM cocrasnsna 30
I, ITpomoiXuTeabHOCTh 3-ii YacTH ceaHca JOCTHUTa-
na 25 mun. Crioco6 6611 onpo6upoBat [1] Ha 6 mamu-
€HTax C reMuIape3oM, KOTOpble TepeHeCIN UIIeMU-
YyeCKUil MHCYIBT. B Xome TecTupoBaHus HeOIaromnpu-
SITHBIX 3(p(heKToB He Haboaanu. Y BCeX MallMeHTOB
UMEJI0 MECTO CHUXEHUE MTOPOTOB U MOBBIILIEHUE aM-
TUIUTYJ MOTOPHBIX BBI3BAaHHBIX OTBETOB MbIIIILL biceps
femoris 1 gastrocnemius tibialis mapeTMYHOI KOHEYHO-
cTu 1ipu upeckoxHoit DCCM, 4To CBUIETEIHLCTBOBAJIO
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CTOJIBKOB, TEPACUMEHKO

O TIOBBIIICEHUU BO30YIMMOCTH HEMPOHHBIX CETEl
CIIMHHOTO MO3Ta W YIYUYIIIEHUA HEPBHO-MBIIIIEUHBIX
B3aUMOJICHCTBUM.

B npyroii paboTe 3T aBTOpPHI U3y4Yald BIUSIHUE
BOCCM B coueTaHUHU C TPaHCKpaHUATLHONH MarHUTHOM
CTUMYJISILIMEN Ha MOCTUHCY/IBTHBIE IBUTaTeIbHbIE Ha-
pyuieHus [3]. B Heil maliMeHThI ciiydyailHbIM 00pa3oMm
ObUIM pacnpeaesieHbl B KOHTPOIbHYIO (1 = 12) 1 3Kc-
nepuMeHTalbHyto (7 = 9) rpynnsbl. [TalueHThl KOH-
TPOJIbHOM TPYIINbI MOJIydaJIu CTaHAApPTU3UPOBaHHbBIE
METOIUKU HelipopeabuinuTauuu. YyacTHUKaM 9KCIle-
PUMEHTAJILHOU TPYyMIIbl NIpeajiaraad TAKUe K€ MeTO-
JIUKW HeiipopeaObuiuTalui, HO COBMEIIEHHbIE C PUT-
MMYECKOMN TpaHCKpaHUAJTbHOM MAarHUTHON CTUMYJISI-
nueit u upeckoxHoii DCCM c Hecylleit 4acToToi 5
kI11. CoyeTaHHOE MPUMEHEHE MATHUTHON CTUMYJISI-
1 1 OCCM B OCTphIi IIEpUO, TTOCIIC UILIEMUYECKOTO
WHCYJIbTa TIPUBOAMJIO: K YBEIMUYEHWIO BO3OYAMMOCTHU
HEHPOHHBIX CETel MOSCHUYHOTO YTOJIIEHUs CTUHHO-
rO MO3ra, CHUXKEHHUIO TTOPOrOB aKTUBALIMKA MBILILIL MO-
PaXE€HHOW KOHEYHOCTU; K JOCTOBEPHOMY YJIyUILIEHUIO
rnoxasaTeJieii Mo 1iKajie peabuJIuTalMOHHON Mapupy-
TU3aluu (Ha 2 6ajia), uHIeKca MoOUJIbHOCTU PuBep-
Muzaa (Ha 5.8 6anna), GyHKLUN CTATOKMHETUYECKOTO
KoHTpoJis (6anaHc bepra Ha 12 6a/JIOB) ¥ yBEJIUUECHUIO
MBIIIEYHOM CUJIBI HUKHUX KOHEYHOCTel (crubareneit
Ha 5.1 6ana, pasrubareineit Ha 6.2 Gasna). [To MHe-
HUIO aBTOPOB UCCJIENOBAHUS, TPAHCKPpAHUAJIbHAS Mar-
HuTHas ctumyssiisg 1 DCCM MoryT ObITh UCTIOJB30-
BaHbl KaK JOMOJHUTENIbHbIE BO3AEUCTBUSI B paMKax
peadbuIMTallMOHHBIX MEPOINPUATUI B OCTPBIN TTEPUO
MocJie UIIEMUYECKOTO UHCYJIBTA.

DCCM, couemarowascs
C NPONPUOUECNINUBHOL CIMUMYAAYUEH

I'pynma uccnenosareneit [16] cooGuinna o paspa-
60TaHHOM MU TPEHUPOBOYHOM KypcCe TIPUMEHEHMS
ypeckoxHoit DCCM B coueTaHUU ¢ MEXaHOCTUMYJISI -
e 1 OMOJIOTMYeCcKOi 0OpaTHOM CBSI3bI0, KOTOPBIH
MPUBOIMI K YAYUYIIEHUIO MOTOPHBIX (DYHKIIMN 1 He-
BPOJIOTMYECKOTO cTaryca y 16 OONBHBIX, Y KOTOPBIX
JUArHOCTUPOBAJIM UIIEMUYECKUIN UHCYJIBT TOJOBHO-
ro MO3ra ¢ KJIMHUYECKMMU MPpU3HaKaMu reMuriapesa.
TpeHupoBOUYHBII KypC, IPONOJLKUTEILHOCTBIO 3 HEll.,
coctost 3 16—18 ceancos. Kaxapiil ceanc BKITIOUas
rnocljiefoBaTeIbHOE MPUMEHEHUE TOHUYECKOM 4pe-
ckoxxHoit DCCM, mpornpuoOLEeNnTUBHON CTUMYJISILIMU
MBIIIIL HOT ¢ OMOJIOTMYECKOI 0OpaTHOM CBSI3bIO U UX
coueTaHue. B mmepBoif YacTu KaxXnoil TpEeHUPOBKH BbI-
nogHsau DCCM npu yactoTtax 5 u 30 I, koTopbie
MPUBOAWIHN K MOSIBICHUIO DJIEKTPOMUOTPadUIECKUX
MIPU3HAKOB IIarornomo0OHbIX OBUxXeHuii. Bo BTopoii
JaCcTH TPEHUPOBKU IMPOBOMMIN MEXaHOCTUMYIISIIIUIO
MBIIIL] HOT 32 CUET BBIMOJHEHUS] NPUHYAUTEIbHBIX
LIAroIOJ00HBIX IBUKEHUI C TIOMOIIbIO POOOTOTEX-
Huvyeckoro ycrpoiictBa “buokun” (OO0 “Kocu-
ma”). [Ipono/XuTeIbHOCTh 3Tala B KaXXIOM ceaHce
Ne 3
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BapbupoBaja ot 10 mo 30 muH. B TpeTbeit yacTu Kax-
JIOT0 ceaHca BJeKTPOCTUMYJSILUIO (IIPU MOPOroBoit
cujie Toka u yactore ummyiabcoB 5 u 30 I'x) couera-
JIU C MMPUHYIUTEIbHBIMU 11arOTION00HBIMU IBUKEHU -
amu. g DCCM katon GUKCUPOBaIU MEXIy OCTU-
CTBIMM OTpocTKaMu nmo3BoHKOB T11 u T12, a aHOmBI
pacroyioraii Ha KoXe HaJ IpeOHSIMU IMOAB3IOITHBIX
kocrteii. [Tocne mpoxoxaeHust Kypca y 13 u3 16 mamu-
€HTOB HaOJII0JaI CHIDKEHUE BPEMEHU TTPOXOXKIECHMS
auctaHuuu 10 M pu BepTUKAJIbHOM JIOKOMOLIUU (110
CpPaBHEHMIO CO BpEMEHeM JI0 Hayajla peaduInuTalum),
a TIpM TeTpaIegaIbHOM TIepeMEIIeHUH BpeMsI IIPOXOK-
JEeHUs] AUCTaHLIMU 5 M BIEpen U Ha3al COKpaTUIOCh
y Bcex mnaieHToB. ITo utoram mcciienoBaHusi aBTOPbI
OTMEYa/Iu MOJOXUTEIbHYIO IUHAMUKY B HEBPOJIOTU-
YEeCKOM CTaTyce, B OMOIIMOHAIBHOM cepe TMalneHToB,
a TaKxXe yJydllleHue HEeMpPONCUXOJOTrMUeCcKUX IMoKa-
3ateneil. HecMoTpst Ha HEOONBIIYIO TIPOAOIKATEIb-
HOCTh peabMIMTAallMOHHOTO Kypca, aBTOpaM yaajoch
JOCTUYh TOCTOBEPHOTO YBEJIIMUYEHUSI CKOPOCTH XOIb-
OBl U YIYYIIEHUSI KOOPAMHAILIUU JOKOMOTOPHOTO aKTa.
CHIXeHHe TTIOPOTOBBIX XapaKTEPUCTUK U YBEIMUESHUE
aAMIUTUTYbl BbI3BAHHBIX MOTOPHBIX OTBETOB CIIYXKUJIU
HeipoU3NOIOTUIECKMM OCHOBAaHUEM 3TUX ITO3UTHUB-
HbIX UBMEHEHUWU ABUTaTeJIbHOTO CTaTyca MalveHTOB.
[TonyyeHHbIe TaHHBIE TTOKA3BIBAIOT, UTO NPeOA0NCEHHAsS
cxema BOCCTAaHOBUTETBHON TPEHUPOBKU MPUBOIUT K
VAYYIIEHUIO TOKOMOTOPHBIX BO3MOXHOCTE! U HEBPO-
JIOTUYECKOro cTaryca MalMeHTOB C IBUTAaTeIbHBIMU
HapylIeHUsSIMU LIeHTPaJIbHOTO reHe3a.

Mynomuceemenmapuas DCCM ¢ necyuweii yacmomoii

10.I1. 'epacuMeHKO U COABT. [7] mOIyYUIN ITATEHT
Ha TpyIIy u3o0peTeHuii, NpeaHa3HaAYeHHBIX [JIs pe-
TYJISILIMY ¥ BOCCTAHOBJIEHMST CAMOCTOSITETbHOM XOIb-
Obl y MallMEHTOB C TpaBMaMu,/3a001eBaHUSMHU CITUH-
HOTO ¥ TOJIOBHOTO MO3Ta, KOTOphIE TIpeaycMaTpuBa-
0T MPUMEHEHUE YPECKOXKHON MYJIbTHCErMEHTapHOM
OCCM c Hecylleil 4acTOTO#, MaTTepPH KOTOPOM 3aBU-
CUT OT (pa3sl maraterbHOTO IMKJa. ComTacHO MAaTeHTy,
OCCM c Hecyueit yactoroit 5 nnu 10 kI aBasieTcs
pe3yIbTaTOM MOIYJISAIWY HETIPEePBIBHOM MMOCIen0Ba-
TEJIbHOCTU TPSIMOYTOJIbHBIX OUIOJSIPHBIX WJIU MO-
HOTIOJIIPHBIX MMITYJIBCOB, CIEOYIOIMNX C YaCTOTOM 5
win 10 k1. Drot pesynprat (T.e. DCCM ¢ Hecymein
YaCcTOTOM) — HEIpephIBHAS TTOCIeI0BATEIFHOCTD ClIe-
OyIOIIUX APYT 3a Apyrom ¢ yactoroit 10—50 I'u ogHoO-
MWUIMCEKYHIHBIX “TTayek” (IPyII) IpsSIMOYTOJIbHBIX
UMITYJIbCOB, KaX1asl U3 KOTOPBIX COAEPXKUT HECKOJBKO
UMITYJIbCOB ¢ yacTtoToi 5 mim 10 k. Crioco6 BKiIio-
YaeT OJHOBPEMEHHYIO0 HEMPEePbIBHYIO CTUMYJISLINIO
CITMHHOTO MO3Tra 1Mo MeHbIleil Mepe Ha YPOBHE IO0-
3BOHKOB T11—T12 U pUTMUYECKYIO CTUMYJISILIAIO KO-
pEILIKOB CITMHHOIO MO3Ta Ha YpOBHE MO3BOHKOB T11
n L1, mpu KoTopoit 3amycK CTUMYJISIINN OCYIIECT-
BJISIETCS B ompenefeHHylo dasy marareJbHOro K-
Ja. Yacrory BCCM Ha ypoBHe mo3BOoHKOB T11—-T12
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C pacloJIOXEeHUEM 3JIeKTpolaa 10 cpeaHeil TMHUU
CIIMHHOTIO M03Ta, BeIOMparoT B Auamna3oHe ot 30 I go
45 T'u, vactotry DCCM aj1s1 CTUMYIISIIMKA KOPEIIKOB
B (pa3e ommopbl KOHEYHOCTH C PACIIOIOXKEHUEM 3JIeK-
Tpoza JaTepalibHee cpeaHeil TMHUU CIIMHHOTO MO3ra
Ha ypoBHe no3BoHKa L1 BeIOMpAIOT B A1Mana3oHe oT
10 I'x no 30 T, a yactory DCCM 11l CTUMYISILIUUUA
KOPELIKOB B (paze nepeHoca ¢ pacriojoKeHueM dJeK-
Tpoza jaTepalibHee CpeaHeil TMHUM CIIMHHOTO MO3ra
Ha ypoBHe no3BoHka T11 B guamazone ot 30 I go 50
[1. UnonddepeHTHBIC 3/1€KTPOALI (AHOIBI) pacIiojia-
raloT Ha KoXe Haj rpeOHSIMU MOAB3AOLIHBIX KOCTEM.
CoueTtaHue HEMPEPHIBHON CTUMYJSIIUU CIIMHHOTO
MO3Tra U1 PUTMUUYECKON CTUMYJISILIUU €ro JOPCAIbHBIX
KOPEILIKOB 00ecIeunBaio yaydllleHUe HEBPOJIOTHYE-
CKOT'0 BOCCTAHOBJICHUS ABUTATeIbHOM aKTUBHOCTH U
noBbllIeHUEe 3(p(HEKTUBHOCTU peaduauTanuu [9].

BiausiHue coyeTaHHOW HeNpepbIBHOW W PUTMHU-
yeckoil upeckoxHoii DCCM c Hecylleil 4acTOTOI 5
KI11 Ha KHUHEMATHKY XONbObI OLIEHUBAJIOCH Y MallMeH-
TOB C TeMUINAPE30M B paHHEM U MO3AHEM BOCCTAHO-
BUTEJIbHOM mnepuoaax (1—12 Mec.) mocie moyiap-
Horo uHcyjeTa [12]. HenpepblBHYI0 U pUTMUYECKYIO
OCCM npumMeHsUIA BO BpeMs OMHOKPATHOM TpEeHM-
POBKM Ha OeTyIeil TopoXKe, KOTopas COCTOsIa M3
LIECTU OJHO-, IBYXMUHYTHBIX IOKOMOTOPHBIX TIPO06
(c uHTEpBaIOM 2—5 MUH MEXIy HUMM), Ha (hOHE KO-
Topbix npuMeHsaIn DCCM c pa3auYHBIMU BapuaH-
TaMU PACIIONIOXEHUS CTUMYIUPYIOIIUX 3IEKTPOIOB.
CTUMYIISIINIO IIPOBOAMIIM C IIOMOIIBIO “CIIMHAIBHO-
ro Heiporpore3a”, BKIIOYAIOIIETO IeCTUKAHATbHBIN
ctumyisitop 1t OCCM (000 “Kocuma”, Poccusi) B
KOMIUIEKTE C TaTYUKAMU JJIs1 onpeneacHus a3 Xoab-
6bl. buoMexXaHNYEeCKYI0 OLEHKY XOObOBI MPOBOIVIIN
¢ moMmo1pio KoMiuiekca “Cramuc” (“Heitpocodr”,
Poccust). B nccnenoBaHny mpuHUMAIHM ydacTue 15
nmauveHToB. CpaBHUBAJIM TTapaMeTphl IIaraTeJIbHBIX
IOBIDKEHUH TIPU XOOB0E 10 MOy 6e3 CTUMYJISIIIUN 10 1
rnocJje TPeHUPOBKU Ha Oerylieil 1opoxkKe, TpU KOTO-
POIi TOKOMOTOPHYIO TPEHUPOBKY MTPOBOAMIN Ha (hOHE
OCCM. AHanu3 U3BMEHEeHU KUHEMAaTUKU XOAbObI TT0-
cJie OMHOKpaTHO# TPeHUPOBKHU Ha Oeryieit 1opoxkKe
y OOJIBIIIMHCTBA MAallUeHTOB MTOKa3ajl yBEIUYCHUE CKO-
pOCTH XOnbObI, IJIMHBI LIMKJIA 11ara, yBeJIUIeHUe pas3-
Maxa IBUXEHUI B Ta300eApEHHOM, KOJICHHOM U TO-
JIECHOCTOITHOM cycTaBax, a y 40% maiiueHToB Ha 1—2
CM YBEJIMYUIIACh BHICOTA TTOIbeMAa CTOII TApETUIHOM
HOT'Y IIpU X0ab0e mo moJy. IlonydyeHHbIe pe3yabTaThl
MOKA3BIBAIOT, UTO MPEHUPOBKY, COUeMAUYIOC C O8YMS
sudamu DCCM — moHnuueckoil u pummu4eckoii MOXHO
paccMaTpuBaTh KaK 3(p(PEeKTUBHBII METOI KOPPEKILIUU
XOALOBI MOCJIE MHCYIIBTA.

B uccrnenoBanuu [6] oLeHMBaIM BIUSTHAE MYIb-
THCerMeHTapHHOU upecKoxHoii DCCM c Hecymieit
gacToToit 5 K[ Ha pa3MMIHbIE KOJIMIECTBEHHBIC Xa-
PaKTepUCTUKM XONbObI MO OeryIeil TOpoXKe y maiu-
€HTOB, TIepeHeCIINX NHCYIBT. B mcciienoBannm yJa-
cToBav 15 NauMeHTOB B BOCCTAHOBUTEILHOM IE€PUOJIE
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ITOCJIe OCTPOTO HAPYIIIEHUST MO3TOBOTO KPOBOOOpaIIe-
Hus. HemHBa3uBHbBIN “cIMHAIBHBIN HeliponpoTe3” ¢
LIeCTUKAHAJIbHBIM cTUMYJISITOpoM 11t DCCM u cu-
CTEeMOI IeTeKTUPOBaHMS (a3 1IaraTeJbHOIo IMKJIa
(“Kocuma”, Poccust) ucob30Baad AT aKTUBALIUU
MOTOPHBIX MYJIOB MBILILI-Crubareneilt Horu B (ase me-
peHoca, akTUBaIlMK MOTOPHBIX MYJIOB MBILIII-pa3ruda-
TeJieit B asze OoMmopsl M HEMPEPHIBHOM aKTUBALIMU CITU -
HaJIbHBIX JIOKOMOTOPHEIX ceTeil. [TapamepTer DCCM un
XapaKTepUCTUKU XOIbOBI MO Oeryliei 1opoxKe ObUIU
TaKMMU Xe, KaK B Mpeaplayiieii padore. I[IpumeHe-
Hue DCCM Ha poHe JTOKOMOILIMU BBI3BIBAIO YBEINUE-
HUE aMIUTUTYIbI IBUKEHUI B TOJICHOCTOITHOM CYCTa-
BE U IJIMHBI LIMKJIA 11ara Ha CTOPOHE mapesa, a Takxke
yYMEHbIIIEHHEe aCUMMETPUM I1araTeJbHbIX (a3 obenx
HoT. Y 80% manueHTOB BO3pacTa MOAbEeM MapeTruyd-
HOM HOTM Haz omnopoii. [TonydeHHBIE TaHHBIE TEMOH-
CTPUPYIOT, UTO TpeaoXeHHbIl aaroputm DCCM
MOJYJIMPYET MapaMeTpbl LIaraTeIbHbIX IBUXEHUN Y
MaIMeHTOB C TOCAENCTBUSIMU HapYIIEHNUSI MO3TOBOTO
KPOBOOOpAIIEHNUS M1 MOKET pacCMaTPUBAThCS KaK Me-
TOJI JBUTATEIbHOMN peaduInuTaliH.

UpeckoxxHast MyJBTUCETMEHTapHasT PUTMUIECKast
u ToHndeckass DCCM c Hecyuieit yactoroit 5 Kl u
MaTTEPHOM, 3aBUCSIIUM OT (pa3bl IIATaTeIbHOTO LIUK-
JIa, ucroyub3oBanack y 10 OOJBHEBIX C TEeMUIIAPE30M,
KoTopbie yepe3d 3—11 mec. mociie MHCYIbTa MPOLLIU
KypcC peabuIMTaluy MPONOKUTEIbHOCTBIO 2 HeAeIn
[9]. Ctumynsauuio obecneurBai “ClMHaJIbHbBIN Heil-
poIrpoTre3” ¢ CUCTeMOIl AeTeKTUupoBaHus (a3 1ara-
tenpHOTO 1MKIa (“Kocuma”, Poccust). OH ynpasiisii
OCCM Tak, 4To Ha CTOpPOHE ITape3a B ¢a3e IepeHo-
ca HOTU aKTUBUPOBAJINUCh MOTOPHEIE ITyJIbI crubarte-
Jieit 3Toit HOrH, a B (pa3e OMOPHl — MOTOPHBIE MYJIBI
pasrubateneit. YToObl yBeTMYNUTH BO30OYIUMOCTD CITH -
HaJIbHBIX IOKOMOTOPHBIX ceTeil, mpoBoauian DCCM B
MPOEKIY MOSICHUYHOTO 1 IIEMHOTo yToMIeHn. s
CTUMYJISIIIUM Ha ypoBHE 03BOHKOB C5—C6 1 T11-T12
WCITOJIB30BAJI HEMPEPHIBHEIE TTOCIEI0BATEILHOCTH
OIHOMMWJIJIMCEKYHIHBIX “TIayekK” NMpsSMOYTOJbHBIX OU-
MOJISIPHBIX UMIIYJIbCOB, clieaytoiux ¢ yactoroi 30 I,
a ipu ¢azozaBucumoit DCCM Ha ypoBHE KOPEIIKOB
T11 u L1 — mocinenoBaTeIbHOCTH “ITa4eK” MPSMOY-
TOJIbHBIX MOHOMOJISIPHBIX UMIYJbCOB ¢ YacToToi 30
T u 15 T'u coorBeTcTBeHHO. IlanimeHThI OBLIM pac-
npeaeaeHbl CIydailHBIM 06pa3oM Ha JBe TPYMIIbI, OC-
HOBHYIO U KOHTPOJIbHY10. Bee nosyyanu craHaapTHYyIo
peadMIMTAIMOHHYIO TEPAIIUIO T10 TTOKA3aHUSIM, ITOCJIe
Yero KaXKIblil MalMEHT C YKPEIJICHHBIMU Ha ero Tejle
BIIEKTPOCTUMYJISITOPOM M JATUMKOM IMaraTeTbHBIX
(ba3 BBITIOJHSLI ABAALIATUMUHYTHYIO XOIbOY IO Oery-
el TOpOXKKE, 3a KOTOPOM cieaoBaja ABaaLaTUMMK-
HYTHAas X0ab0a Mo pOBHOM HEMOABMXKHOI MOBEPXHO-
ctu. B ocHOBHOI1 rpy1Iie Bo BpeMsl XOIbObI IPOBOIUIN
peanbHyto DCCM, a B KOHTPOJIbHOU — (DUKTUBHYIO.
JITeIbHOCTD Kypca TaKUX JOKOMOTOPHBIX TPEHUPO-
BOK — 2 Henmenu. B ocHOBHOI rpyImne, B OTIMYKE OT
KOHTPOJIbHOM, CpaBHEHUE TTapaMeTPOB XOILOKI 10 1
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Iocjie peadbINTAlMY ITOKAa3aJi0 3HAYMMBIE PA3TNIHs B
CKOPOCTH XOOLOHI (TecT Xonb0bl Ha 10 M) 1 B BeIMYMHE
npoitneHHo qucTaHmy 3a 6 MUHYT. Kpome Toro, B
OCHOBHOM TpyIIIle CTaTUCTUUYECKU 3HAYMMBbIE YIyY-
IIeHUs OBLIH TTOJIYYEeHEI TT0 6 U3 7 HEBPOJOTMIECKUX
TECTOB, TOTa KaK B KOHTPOJbHOM — TOJBKO MO YEThl-
peMm. [TonyyeHHbIe JaHHbIE CBUAETEIBCTBYIOT O TOM,
YTO HCIIOJIb30BAaHHASI TEXHOJOTUSI MOXET SIBJISITHCS
3(HEKTUBHBIM CPEACTBOM BOCCTAHOBJICHUS XOIbOKI Y
OOJIbHBIX C TEMUIIAPE30M.

B nuTupoBaHHBIX BbIIIE UCCIASIOBAHUIX TTIOKAa3aH
Kpamiocpoursiil 3GOEKT CTUMYISIMOHHOTO BO3Ieii-
CTBUS Ha PEryjslUIO IBUTATEIbHBIX (GPYHKIUHI Y MO-
CTUHCYJIBTHBIX alieHTOB. B pabore Moon u coasT.
[66] M3MeHeHUS mapaMeTPOB XOIbObI OLIEHMBAIA HE
TOJIBKO Cpasy IMocJie CepUuU TPEHUPOBOK, HO U Uepes3
3 Mecslia nocje ux 3aBepllieHusi. DT aBTOPHI MpU-
MEHSIIA OMHOBpEMEHHYI0 ToHn4ecKyto DCCM mreii-
HOTO, HUXHE-TPYIHOTO U MOSICHUYHOTO OTAEIO0B MO-
3BOHOYHMKA y 8 TIALIMEHTOB C TeMUNape30M, KOTOPhIE
OBIJIM OTHECEHBI JIM0O K DKCIEPUMEHTAIbHON TpyIIIe
(n = 4, TpeHupoBKa xonb0bl Ha poHe DCCM), 11bO
K KOHTPOJbHOM (# = 4, TOJIBKO TPEHUPOBKA XOMLOKI).
Y4acTHUKM 3KCTIEPUMEHTAJIBHOI TPYIITBI OBIIA COITO-
CTaBUMBI C YYaCTHUKAMM KOHTPOJILHOM IO BO3PAaCTy,
BpPEMEHU TTOCJIe MHCYJIBTA M CAMOCTOSTEILHO BEIOpaH-
HOI CKOpPOCTH X0ab0bl. B aKcriepyMeHTanbHOi rpyIi-
ne DCCM npoBOAWIN C IIOMOIIBIO KATOAHBIX 3JIEK-
TPOJOB, TIOMEIIEHHBIX Ha KOXY MEXAY OCTUCTBIMU
orpoctkamMu C5—C6, T11-T12 u L1-L2. AHonHbIe
3JIEKTPOIbI pacrnoJjiarajii oujaTepajabHO Ha TPeOHSIX
MOAB3IOIIHBIX KocTel. CTUMynupyloliee BO3AeH-
CTBUE TIPEICTABISIIO COOOI HEeMPEPBIBHYIO MOCIIENO0-
BaTeJIbHOCTh “IaueK” MMIIYJIbCOB (IJIMTEIbHOCTBIO
1 Mmc), cnenytomux ¢ yactoroit 30 Iy, B KoTopoii Ka-
Kaas M3 “madek” comepxkaia 5 MpsiMOYroJibHbIX JABY-
(bazHBIX UMMYJABCOB, CAENYIOIIUX APYT 3a APYTOM C
yactoToi 5 klu. Jas CTUMYISILUUA UCITOJIb30BaIu
MOATOPOroByI0 BEIMYMHY ToKa. O0e IpynIibl MPOILIU
24 ceaHca 45-MUHYTHBIX TJOKOMOTOPHBIX TPEHUPOBOK
B TedeHUe 8 Hemesb (3 pa3a B HeAelI0) oA PYKOBO/ -
CTBOM (pU3MOTEpaneBTa, KOTOPHINA JaBajl BepOaJbHbIC
MOACKA3KY ISl YIYUYLIEHUS] CAMMETPUHM MoXoaku. Jlo-
KOMOTOPHYIO TPEHUPOBKY BBITIOJHSIIN B TPEX MOJIOXE-
HUSX: “JIexka Ha O0KYy” B yCTPOMCTBE TOPU30HTAIBHOMN
BeIBeckH Hor (10—15 MuH), Ha Oeryiueit mopoxke (25
MWH) U Ha pOBHOM HEMoABMXXHO# oBepxHOocTH (5—10
MuH). TpeHupoBKa “nexa Ha 60Ky ” Oblia MpeaHa3Ha-
YyeHa JJIsl TPEHUPOBKU PUTMUYHBIX 1 CUMMETPUYHBIX
JIBMXKEHUI HOT B IpaBUTALIMOHHO-HENTpaJIbHOM TOJIO-
KkeHuu. JJokoMouus Ha Oeryueil Jopoxke odecreym-
Bajia 0OpaTHYIO CBSI3b B peaJbHOM BpPEeMEHU 10 Mpo-
CTpaHCTBEHHO-BpPEMEHHBIM IapamMeTpam xonbobl. I1o
Mepe YBEJIUUEeHMST YMCJia BHITTOJHEHHBIX TPEHUPOBOK
MalMeHTHl TPaTUIN MEHbIIIE BpeMEHU Ha TPEHUPOBKU
“jexa Ha 00Ky~ 1 OOJIbllIle BpeMEeHHM Ha JIOKOMOIIUIO
10 POBHOM HEMOABMXHOM MOBEPXHOCTH.
Ne 3
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Puc. 1. Tunoretnueckasi cxema aKTUBAIlMU CTPYKTYp ro-
JIOBHOTO MO3Ta ¥ €T0 CTBOJIA P IMUIYPATEHON CTUMY-
JISILIMM CTIMHHOTO Mo3ra. Yepnvimu cmpeaxamu noka3aHsbl
BOCXOISIIME MYTH, cepbimMu — HUCXOASAIUE yTU. IIyH-
KMUpHbIMU cmpeaKamu TIOKa3aHbl BHYTPUKOPTUKATHHBIE
B3auMoaeicTBus. Str — noyiocatoe teino, GPe — Hapyx-
HBII cerMeHT OJienHoro mapa, GPi — BHyTpeHHUI1 cer-
MeHT 6ieqHoro 1mapa, STN — cydramamMudeckoe siapo,
SNc¢ — KOMITaKTHasi 4acTh YepHOoii cyoctaHmu, SNt —
ceTyaTas yacTb YepHoii cyoctaHuuu, PPN — nenyHky-
JorToHTUHHOE sA1po. 1o [34] ¢ usMeHeHUSIMU.

DTO uccaenoBaHue NMPEACTaBUIIO TIpeaBapUTeb-
HbIE JOKa3aTeJbCTBa TOTO, UTO YPECKOXHASI MYJIbTH -
cermeHTapHass DCCM c Hecymieit yactoroit 5 kI,
MpuMeHsieMasi BO BpeMsl IOKOMOTOPHBIX TPEHUPOBOK,
MOXET YJIYUYLIUTh CHOCOOHOCTb XOAUTb, BbI3bIBAs yBE-
JIMYEHUE MPOCTPAHCTBEHHO-BPEMEHHOW CUMMETPUU
MOXOAKH, KIMHUYECKU 3HAUYUMBbIE YIYJIIEHUSI CKOPO-
CTHU XOJBObI U yBEJIMYEHUE MPONIEHHON AUCTAHIIUU 32
6 MUHYT TT0CTE 24 ceaHcoB TpeHUpOBOK. Kpome Toro,
y 3 u3 4 y4aCTHUKOB 3KCMHEPUMEHTAIbHO TPYIIIbI aB-
TOPBI MCCENOBaHUS HAOMOIaIU O0JIblee YBeTUYeHUE
KOJINYECTBA MBIIIEYHBIX CUHEPTUM U/WIW CHUKEHUN
MOTOPHBIX TTOPOrOB MOKOSI MO CPAaBHEHUIO C KOH-
TpoJibHO# rpynrmoii. OnHako yepe3 3 Mecsla nmocie
3aBeplIeHUs TPEHUPOBOK 3HAUCHUS Psila XapaKTepu-
CTUK XOJbObI Yy HEKOTOPBIX YYACTHUKOB IKCIIEPUMEH-
TaJIbHOI TPYMITbl BEPHYJIUCH K UCXOIHOMY YPOBHIO (3a
HUCKJII0OYEHNEeM XapaKTepUCTUK B TeCTe IIeCTUMUHYT-
HOI XOABOBI Y OTHOTO MallMeHTa U CKOPOCTH XOABOBI Y
JIBYX IpYyrux). D10 roBoput o ToM, 4To DCCM Ha ¢doHe
JIOKOMOIIMM MOXET TOBbICUTh UCXOAHbIE 3HAUECHUS
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BBIHOCJIMBOCTU M CKOPOCTH XOALOBI, HO OHU MOTYT
BEPHYTHCS K MCXOTHOMY YPOBHIO, €CJIN (PU3MUYECKHE
yrnpaxHeHus1 OyayT npekpaiueHbl. C apyroit cropo-
HBI, Yepe3 3 Mecsiia Imocjie 3aBepIIeHNs TPEHNPOBOK
YYAaCTHUKU SKCIIEpUMEHTATBLHOM TPYIITHI TTPOIOJIKa-
JIV COXPAHSITh YJIYUIIIEHHYIO B OOJIbIIIEH CTEIIeH!, YeM
B KOHTPOJILHOM TPYIINE, MPOCTPAHCTBEHHO-BPEMEH -
HYIO CUMMETPHIO XoAb0b!. [1oydeHHBIe TaHHBIE TTO/I-
TBEPXKIAIOT TUITOTE3Y O TOM, UTO YPECKOKHASI MYJIBTH -
cermeHTapHasts DCCM B coueTaHUU C JIOKOMOTOPHOM
TPEHUPOBKOI1, C(DOKYCHUPOBAHHOI Ha CUMMETPUU T10-
XOIKH, MOXET CITOCOOCTBOBATH YAYUIIIEHUIO ITOKAa3a-
Teseit TTOXOIKM U MaTTePHOB XOObOBI ¥ TTOCTUHCYIIBT-
HBIX ManueHToB. OIHAKO 3TO KOMILIEKCHOE YIyyYllle-
HU€ JJOKOMOTOPHOI (pyHKIIMM He HAOII0OaI0Ch Yepes
3 Mecsia TocJie 3aBepIIeHs] TPEHUPOBOK — COXpa-
HSIJTOCH JINIIIb CTOMKOE yay4dllleHue CUMMETPHU T10-
xonku. Takum ob6pa3zoM, 3Ta paboTa IEMOHCTPUPYET
OCYIIECTBUMOCTD U TTOTEHINAIBHYIO TIOJIB3Y OT TIPH-
MEHEHUS YPECKOXHOI MynbTucerMeHTapHoit DCCM
C HECYyLIEH 4aCTOTOM 1 COYETAIOIIEICS C TPEHUPOBKA-
MM JIJOKOMOIINY, OPUEHTHPOBAaHHBLIMU Ha BOCCTAHOB-
JIeHWe CUMMETPUU MOXOAKHM, IS JIIoAei ¢ XpoHUYe-
CKMM MHCYJIBTOM. OTHAKO pe3yIbTaThl OKA3bIBAIOT
¥ TO, 9YTO HEOOXOMMMBI HaTbHEHNIIINe UCCIeIOBaHUS,
yTOoOBI pacKphITh IToTeHIMan DCCM kak MeTona Heli-
POMOIYIISIIIAY, HATTPaBJICHHOTO Ha YIyJIlIeHUE TBUTA-
TeTbHBIX (DYHKIIWM Y JIOAe, TTepeKNBITUX WHCYIIET.

AKTHUBAL WA CYTTPACITMHAJIBHBIX
CTPYKTYP ITIPU B5CCM

Bomnpoc 00 akTUBalMX CTBOJIOBBIX U KOPKOBBIX
ctpykTyp nipu DCCM 6b11 Haubosiee moapoOHO pas-
paboTaH B UCCIeAOBaHUAX, MOCBSIIEHHBIX 00Je3-
Hu IlapkunHcoHa. bsuio mokazaHo, 4To JoMOanbHasI
OCCM yMmeHbIIaeT 3aMUpPaHNUE TTOXOOKM Yy MalieH-
TOB ¢ 60ae3HbI0 ITapkuHcoHa. IIpennoaraercs, 4To
npokuHeTndeckuii appext DCCM o0ycoBIeH aK-
TUBalLIME BOCXOMSIIUX TyTel, UAYIIUX K sSApaM Ta-
Jlamyca 1 KOpe ToJIOBHOTO MO3ra, U3MeHsIsl BO30yIu-
MOCTb KOPHI U TaKUM 00pa3oM IO3BOJISIST KOPKOBBIM
obOnacTsaM 6oiee 3((HEKTUBHO YPABISATh ABUKEHUEM.
KpomMme Toro, cnvHanbHasi CTUMYJISILIUST aKTUBUPYET
siIpa CTBOJIA TOJJOBHOTO MO3Ta, CITOCOOCTBYST MHUIIN-
aum jokomouuu [39]. Ha puc. 1 moka3zaHa cxema ak-
THUBALIMU CTBOJIOBBIX Y KOPKOBBIX CTPYKTYP ITPH JIIOM-
6anpHOI DCCM, npennoxenHas de Andrade u coaBT.
[34]. BaxxHbiM siBiisieTcs ¢pakT aktuBauuu npu 3CCM
B CTBOJIE MO3Ta Me3eHlledaTndyecKoil JOKOMOTOPHOM
obmactu, orkpeiToii M.JI. Illukom ¢ kosneramu [15],
KOTOpOIi aHATOMUYECKU COOTBETCTBYET MEAYHKYJIO-
noHntuHHoe s1apo (PPN — nucleus pedunculopontinus).
DTa 061aCTh MMEET KITI0YeBOE 3HAUCHUE IJIST aKTUBA-
LI JIOKOMOTOPHBIX IMPOrpaMM y MJIEKOTIMTAIOIIUX,
BKJIIOYAs YelIoBeKa, M UMeET pelliaiollee 3HaueHUe st
KOHTpPOJISI ABUXKEeHUi 1 1mo3bl [41].
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CornacHo IpeacTaBlIeHHOI Ha puc. 1 cxeme, CTpyK-
TYpHBI, BOBJIEKaeMbie B aKTUBHOCTh ipu DCCM, BKIIIO-
YaloT MyTU 6a3aJIbHBIX TAHTJIMEB, TalaMyca U KOPBI, a
TaKKe MyTU KOHTPOJIS TTO3BI ¥ XOMBOBI C TIPOEKITNSIMH
oT 6a3anpHBIX TaHIIMEeB K PPN u cimHHOMY MO3Ty.
KpoMe ToT0, CEHCOpHBIE BOCXOIAIINE ITyTH 00ecITe-
YUBAIOT OOPATHYIO CBSA3b C MBIIIIIAMU U aKTUBUPYIOT
PETUKYISIpHYIO (hDOpMaLIMIO CTBOJIAa MO3Ta, TPOELUupy-
SICb Ha OOJIBIIMHCTBO CTPYKTYP TOJIOBHOT'O MO3Ta, BJIU-
sisl Ha CTIMHAJIbHBIE JIOKOMOTOPHbIE HEMPOHHbBIE CETH,
KOHTPOJUPYIOIINE O3y U JIOKOMOIIMIO YeJIOBEKa.

OCCM, ucronb3dyeMasi B UCCISOOBaHUIX Ha IIa-
ueHTax ¢ 6one3Hbio [lapkuHcoHa, HaHOCUIACh Ha
CTPYKTYPbl CIIMHHOTO MO3ra, He 3aTparuBasi TJOKOMO-
TOpPHbIE HEMPOHHbIE ceTu. Takass CTUMYJISILIUS aKTH-
BUPOBaJia NIaBHbIM 00pa30oM BOJIOKHA 3aJHUX CTOJI00B
U TOp3aJIbHBIX KOPELIKOB, MepenaBast apdepeHTHBI
CUTHAaJ B CTPYKTYPhI CTBOJIA U TOJJOBHOIO Mo3ra [52].
Hcnonb3yst GYyHKIIMOHAIBbHYIO MAarHUTHO-SIICPHYIO
ToMorpaduio, uccieqoBarean Mmokasaiud, 4To ype-
ckoxHast DCCM J0KOMOTOPHBIX HEHPOHHBIX ceTeil
JIOKQJIM30BAHHBIX B JIIOMOAJIbHOM OTAEJNE MPUBO-
JIUT TaKXXe K aKTUBALIMU MOJKOPKOBBIX U KOPKOBBIX
CEHCOPHO-MOTOpHBIX obyacteit [63]. ITo maHHBIM
O3BI-uccnenoBanuii, rpu ypeckoxHoit DCCM BhISIB-
JICHO BOBJICUEHME B aKTMBHOCTh oOJiacTeit Mo3ra BA
9, BA 6 u BA 4 (no BpoaMaHy), cBA3aHHBIX ¢ paboueit
NaMsThIO, TIJITAHUPOBAHMEM U KOHTPOJIEM IBUXKEHUS,
COOTBETCTBEHHO [86]. DTU nccaeqoBaHUs OKa3bIBa-
10T, yTo DCCM Hapsiay ¢ akTMBalMeil CIIMHaIbHBIX
HEHAPOHHBIX CETel, BOBJIEKAECT B aKTUBHOCTb KOPTH -
KaJIbHbl€ CEHCOPHO-MOTOPHbIE CETH.

SAKJIIOYEHUE

BOCCM — 3TO TeXHOJOTUSI HEUPOMOIYASI MU, I~
POKO UCIOJIb3yeMasl IIpH JIEYEHU U XPOHUIECKUX OoJie-
BBIX CUHAPOMOB, KOTOpasi B HACTOSIIIIEe BPEMsI TECTH -
pyeTcs B KayeCcTBe BO3MOXKHOM Tepanuu psiga ApYyTrux
MoKa3zaHW#, BKJIIOYash HEBPOJOTUYECKHUE, Cepley-
HO-COCYIUCTBIC U KeJIyTOYHO-KUIIIEYHbIe pACCTPOii-
ctBa [50]. Tekyuiue ucciaenoBaHusI B 3TOM 00JacTH
UMEIOT 0OJIbIIIOE 3HAUYCHWE MJIsI JaTbHEMIIero Bhisic-
HeHUs1i MexaHu3MoB BiusgHUsI DCCM Ha cocTosiHue
IIHC, nng onpeneneHus ee pojay B Tepanuu Npu HO-
BBIX TTOKa3aHUsIX, VIS COBEPIIIEHCTBOBAHUST METOIOB
ee MPUMEHEHMS 1 ONTUMM3AIUK TepParneBTUIECKUX
pesyabTaToB. Hactosimit 0630p MccienoBaHuit mpu-
meHeHuss DCCM y mioneit ¢ MocaencTBUSIMU Hapyle-
HUM mepebpaabHOTO KPOBOOOpAIleH!s TTIOKa3bIBAeT
TEHICHIIUN B 3TOM 00JaCTH, JaeT MPEACTABICHHE O
TePBBIX pe3yabTaTaxX, 0 HOBBIX BapHaHTax IIpUMeEHe-
Hust DCCM y NMOCTUHCYJIBTHBIX MAllUEHTOB.

JBukeHMe — XU3HEHHO BaxkHasT (PYHKIIMST opra-
Hu3Ma. HelipoHbl, KOTOpbIE BIMSIOT Ha TO, “KaK M KOT-
Ia” TBVKETCS Hallle TeJIO M KOHEYHOCTH, pacIipenerie-
HBI 110 BCeit HEpBHOM CHUCTeMe, TaK UTO Jaxke IMPOCTOe
IBIDKeHUE TpeOyeT CKOOPIMHUPOBAHHON aKTUBAIIUM
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MHOXECTBA Pa3IMYHBIX MOMYISLANA HEMPOHOB B pa3-
HbIX oonactax ITHC [19]. IToatomy DCCM — Bech-
Ma NpUBJIEKaTeIbHbIA METOJ HEHPOMOLYISILIUU, TaK
Kak oHa, cornacHo Benavides u coaBrt. [23], To3BOISI-
€T BO3/JIeliCTBOBATh KaK Ha CIIMHaJbHbIC, TAK U Ha CY-
MpaclyHAalbHbBIE LIEHTPHI.

HccnenoBanust Harkema ¢ coabr. [49], Angeli ¢ co-
aBT. [17, 18] u Wagner ¢ coaBT. [91] He TOIbKO OTKPHI-
JIA HOBBbIE BO3BMOXHOCTH B YAYYIIEHUN TBUTATEITBHBIX
byukuuii ¢ momoipio DCCM npu CIMHAIBHBIX TPaB-
Max — OHM YCUJIMJIM UHTEpEeC K 3TOMY BUIY HEpo-
MOIYJISLIMU TIPU JBUTATEIbHBIX HAPYIIEHUSX IPYTOi
STUOJIOTUU U, B YACTHOCTH, TIPU ABUTATEIbHBIX TUC-
GYHKIMSIX, CBI3aHHBIX C HApYLIEHUSIMU LiepeOpaib-
HOT'o KpoBooOpalieHus. Pe3yibsraTel 3TUX paboT mo-
CIY>KUJIA TeOpeTUUeCcKoit 6a30ii MHOTHUX MCCIen0Ba-
HUIi1, TIOCBSIILIEHHBIX BOCCTAHOBJIEHUIO ABWKEHU. B
YAaCTHOCTH, HA HUX OMUPAIOTCSI U pabOThI, pe3yJibTa-
THI KOTOPBIX IIpeICTaBICHbI B 3TOM HallleM o63ope. Y
KaK CBUIETEJbCTBYIOT 3TU pabOThl, UX PE3yJbTaThl HE
MPOTHUBOPEYAT MPEATNOIOXKEHUSIM O CXOACTBE MEXaHU3-
moB BiusgHUS DCCM Ha IBUKEHUS MIPU CITMHAIBHBIX
TpaBMax M MHCYIIBTE.

HccnenoBaHUS TTOCAETHUX JIET, MIPEACTABICHHbBIE
B 0030pe, XapaKTepu3yloTCs PSIIOM OCOOCHHOCTEH.
Panpime DCCM npuMeHsUIM, KaK IIpaBUJIO, C IIOMO-
IIBIO TaK Ha3bIBaeMOM “TOHMYECKOI” CTUMYIISIIINU,
NpU KOTOPOM HAa COIMHHOM MO3TI BO3HAEHCTBYIOT HE-
HpPEPBLIBHOM IOCIEN0OBATEIbHOCTHIO OTIEIbHBIX M-
MyJIbCOB, CIASAYIOIINX APYT 32 IPYrOM C HEBBICOKO
yacToToi. OQHAKO, COIJIACHO pe3y/IbTaTaM, MpeacTaB-
JICHHBIM B 0030pe, B TTOCJIEIHUE TOIbl HE pexe, yeM
“roHnyeckyo”, mpumeHsan 1 9CCM c Hecyleit ya-
crotoit, To ectb DCCM, KoTOpast SBJISIETCS pPe3yJibTa-
TOM MOIYJISLIMM KOJeOaHWi BBICOKOIT 4acTOTHI (5—10
kI1). ITokazano, uto DCCM c Hecyieii 4acToToii 00-
Jee 3P GEeKTUBHO aKTUBUPYET CITMHAIbHBIE U KOPTU-
KaJbHble HEUPOHHBIE CETU U BBI3BIBAET 00JIee CUITBLHOE
BHYTPUKOPTUKAIbHOE TOPMOXKEHHE, CITOCOOCTBYIOIICE
YAYUYIIEHUIO0 KOOPAWHALUY IBUXEHUM, IO CPAaBHEHUIO
CO CTUMYJISILIEH Oe3 Hecylleit 4acToThl [23].

Jpyrast ocoOeHHOCTh padOT, MpeACTaBISHHBIX B
0030pe, COCTOUT B TOM, YTO YUCJIO MyOAMKaAIUi, B
KOTOPBIX aBTOPBI MPUMEHSUITN HAKOXHBIE DIIEKTPO-
IIBI, CTAJIO He MEHBIIIe YMCiia MyOJIMKALWid ¢ UCITOJb-
30BaHUEM BIUAYPATBHBIX 3JIEKTPOIOB. DTO 00CTO-
STeJIbCTBO, C OJHOM CTOPOHEKI CBSI3aHO C TEM, YTO B
HUCCIeNOBAHUSX MMOCIEAHMUX JIET ObLIO TTOKAa3aHO, YTO
ypeckoxxHasg DCCM Bo37AeCTBYET Ha Te 3Ke CITMHAJIb-
HbIE CeTH, YTO U anunypanbHas [32, 50, 54]. C apyroit
CTOPOHBI — C TeM, YTO JIo0ast Xupypruiyeckast ornepa-
LM CBSI3aHa ¢ pUCKAMM caMoOil onepaluu, ¢ pucKa-
MU MOCIeOINePallMOHHBIX OCIIOXHEHUI, C PUCKOM
OTTOPXXEHUSI UMILIAHTUPYEMBIX YCTPOMCTB, C HE0OXO0-
JUMOCTBIO TIOCJICOTEePallMOHHOTO yXoaa. XOTs SIUIy-
panbHasg DCCM rmokasajna cBoio 3D(PEeKTUBHOCTD IS
BOCCTaHOBIIeHMST IBrKeHMH ocyie TCM, ee MHBa3WB-
HBII XapaKTep U BLICOKAsI CTOMMOCTb XUPYPTUUECKOM
Ne 3
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UMILIAHTAllMM 3JIEKTPOMIOB SBJISIOTCS OTPAaHUYEHUSIMU
JUIS1 LIUPOKOTO BHEAPEHMUS B KITMHUYECKYIO MTPAKTHUKY.
B 10 ke Bpems upeckoxnass DCCM sBisieTcss HEUH-
Ba3WBHOM, TOCTYITHOU U 3KOHOMUYECKU 3¢ (HEeKTUB-
HOH aJIbTEpHAaTUBOU, KOTOpasi cYuTaeTcsi 6e30macHoi
TEXHOJIOTUEN C OOJIBIIUMU BO3MOXHOCTSIMU IS NaJTb-
HeHIIero BbISICHEHUSI MEXaHU3MOB, KOHTPOJIUPYIOILINX
JIBUTATEIbHYIO aKTUBHOCTD [22].

IIpencraBiieHHbIE JaHHBIE CBUIETEIBCTBYIOT O Te-
CTUPOBAHUMU B MOCIIEIHUE TOIBI Pa3IMYHBIX BADUAHTOB
npumeHeHnss DCCM — 3To: cerMeHTapHask YpecKoX-
Hasl ¥ 30uaypaabHasi CTUMYJSLUU; MYJIbTUCETMEHTAap-
Hasg OCCM, nartepH KOTOPOii 3aBUCUT/HE 3aBUCUT
oT ¢a3sl marateabHoro nukiaa; DYCCM, coueralomia-
SICSI C TPAHCKPAHUAJIbHOM MAarHUTHOW CTUMYJISILIMENA;
OCCM, coueTtaroniasicsi C IPONPUOLIENITUBHON CTUMY-
nguueit, u T.1. B HacTosIee BpeMs ellie Helb3sl ro-
BOPUTH O TOM, Kakoii BapuaHT nmpumeHeHUss DCCM u
MPU KaKUX YCIOBUSIX MTPEANOUTUTEIbHEE IPYTUX. DTOT
BOIIPOC U HE CTAaBUJICS aBTOpaMU paboT, MPeACTaBICH-
HBIX B 0030pe, TaK KakK CJIeAyeT UMETh B BUIY, YTO OTU
padoThl — JUIIb MEPBbIe PE3yabTaThl UCCIAEHOBAHMIA,
MHULMUPOBAHHBIX ycriexaMu npuMeHeHus DCCM
MpU CIIMHAIbHBIX TpaBMax. BaxkHo, 4TO Bce OHU CITO-
cOOCTBOBAIY YIIYUIIEHUIO IBUTATEIBHBIX (DYHKIUNI Y
MalMeHTOB ¢ TMCHYHKIUIMU, CBI3aHHBIMU C HApYy-
IIEHUSIMU LepeOpaibHOIO KpOBOOOpallleHHsI, a BO3-
MOXHBIE MEXaHU3MBI YIIYUIIEeHUI He TIPOTUBOPEUMIIA
TeM, KOTOpbIe ObLIU MPEMIOXEHbBI IJIsI 00bSICHEHUS
YIYUYIIEHUN IBUKEHUI TIPY CITMHAJIBHBIX TpaBMax.

B 0630pe ObUIM 3aTPOHYTHL X BOIIPOCHI, KACAIOIIN -
ecsa mexaHn3MoB BiaugHusI DCCM Ha [IHC. B yactHO-
ctu, BiussHus DCCM Ha MOTOPHBIE CIIMHAJIBHO-BHI-
3BaHHBIEC OTBETHI, 4 TAKXKE BIUSIHUS HA 3TU OTBETHI
caMOoro HapylIeHus 1iepebpaibHOTO KpoBOooOpalle-
HUS — Ha OTBETHI, KOTOPbIE ABJISIIOTCS MHINKATOPpaAMU
3JIEKTPOGUZNOIOTUUECKUX U3MEHEHUI B HEMPOHHBIX
CEeTSIX CTUHHOTO Moara [67]. Kpome Toro, xotst DCCM
00s13aHa CBOMM TOSIBJIEHUEM TEOPUU BOPOTHOTO KOH-
TPOJISI U UCTTOJIB3YETCS ISl KyTUpOoBaHUs 0011, MeXa-
HM3M ee JeHCTBUSI BKIIOYAET B ce0s1 HEYTO OOJIbllIee,
YyeM IpsiMoe MHTMOMpOBaHMe Tiepeaadu 001 B CIIUH-
HoM Mo3re [50] u yaydiieHue nepedpajsbHOTO KPOBO-
o6pateHusi. O6 3TOM, B YaCTHOCTH, CBUIETEIbCTBYIOT
U paboThl, IPOAEMOHCTPUPOBABIIINE APYTUe CyIpac-
nuHanbHble 3PdexTh DCCM, KoTopble, HECOMHEH-
HO, BaXXHBI IJ1 TIOHMMaHUSI MEXaHU3MOB BJIUSTHUS
ODCCM na HHC [23, 59, 64]. O6 aHaIOrMYHbBIX 3¢ -
(exTax cBuaeTeabCTBYIOT U naHHble Choi u Lee [27],
npencraBlieHHbIe B 0030pe. Tak kak DCCM cnocobHa
OKa3bIBaTh BIMsSHUE Ha pa3Hbie ypoBHU ITHC, TO ee
NpUMEHEHUE MPU HAPYIISHUSIX LepeOpalbHOTO KPo-
BOOOpaIeHus LeIeco00pa3Ho yXe MOTOMY, YTO 3TU
HapyllIeHUs KaK pa3 U 3aTparuBaloT pasHbIe YPOBHU
IIHC: onu 3aTparuBaioT He TOJLKO T'OJIOBHOIT, HO U
CIIMHHOM MO3T [33, 58], 1 3TO TUKTYET HEOOXOMMMOCTh
pa3paboTKU CrielIMaIbHBIX ITPOrpaMM peaduIUTaLIN,
BKJTIOUAIOIIUX Pa3IMYHbIC LIEJT U MPOLECCHI, a TAKXKe
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HOBBIE TEXHOJOTUM CTUMYJISILIMOHHOTO BO3IEMCTBUS, K
KOTOPBLIM OTHOCUTCS U MyibTucerMmeHTapHass DCCM.

NCTOYHUKHU OPUMHAHCUPOBAHUA

PaGora BrimoiHeHa Ipu onaepxke 'ocynmapcTBeH-
HoMI mporpaMmbl “HaydHO-TeXHOJIOTrn4eckoe pa3Bu-
tue Poccuiickoit Mepepauun” (2019—2030), Tema
“HMHTerpaTUBHbIE MEXaHU3MbI PETY/ISILINU IBUTATEIIb-
HBIX U BUCLEPaJbHBIX GYHKIUNA TIPU CTUMYISLIUU
CITMHHOTO Mo3ra”.
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HEVPOPEABUJUTALMA NOCTUHCYJIBTHBIX IBUTATEJIbHBIX IUCOYHKIIUN

Neurorehabilitation of Post-Stroke Motor Dysfunctions
Using Spinal Electrostimulation

Yu. K. Stolbkov" * and Yu. P. Gerasimenko!> **

! Pavlov Institute of Physiology of Russian Academy of Sciences, St.Petersburg, 199034 Russia
*e-mail: stolbkovyk@infran.ru
**e-mail: gerasimenko@infran.ru

Abstract — Spinal cord injuries and strokes are the main causes of complete or partial loss of movement.
Advances in minimizing motor dysfunction using spinal electrical stimulation in spinal cord injuries
have contributed to increasing interest in the use of this type of neuromodulation for motor disorders of
other pathologies. The review presents the results of recent studies on the use of various types of spinal
electrical stimulation to minimize motor dysfunctions associated with cerebral blood flow disorders, and
discusses the history of the use of spinal stimulation in this area.

Keywords: spinal cord, movement disorders, cerebral blood flow, strokes, spinal electrical stimulation
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TonosHbie 60u (I'B), BKIIIOUast MUTPEHb, MOTYT UMETh MMPUYMHHO-CEACTBEHHYIO CBSI3b C BO3AEHCTBU-
€M X0JI0Ma, IIPHUYEM 3Ta CBSI3b MOXET OBITh KaK ITO3UTUBHOM, TaK M HETaTUBHOM, T.€. XOJIOI MOXET KakK
MPOBOLIMPOBATH, TaK U 00Jeryath Ledairuto. B kauecTBe MONEKyISIpPHBIX TEPMOPELIEIITOPOB, obecIe-
YHUBAIOIIMX CUTHAIBHYIO TPAHCAYKLIMIO MPU BO3AEHCTBUM HU3KUX TEMIIEPATYD, BHICTYIAIOT pa3IMYHbIE
MPENCTAaBUTEIIN CYyIIepCeMECTBA MOHHBIX KaHAJIOB “TPaH3UTOPHOTO PEIEIITOPHOIO MOTeHIINAaa”, B
yactHocTi, TRPMS8. DTu kaHanbl, onocpeaymolire HOpMaJlbHOE OLIYIIEHNE X0JI01a U UTpalollue poib
B pa3BUTUM KaK XOJIOMOBOI 00JIM, TaK M KPMOAHAITE3NH, HEPEIKO PACCMATPUBAIOTCS B KAUECTBE TIep-
CMEKTUBHOI MUILIEHM JJISI MPUHLUUIIMAIBHO HOBBIX aHTUMMIPEHO3HBIX MpernapaToB. B o630pe mpu-
BOISITCS MaHHbIE O CTPyKType U dyHkuuu TRPMS, nx poiu B maToreHe3e MUTPEHU U 00CYXKIatoTCs
pe3yIbTaThl U3yUYeHUsI arOHMCTOB U aHTaroHucToB TRPMS8 Ha skcnepuMeHTanbHBIX Monelisax I'b u B
KJIMHUYECKOM MPaKTHUKe, KOTOPbIe MHTPUTYIOT CBOEM MPOTUBOPEUUBOCThIO. AHAIU3 UTOTOB Pa3TUUYHBIX
HICCIIEIOBAHMI TTO3BOJISIET CAEIATh BBIBOI O TOM, UTO akTuBamuss TRPMS8 moxeT OBITh KakK Mpo-, Tak
M AaHTUHOLIMIEIITUBHON — 3TO COOTHOCUTCS C IIPOSIBJICHUEM IyaJIbHBIX CBOMCTB X0JIOAAa B OTHOIIIEHUH
WHIYKUMU U paspelieHus I'b, octaBisisi OTKpBITBIM BOIIPOC O BEKTOpe (hapMaKOJOTMYeCKON MOTYJIsI-
mu TRPMS ¢ tienbio moaydeHus aHTUIedanrrndyeckoro agdekra.

Karouesuie crosa: ronoBHast 00J1b, MUTPEHbB, X0J101, KaHaiuel TRPMS8, TpoifHMYIHEIM HEpB, MEHTOJ, UIMINH
DOI: 10.31857/S0301179824030078 EDN: BAXJVN

BBEAEHHUE

HakoruieHHbIe HAa CEeTOAHSIIIHUI JeHb CBEACHMS
MO3BOJISIIOT YTBEPXKIATh, UTO rojioBHbIe 0o (I'b) Mo-
TYT UMETh OIpeneeHHYI0 TPUYMHHO-CJIEACTBEHHYIO

CBSI3b C BO3JEHCTBHEM X0JIOAA, MMPUYEM 3Ta CBSI3b MO-
JKET OBITh TPUHIIUITUAIBHO PAa3IMYHOM, T.€. KaK IMO3M-
TUBHOI1, TaK M HETATUBHOM; UHBIMM CJIOBAMU, HU3Kasl
TeMIepaTypa Kak ¢hakTop BHEITHE! cpenbl, BbI3bIBasI
OIIYIIEHWE XOJIOAA KaK CEeHCOPHYI0 MOIAbHOCTb,

Cokpamenusi: 'b — ronoBHast 601b; CMA — cpennsst Mo3roBas aptepust; CATH — criuHanbHOE siapo TpoitHuaHOoTo HepBa; TBC
— TpUreMMHO-BacKyisipHasi cucrteMma; TT — TpoiitHuunbii ranmmii; TMO — TBepaast mo3roBasi o6ojouka; XI'b — xononoBas ro-
JioBHas 60b; AMTB — (N-(3-amunonponuin)-2-[(3-metuwidennn)merokcu |- N-(2-tueHunmetmn)oenszamun); CGRP (Calcitonin
gene-related peptide) — kanbuMTOHMH-TeH porcTBeHHbIN ienTua; NO (nitric oxide) — moHookcun azora; TRP (Transient receptor
potential (channels) — kaHaJIbl “TpaH3UTOPHOTO PELIENITOPHOIO MOTeHLIMAaa”.
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MOHHBIE KAHAJIBI TRPMS, XOJIOA 1 TOJIOBHAA BOJIb

MOXET U IIpOBOLIMPOBaTh, 1 KynuposBath I'b. D10
MPOTUBOPEUUE SIBJISIETCSI CTEPXKHEM HayYHOM mpooiie-
MBI, pellieHue KOTOPOU MO3BOJUT HE TOJBKO paCIIK-
pUTH 3HaHUS o Tmatoobuonoruu I'b, HO U, BO3MOXHO,
pa3paboTaTh NPUHIUITHATBHO HOBBIM MOIXOM K WX
neyeHuto. [ToaTomy mpencraBiaseTcs BeCcbMa Bax-
HBIM paCCMOTPEHUE UMEIOIIUXCS Ha 3Ty TeMY 3KCIIe-
PUMEHTATbHO-KJIMHUYECKUX JaHHBIX, KOTOpbIE IS
MPOCTOTHI BOCTIPUSTHSI MOXHO TIPEICTaBUTh B paMKax
JIBYX Pa3HOTIOJISIPHBIX MapaaurM: “XOJoMd BbI3bIBaeT
I'b» u «xonon ycrpanset I'b”.

KIIMHNUYECKHWE JAHHBIE B [TAPAAWUTME
«XOJIO BBI3BIBAET I'OJIOBHVYIO BOJIb»

ANanTUpOBaHHAsA PYCCKOSI3bIUHAS BEpPCUS aKTy-
aJIbHOM ITO COCTOSIHMIO Ha 3umy 2024 roma TpeTbeit
penakuuu MexnyHapoaHoii kiaccudukamuu I'b [30]
cpenu “apyrux nepBuuHbix I'B” BbigessieT B MOAIMyH-
kte 4.5 moarpyniy “I'b, cBsizaHHas ¢ Bo3AeicTBUEM
Xo0j104a (XOJIOMOBBIMM CTUMYJIaMM)”, OIIpenessis 3Ty
CaMOCTOSTEIbHYIO MaTojioruio Kak “I'b, mossnsioma-
sICSI IPY BHEIITHEM BO3JIEMCTBUU XOJIOA0BOTO (hakTopa
Ha 00JIaCTb TOJIOBBI, IPY €T0 BABIXaHUU WJIU MPUEME
BHYTpL” [4]. PaccmarpuBaioTcst ABa OTOEIbHBIX 3TH-
ornaToreHeTUYeCKMX BapuaHTa 3Toil I'b, cBsizaHHOI
WIW C BHELIHUM, WIW C BHYTPEHHUM BO3IeiicTBUEM
X0JI0[1a, KaXblid U3 KOTOPBIX UMEET CBOE OMUCAHUE U
IVarHOCTUIECKUE KPUTEPUH.

DNUAEMUOIOTHS, KIMHUYECKNE IPOSIBIICHUS U Ta-
toreHe3 “xoyionoBoii 'b” (XI'B) nzydanuch JOBOIBLHO
MaJIo: Jaxe ¢ yUeTOM CPaBHUTEJIbHO CBEXUX 0030pOB
[13, 17] cyliecTByIOT OyKBaJbHO €AMHUYHBIE PaOOTHI
Ha 3Ty TeMy, IpUYeM OCHOBHOE BHUMaHUE YAEISII0Ch
nedanrum, cBI3aHHOUN ¢ BHYTPEHHUM BO3AelCTBUEM
xosofa. B HabMomaTeIbHBIX NCCAEI0BAHUSX Ha 310PO-
BBIX TOOPOBOJIBIIAX, [Je B KaUeCTBE IIPOBOKATOpA HUC-
MOJIB30BAJICS INOO JIed, IPUKATHIN K BepXHEMY HeOy,
JIM00 MUThe NeAsdHOM Boabl, I'b aiuTenbHOCTBIO 10 5
MHWH U UHTEHCUBHOCTBIO OKOJIO 5 0aJIJIOB IO BU3Yyallb-
HOI aHaJIoroBoii 1kaie Bo3Hukana y 10—50% yyacrt-
HUKOB, JJOKAJIN30Bajach MIaBHBEIM 00pa3oM Oujare-
pajbHO B JOOHO-BUCOYHOI 00JacTU U MMeNa mpeu-
MYILIECTBEHHO HEIYJIbCUPYIONINii XapakTep [21, 47]. B
JIBYX KPOCC-CEKIIMOHHBIX UCCIIEAOBAHUIX ¢ Oojiee co-
JIMTHBIMUA BIOOPKAMMU pacIipocTpaHeHHOCTh ['B, cBg-
3aHHOIi ¢ BHYTPEHHUM BO3/IeICTBUEM X0JIO/Ia, COCTAB-
nsna ot 22% 10 62%, ¢ KOHMIMKTHBIMU JTaHHBIMH 10
TeHIEPHOM CIe(pUIHOCTH, HO C 3aMETHBIM CMellle-
HUEM B CTOPOHY ITpeo0JIafaHus B MOJIOIOM BO3pacTe
[40, 81]. ABTOpBI OOJIee MO3AHEN U3 ITUX PabOT OTMeE-
YaloT HEe TOJIbKO TUITMUHBIE TIPOSIBJICHUSI 1 JIOKAJIn3a-
LIMI0, HO ¥ HAJTMYKME CUMITOMATUKM, HATIOMUHAIOIICH
TAaKOBYIO IPU TPUTeMUHATbHBIX aBTOHOMHBIX Lieda-
rusx (cae3oTeyeHue U puHOpesl) U BO BpeMsl MUTpe-
HO3HOI ayphl (BU3yaJbHbI€ HAPYIIEHUS), UTO TTO3BO-
JISIeT UM JeJ1aTh BbIBOA O HEOOXOOMMOCTHU pacliupe-
HUS1 AMarHoctTuueckux kputepues XI'b. BoisiBieHo
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yBeJIM4YeHne pUcKa BoO3HUKHOBeHUI XI'b y nereit, ybn
POOUTENIN CTPagaay OT 3TOTo cocTosiHMA [81], 4TO mo-
3BOJISIET TIPENIIOJIAraTh OMPEAEICHHYIO TeHETUIECKYIO
MIpeapacIioioXeHHOCTh. KpoMe Toro, pesynbTaThl
KIMHUYECKNX HaOTIONeHU TOBOPAT O TOM, UTO Yy Ta-
LIMEHTOB, CTPAIAIOIINX MHEIMU (hDOPMaMU TIEPBUIHBIX
I'b, Hanmpumep murpenbto uinu I'b Hanpsikenust, XI'b
Bo3HMKaeT vanie [49, 60, 81], a MHTEHCUBHOCTh 6OJTA U
YyacToTa AOMOJHUTENbHBIX CUMIITOMOB [40], paBHO Kak
U YyBCTBUTEIBHOCTD K BJIAXKHO-XOJIOAOBBIM CTUMYJIaM
[15], BbILIE, yeM y 310pOBBIX cyObekTOB. HakoHerll,
XOJIOJl KaK KOMIIOHEHT MOTOAHBIX YCJIOBUI U/UN KaK
CEHCOPHOE OIIYIIEHUE MTPU TepMaIbHOM BO3AeHCTBUNI
M3BECTEH B KAU€CTBE OJHOTO U3 BO3MOXHBIX MUTPEHO-
3HBIX TPUTTEPOB [32].

B pamkax n3yyenus natoreHe3a XI'b Bo Bpewms e€
MPOBOKALIMU MPOBOAUIU JOTIEPOMETPUUYECKUI MO-
HUTOPUHT BHYTpUUEPEITHOI reMoarnHaMuKU. Tak, Ha
BbIOOPKE U3 77 3M0POBBIX BOJOHTEPOB OBLIO MOKA-
3aHO, YTO MUTHE JICASIHON BOJBI BBI3bIBACT yBEINUEC-
HHUE CKOPOCTU KPOBOTOKA B 00EUX CPENHUX MO3TOBBIX
aprepusix (CMA) y Bcex yUaCTHUKOB, OMHAKO Y JIUII
¢ BosHukiueit XI'b (48% MCIBITYyeMBbIX) 3TO U3MEHE-
HUe OBIJIO CYLLIECTBEHHO CUJIbHEE, 0OCOOSHHO B cilyyae
couyeTaHus1 O0JIM C JJaKpUMallieii; aBTOPbI OOBSICHSIOT
BBISIBJICHHBIC 1Iepe0pOoBacKy/IIpHbIe CIBUTU BOBJIE-
YeHHeM TPUTeMMHO-IapacUMMIaTUYECKOro pedIexca
[31]. Pe3ynbpraTam 3TOrO McCClenoBaHUS IPOTUBOpPE-
YyaT ONMMCAaHUS ABYX KIMHUYECKUX CIy4yaeB, B KOTOPHIX
CKOpOCTh KpoBoToKa B CMA Ipu nmoenaHUM MOpPO-
KEHOIo, Ha00OpOT, CHMXKanach y naiueHToB ¢ XI'b,
IIPY 3TOM Y KOHTPOJBHBIX CYOBEKTOB 3TOT IIOKA3aTellb
00 Takke yMeHbIancs [54], 1mbo ocraBajics HEU3-
MEHHBIM [67].

KIMHNUYECKHWE JAHHBIE B TAPAIUTME
“X0JIOJ YCTPAHAET I'OJIOBHVYIO BOJIB”

Xo1000BO€ BO3ACHCTBME MOXET OKa3bIBaTh Tepa-
neBTUYeCKuit 3 eKT nmpu 1Hedanrusax, o 4em yIo-
MUHAJIOCh B HAay4YHOIi IUTepaType elle B cepearHe 19
B [8]. B mpoBeneHHBIX 3a nmociaeaHue 20 et KIMHU-
YeCKUX UCCIEAOBAHUSIX Pa3IUUYHOro aAu3aiiHa ObLIO
IMPOIEMOHCTPUPOBAHO, UTO JIOKATbHAsI alIUIMKAINS
XOJIOMOBBIX HOCHUTEJICH Ha I1IeI0 WM TOJIOBY COIPOBO-
Xmanach obJjierueHueM OoJin rpu murpexu [70, 72],
YMEHBIIIEHUEM BEPOSTHOCTU Pa3BUTUS HUTPOIIUIIC-
puH-uHayurpoBaHHoit I'b y kapauoiornueckux ma-
uuenToB [10, 73], cHUXKeHUEM YacTOThl U MHTEHCUB-
Hoctu nipuctynoB I'b Hanpskenust [27], a Takske Iipe-
nJorBpainana nossieHne I'b, BeI3BaHHOI (hM3MIECKOM
HarpysKoii [65].

Ha ¢one 3Tux maHHBIX IIPEACTaBISIETCSI NHTEPEC-
HBIM (baKT, YTO OXJIaXIeHHUEe CKaJiblla C MOMOIIbIO
CHELMAaJIbHOTO YCTPOICTBA SIBISIETCSI €MMHCTBEHHBIM
ogoopenHbiM B CIIIA mMeTomoMm misg mpoMIaKTH-
KM aJIoNellMU, BRI3BAHHOM XMMUOTEpaIuein 3j10Ka-
YeCTBEHHBIX HOBOOOPA30BaHUI, OMHAKO ITOOOYHBIM
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3 deKToM ero NIpuMeHeHUsI MOXET ObITh BOZHUKHO-
BeHue I'b [59]. B cBoto ouepenpb, y MallMeHTOB C MU-
IPEHBIO OXJIAXKAEHUE TTOJIOCTU Hoca [ 74] niau nepuarm-
KaJIbHBIX 00J1acTeil BEepXHUX MOJISIpOB [28] TakzKe MpHu-
BOJMJIO K 3aMETHOMY TeparneBTUYeCKOMY (P dheKTy.

NMOHHBIE KAHAJIbBI TRPMS: CTPOEHMUE,
OKCIIPECCHA, PYHKLI M A

M3BecTHO, UTO B KauecTBE MOJIEKYJISIPHBIX TEp-
MOCEHCOPOB, 00eCTIeUNBAIOIIUX TPAHCAYKIIUIO CUT-
HaJia TIpY TeMIIepaTypHOM BO3AEHCTBUHU, BHICTYIAIOT
pa3nu4HbIe IpeacTaBUTean (Cylep)ceMeicTBa NOH-
HBIX KaHaJOB “TpaH3UTOPHOrO PELENTOPHOTO TO-
teHuuaia” (TRP), B wactHocTH, “BaHujionmHbie”
TRPV1/2/3/4, “ankupunoBsle” TRPAI, “kaHoHunYe-
ckue” TRPCS5 un “menacraruHoBeie” TRPM2/3/4/5/8
[61, 69, 82]. M3 nx uncma TRPMS, BriepBEIc ommcaH-
Heiit B 2002 1. AByMSI HE3aBUCUMbIMU HAyYHBIMU TPYTI-
namu [50, 55], akTuBUpyeTCs B AMaNa30He TeMIepaTyp
8—28 °C, omocpenyss HOpMaJIbHOE OIIYILIEHUE X0JIOAa
U UTpast pojib B pa3BUTUM KaK XOJIOJOBOI 00JIM, TaK
u KpuoaHairesuu [39, 61, 69]. TTo cBoeil cTpykType
TRPMS gaBngercst roMmoTeTpaMepoM, IpeacTaBIeHHBIM
4-Ms cyOBemMHHUIIAMU, KaxXmast U3 KOTOPBIX COCTOUT
n3 6 TpaHCMEeMOpPaHHBIX CETMEHTOB, YYaCTBYIOIINX B
(bopMUpOBaHUU MOPHI, CBA3bIBAHUMN JIUTAHIOB U 00-
JIAAIOIINX TEPMO- M IMOTEHIIMAI-UyBCTBUTEIbHOCTHIO;
3TO KaTMOH-HeCeJIeKTUBHBII KaHaJl, aKTUBAIIUS KOTO-
POroO COMPOBOXAAETCS MOBBIILLIEHUEM TTPOHULIAEMOCTH
s Na* u Ca?t ¢ pasBuTHeM Jenoasapu3alny KIEeTou-
Hoit MmemOpansl [12, 35, 78, 80]. Kpome xonomoBoro
BoaaeiicTBus, pabory TRPMS8 moxeT MomynupoBaTh
MHOXECTBO 3HI0- U 9K30T€HHBIX JTUTAHAO0B, 001aaa-
IOIIMX KaK arOHUCTUYECKUMU (MEHTOJ, UIIUIUH, WS-
12/-23, CPS-369, TecTrocTepoH, apTeMHUH, CEPOTOHUH
" T.1.), Tak 1 aHTaronuctndeckumu (BCTC, MS8-An,
AMTB, AMG-1161/-2850/-333, PBMC, xaHHaOWHO-
WUJbl, HEOMBOJIOJ U T.1I.) CBOMCTBAMU U OKAa3bIBAIOIIUX
CBOE BIMSIHME KaK HaMPsIMYIO, TaK M MPU YIaCTUM BTO-
PHUYHBIX TTOCPETHUKOB, B TOM YHCIIe ¢ HOPMUPOBAHM -
eM (DYHKIIMOHAJIbHBIX peleNnTop-(hepMeHT-KaHaTbHbBIX
koMIuiekcos [12, 34—36, 50, 53, 55, 75, 77].

BeposiTHO, HaUYue 3HIOTEHHBIX MOAYISITOPOB
TRPMS B HEKOTOpPOi1 Mepe MOXET OOBSICHATDH (DaKT,
YTO POJIb 3TMX KaHAJIOB HE OTPAaHUYUBAETCS TETESKIIM -
el xosoaa: Giarogaps 3KCIPeCCUU B pasnyHbIX Op-
raHax M TKaHSX, B T.4. HUKAaK He CBSI3aHHBIX HaIpPsI-
MYIO C BHEIIIHUM BO3ICHCTBUEM HU3KOM TeMImeparTy-
PBI, OHU BOBJICUCHBI B PETYJISIINIO ITUPOKOTO CIIEKTpa
ounosornueckux pyukuuii. B wactHoctu, TRPMS
YYaCTBYIOT B MEXaHOLIETIIIUM TOJICTOM KUILIKU U MOYEe-
BOTO ITy3bIpsI, PETYJISIUY TTpondepauy U CeKperun
KEJIE3UCTOTO SMUTENNS IMIPOCTATHI, Pa3BUTUHN OpOH-
XOKOHCTPUKIIMU U Kalljsl, TOAAePXKaHUU TOJKHOTO
YPOBHS YBJIaXKHEHUST POTOBUIIBI, YCUJICHUH TJIOTaTe b~
Horo pedJiekca, THTHOMPOBAaHUM MIMTMEHTALIU KOKH
U MoAyAsiuu UMMyHHoOro otBeta [35, 45]. Ctonb
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OOIIMpPHOE MPEACTaBUTEILCTBO U OOTaThIil (DYyHKIIMO-
HaJl NpakKTUYeCcKU npenonpenensior Bkiaag TRPMS B
MmaToreHe3 pas3JIMYHbIX HO30JI0TUli, B T.4. HOBOOOpa-
30BaHU (KaplMHOMAa MOYEBOTO Iy3bIpsl, paK MpocTa-
Thl 1 MOJIOUHOI1 XeJie3bl, MeJIaHOMAa U paK MOMIXKeTy-
JIOYHOI XeJie3bl), OPOHXOOOCTPYKTUBHBIX COCTOSIHUM
(6poHxuanbpHasA acTMa U XpOHUYECcKasi OOCTPYKTUB-
Hasi 00JIe3Hb JIETKUX), (DYHKIIMOHAJIBHBIX PACCTPOMCTB
(CMHIPOM pa3apakKeHHOIo KUIIEeYHUKa, TUIIePaKTUB-
HbI1 MOUEBOI My3bIpb) U O0JIEBBIX CUHAPOMOB, BKITIO-
yas opodalimaabHbie U TOJOBHBIE b0 [5, 43, 45, 46].

TRPM8 KAHAJIBI U MUTPEHb

CornacHo onpeaeseHn0 POCCUMCKNUX SKCIIEPTOB,
ONMyO0JMKOBAHHOMY B aKTYaJbHBIX IO COCTOSIHUIO Ha
3umy 2024 1. KIMHUYECKUX peKOMEHIALMSIX, MUTPEHb
— 9T0 “nepBuyHas ¢dopma I'b, mpossisiomascs npu-
cTynamu IyJlbcupymoleil ogHoctopoHHei I'b, mpo-
JIOJDKUTEIbHOCTBIO 4—72 4, KOTopasi CONpOBOXAAET-
CS TIOBBIILIEHHOI YYBCTBUTEIBHOCTBIO K CBETY, 3BY-
Ky, TOIIHOTOM u/unu pBotoit” [1]. C Touku 3peHust
MaTOOMOJIOTUM MUTPEHD MPEACTaBIsIET COO0M KOM-
IUIEKCHOE PacCTPOMCTBO CEHCOPHOTO MPOLIECCHMHIA B
IIHC, accouumpoBaHHOE ¢ HEMPO-COCYAUCTHIMU Ha-
pYLIEHUSIMU Ha nepudepuu, Mpu 3TOM YeTKask IpU-
YUHHO-CJIENICTBEHHAS CBSI3b MEX/Y LEHTPaIbHBIMU
U nepudepuuyeckuMy NaToPru3noJI0rMYecCKUMU COo-
OBITUSIMU OcTaeTcs He sicHoi. Kiaccuueckas “Tpu-
FeMUHO-BaCKYJIsIpHasi” Teopus maToreHe3a 3ToM lie-
danruu MoCTyIupyeT HapyllieHUe B3aMOACHCTBUS
MEXIy KPOBEHOCHBIMU COCYIaMU TOJIOBbI (BKJIIOUast
JIypalbHble CUHYChI), TPOMHUYHBIM HEPBOM M CTPYK-
typamu IHHC, aHaTomMuuecku cBSI3aHHBIMU B (DYHK-
LIMOHAJbHO €IUHYI0 TPUTEeMUHO-BACKYJISIPHYIO CU-
cremy (TBC) u oOpa3syouiumMu BOCXOSLIUI TpUre-
MUHO-TaJaMO-KOPTUKAJIbHBI! MyTb, HaXOOSIIUACS
MO/, HEUPO-TyMOpPaJIbHBIM KOHTpoJieM. MUrpeHo3Has
aTaka BO3HUKAaeT KakK CJeACTBME TPUTEeMUHO-BACKY-
JISPHOM aKTUBALIMU, TPOUCXOASILEH CTOHTAHHO WU
MO ASMCTBUEM PA3IMUHbBIX 3K30- U/WIN SHIOTEHHBIX
TPUITEPOB B YCIOBHUSX BPOXIECHHOTO WX MpUoOpe-
TEHHOTO Ae(ULIUTa HUCXOASIIIUX AaHTUHOLIULIETTTUB-
HBIX BIUSHUI U (PaKyIbTaTUBHO COMIPOBOXIAOIIENCS
pa3BUTUEM KpaHUAJIbHON BazoauaTallMy 1 acenTuye-
CKOT'O HEMPOTEHHOTO BOCTIAJIEHUS COCYA0B MO3TOBBIX
000J104YEK 32 CYET AHTUIPOMHOTO BLICBOOOXIEHUS U3
nepudepruyeckux okoHyaHuii C-BOJOKOH TPOMHMNY-
HbIX ahhepeHTOB pa3IUYHbIX BA30aKTUBHBIX aT€HTOB,
HaIlpuMep KaJblLIMTOHUH-TeH POACTBEHHOTO MeNTHuaa
(CGRP), cy6cranuuu P, moHookcuna azora (NO) u
T.1. B yClIoBUSIX MEHUHTOBACKYJIUTA TIPOUCXOAUT OP-
TONPOMHAS CTUMYJISILIMSL U CEHCUTU3ALIMS TIepUBACKY-
JISpHBIX AO-BOJIOKOH TPOMHUYHOI'O HEpPBa, KOTOPbIE
HECYT HOLUMIIENTUBHYIO UH(POPMALIMIO OT MO3TOBBIX
000J104eK U MEHUHTeaJIbHBIX COCYIOB B CITMHAJIbHOE
sapo TpoitHuuyHoro HepBa (CATH), roe ocymiecTt-
BJISIETCSI €€ TlepBUYHAs oOpaboTKa M majbHelnas
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nepenaya B Bolmenexaniue cTpykrypsl IIHC. AkcoHbl
HeiiponoB CATH dbopmupyior Bocxonsimnye CBSI3U C
pPa3IUUYHBIMU CyOKOPTHKAIBHBIMU 00JIaCTSIMU MO3Ta,
BKJIIOYAs TajlaMyC, KOTOPBIM CIyXXUT TOCHenHel pe-
JIEMHOI MHCTaHLIMel B mepemnaye 00JIEBOIO CUTHAaIa
COMATOCEHCOPHBIM 30HaM Kopsl [2, 9]. Ctout oT™me-
TUTb, YTO TPUTEMUHO-BACKYJSIpHAs TeOpUsl B CBOEM
HWCXOHOM TIPEACTaBIEHUN TTOCTOSIHHO TIOJBEpraeTcs
KOPPEKTUPOBKAM B CBETE€ HOBBIX KIMHUYECKUX U IKC-
MepuMeHTaJIbHbIX HAOIIONEHUIA.

Kak u psang apyrux tepModyBCTBUTEIbHBIX TRP-
kaHainoB, B yactTHocTu TRPAIL, TRPV1 u TRPV4, ka-
Hanbsl TRPMS paccMmarpuBaloTcsi B KauecTBe MepCreK-
TUBHOW MMIIEHU JIJISI MPUHLIUMITUAIBHO HOBBIX aHTU-
MUTPEHO3HBIX ITpenapartos [19, 24, 25, 52, 61, 69], nis
Yero ecTh omnpeaeeHHbIe OCHOBaHUsI. JleliCTBUTENBHO,
TRPMS skcnpeccupytoTcst Ha HelipoHax TPOMHUYHO-
ro ranrus (TT) [11, 25], umMmyHouuTax [45], a Tak-
K€ TIaJKOMBIIIEYHBIX U SHIOTEINABHBIX JIeMEHTaX
COCYIMCTOM CTeHKU [26, 64], 4TO MpemonpenensieT ux
yyacTve B GYHKIIMOHUPOBAHUU TlepUDEpUIECKOro
3eHa TBC, urpalonieii KJiroyeByio poJib B matodu-
31OJIOTUU MUTpeHH [2, 9]. Pe3yabraThl TeHETUUECKUX
HUCCllefOBaHUI MoATBepXKIaloT BoBjieueHue TRPMS
B nnaroreHes 3toi uedanruu. Tak, [CT] reHoTUIl on-
HOHYKJIEOTHIHOTO nonuMopdusma rs10166942, 06-
Hapy>KeHHOTO BHE KOAMPYIOIIUX PETMOHOB TeHa (TIpu
TaKkoi MyTalluM HapyllleHa He (GPYHKIIUS KaHaa, a ero
BKCIIPECCUST), acCOIMUPOBAH C MOBBIIIEHHBIM PUCKOM
pa3BUTHUS MUTPEHU, B YaCTHOCTHU, Oe3 ayphl [66]. Ho-
cutenu rs10166942 [T] umeroT 6ojiee BICOKUI PUCK
BO3HUKHOBEHUS XPOHUYECKOM MUTPEHU, U Y HHUX
yaile BcTpevaeTcs autoauHus [44], a ajanenbpHas Ba-
puanus [C] Toro ke moaumMop¢u3Ma COImpoBOKIAETCS
MmeHbel skcrpeccueit TRPMS, 6osee pacmipocrtpa-
HEHa B TETUIOM KJIMMATe ¥ COTIPSIKEHA ¢ TTOHKEHHOM
BEPOSITHOCTBIO (DOPMUPOBAHUSI MUTPeHU [29].

OnHako 6aHAJBHBINA BOIIPOC O TOM, YTO XK€ MMEH-
HO HyXHO caeiaTtb ¢ TRPMS s monydyeHus: aHTH -
nedanrnyeckoro 3d¢exkra — OJIOKMPOBATh €TI0 WK
aKTUBUPOBATh, OCTaeTcst 6e3 oTBeTa [24, 61, 76], mMo-
CKOJIbKY UTOTH U3YyYE€HUSsI BIIMSIHUS aTOHUCTOB U aH-
taronuctoB TRPMS8 Ha skcnepuMeHTaIbHBIX MOJE-
nsix I'b 1 B KiMMHMYECKO ITpaKTUKe MHTPUTYIOT CBOEit
MPOTUBOPEUYNBOCTHIO.

PE3VJIBTATHI U3YYEHUA DOPEKTOB
TRPM8-MOIVIIATOPOB B ITAPAANTME
“XOJIO YCTPAHAET I'OJIOBHVYIO BOJIb”

V mbimeit sanuaypanbHas amuimkanus TRPMS-
aroHWCTa MEHTOJIa 3HAUMMO COKpaIllaia IPOomIOJIKI-
TEJIHOCTD 0O0JIEBOTO TIOBeIeHNs (MHTEHCUBHOE pac-
YyechIBaHWE KOXU B IEpUOpOUTAIbHOM 0b1actn) [57],
CIIPOBOLIMPOBAHHOTO HAHECEHNEM Ha TBEPHYIO MO3-
roByio 06010uky (TMO) Tak Ha3bpIBaeMoOTro “BocIIa-
JIUTENBHOTO cyma” (cMech TMCTaMWHA, CEpOTOHMHA,
OpamukuHuHA U IpocTartanauHa E2 mpu pH=5.5),
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XOPOILIO M3BECTHOTO B 9KCIEPUMEHTAJIbHOU 1edan-
roJoruy B KayecTBe MHIYKTOpa Nnepudepudeckoi
U LEeHTPaJbHOM CEHCUTU3ALMU B TPUTEMUHO-Tajla-
MudeckoM IytH [2]. IIpu 3TOM MEHTOJI He OKa3bIBal
BJIMSIHUSI HA MblllIeii, HOKayTHbIX 1o reHy TRPMS,
a ero 3¢ @heKT MOJHOCThIO OJIOKUPOBAJICS MPU KOoall-
mmkauun Ha TMO TRPMS8-antaronucta AMTB
(N-(3-amuHonponui)-2-[(3-meTuadeHUI)METOK-
cu|-N-(2-TueHunaMeTusn)0eH3aMua), KOTOPbI He
MPOSIBJIST HUKAKO CaMOCTOSITeJIbHOM aKTUBHOCTH B
OTHOILIIEHUY MOBEASHUS XUBOTHBIX [57].

B onyonukoBanHoit B 2018 r. IMOHCKMMU aBTO-
pamu paboTe ObLJIO MOKa3aHOo, YTO BbI3BAHHOE “BOC-
MaJuTeIbHBIM CylIOM” MEHUHTeaJlbHOE BOCIIaJieHUe
y MBbIIIIE, BO-TIEPBBIX, CIIOCOOCTBYET KOIKCIIPECCUU
TRPMS8 u TRPVI Ha HelipoHax TT, a Bo-BTOpBIX, BbI-
3bIBaeT TepMajbHYIO (pallMabHYIO aJUIOAUMHUIO, pa3-
BUTHE KOTOPOI MpeAoTBpalllaJoch HaHECEeHUEeM Ha
Koy Mopabl TRPMS8-aronucra unununa [37]. Takum
obpazom, korga TRPV1/TRPMS8-koskcnpeccupyto-
mue HelipoHbl TT SIBISIIOTCS MUILEHSIMU IIPOHOLIM -
HenTuBHOI aypanbHOoii TRPVI1-cTumynsuum, akTu-
Bauusg TRPMS8 Ha nx skcTpakpaHMaabHBIX KoJjlaTe-
pajisix MOXET BbI3bIBaThb aHalbreTU4YecKuil 3¢ PexT,
T.e. Ha ypoBHe TT cyliecTByeT aHTarOHUCTUYECKOE
B3anMogeiicteue Mexagy TRPV1/TRPMS, a mo3u-
TuBHOE nuranaupoBanue TRPMS8 Ha koxHbIX adde-
pEeHTaxX BBIIJISAUT KakK BeposiTHAsl TepalreBTUYecKas
MHTEPBEHLUS IIsI KOHTpOoJs aktTuBHOCTH TRPV1 Ha
MEHUWHIeaJIbHO-CEHCUTUBHBIX HelipoHax TT, uTto, 1o
MHeHMIo aBTopoB, “likely to have important relevance
to migraine therapy” [37, 61]. UnTepecHo, 4TO B Goree
MO3IHEM UCCeNOBaHUY Ha MbIIIaX Oblja MPOAEMOH-
CTpUPOBaHa — XOTS U BHE 00JIaCTU MHHEPBALIMU TPOKi-
HUYHOTO HepBa — CJIOXKHAsI cXeMa IMPOKCU-PETYIUPO-
BaHus pyHkuuu TRPMS, cyTb KOTOpOTo B TOM, 4TO
aKTUBalLMsI HOLMLENTUBHBIX ach(epeHTOB, dKCIpec-
cupyronx TRPVI nwiu TRPAI, BeI3bIBaeT reHaep-3a-
Bucumoe ycuieHue Meguauuu CGRP u cybcraniumn
P, uTo yepes BoBJieueHUE JIUTAHA-PELIENITOPHON CU-
crembl apreMuH/GFRa3 noBbliiaeT 4yBCTBUTENBHOCTD
TRPMS [77].

Ha Monenu XpoHUYeCKoit MUTPEHM Y MblllIiei yaa-
JIOCh TIPOIEMOHCTPUPOBATH, UTO OoJiee OBICTPOE — MO
CPaBHEHUIO C CAMKAMU — BOCCTAHOBJIEHUE y CaMIIOB
IMOPOrOB MEXAHWYECKOU YYBCTBUTEIBHOCTU, HApy-
IIEHHOW TOCJe BBEIEHUSI HUTPONJIMIIEPUHA, SBJISIIO-
LIETOCsl U3BECTHBIM TPUITEPOM TPUTEMUHO-BACKYJISP-
HOM aKTMBALMU [22] — 3TO TeCTOCTEPOH-3aBUCUMBIii
MpOLIECC, B KOTOPOM YKa3aHHBIM TOPMOH IE€HCTBYET
He Yyepe3 aHAPOTreHOBBIE pellenTopkl, a uepe3 TRPMS,
KOTOPbIE€ KPUTUYECKU HEOOXOAMMBI JJI1 CKOPEUIIIETO
pa3pelieHus KOXXHOH almonuHuu. BBeaeHue sK30reH-
HOTO TECTOCTEpPOHA CaMKaM YCKOPSJIO BOCCTAHOBJIE-
HUE YyBCTBUTEILHOCTH, a in Vitro Oblia MOATBEpXKAEeHA
He3aBUCHMas OT 9KCIPECCUU aHAPOTeHOBBIX PELIETITO-
poB AMTB-o6parumasl aroHUCTAYECKasE aKTUBHOCTh
TecTocTepoHa B oTHoIneHU TRPMS [7].

2024



116

Kak yXe yKa3bIBajoCh BHIIIE, B paMKax TPUTEMHU-
HO-BacKyJISIpHOM T€OPUU MUTPEHb MO3ULIMOHUPYET-
¢ KaK HEMPO-COCYINCTOE pacCTpoicTBO [2,9], X014
Ha CErOAHSIIHMI NEeHb CIOXWIUCH KpailHEe NPOTU-
BOpEUYMBBIE MHEHUSI OTHOCUTEIBHO POJM MHTpa- U
SKCTpaKpaHUAJbHOI BacKyJjJaTyphl B €€ ITaToOMOJIO-
ruu. CyliecTByeT TOUYKa 3peHUsI, UTO paclIupeHUe
MEHUWHIealbHbIX U MO3TOBBIX COCYIIOB HE SIBJISIETCS
00s13aTeIbHBIM U MOCTOSSHHBIM 3BE€HOM ITaTOTEHE-
3a MUTPEHU, U €CJIu liepedpajibHasl Ba3oauiaTaius
U HaOJII0JaeTcsl BO BpeMsl aTaku 3a00JieBaHMsI, OHA
JIOJIXKHA paccMaTpUBaThCs BCETO JIMIIb KakK arude-
HOMEH aKTMBALIMM TPUT€MUHO-IIapaCUMIATUIECKOTO
pedaekca. Bmecrte ¢ TeM OONBIIMHCTBO MCCIEI0OBATE-
Jieit mo-npexXHeMY eAMHOAYIIHBI B TOM, YTO UMEHHO
COCyIIbl MO3TOBBIX 000JI0YEK, a TAKXKE KPYITHBIE 1Iepe-
OpanbHBIC U BHEYEPEITHBIE APTEPUHU SIBISIOTCS OCHOB-
HbIMU “UCTOUHMKaMu 007u” nmpu MurpeHu. U xots
COCYIOCYXMBAOIINKA 3P@EKT Bpsia TN CIYKUT HE00-
XOAUMBIM KOMIIOHEHTOM YCIICIIIHOM Tepamnuu IpUcTy-
na I'b, cieunduyueckre aHTUMUTPEHO3HbBIE TIpeIiapa-
Tbl aDOPTHMBHOIO Psila — TPUIITAHbI, aJIKAJIOUIbI CIO-
pbiHbU U OJ0KaTOphI petienTopoB CGRP — aBasiioTcs
Ba30KOHCTPUKTOPAMM WUJIM, YTO TOYHEE, MPEIISITCTBY-
10T BazoguisaTauuu [2]. B cBete aToro mpencrabisieTcs
BaXXHbIM OTMETUTb, YTO Y HOBOPOXIEHHBIX MOPOCST
B ycioBusiX HopMoTepmuu TRPMS8-aronuct nuuianH
IpU MECTHOM NMpUMeHeHUM BhI3biBal AMTB-o06paTu-
MO€ COKpallleHWe MUaJIbHBIX apTEPUOJI 1 YTHETAl UX
paciiMpeHue B OTBeT Ha OpaIMKWHUH U TJIyTamart, HO
He Ha TUIePKAITHUIO U HUTPOIIPYCCUI HaTtpus [26].
TRPMS&-akTuBaTopsl MPOSIBASIIN KOHCTPUKTOPHEBIC
CBOIMCTBA M B OTHOLIEHUH COCYIOB BHEKPaHUATbHBIX
o0JlacTeil, B YaCTHOCTY, MLIMJINH, MeHTOJI 1 WS-12 B
AMTB-3aBucuMoii MaHepe YyCUIMBAJIM BbI3BAHHOE
¢eHuI3PPpUHOM COKpallleHHe MUOILIMTOB U30JUPO-
BaHHOM apTepMM XBOCTa KPBICHI, XOTS €IBa JU 3TU
pe3yJbTaThl KOPPEKTHO paccMaTpuBaTh B KOHTEKCTE
00CYX/IeHUSI BEPOSTHOM aHTUlIe(AITNYEeCKO aKTUB-
Hoctu TRPMS8-mumetukos [51].

AHTUMUTpeHO3HAas 3¢ (HEKTUBHOCTb MEHTOJIA ObLIa
MPOIEeMOHCTPUPOBAaHA U B KIMHWYECKUX UCCIenoBa-
HUSIX pa3Horo nau3aitHa. Tak, B MOHOILIEHTPOBOM OT-
KPBITOM MWJIOTHOM MPOEKTE C yyacTUeM 25 MalveHTOB
C 3MU30UYECKO MUTPEHBIO ObLIO MPOAEMOHCTPUPO-
BaHO, YTO HaHECEHVE Ha KOXY B MPOEKIIMU OCHOBA-
HUs yepera B CpoK jo 2 4 nocjie Havyana ataku I'b rens
“STOPAIN” ¢ 6% conmepxxaHueM MEHTOJIa TPUBOIUIIO
K 3HAUMMOMY CHUXKEHUIO UHTEHCUBHOCTHU OOJIN yXKe
yepes 2 4 TocJje aniiMKaluu U TaKoi TpeH coxpa-
HsJICS B TedeHue cyTok [71]. B panmoMuznpoBaHHOM
JIBOHOM CJIETIOM I1J1a11€00-KOHTPOJIMPYEMOM UCCIe-
JOBAaHUM Ha BBIOOpKE U3 35 4eI0BeK C MUTPEHBIO 0e3
ayphl U3yJaJIu aHaJTeTH4ecKue cBoiictBa 10% crimp-
TOBOI'O pacTBOpa MEHTOJa MPU €ro aniuiMKaluuyd Ha
JIOO ¥ BUCOK Ha CTOpOHE 00, KOHTpOJIbHAas TpyIia
roJtydayia 3KBUBaJIeHTHBIN 00bem (1 M) 0.5% pac-
TBOpa. JledeHre B OCHOBHOM KOropre OblJI0 3HAUMMO
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yCIIEeITHee 110 TAKUM TTOKa3aTeNIsIM, Kak TTOJTHOE yCTpa-
HeHue wiu obseryeHue I'b uepes 2 4 U yMeHbIlIeHUE
BBIPAXKEHHOCTH TOIITHOTHI W/WUJU PBOTHI U CBETO-/3BY-
KoOos13HM [14]. B elie omHOM KOHTPOJIUPYEMOM MC-
cliemoBaHUU ¢ BKItodyeHreM 120 malmeHTOB CpaBHU-
Baiuch 4% pacTBop numoKanHa M 1.5% MacissHbIi
pacTBOp MepevyHoil MSIThl MPU UX UHTpaHA3aJIbHOM
Ha3HauYeHUM B Ka4eCTBE CPEICTB KyIMMPOBAHUSI MU-
IPEHO3HOTO TIPMCTYIIA; ¢ TOYKUA 3PEHUS CHUKEHUS
uHTeHcuBHOCTU I'B 00a mpemnapaTta MpoaeMOHCTpU-
pOBaJIu paBHYIO 3(P(PEKTUBHOCTD U CYIIECTBEHHO Tpe-
BOCXOIWJIX Iutale6o [56].

PE3VIJIBTATDBI U3YYEHUA DOPEKTOB
TRPM8-MOIVJIIATOPOB B ITAPAINTME
“X0OJIOJ BbI3BIBAET I'OJIOBHVYIO BOJIb”

B ocTpbix onbiTax Ha Kpbicax ObLIO MOKAa3aHO, YTO
SMnuAypaibHasl anTuIMKalKs ULWIMHA BhI3bIBAET MeXa-
HUYECKYIO aJITTONVHUIO KOXHU MOPABI (KaK MUIIYT aB-
TOpHl, “activation of TRPMSE in the dura mater produces
behavior in rats that is consistent with headache”), pa3-
BUTHE KOTOPOI MpenoTBpalllaioch MpeaBapUTeIbHBIM
HasHauenneM TRPMS8-anraronucra AMG1161, unru-
outopa NO-cunrtassl L-NAME wiu cymarpunraHa —
KJ1aCCUYECKOTro aHTUMUTPEHO3HOTO pejiiBepa, aroHU-
cta SHT1B/1D-penentopos [16]. B oTmmyune ot AuKux
oco0eii, y mbimieit ¢ abassuueit TRPMS8-addepenTos
WM HOKayTHBIX 1o reHy TRPMS8 He pa3BuBaiuch
MexaHuuyecKasl aJJIoONuHUS U creluduruieckoe rpu-
MacHU4YaHbe (KOTOpPOE aBTOPHI paclieHUBaJU Kak
“CIIOHTAaHHOE MUTPEHENoA00HOe MMoBeaeHUEe ) TToCe
HaszHayeHus HuUTpormuuepuHa wim CGRP — kiioue-
Boro Helipornientuaa TBC, mpu 3TOM y HAUBHBIX X1~
BoTHBIX TRPMS8-antaronnct PBMC npenorspanian
BO3HMKHOBEHME yKa3aHHbIX 3¢ GdeKToB HUTpaTa [76].
B ombitax ex vivo mentor AMTB-o0patumo cTumynm-
poBan BeicBoOOXneHrne CGRP u3 TpoiiHMYHBIX ad-
¢epeHToB, nHHepBUpyloux TMO (Ha npenapartax
rnoiaycgep roiaoBsl), a TakKxKe U3 U30JMPOBaHHBIX TT'
u CATH xpric [18].

YV mbiren TRPMS8-anraronunct RGMS8-51 no3o3a-
BUCHMO BOCCTAaHABINBAJ CHUKEHHBIE TTOCJIE BBEACHUS
HUTPOTJIMIIEPUHA TTOPOTY MEXaHUYECKON YYBCTBU-
TEJbHOCTH, TIPUYEM y CaMOK OH JIefiCTBOBaJl ObICTpEe
Y B MEHBIIINX J03aX, YEM Y CAMIIOB, XOTS OLIEHKA MeXa-
HOCEHCUTUBHOCTHU TIPOBOAWJIACH BHE 30HBI MHHEPBA-
LIMK TpoitHMYHOTO HepBa [48]. K ci1oBy, B 3TOM Xe Mc-
cnenoBanud RGMS-51 ex vivo uHrubupoBas BbI3BaH-
HYIO MEHTOJIOM CIIaliKOBYIO aKTMBHOCTb HEMPOHOB
CIUHAJIBHOTO TAHTJIUSI KPBICHI, HE BJIUSS Ha TPOBOIM -
MOCTbh OCHOBHBIX MOHOB, OTBETCTBEHHbIX 3a F'€Hepa-
LU0 TIOTeHIIMAaNAa OCHCTBUS, a in Vivo IPOSIBJISI aH-
TUHOLULENITUBHYIO aKTUBHOCTD Y MBILIEI B YCIIOBUSIX
OKCaJIMTIaTMH-BBI3BAaHHOM IepudepruyecKoil Hepo-
MaTUU U YMEHbIIAJI TEPMO- U MEXaHO- TUIIEPYYBCTBU-
TEIbHOCTh Ha MOJIENM HelipomaTudeckoii 00Jim mpu
MEpeBI3Ke CENATUIIHOIO HEPBA Y KPHIC.

Ne 3
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B 2023 r. Hama ucciaenoBaTelbcKas TpyIia 3aBep-
IIMJIa OKCTIEPUMEHTAbHBIN TIPOEKT, B XOIe KOTOPO-
IO B OCTPBIX OIIBITAX Ha Kpbicax ObLI olieHEH (P (PeKT
SMUAYPATBLHON aNIUIMKAllMM MAacJsSTHOTO pacTBoOpa
MEHTOJIa B Pa3JIMYHbIX KOHIIEHTpALUSIX HA HelipOoreH-
HYIO 1ypaJibHYI0 Ba3oAujaTalluio U 3JEKTPUIECKYIO
aKTUBHOCTb MEHWHTI€aJIbHO-CEHCUTUBHBIX HENPOHOB
CATH [68]. HamMmu mcrnoirb30Bainch METOMMIECKIE
MMOIXOMBI B paMKaxX MOIEIN TPUTEMHUHO-TYpPOBACKY-
JIIPHO HOLUMUEIILMK, OCHOBAHHOM Ha yCTOSBIIMX-
Cs TIPENCTaBJICHUSX O IMaTOreHe3¢ MUTPEHM KaK Heil-
PO-COCYIMCTOIO paccTpoiicTBa [2, 9] u saBasdIoIeii-
Cs1 XOPOIIO U3BECTHBIM U BATUIHBIM WHCTPYMEHTOM
BKCIIEPUMEHTAIBHOIO U3yYeHUs] HEPOOUOJIOTUM U
Tepanuu 3Toro 3abojeBaHus [3, 6]. MBI IpoaeMOH-
CTPUPOBAIIM, YTO armuiukauusa 5% u 10% pacrsopa
MEHTOJIa COIPOBOXIAIACH TOIABICHNEM HEHpPOTeH-
HOI1 Bazopenakcaliu, OMHAKO YMEHbIIIEHUE aMIUIUTY-
IIbI TAJISITAIIMOHHOTO OTBETA ITPOMCXOMMIIO HE 3a CUeT
CHIDKEHMS CTETIEHM pacliupeHus cocyna, a 6jaronapst
CYLIECTBEHHOMY YBEJIWYCHUIO 0a3aIbHOTO TOHYCA Me-
HUHTeaJIbHbIX apTepuol. B ayiekTpobu3nonoruyeckux
akcniepuMeHTax 1% u 30% pacTBop MEHTOJIAa BBI3bIBAI
ycwienue orBeToB HeiipoHoB CATH Ha anekTpocT-
myssiiio TMO 6e3 nameHeHuid ux GOHOBO aKTUB-
HOCTH. B 3aximoueHNN MBI ieTaeM BBIBOI, UTO BEISB-
JIEHHOE BO30YXXIalollee neiicTBre MEHTOIa B OTHOIIIe-
HUU KaK COCYINCTOTO, TaK M HEMPOHAIBHOTO 3BEHLEB
TBC ckopee roBOpUT B TT0Jb3Y NpoliedaJrnyecKoro
a¢pdekra TRPMS8-akTuBaLiumy 1 no3BOJISIET ClENaTh
BBIBOJI O 1I€JIECOOOPAa3HOCTH MOUCKA HOBBIX aHTUMMU-
rpeHo3HbIX cyocTtaHuuii cpenu TRPMS8-61o0kaTopoB
[68].

CTOUT OTMETHUTDH, YTO B YaCTH M3YYECHUS peak-
LUA MEHUHIEAJIbHOM BaCKyJIaTyphl pe3ybTaT Halllek
paboThl COOTHOCUTCSI C TAaHHBIMU APYTMX aBTOPOB,
MPOJEMOHCTPUPOBABIIUX pacciabsioliee 1eicTBre
TRPMS8-aroHucToB Ha cOCyabl Pa3IMUHBIX 00JIacTeil y
SKUBOTHBIX 1 yeioBeka [20, 23, 62, 63], 1 KOHPIUKTY-
€T C OMMCAHHBIMU BBIIlIE CBEACHUSIMU 00 UX Ba30KOH-
CTPUKTOPHOM 3¢ deKTe, B YaCTHOCTH, B OTHOIIICHUH
NUaIbHBLIX apTepuol [26]. Takke UTOTU HAIIMX 3KC-
MIEpUMEHTOB He TIPOTUBOPEYAT TAaHHBIM 3JIEKTPODU -
3MOJIOTMYECKUX MCCIeNIOBAaHUI Ha IPhI3yHAX, B XOIE
KOTOPHBIX olieHMBaoch BoBjaeueHrue TRPMS B opoda-
LIMAJIBHYIO YYBCTBUTEIbHOCTb. Tak, JJOKaJIbHOE XOJIO-
JIoBoe BozeiicTBue iy anruinkaius TRPM8-aronu-
CTOB Ha s3bIK [38, 79] mnu porosuny [41, 42, 58], kak
MpaBUIO, COTIPOBOXIAIUCH YCUIIEHUEM CTaliKOBOM
akTuBHOCTHU HelipoHoB CATH u TT.

UYto KacaeTcs KIMHUYECKUX MCITBITAHUI, TO TTIOKa
equHcTBeHHBIIT TRPMS8-anTaronuct, AMG 333 [33],
JIOCTUT TIepBO# (pa3bl uccaenoBaHUs MO JEYEHUIO MU-
rpenu (NCT02132429), koTopoe, K coxXalleH!I0, ObLIO
OCTaHOBJIEHO IOCPOYHO IO NMPUYKMHE HeOEe30MacHOCTU
— YYaCTHUMKH XKaJIOBAJIMCh HA MapecTe3uu, paccTpoii-
CTBa BKyca M HelepeHoCHUMOoe olilylleHue xapa [48].
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SAKJIIOYEHHUE

AHaJIu3 IPUBEACHHBIX PE3YJIBTATOB UCCIETOBAHUIA
MO3BOJISIET CeIaTh BEIBOMI, O TOM, 4TO B peaenax TBC
a¢p ekt akTuBauuu TRPMS8 MoxeT OBITh KaK mpo-,
TaK U aHTUHOUMUENTUBHBIM, YTO B LI€JIOM COOTHOCUT-
Cs C MPOSIBJIEHUEM AyaJIbHBIX CBOMCTB X0JIONA B OTHO-
IIEeHUM MHAYKIMU U pa3pelnieHus I'b, o yeM yxe ro-
BOpUJIOCH B Havasie ctaThu. ITo Bcelt BuaMmocTu, pe-
aau3alusi KOHKPETHOTO ClieHapus OyJeT 3aBUCETh OT
pexuma TRPMS8-ctumynsiunu (celeKTUBHOCTD, TO-
CTOSIHCTBO, JUIUTEIbHOCTh U UHTEHCUBHOCTD), COCTO-
sIHUs opraHusMma B uejaom, 1 TBC B yactHocTH (pusu-
0JIOTUYECKOE WJIM MaTOJIOTUYECKOe), a TaKXKe CTENeHU
BOBJICUEHUS] UHBIX MEAUATOPHBIX CUCTEM U CUJIbI BO3-
JNeficTBUS Pa3JMYHBbIX BMEIIUBaOUXCI (PakTOPOB.
Bormpocsl 0 BekTope (hapMaKoJIOTrn4eCcKOro MOMLYJIN-
poBanusa ¢pyakuuu TRPMS, T.e. 0oKHO 11 OHO OBITh
AroHUCTUYECKHUM WM aHTATOHUCTUYECKUM ISl TIONTy-
yeHusl aHTuIedaarnyeckoro a(pdekra, paBHO Kak U O
1eJecoo0pa3HOCTH pa3pabOTKM TaKOTO Moaxoaa K Te-
paruu I'b B mpuHLIMIIE, OCTAIOTCS OTKPBITBIMU U TPe-
OYIOT MPOBEACHUS AATbHEUIIINX UCCTeTOBAaHUNA.

NCTOYHUKHN ®PUUHAHCHUPOBAHHWA
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TRPMS8 Channels, Cold and Headache: Data of Experimental and Clinical Studies
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Abstract — Different types of headaches, including migraine, may have a causal relationship with cold
exposure, and this relationship can be either positive or negative, i.e. cold can both provoke and alleviate
cephalalgia. Various representatives of the transient receptor potential ion channel superfamily, in
particular TRPMS, act as molecular thermoreceptors that provide signal transduction in the response
to low temperatures. These channels, which are known to mediate the normal cold sensation and play
a role in both cold-induced pain and cryoanalgesia, are often considered as a promising target for the
development of principally new anti-migraine drugs. This review summarizes recently obtained data on
the TRPMS structure and function, and their role in the pathogenesis of migraine, as well as discusses
the intriguingly inconsistent results of studying TRPMS8 agonists and antagonists in experimental
headache models and clinical trials. Analyzing data from various studies allows to conclude that TRPMS
activation can be both pro- and antinociceptive; this correlates with the reported dual effect of cold
exposure on the induction and resolution of headaches, leaving open the question on the vector of the
TRPMS pharmacological modulation required to produce anticephalgic effect.

Keywords: headache, migraine, cold, TRPMS8 channels, trigeminal nerve, menthol, icilin
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