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Pe3iome. BaxHeiiieit dbyHkiueit ydT-KIETOK SIBASIETCS KOHTPOJIb 32 PEaKIIMSIMU BPOXKJIEHHOTO U ajarn-
TUBHOTO MMMYHHUTETa. DTU KJIETKHA TaKXKe YJYacTBYIOT B IIPOTHMBOOAKTEPUAIbHOM, ITPOTHBOBUPYCHOM,
TIIPOTUBOOITYXOJIEBOM UMMYHUTETE, PETYIUPYIOT BOCITAJICHUE, OMPEACIISIIOT TOMeOoCTa3 OapbepHBIX TKaHE,
PeTYJMPYIOT B3aMMOJIEMCTBUE KJIETOK B 30HE MAaTOYHO-IUIALIEHTAPHOTO KOHTAKTa U OCYIIIECTBIISIIOT HaI30pD
3a TeYeHUEM OEPEeMEHHOCTH, YJYaCTBYIOT B MaTOreHe3¢ ayTOMMMYHHBIX 3a00JIeBaHU, YJaCTBYIOT B paHO3a-
KUBJICHUH, TTOAASPKUBAIOT IIEJIOCTHOCTD SITUTEIIHSI. 3a IMMOCIeIHNE TOBI B TUTEPATyPe TTOSIBUIOCH OOJIBIIIOE
KOJIMYECTBO JAHHBIX O MHOTOOOpa3uu cyomnoryisiiuii Y3 T-KIeToK, MOpoi MPOTUBOTIOIOXKHBIX, VJIN JTaXe
aHTarOHUCTUYECKMX, POJIM 3TUX CYONOITYJISIUiI B (DU3UOJOTMUECKUX U MaTOJIOTUYEeCKUX Tiporeccax. [1o-
3TOMY 1I€JIbIO HACTOSIIIEro 0030pa sIBUJIach CUCTEMAaTHU3allusl TaHHBIX O Ouojoruu yoT-KJIeToK, ux Mpouc-
XOXXAeHUHU, (peHOTUIIE, GYHKIMSIX U CIIOCO0ax MPUMEHEHHS B KIIMHUKE. B 0030pe n3moXeHbl COBpeMeHHBIS
MPEICTaBIICHUST O TIPOUCXOKAEHUM YO T-KIIETOK, CTAAUSIX UX BHYTPUTUMUYECKOU nrudhepeHIIMPpOBKY, BO3-
MOXHOCTSIX BHETUMUYECKO# TpaHCcIn(GepeHIIMPOBKY OMHUX CYOITOMyJIsIlinii B apyrue. B 0o630ope npusene-
Ha coBpeMeHHas Kjiaccudukanusi cyonomnyasiiuii yoT-KIeTok yeloBeKa, OCHOBaHHasi Ha 9KCIIPECCUU Y- U
d-1rerteit T-KI€TOYHOIrO perenTopa, OnucaHbl (DEHOTUIT M CBOMCTBA HanuboJiee pacIIpOCTPaHEHHBIX IMOITY-
it Vol, Vé2, Vo3 T-xiterok. [MpuBenena knaccudukaims ydT-KIIeTOK yejloBeKa, OCHOBaHHAsI Ha Mpo-
TYKIIMY UMY IIUTOKMHOB M 3KCIPECCUU BHYTPUKIIETOUYHBIX MECCEH/IKEPOB, TTOJPOOHO OIMMCaHbl CBOMCTBA
1 QyHKUMU Hanbosee u3yyeHHbIX cyononyasauuit: ydT1, y86T17, ySNKT, ydTreg, y6Tpc, yOTth. B 0630pe
ocoboe BHUMaHUe yaesseTcs (GeHOTUITYy Pa3JIUYHbBIX MOTYJISIIIUKI, CEKPEIIUU UMW [IUTOKUHOB, TIPUBOJSITCS
JTAaHHBIE 00 DKCIIPECCUM TTOBEPXHOCTHBIX PelenTopoB Y3 T-KIeToK yeaoBeKa 1 ux pyHKIusIx. B yactHocTH,
paccMOTpeHbI OCOOEHHOCTU CTPOSHUSI M JIUTaHAbI YO T-KJIIETOUHOTO pELeTiTopa, a TakKe pelenToOpbl, KOH-
Tponupytomue ux aktuBHocTh (LIRB1/ILT2, KIR2DLI1, KIR2DL2/3, KIR2DL4, KIR2DS1, KIR2DS2,
KIR3DL2, KLRDI1, NKG2A, NKG2C, NKG2D, NKG2F, NKp30, NKp44, NKp46, KLRC3, DNAMI,
KLRG1/MAFA, FcyRIII, BTLA, PD1, TIGIT, VISTA, LAG3, TIM3, CTLA-4, 2B4, NK1 (NK28), KLRBI,
TLRI1, TLR2, TLR3, TLRS5, TLR6, TLR7, TLR8), UMTOTOKCUYHOCTb B OTHOLIEHUM KJIETOK-MUIIEHEN, Xe-
mokuHoBbeie CCR1, CCR2, CCR3, CCR4, CCR5, CCR6, CCR7, CCR9, CCR10, CXCR1, CXCR2, CXCR3,
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CXCR4, CXCRS5, UMTOKHMHOBBIE W aAre3MOHHbIE pelienTopbl. B 0630pe npuBeaeHa nHdopmalys oo yda-
ctum cyornonyasiuuii ydT-KIeToK yeloBeKa B pa3InyHbIX (PU3UOJOTrMUYECKUX U MAaTOJIOTUYECKMX MTpolieccax,
OTMEYeHa MX HeOJHO3HauHasl poJib B HAI30pe 3a OITyXOJIeBbIM pocToM. Ha OCHOBaHUM OMUCaHHBIX JTaHHbIX
TIPUBOJSITCSI CBEACHUSI O BO3MOXHBIX TEPCTIEKTUBAX MMPUMEHEeHUSsT YO T-KJIeTOK B Tepanmuu HEKOTOPHIX 3a-
OoJIeBaHUIA.

Karouesuie cnosa: yd T-knemku, aumgoyumol, peHomun, yumomoxKcuuHoCms, yumokuHsl, ouggepenyuposka

GAMMA DELTA (y5) T CELLS: ORIGIN, PHENOTYPE,
FUNCTIONS
Sokolov D.I.

D. Ott Research Institute of Obstetrics, Gynecology and Reproductology, St. Petersburg, Russian Federation
Saint Petersburg Pasteur Institute, St. Petersburg, Russian Federation

Abstract. The primary function of y3T cells is to regulate the responses of innate and adaptive immune
systems. These cells also play a role in antibacterial, antiviral and antitumor immune responses, regulate
inflammation, maintain homeostasis in barrier tissues, control cell interactions in the uteroplacental interface,
monitor pregnancy progression, contribute to the pathogenesis of autoimmune disorders, participate in wound
repair, and maintain epithelial integrity. Over recent years, numerous data were presented on the diversity of
voT cell subpopulations and its role in physiological and pathological processes, sometimes being controversial,
or even antagonistic. Hence, the purpose of this review was to systematize data on the biology of y3T cells,
including their origin, phenotype, functions, and approaches to their clinical application. The article presents
modern concepts regarding the origin of ydT cells, stages of their intrathymic differentiation, and extra-thymic
potential for trans-differentiation of some subpopulations. The review presents a modern classification of
human y3T cells based on expression of y- and d-chains of the T cell receptor, their phenotype and describes the
properties of the most common populations of V31, V52, V83 T cells. Classification of human y3T cells based on
their cytokine production and expression of intracellular messengers is proposed, the properties and functions
of the most studied subpopulations are described in details: ydT1, ydT17, ydNKT, ydTreg, ydTAPC, ydTth.
The review pays special attention to the phenotype of various populations, their ability for cytokine secretion,
and provides data on expression of surface receptors of human y3T cells and their functions. In particular, the
structural features and ligands of the ydT cell receptor, are addressed as well as specific receptors controlling
their activity (LIRB1/ILT2, KIR2DL1, KIR2DL2/3, KIR2DL4, KIR2DS1, KIR2DS2, KIR3DL2, KLRDI,
NKG2A, NKG2C, NKG2D, NKG2F, NKp30, NKp44, NKp46, KLRC3, DNAMI1, KLRG1/MAFA,
FcyRIII, BTLA, PDI1, TIGIT, VISTA, LAG3, TIM3, CTLA-4, 2B4, NK1 (NK28), KLRB1, TLRI, TLR2,
TLR3, TLRS5, TLR6, TLR7, TLRS8), cytotoxicity against target cells, chemokines CCR1, CCR2, CCR3,
CCR4, CCR5, CCR6, CCR7, CCRY9, CCR10, CXCR1, CXCR2, CXCR3, CXCR4, CXCRS35, cytokine and
adhesion receptors. The review provides information on the participation of human y3T cell subpopulations
under various physiological and pathological conditions, and their role in the tumor surveillance. On this basis,
possible prospects for usage of y8T cells in the treatment of distinct diseases are also discussed.
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BeeneHue

Cpeau T-n1umM@OLUTOB BbIACSIIOT IBE CYyOIO-
nyasaoun: 1) kmaccuueckne T-TMM@OIUTHI, 3KC-
npeccupymwoliue T-kinerounsiit peuentop (TCR) u3
a- u B-ueneit (affT); 2) ydT-knaeTku aKcOopeccupy-

woue yYOTCR, ob11iee KoaM4yecTBO KOTOPBIX MO pa3-
HBIM olleHKaM cocTasisieT ot 0,5% no 5,0% ot Bcex
T-numdonuton [298]. HecMoTpst Ha Takyio HEMHO-
TOYMCIIEHHOCTb, TPEICTaBUTEILCTBO B OIIpeesIeH-
HBIX TKaHsSX W opraHax y3T-KJIETOK BBITJISIIUT J0-
BOJILHO 3HAYUTEJbHBIM. YCTAHOBJICHO, UYTO WX JTOJISI
oT Bcex T-muM@o1nuToB B AeMAYyaIbHONH O000JOUKEe
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¥ B CIIM3UCTON KUIIIEUHUKA COCTABJIsIET OKoJio 60%,
B lamina propria — nnpeBbiiiaeT 40%, B Koxe — oT 15%
1o 30% [50, 165, 249]. I1o pa3HbIM JaHHBIM B KPOBU
nouist yOT-KIeTOK MOXET COCTaBsATh OT 5% no 15%
oT Bcex T-TuMOILIMTOB, YBEIMIUBASICH TIPU pa3Ind-
HbIX UHpekuusax 1o 50% [263]. ydT-kieTku Takxke
pacrnosarailTcsl B CeJie3eHKe, TeYeHU, B CAU3UCTOMN
000JIOUKE OBIXaTeJIPHOTO M PEIIPOAYKTUBHOTO TpaK-
Ta [62, 196]. Baxueitmeii ¢pyHkumein ydT-kieTok
SIBJISIETCSI KOHTPOJIb 3a pPeaKlMsIMHU BPOXICHHOTO
M aganTuBHOro mMmmyHurera [31, 146]. Dtn kier-
KM TakKXXe YJacTBYIOT B MNPOTMBOOAKTEPUATBLHOM,
MPOTUBOBUPYCHOM, MPOTUBOOITYXOJIEBOM WMMYHM-
tete [95, 142, 196], peryaupyloT BoclajieHue, ompe-
NIeJISIIOT romMeocTa3 GapbepHbIX TKaHei [187, 196],
PEryJupyroT B3aUMOAECTBYE KJIETOK B 30HE MaTO4-
HO-TUTAlICHTApHOTO KOHTAKTa M OCYIICCTBIISIOT Hal-
30p 3a TeueHueM depeMeHHOoCTH [86, 234], yyacTBy-
IOT B IaTOr€He3e ayTOMMMYHHBIX 3a00JieBaHuid [173,
174], y9acTBYIOT B paHO3a>KMBJICHWUU, TTONICPKIBA-
IOT LIEJIOCTHOCTh anuTenus [238].

PacrniozHaBaHue aHTureHa yoT-KjieTKaMu He 3a-
BUCHUT OT IIPE3CHTAIINY aHTUTEHA B COCTaBE MOJICKYJT
MHC, 4Tto paciupsieT uX BO3MOXKHOCTU B peau3a-
AU pa3IWYHbIX peakluii uMMyHHOTo oTBeTa [10,
264]. bnarogapst aTomy Y8 T-KJIeTKA BOCTIPUHAMAIOT
0oJiee UPOKUIA CIIEKTP aHTUTEHOB, BKJIIOYas 9K30-
TeHHBIE U DHAOT€HHBIE, Ay TOAHTUTEHBI M 9y>KEPOTHbBIC
BemiecTBa [147, 212, 219], cTpecc-uHAYIUPOBAaHHBIC
aHTUTEHbI, (hocHOaHTUTEHBI U APYTUE HEMENTUIHBIE
monekyabl. [Ipu 3ToMm, B otuuue ot afyT-KIeToK,
IIJTST y4acTusl B PETyJIsiiiuid UMMYHHOTO oTBeTa yoT-
KJIETKU MOTYT ObITh aKTUBHUPOBaHbI €NUHCTBEHHbBIM
curHajioMm [48]. ydT-kneTku MOryT pacrio3HaBaThb
MUKPOOPTaHU3MbI U UHOUIIMPOBAHHbBIE WU TPAHC-
(dopMUPOBaHHbBIE KJIETKHU X03sIMHA [79] 1 MpOSIBISATH
MPSIMYIO IMTOTOKCUYECKYIO aKTUBHOCTD 32 CUET BbI-
CBOOOXKIIEHHUSI TPAaH3UMOB U TIep(OPUHOB, BOBJICUYC-
Hus Fas/FasL unu TRAIL penientopoB, MpOayKIIMU
TNFa [106]. Bojee Toro, oHM Tak:ke MOTYT TeHEepU -
poBaTh KJIETKU MaMSITH, ICHCTBYS KaK agallTUBHBIC
uMMYyHHBbIe T-knetku [141].

C npyroii cTopoHbl, Y8 T-KIETKM UMEIOT perern-
TOpPHl BPOXICHHOTO WMMMYHHUTETa, OOeCIIeunBasi
PaHHIO UMMYHHYIO 3alllUTY JaXe MPUu OTCYTCTBUU
npeaBapuTeIbHOrO BO3AENMCTBUSI aHTuUreHa |[147,
212]. OHmM peanu3yloT HecleIUuPUUIEeCKylo IIUTO-
TOKCUYHOCTh B OTHOIIEHUM MHUIIEHEeH, orocpe-
JIOBAHHYIO pEleTITOpaMU  €CTECTBEHHBIX KUJLIe-
poB (NKR — natural killer cell receptor) [140, 301],
aHTUTEJIO3aBUCUMYIO 3aBUCHUMYIO KJIETOYHYIO IIM-
ToToKCMYHOCTh (A3KIL) [90]. YcraHoBieHO, 4TO
yoT-kineTku wmoryt ¢arouuTUpoBaTh YACTULIBI U
JeliCTBOBaTh KaK MpodecCuoHalbHbIE aHTUTCHIIPE-
3eHTUPYIOLIUE KIEeTKU [7]. DTU KIETKU CEKpPEeTU-

PYIOT MHOXECTBO LIMTOKMHOB [298] u omnpenensitor
aKTUBHOCTb MHOXKECTBa KJIETOK MUKPOOKPYKEHUSI,
B TOM 4ymcJie MaKpodharoB, €eCTEeCTBEHHbBIX KUJJIEPOB,
NEeHIPUTHBIX KJIeToK U o T-nmumdonutos [29, 135].

3a mociiemHWEe TOOBI B JUTEpAType ITOSIBUIOCH
00JIbIIIOE KOJIMYECTBO JaHHBIX O MHOroo0pa3uu cyo-
nonynasauuit ydT-KIeTok, Mopoil MPOTUBOMOIOX-
HBIX, WJIN JaXKe aHTaTOHUCTUIECKHNX, POJIM 3TUX Cy0-
HOMYJISILMI B (PU3MOJOTUYECKUX 1 TTaTOJTOTMYECKUX
mpoleccax; IOSIBUJIMCh CBEICHUS O NPUMEHEHUU
3TUX KJIETOK B Tepaliuid B OCHOBHOM OITYXOJICBBIX
3a0oneBaHuii. [ToaToMy Liesiblo HACTOSIIEr0 0030pa
SIBWJIACh CUCTeMaTU3alusl TaHHbIX 0 6uojoruu ydT-
KJIETOK, X MPOUCXOXICHUH, (PeHOTHUTIC, (PYHKITUSIX
U CIoco0ax MpUMEHEHUST B KIMHUKE.

1. ITpoucxoxaenue yOT-Knerok

Hau6onee nmonHo npoucxoxiaeHue n guddepeH-
upoBKa YO T-KIJIETOK M3y4yeHbl HAa MBILLIMHON MoOJe-
au[83]. ConpeneneHHbIMU IOITYILEHUSIMU ITOJIararoT,
9TO 3Tanbl X AUPdEepeHITMPOBKY B TUMYCE YeTOBEKA
WMEIOT CXOIHBIN xapakTep. YO T-KIeTKU pa3BUBaIOT-
¢s1 B TUMYyce 13 T-KJIeTOK-TIpeAlIeCTBEHHUKOB, TTPO-
HMCXOISIIINX N3 TEMOITO3TUICCKIX CTBOJIOBBIX KJIIETOK
KocTHOTO Mo3ra [204]. MexaHu3Mbl peKOMOWHALIUU
yOTCR V(D)J nogpoOGHO onrcaHbl B pa3IUYHbIX pa-
6otax [51, 97, 235, 296]. bonbmumHCcTBO Y8 T-KIIeTOK
TMOKWAAOT TUMYC Ha CTaauy ABOMHOM HETraTUBHOM
(DN) knetku (DN2-DN3). Hekotopsie ydT-kiieTKU
npoxoasaT crtaagud DN 1 ABOWHONM ITO3UTUBHOI
(DP) xnetku unu DN, DP u ongHono3utusHoii (SP:
CD4" mmu CD8*) kimerku [12, 159, 179]. B mepude-
pUYECKOl KpOBM 4eJioBeKa oOHapyxuBaroT DP u
SP ydT-keTku, mpyu 3TOM Cpenu TMepevyrcIeHHBIX
(eHOTUNOB HauboJiee pacrpoCTpaHEHHBIM Yy Ye-
noseka sisitorcss CD8*yoT-kierku [214, 251]. Ha
MBILIMHON MOAEIU MOKa3aHo, YTO B YCIOBUSIX NUb-
(depeHLIMPOBKU B TUMYyce Tepenadya curHaioB TCR
06e3 curHaima Notch crmoco6cTByeT 00pa30BaHUIO
yoT-xnerok. Haob6opot, Huskuit curian TCR mnipu
OJITHOBPEMEHHO CUJIbBHOM CUTHaysimHre yepe3 Notch
crioco0cTByeT obOpazoBaHuio ofT-kieTok [294].
JHuddepeHurpoBka ydT-KIeTOK 4YeaoBeKa MOXET
uatu no Notch-HeszaBucumomy DN-nyTH, pesynb-
TaTOM KOTOpOro OyaeT oOpa3oBaHue 3peiibix DN u
SP (CD8") ydT-knetok. Hanporus, auddepeHiu-
poBka yoT-kiieTok yesoBeka mo Notch-3aBucumomy
DP-niytu npuBoauT K oOpa3oBaHUIO cHayaja He-
3penbix CD4"SP-kiertok, a 3ateMm 3penbix DP yoT-
Kietok [214, 250]. CnenyeT OTMETUTD, 4TO poiab CD4
wi CD8 B pacniodHaBaHuu aHTUreHa ydT-kieTkamu
JIO CUX MOP HE SICHA.

IMepBoHavanbHO cpean YOT-KJIETOK BBIAEISIIU
nBe cyonomynsituu: Vol u Va2 [4]. ydT-kieTku Briep-
BbIe OOHAPYKMBAIOTCSI Ha 5-6-i1 Hexee bepeMeHHO-
CTHU B MEeYEHU TJI0/1a 1 yepe3 8 Heaellb B Tumyce [ 143,
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145]. B cepenuHe GepeMEHHOCTU NPOAYLIUPYIOIIUE
IFNy V382 T-knetku SBISIIOTCS Tpeobiianaroiieit
nonynsuuei [54, 282]. Ilpu poxxaeHUU B TUMYyCE U
B MYNOBUHHOW KPOBU JTOMUHUPYIOIIEH MOy~
el sBisiercst V81 T-kietku [265, 282]. INonaraior,
yro V62 T-knerku mnoaBeprarorcss (QeHOTUIuYe-
CKOMY CO3PEBAHMIO BCKOpPE I10C/IE poXAeHUs [265].
I1o Mmepe B3pocieHus peobdiagaroleii Cyornomyisi-
el B nepudepruueckoit KpoBU cTaHOBATCS VYIVE2
T-xnetku [144].

OcobeHHocTH pa3BuTust Vy9Vo2 T-KkIeToK B THU-
Myce K HACTOSIIEMY BPEMEHU U3YYeHbl HEA0CTaTOU-
Ho. PazButne Vy9V52 T-kIeTOK COMpPOBOXIAETCS
M3MEHEHMEM SKCIIPECCUM ITOBEPXHOCTHBIX DEIICII-
TOPOB, CEKPELIMM XEMOKWHOB U BHYTPUKJIETOUHOI
BKCIIpeccur (PaKTOpOB TPAHCKPUITLIHNU. BBIIEISIIOT
cnenytotue 3tanbl auddepeHunpoBku ydT-KieTok
B MOCTHATaJIbHOM TuUMyce: 1) KJIeTKu ¢ (PeHOTUTIOM
CD4*CD1617°v; 2) xietku ¢ peHotunom CD4
CD161-; 3) kinetku ¢ peHotunom CD4-CD1617[144].

B nepudepuueckoii KpoBu 4enoBeka mocie 45
JIET CHOBA TIPOUCXOAWUT MHBEPCUS COMEP>KaHUSI CyO-
nonyngauuit ydT-knerok: konmuyectBo Vol T-kieTok
yBeJIMYUBaeTCs, a KonuectBo Vo2 T-kieTok mana-
et [92]. I[IpuuuHbl Takoro ¢pusnogorunyeckoro de-
HOMEHa HWHBepcuu cyononyinsauuit ydT-KJIeToK B
TeUYeHUeE KU3HU 0 CUX MOP He ycTaHOBJIeHbI. Creny-
€T OTMETHUTbh, UYTO TP PA3TMIHBIX MATOJIOTHICCKIX
COCTOSIHUSIX TaK:Ke HaOJIIogaeTCsi MHBEPCUSI CyOIro-
nynasiunii ydT-KJIeTOK B CTOPOHY npeodsiananust Vol
T-xieToK, HaIIpuMep IIPU CUCTEMHOM KpacHO BOJI-
yaHkKe [292], pakoBBIX 3a001eBaHUSIX 1 MHQEKIINIX
(renatut C, CMV-undekuus, BUY-unbekuus [60,
189]), u ee CBSA3BIBAIOT C MPEUMYIIIECTBEHHBIM pa3-
MHOXXEHHMEM OTHOM M3 IBYX IOITYJSILINMA IIPU MaToO-
JjoruyeckoM mpoiiecce. CiaeayeT OTMETUTh, YTO UH-
BepCUsl B CTOPOHY IpeodiagaHus Vol obecrieunBaeT
du3noorNYecKoe TeueHne 0epeMeHHOCTH, HAMlpo-
TUB — TIpeobyiagaHue y Mmatepu Vo2 BeAeT K HeBbIHA-
LIMBaHMIO OepeMeHHOCTH [86].

IMocne oxonuwanust auddepeHurpoBku yOT-
KJIEeTKM BBIXOASAT U3 TUMyca B IepudepUIecKyro
KpoBb. B Hacrosiiee BpeMmsi Cpeiau IUPKYJIUPYIO-
mux yOT-KIETOK BBLICISIIOT HECKOJIBKO CyOrmomy-
Jsumii: 1) HauBHble yOT-kneTku; 2) ydT-kieTkwu,
npoayuupytomue IFNy (y8T1) [260]; 3) ydT-
kietku, niponyuupytomue 1L-17 (y8T17); 4) ydT-
knetku, nponyuupytomue [FNy/1L-4 (ydNKT wnu
CD56™8T); 5) ouenb penkue CD47ydT-xkieTku;
6) ouenb penkune CD8™ydT-kinerku. Takke Bblie-
JsitoT (7) ydTreg-kineTku, KOTopble UMEIOT (heHo-
tun CD73*FoxP3*V3a1*™ nu6o CD39*FoxP3*Val*
1 OOHapyXeHBI B IepudepuIecKOil KPOBH, a TaK-
K€ B TKaAHU OITyXOJIM IallMeHTOB C PakKOM MOJIOU-
HoOM xeyie3bl [163, 182] U pakOM TOJICTOM KMIIIKU;

8) y8T spc — AHTUTEHITPE3CHTUPYIOIINE KISTKH [16];
9) ydT2 (nmpomyuupytoiue 1L.-4, y yenoBeka onuca-
HBI TOJIbKO TIpu nuddepeHInpoBKe in vitro) [260];
10) y6T1/ydT17 (mpomyuupyromue kak [FNy, tak u
1L-17); 11) y8Tfth-knetku [6]; 12) ydT9 (mmpomymu-
pytomue 1L-9, y yemoBeka omnucaHbl TOJbKO IIpU
nudpdepeHpoBKe in vitro) [180].

2. @enorun Yo T-KaeToK

Paznuuynbie cyononynsiunn  yOT-KIeToK 3Kc-
MPECCUPYIOT Ha CBOEW TOBEPXHOCTU MHOXKECTBO
Pa3IMYHBIX pelenTopoB (Tadi. 1, 2 u 3), onpeness-
IOIIMX UX (DYHKIMOHAJIbHYIO aKTUBHOCTb. Cynbba
LUPKYJIUPYIOIIUX B KPOBOTOKE YO T-KJIETOK ompee-
JISIeTCsI KOMOMHAIIUE XeMOKITHOB B MUKPOOKPYKe-
HUM, DKCIIPECCUPYEMbIX 3TUMU KJIETKaMU, U MOJe-
KYJI aire3UM 1 XeMOKMHOBBIX PEIIeNITOPOB, KOTOPhIE
KOHTPOJIMPYIOT MUTPAIINIO B KOXKY, CIU3UCTYIO 000-
JIOUKY U KUIIEUHUK, a TAKXKE OMpeaesIsiioT, OCTaHyT-
Csl JIM OTU KJIETKW B KaUeCTBE PE3UIECHTHBIX KIIETOK
WA BEPHYTCS B LIMPKYJISIINIO.

VY yesloBeKa Ha OCHOBAHMUU PACIIOJOXKEHMSI, IKC-
MpEeCcCcCuu d-1enei, IKCIPEeCCUM OMpeIeIeHHbIX Te-
HOB, (peHOTUITAa U (DYHKIIUI BBIACISIOT CICIYIOIINE
nomnyasiuu ydT-kieTok: 1) V81 — 3Tu KJIeTKU 00-
Hapy>XXeHbI B HEOOJIBIIINX KOJIMYECTBAaX B KDOBOTOKE,
a TaKKe COCTAaBJSIOT BHYILIMTEIBHYIO JTOJIO CPEAN
T-aum@ouuTOB B Te4YeHU, cele3eHKe, KUIIeYHU-
Ke, lepMe U 3KCIIPECCUPYIOT pa3IMIHbIe BapUAHThI
y-ueneit: Vy2; Vy3; Vy4; Vy5; Vy8; Vy9; 2) Va2 — y
B3pOCJIOTO yejioBeKa 10 45 JIeT 3TO MaxKopHasi cyo-
HoNyJIIuus B TepUPEpUISCKON KpPOBU, KIETKHU
KOTopoii akcmpeccupytor Vy9-miensn; 3) Vo3 — atn
yOT-KIETKM HaXOAsATCs B MEUYEHU U B KUILIEYHUKE,
a Takke B HE3HAYUTEJIbHBIX KOJIMYecTBax oOHapy-
KCHBI B mepudepruIecKo KPOBU, 3KCIIPECCUPYIOT
Vy2- u Vy3-uenu [103, 261] u pacno3HalT Te Xe
guranabl, uto 1 V81 [198]; 4) Vé4, V86, V&7 — ot
KJIETKM OOHapyXXeHBI B TepudepUISCKON KpOBU
MalueHToB ¢ JuMdoMoll u skcrnpeccupyror Vyl-
uensb [257]. [Monaratot, uto mist Vol B OoJibliieii cTe-
MEeHM XapaKTepHBI (DYHKIIMU KJIETOK amallTUBHOTO
MUMMYHUTETA U CIOCOOHOCTb OOPa30BbIBATh KJIETKU
«I1I0J00HBIC MaMSITH», TOrga Kak ajis Vo2 0oJjiee xa-
pakTepHBI MPU3HAKKN KJIETOK BPOXKICHHOIO MMMY-
Huteta [40, 190].

Tak xe kak u cpenu ofT-muMbOUUTOB, cpeau
yOT-1TMMGOOLUUTOB BBIIEISIOT CJEAYIOIIUE CYyOIT0-
nyasuuu: 1) T,,,. — HauBHbIE KJIETKU C (heHOTUTIOM
CD45RA*CD27*; 2) T¢y — KIETKM LEHTPATBbHOMN
namaTtu ¢ peHoruriom CD45RA-CD27*, He obnana-
o1ue 3pGheKTOPHBIMU CBOMCTBAMM U 3KCIIPECCU-
pylolie pelenTopsl JUIsi MUTpaliuu B JIMMdaTuie-
ckue y37bl; 3) Ty — Ki1eTku 3 OEKTOpHOM maMsITh
¢ deHoturiom CD45RA-CD27-; 4) Tryra — TEPMU-
HaJIbHO nuddepeHInpoBaHHbIE KJIETKU C (peHOTU-
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TABIULA 1. MOBEPXHOCTHbIE PELIENTOPbI y5T-KNETOK
TABLE 1. RECEPTORS ON THE CYTOPLASMIC MEMBRANE OF y3T CELLS

PeuenTop Monynauua yoT Nuranpg PyHKUMA
Receptor ydT population Ligand Function

Annexin A2 [98, 138],
CD1a [258], CD1d [134],
CD1c [206];
BTN3A1 [171, 210],
BTN2A1 [100, 200],
BTNL3 [100, 268];

EPCR [267];
YKa3aHHbIe nuraHabl EphA2; Mpwu cBaA3bIBaHMU
onucaHbl npenmyilectseHHo | HLA-A24 [34], HLA-B27-ci [46], C NMUraHaoM UHULMUpyeT
ansa Vé1 u V82, peako HLA-A2 [225], HLA-A*24:2 nponudepauuto, CeKpeLmro
ANA Apyrux nonynsauumn [105], HLA-A2/MART-1 [10]; umMToKuHOB (IL-2, IFNYy, IL-17),
ydTCR ydT-kneTok hMSH2 [220]; LUTOTTOKCUYHOCTb [224]
These ligands are described MR-1; Upon binding to the ligand, it
mainly for V31 and V&2, bacillus Calmette-Guérin initiates proliferation, cytokine
rarely for other populations of Protein Antigen [279]; secretion (IL-2, IFNy, IL-17),
yoT cells MICA/B, ULBP4 [75] cytotoxicity [224]
staphylococcal

enterotoxin A [207];
mycobacterium tuberculosis
Superantigen [278];
listeriolysin O peptide [76]
peptide from Tetanus

toxin [82, 111]
Aparesus
CD2 (LFA-2) Vy9Va62 [139] CD58, CD48 [156] Adhesion
NMpoBepeHue curHana
B crnyyae coeauHeHus ydTCR
CD3 5T T-numdoumnTapHbIn Mapkep C NUraHaom
i T lymphocytic marker Conducting a signal in the case
of binding of ydTCR with
a ligand
HeT paHHbIX HeT paHHbIX
CDh4 Va3 [41, 134] No data No data
HeT paHHbIX HeT gaHHbIX
D8 Va3 [41, 134] No data No data
CD11a/CD18 ICAM-1, ICAM-2, Apresus
(LFA-1) Vy9Vs2 [139] ICAM-3 [23, 24, 156] Adhesion
AHTUTEeno3aBucumMas
KNeToYHas KreTo4yHas
CD16 (FcyRIIl) V31, Va2, V63 [60, 123, 244] 19G LUUTOTOKCUYHOCTb
Antibody-dependent cellular
cytotoxicity
v8T B coctaBe PBMC [226],
V31, V32 [127], ydT B cocTtaBe
} PBMC [226] ) Mponudepauusn
CD25 (IL-2Ra) y8T as part of PBMC [226], IL-2 Proliferation
V381, V82 [127], y8T as part
of PBMC [226]
AundbcbepeHumpoBka,
CD27 V62 [42] CD70 KIflOHarnbHas aKcnaHcus
Differentiation, clonal expansion
OndcpepeHumpoBka,
CD28 V62Vy9 [256] CD80, CD86 nponudepaumsa

Differentiation, proliferation
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Tabnuua 1 (npodomxeHue)
Table 1 (continued)

PeuenTop
Receptor

Monynauus yoT
vdT population

INuranpg
Ligand

DyHKUMA
Function

CD30

ydT-kneTouyHasa numcoma [74]
yoT cell lymphoma [74]

TRAF2, TRAF5

AKTUMBUpYET B KneTke-
muweHu NF-«xB
Activates NF-xB
in the target cell

CD38

V51 [109], V83 [41]

CD31

MpoayKumnsi LUTOKUHOB
Cytokine production

CD39

Va1, Va3 [41, 128]

AT®, AO®, UTP n UDP
ATP, ADP, UTP and UDP

OKTOHyKneoTnaasa,
KOTOpasi KaTanusnpyer
rupponus y- n B-choccaTtHbix
ocTtaTkoB Tpudocdgo-

n andoccoHykneosnaos
00 NPOV3BOAHOIO
MoHodochoHyKkneo3naa
Ectonucleotidase,
catalyzes the hydrolysis
of y- and B-phosphate
residues of triphospho- and
diphosphonucleosides to
a monophosphonucleoside
derivative

CD45

voT

MaHnerKoLUTapHbIA MapKkep
Panleukocytic marker

CD52

V51 [109]

ITIM (MHrMOUpYOLLMIA MOTUB
MMMYHOpPELIENTOPOB Ha
OCHOBE TUPO3UHa), HeCcyLmin
TNeKTUH, CBA3bIBalOLWUMA
CuarnoByto KUCIOTY
SIGLEC10
ITIM (tyrosine-based
immunoreceptor inhibitory
motif), carrying lectin binding
sialic acid SIGLEC10

Mapkep 3penbix
nMMdoLNTOB, CHUXKAET
BepPOATHOCTb aare3uun
Marker of mature lymphocytes,
reduces adhesion

CD70

V52 [42]

CDh27

AundcbepeHumpoBka,
KNoHanbHas aKcnaHcusa
Differentiation, clonal expansion

CD71

V51 [109]

TpaHcdeppuH
Transferrin

TpaHcnopT TpaHctheppuHa
B KNETKy NyTem 3HA0oLUTO3a
Transferrin transport into
the cell by endocytosis

CD73

Va1, Va2 [8, 27]

AM®
AMP

Mpeo6pasoBaHus AM®
B af€HO3WUH
Conversion of AMP
to adenosine

CD56

V51 [60], V83 [134]

Neural cell adhesion
molecule (NCAM), mapkep
NPUHaANeXHOCTU K
cy6nonynsauun ySNKT
Neural cell adhesion molecule
(NCAM), a marker of belonging
to the ySNKT subpopulation

CD57

V1 [60]

Mapkep TepMuHanbHomn
anddepeHumpoBku [164]
A marker of terminal
differentiation [164]
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Tabnuua 1 (npodomxeHue)
Table 1 (continued)

PeuenTtop
Receptor

Monynauusa y8T
vdT population

Nurang
Ligand

DyHKUMA
Function

CD69

y8T B coctaBe PBMC [60,
226], Vo1, V62 [127]
v8T as part of PBMC [60, 226],
Va1, Va2 [127].

Gal-1

Mapkep paHHeln akTuBauuu
numdouunToB, perynupyer
cekpeuuio IFNy, IL-17
n IL-22 [33]

A marker of early activation
of lymphocytes, regulates the
secretion of IFNy, IL-17 and
IL-22 [33]

CD80/CD86

Va1, V62 [127]

CTLA-4, CD28

MopynupoBaHue aKTUBHOCTHU
KNETKN-MULLIEHN
Modulating the activity
of the target cell

CD95 (Fas)

V51 [221]

CD95L

Mapkep roToOBHOCTM KIeTKU
K anonTo3y
A marker of cell readiness
for apoptosis

CD95L (FaslL)

Va1 [221]

CD95

AnonTo3
Apoptosis

CD103

V51, V83 (mRNA) [41],
V51 [109]

E-kaarepuH
E-cadherin

Apgresus K anutenuio
Adhesion to the epithelium

CD107a

V51 [60] V51 V52, V3
(MRNA) [41]

Mapkep aerpaHynaumm
B pe3ynbraTe aKkTuBauuu
KNeTKn
A marker of degranulation as
a result of cell activation

CD122 (IL-2Rp)

V51 [109] (MRNA)

IL-2

Mponudepauynsa
Proliferation

CD137

Va1, Vo2, Va3 [41]

CD137L

Mapkep akTuBaumm,
KOCTUMYNATOPHAasA MoreKyna
ANA aKkTMBauum makpodaros
1 OeHAPUTHBIX KneTok [169]

An activation marker,

a costimulatory molecule for the
activation of macrophages and
dendritic cells [169]

CD161

Va1, Vo2, Vo3 [41]

LLT-1

UHrnémuposaHue
Inhibition

CD226

Va1, V52, Va3 [41] (MRNA)

CD112, CD155

Apresuns, nomoraet B nu3uce
KNEeTOK renaToLuensionspHon
KapuuHombl [239]
Adhesion, helps in the lysis
of hepatocellular carcinoma
cells [239]

CD247

V51 [109] (MRNA)

y8TCR

CD {-uenb, obpa3syet ¢ y§TCR
retepogumep [32]
CD ¢ is a chain that forms a
heterodimer with y3TCR [32]

CD272 (BTLA)

V52 [118]

CD160, Bupyc repneca,
LIGHT
CD160, herpes virus, LIGHT

Mpwn cBasbiBaHun ¢ CD160,
BUpYC repneca — UHrMbuuus,
npu cBAA3bIBaHUU
c LIGHT [166]

When binding to CD160,
herpes virus is inhibited when
binding to LIGHT [166]
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Tabnuua 1 (okoH4YaHue)
Table 1 (continued)

Peuentop
Receptor

Monynauus yoT
vdT population

Jlurang,
Ligand

DyHKUMA
Function

v5Treg [3] V&1, V63

CD357 (MRNA) [41]

AkTuBauus, nponudepauums,
BbIpabOTKa LIUTOKMHOB,
3awuTa oT anonTtosa
Activation, proliferation,
cytokine production, protection
from apoptosis

GITRL

V51 [109], V82 [81, 127],

HLA-DR V83 [134]

Mpe3eHTaumsa unu
Kpoccrnpe3eHTauusa aHTUreHoB
kak CD4*, Tak u CD8* apT-
numdoumuTtam [14, 151]
Presentation or cross-
presentation of antigens
to both CD4+ and CD8*
ofT lymphocytes [14, 151]

affTCR

CD85J

(ILT2, LILRB1) Vy9Ve2 [125]

Monekynbl MHC knaccal l
MHC Class | molecules

UHrmbmnposaHue
Inhibition

TRAIL V&1, V82 [262]

TRAIL-R1 (DR4), TRAIL-R2
(DR5), TRAIL-R3 (DcR1),
TRAIL-R4 (DcR5)

CessbiBaHue ¢ DR4 nnn
DR5 nHuumuupyet anonto3s
MULLEHMU, CBA3bIBaHUe
¢ DcR1 wnun DcR5 no3Bonsiet
MULLUEHU unsderaTb anonTtosa
Binding to DR4 or DRS5 initiates
apoptosis of the target, binding
to Ddr1 or Ddr 5 allows the
target to avoid apoptosis

Notch V52 [73]

Notch ligands (Delta-like-1,
Delta-like-3, Delta-like-4;
Jagged 1, Jagged 2)

Ctumynsuus
nponudepauuu, CTUMynsauus
LUTOTOKCUYHOCTHU
B OTHOLLUEHMU ONYXONeBOW
KNeTKN
Stimulation of proliferation,
stimulation of cytotoxicity
against a tumor cell

nom CD45RA*CD27-, skcnpeccupyloliyie peLen-
TOPBI 11 BO3BpAllEeHUsI B OYaru BOCHAJIEHUs: OHU
¢J1abo MpeacTaBlIeHbl B IMM@paTUISCKUX y3/1aX, XOTS
B M300MJIMKM NPUCYTCTBYIOT B OYarax BOCIIAJICHWUS,
U NposiBISIOT addekTopHbie GyHKuuM [52, 203].
OTtu cyonomynsinuu ydT-kKi1eToK o0janalT pa3HOH
npoanudepaTuBHONU aKTUBHOCTBIO, a T, 001agawoT
CITOCOOHOCThIO AUGPEPEHLIMPOBATHCSI AaHTUTEHHE-
3aBUCUMBIM 00pa3oM B Ty ¥ Tryra [19]. Hanmpumep,
YCTaHOBJICHO, YTO B HEKOTOPHIX OITYXOJISIX HAXOMSIT-
cs1 Vol T-knetku ¢ peHoturniom Ty, mnm Ty n Vo2
T-xnetku ¢ deHoTunom Tpy uim Tryra [131, 132].

2.1. y8TCR u ezo0 auzandwvt

Peuentop y8TCR, skcmpeccupyeMblii 3TUMU
KJIeTKaMU 1 OIPENeIsIoNIUi UX MIPUHAIJIEXKHOCTb K
otaenbHOMY noakiaccy T-nmuMdonnTos, He TpedyeT
npe3eHTauuu aHtureHa B cocrtaBe MHC. Hecmo-

TpS HA 3TO HEKOTOpbIe cybronysauuu yoT-KieTok
COXpaHWIM CIIOCOOHOCTh pacro3HaBaHUSI HEKOTO-
pbix mosekyn jokyca MHC (HLA) coumu ydTCR
(Tabn. 1) BHE 3aBUCUMOCTHU OT HaJW4YUs TIETITUNA B
coctae MHC [10, 46]. [Tonaratot, yto Takue ydT-
KJIETKU SIBJISIFOTCS aJlJIOPeaKTUBHBIMU [5, 291]. B u-
TepaType He yIaJoCh HATU TOCTAaTOUHO YOSOUTEIb-
HOU WMHMbOPMALlMU O BO3MOXHBIX KOPELENTopax,
HEOOXONUMBIX MJIsI paclio3HaBaHUsSI MO aHaJIOTUU
affTCR. OgHuM U3 BO3MOXHBIX KaHAUIAATOB Ha
GYHKIIMIO KOpelenTopa IIpy paciio3HaBaHUU aHTH-
reHa y0TCR cuurtatoT 0yTupoduInuHbI U OyTUpOobU-
JMHomnono0HbIe MoJieKynbl (Btnl/BTNL) [268], a
takcke CD27 m NKG2D [195]. ITonararot, 94To Ipo-
croro cBg3biBaHUs YOTCR ¢ poaCTBEHHBIM €My aH-
TUTE€HOM [IOCTAaTOYHO JUIsI aKTUBALUU YO T-KIETKU.
CrnenyeT oTMeTUTh, 4TO apPUHHOCTH OOJIBIIMHCTBA
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TABJINLIA 2. XEMOKUHOBbBIE PELIENTOPbI HA y8T-KNETKAX
TABLE 2. CHEMOKINE RECEPTORS ON y8T CELLS

Wtor B3aumopgencTeua peuentopa

Monynauna
Peuentop Jluranpg C NUraHaom
CD yoT . ) .
Receptor ST pooulation Ligand Result of the interaction of the receptor
ol pop with the ligand
CCL3 (MIP-1a), CCL5
(RANTES), CCL7 Mwurpauus B 3oHy BocnaneHus [35]
CCR1 CD191 | Vo1, Vo2 [71] (MCP-3), Migration to the inflammatory zone [35]
CCL23 (MPIF-1)
Murpaumsa B onyxonu: nogxenyao4Has
xene3sa [39], nerkue [47], npeacTaTenbHas
CCR2 CD192 Va1, V62 Xenesa, ne4yeHb, MOnoyvHas xenesa [117]
Migration to tumors: pancreas [39], lungs [47],
prostate, liver, mammary gland [117]
CCL11 (eotaxin),
CCL26 (eotaxin-3), Murpauums B 30Hy BocnaneHus
CCR3 CD193 | V&1, Ve2[71] | CCL7 (MCP-3), CCL13 Mi rati%nuto the areg of inflammation
(MCP-4), CCL5 9
(RANTES)
CCL2 (MCP-1),
CCL4 (MIP-1), CCL5 Mwurpauuma B numdatunyeckue y3nbl
CCR4 CD194 | Vo1, Vo2 [299] (RANTES), CCL17 Migration to the lymph nodes
(TARC), CCL22
Murpauua B nogxenynouHyto xenesy [39],
B NONOCTb cycTaBa Npu peBMaTOMAHOM
aptpute [154], Murpaumsa B nerkue
Va1 [47] CCL3 (MIP-1a), CCL4 npu onyxonwu [47], murpauus B 30Hy
CCR5 CD195 V52 [71]’ (MIP-1B) n CCL5 BocnaneHus [71]
(RANTES) [71] Migration to the pancreas [39], to the joint cavity
in rheumatoid arthritis [154], migration
to the lungs in tumors [47], migration
to the inflammatory zone [71]
Mwurpauuma B anugepmarnbHbIi Crion
KOXu [65], Mmurpauma B cnmsnctble
o6onouku [61, 114], murpauus
Va1 (Tys17) B noaxenynouHyto xenesy [39], murpauus
CCR6 CD196 Va1 ng [71’] CCL20 (MIP-3a) B nerkue npw onyxonw [47]
’ Migration to the epidermal layer of the skin [65],
migration to the mucous membranes [61, 114],
migration to the pancreas [39], migration
to the lungs in case of a tumor [47]
CCR7 CD197 | V&1, V82 [71] CCL19 n CCL21 Murpauus B numdaruueckue y3no! [71]
Migration to the lymph nodes [71]
TOHKMI KULLEYHUK, aNuaepMarbHbIN
CCR9 CDW199 V52 CCL25 cnon koxy [183, 248]
The small intestine, the epidermal layer
of the skin [183, 248]
¥oT MbiLb, Murpauumsa B anuaepmManbHbIN
CCR10 V31 yenoBek CCL27 cnou koxwu [94, 165]
8T mouse, (CTACK) [65, 85] Migration into the epidermal layer
V81 human of the skin [94, 165]
CXCR1 Mwurpauus B 30Hy BocnaneHus [96]
(IL8Ra) cD128 Va1 {71l CXCLS, CXCL6, CXCL8 Migration to the inflammatory zone [96]
CXCR2 IL-8, CXCL2, CXCL3, Mwurpauus B 30Hy BocnaneHus
(IL8RB) CD182 | Va1, Ve2 [71] CXCL5, CXCL1 Migration to the area of inflammation
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Tabnuuya 2 (okoH4YaHue)
Table 2 (continued)

Monynauusa
yoT
ydT population

PeuenTtop

Receptor cD

Nurang
Ligand

Utor B3aumopencTema peuentopa
C nUraHaom
Result of the interaction of the receptor
with the ligand

CXCR3 CD183 Va1, Vs2

CXCL10, CXCLM1

Murpauus B nonoctb cyctaBa npu
peBMaTouagHoMm aptpute [154],
TpaHcaHaoTenuanbHaa murpauums [183],
Murpaumsa B 3o0Hy BocnaneHus [71]
Migration to the joint cavity in rheumatoid
arthritis [154], transendothelial migration [183],
migration to the inflammatory zone [71]

CXCR4 CD184 Va1, Vé2

SDF-1/CXCL12

TpaHcaHaoTenuanbHaa murpauus [183]
Transendothelial migration [183]

CXCR5 CD185 | V&1, Va2 [71]

RANTES, MIP-1q,
MIP-1p

Murpauusa B honukynbl numdaTnyecknx
y3noB [15]
Migration to the follicles of lymph nodes [15]

yOTCR k aHTUTeHaM HU3Kasi, HO Ojaromapsi BHICO-
Kol twtotHocTu Mosiekysl YOTCR Ha moBepxHOCTH
KJIETKM CO371aeTCsT BBICOKAsT aBUTHOCTD CBSI3bIBAHUS
¢ aHtureHowm [31]. Mcxonst us aToil KOHUETIUWH, JIJIs1
yO0TCR aHTHTreHaMu MOTYT ObITh IMMPAKTUYECKU JIIO-
Oble MOJICKYJIbI, TIPUCYTCTBYIOIIIME Ha TTOBEPXHOCTU
KJIIETOK WJIM B OKpPYXKAIOIIeM BHEKJICTOYHOM IIpO-
CTpaHCTBEe. B 3TOM cMBICIC aHAIOTUM MEXIY MBbI-
IIITHOW MOIEINIbI0 W UYEIOBEKOM HECOCTOSITCIIHHBI,
SKCIIepUMEHTAILHBIE MOJIEJTA HATIOJ001E MOJIETIei ¢
TPaHCTEHHBIMU MBITIIAMU IS TTOATBEPKICHMS CPOJI-
CTBa aHTUTEHA OTIPeAeICHHBIM PEIeNTOpaM B YeJI0-
BEUYECKOW MOJEM HEBO3MOXKHBI.

TeMm He MeHee Ha CETOOHSIIHUNA JEHb M3-
BECTHO HECKOJIBKO JIMTaHIOB IS YEJIOBEUYECKOTrO
ydTCR: monekynbr nokyca HLA — HLA-A24 [34],
HLA-B27-ci[46], HLA-A2[225], HLA-A 24:2[105],
HLA-A2/MART-1 [10]; cTpyKTypHbIE aHAJIOTU MO-
aekynbl Jokyca HLA — CDla [258], CDI1d [134],
CDlc [206], MICA/B, ULBP4; GyrupoduinHbI
BTN3AIl, BTN2A1, BTNL3; cynepaHTUreHbl HEKO-
TOPBIX OAKTEePUil U APyTrUe MOJIEKYJIbI (Taba. 1).

T-numdorutsl, skcnpeccupywoimne o TCR,
pacIio3HaioT (pparMeHTHl aHTUTEeHA B COCTaBE KOM-
IJIeKca aHTUTCHNPEACTABIISIIONINX MOJICKYJI TJIaB-
HOro KOMIIJIEKCa THUCTOCOBMECTUMOCTH. IloMuMo
moJiekya jJokyca HLA y dyenoBeka (DyHKIIMIO aHTU-
TeHITPe3eHTAIIMM BBITTOJTHSIIOT MOJIEKYJIBI ceMeicTBa
CDI1 (CDla, CDIl1b, CDlc u CDId) u peuentop
MRI1 (MHC class I-related). Dtu peuentopbl Heo0-
XOOWMBI IS paclO3HaBaHUS JTUIIUMIAHBIX aHTUTCHOB
T-xmerkamu [205, 252] u aKcrnpeccUpyroTcs Ha I10-
BEPXHOCTH HEKOTOPBIX ITPOMECCUOHATBHBIX aHTHU-
TeHIIPE3CHTUPYIOIINX KIIETOK: B-TMMMOILINTEI, TeH-
npuTHble kJieTku [11] u kineTku JlaHrepraHca.

Peuentop MRI1 skchopeccupyercss KjieTKaMu B
YCIOBUSIX MeTab0IUYECKOro CcTpecca, PaKOBBIMU
KJIeTKaMu, WH(OUIIMPOBAHHBIMU OAKTEPUSIMU KIIET-
kamu [107, 241, 284]. MR1 cBsi3bIBaeT MeTabOIUTHI,
MoJIydeHHbIE B pe3yabTaTte 0aKkTepuajibHOro OMOCUH-
Te3a pubodaBuHa MM (PoJueBol KUCIOThI [112,
124]. TTockonbKy MJeKONUTAalONIKMe He 00JIagaroT
CITIOCOOHOCTBIO CHHTE3MPOBATh BUTAMUHBI TPYIIITHI
B, 3Tn HeGOIbIIIIE MOJICKYJIBI IeHCTBYIOT KaK MHIN -
KaTop OakrepuasibHOU MHpekuuu [112]. MRI1 npe-
3€HTHUPYET META00IUThl BUTAMUHOB TPYIbl B M-
¢ouutam MAIT (Mucosal-associated invariant
T cells) — aTo T-kneTKM, 3KCOpEeCCUPYIOLIUE MH-
BapuaHTHYIO0 o-lenb TCR u nokanu3oBaHHBIE B
cam3ncToii obosiouke [236]. Jlormka pacrno3HaBa-
Hust antureHa B komruiekcax o TCR-munun-CD1
n o TCR-merabonmuT-MR1 Takas xe, Kak v s
o6bryHOro B3aumogaeicteust o TCR ¢ monekynamu
nokyca HLA [252]. HecmoTpst Ha 3TO, YCTAaHOBJIEHO,
YTO HeKOTOopbie ayTopeakTuBHble ol TCR, pecTpuk-
TUpoBaHHBIe Mo MojekyilaM CDla u CDIc, moryt
HamnpsIMyl0 KOHTaKTHPOBaTb C ATUMU aHTUTCHIIPE-
3CHTUPYIOIIMMHA MOJICKYJaMU, HE BCTyIlass B KOH-
TakKT C JUIMAOM, PACITOJIOXXKCHHBIM «BHYTPU» 3THUX
mosnekyn [11, 277]. Ycranosneno, uto Vol, V32 un
V63 T-knetku cBsi3bIBalOTCS ¢ TeTpamepamu MRI,
TaK e He KacasiCb MeTabOJUTa B COCTaBE 3TOTrO pe-
uerntopa [198].

Monekynbst CD1a [258], CD1c [206], CD1d [134]
apystored auravgamu ydTCR V381 T-knetok. ydT-
KJIeTKN aMIUIM(PUILIMPYIOTCS B OTBET Ha pacro3Ha-
BaHue yOTCR-nurannos, nosromy ydT-KjieTKU He
TOJIBKO 00JIaJaf0T XapaKTePUCTUKAMU KIIETOK BPOXK-
JICHHOTO UMMYHMTETa, HO Y YYaCTBYIOT B PEaKIIMSIX
afanTUBHOrO UMMyHUTeTa [266, 270]. B otnuune ot
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TABIINLA 3. PELIENTOPbI y3T-KNETOK, PEMYNUPYIOLUUE X AKTUBHOCTb
TABLE 3. RECEPTORS OF y3T CELLS REGULATING THEIRACTIVITY

Utor B3anmopenctTeus peuentopa
Peuentop cD Monynauus y6T Jluranpg C nUraHaom
Receptor vdT population Ligand Result of the interaction of the receptor
with the ligand
HLA-G [139], HLA-I, UHrnomuposaHue [139]
LIRBA/ILT2 cD85J Vy9Ve2 [139] UL-18 (CMV) [156] Inhibition [139]
KIR2DL1 CD158a 13T cell HLA-C2 [280] ViHrnbupoBanue UMToToKkeu HoCTH
Inhibition of cytotoxicity
vd cell [167, 280], HLA-C1, UHrnémnpoBaHue LUTOTOKCUYHOCTHU
KIR2DL2/3 CD158b Va1 [41] HLA-C2 [167, 280] Inhibition of cytotoxicity
KIR2DL4 Vo1, Va2, UHrmbmpoBsaHue
(mRNA) CD158D V83 [41] HLA-G Inhibition
AxTtuBaums [156], npu cBA3bLIBaHUK
sHLA-I [184], HLA-C2 ¢ sHLA-Cw4 vnu sHLA-I -
KIR2DS1 CD158h | V&1, Va2 [184] (C*02, C*04, C*05, anonTo3s [184]
C*06) [167] Activation [156], when binding to
SHLA-Cw4 or sHLA-I — apoptosis [184]
scailien, | ST 055 ron consmanns
KIR2DS2 CD158j Va1, V62 [184] HLA-A*1101, L -
HLA-C C1 [167] Activation [156], when binding to
sHLA-Cw3 or sHLA-I — apoptosis [184]
KIR3DL2 Va1, V52, Monexynbi MHC WHrmbuposanue
(MRNA) CD158K V3 [41] knacca | Inhibition
MHC class |
KopeuenTtop ana NKG2A n NKG2C,
B 3aBUCUMMOCTM OT 3TOro NpoBOoAUT
B KNETKY MHIMoMpyowmun nnu
} aKTUBUPYIOLLUIA CUTHAN
KLRD1 CDo4 Vo160, 109] HLA-E The coreceptor for NKG2A and
NKG2C, depending on the receptor,
conducts an inhibitory or activating
signal into the cell
V81 (mMRNA) [41], ) WHrubupoBaHue
NKG2A CD159a V32 [199] HLA-E Inhibition
V61, Va2 [60, AkTuBaums
NKG2C CD189¢ | 409] Vo3 [41] HLA-E Activation
V381 [60, 109],
Vy9Va2 [222], MICA/B [272] AKTMBaUUs, LUTOTOKCMYHOCTb
NKG2D CD314 V52 [292], ULBP4 [108] Activation, cytotoxicity
V33 (MRNA) [41]
HeT paHHbIX HeT paHHbIX
NKG2F (mRNA) V61 [109] No data No data
V31 [109], AKTUBaums
NKp30 V62 [292], V1, B7-H6 [156] ActivatiLcl> n
V83 (MRNA) [41]
AKTuBauus
NKp44 V51 [109, 292] B7-H6 [156] Activation
Vo1 [109], AKTuBauums
NKp46 CD335 V32 [292], B7-H6 [156] ActivatiLcl) n
V83 (MRNA) [41]
l'eH cemencTBa NKG2, Bnusiet
HeT paHHbIX Ha akcnpeccuio NKG2E [295]
KLRC3 (mRNA) Ve1[109] No data Gene of the NKG2 family affects
the expression of NKG2E [295]
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Tabnuua 3 (okoH4YaHue)
Table 3 (continued)
UTtor B3anumopgencTeusa peuentopa
PeuenTtop cD Monynsauusa y8T Nurang C nuraHgom
Receptor voT population Ligand Result of the interaction of the receptor
with the ligand
Nectin-2 (CD112), AKTunBauus
DNAM1 CD226 V62 [199] PVR (CD155) Activation
. . UHrmbmnpoBaHue [295]
KLRG1/MAFA V52 [199] E-cadherin, N-cadherin Inhibition [295]
V51 Vs2 AHTUTENno3aBUCUMAas KreTouHas
FcyRIll CD16 VSé [60]‘ IgG LUTOTOKCUYHOCTb
Antibody-dependent cellular cytotoxicity
CD270 UHrmbmnposaHue
BTLA cp272 V62 [199] (TNFRSF14, HVEM) [69] Inhibition
V32 [199],
PD-L1 (CD274), WHrubmpoBaHue
PD1 CD279 | V&1, Vs2[292] e
V53 [41] PD-L2 (CD273) [229] Inhibition
V82 [199], Va1, Nectin-2 (CD112), UHIMBMDOBaHME
TIGIT V52 [60] V63 PVR (CD155) [209], Inhitr))ition
(mRNA) [41] Nectin-2 (CD113) [229]
VISTA V52 [199] PSGL-1 [271] Virubuposanue
Inhibition
V82 [199], Vé1 n . MHrnbmnposaHue
LAG3 CD223 | /53 (mRNA) [41] LSECtin [209] Inhibition
V62 [199], Va1, MHrmbupoBsaHue
TIM3 V32 [60], Vo1, Ceacam-1 [209] Inhitr:ition
V33 (MRNA) [41]
Va1, Vo2 [127], MUHrmbupoBaHue
CTLA-4 CD152 Va1, V83 CD80/CD86 Inhit[))ition
(mRNA) [41]
CD28 | V&1, V52 [127] CD80/CD86 AA‘T'T'Ba.“""
ctivation
2B4 CD244 | V&1, V2 [60] CD48 AxTuBaums/iunrnbuposakye
Activation/inhibition
CD270 MHrmbupoBaHue
NK1 (NK28) cD160 Va1, V62 [60] (TNFRSF14, HVEM) Inhibition
V33 [134], NHrnéuposaHue
KLRB1 CD161 Va1 [109] LLT1 [101] Inhibition
MonekynsipHble
naTTepHbl,
accouMnpoBaHHble
c onacHocTtblo (DAMP),
TLR1, TLR2, ey ele
TLR3, TLR5, V61 [263], accouum 2Bal-;HbIe AkTnBauusa/MHrMébnums
TLR6, TLR?, V2 [44] umnp Activation/inhibition
c natoreHamu (PAMP)
TLR8 .
Danger-associated
molecular patterns
(DAMPs) or pathogen-
associated molecular
patterns (PAMPs)
IL-2Ra CD25 IL-2 fponudepaums
Proliferation
IL-2RB (MRNA) | CD122 V51 [109] IL-2 fponudepauus
Proliferation

910



2025, T. 27, Ne 5
2025, Vol. 27, No 5

vO T-kaemku: pazsumue, yHKyUU
vo T cells: development, functions

afTCR, KOTOpBIl pacro3HaeT 4y>KepOAHbIA Mem-
TUI B COCTaBe MOJIEKYJbI JJokyca MHC, peuenitop
vyOTCR V&1 T-ki1eTok B3aMMOIEHCTBYET C pelell-
TopoM CDla, He Kacasich aHTUTeHa B COCTaBe 3TOM
moJiekynbl [11]. B pe3ynabrate Takoro cBSI3bIBAHUS
vuHULIMUpyeTcss mnpoiaudepanus ydT-KiIeToK, Mpo-
nykimst umu utokuHoB [L-2, IFNy, IL-17, xietka
npuobpetaeT 3¢pPEeKTOPHbIE CBOICTBAa U CIIOCOOHA
JIM3UPOBATh KJIETKY-MUIIIEHb 3a CUYET MepOopuH- 1
Fas-omocpenoBaHHO LIUTOTOKCUYHOCTH [224].

Monekyabl, pOACTBEHHbIE OejlKaM cemeicTBa
B7 — 6yrupodununsl (BTN3A1 (CD277), BTN2AL,
BTNL3). DTuM MoJIeKyIbl 3KCIIPECCUPYIOTCS KIIET-
KaMU B pa3IM4HbIX TKaHsx [206] u oTBeyaroT 3a
crumysiiiuio  ydT-knetok dochoanTureHamMmm —
OpPraHMYeCKMMM MOJIEKYJaMM, COACPKAIIUMU ITH-
podocdar [72]. PochoaHTUTEHBI MOSBISIIOTCS B
pPaKOBBIX KJIETKaX WJIM B KJIETKaX, 3apa’keHHBIX,
oaktepusimu [210]. BHyTpukieTrouHsle docdoaH-
TUTEHBI CBSI3BIBAIOTCS C IIMTO30JBHBIM JTOMEHOM
B30.2 BTN3A1 [210]. ITocne atoro BTN3A1l B3au-
mopeiictByer ¢ BTIN2A1, KOTOphIii CBOMM 3KCTpa-
KJIETOYHBIM JIOMEHOM B3anmMmojeucTByet ¢ Vy9. Ta-
KOl MeXaHU3M pacho3HaBaHUSI BHYTPUKIETOUHOTIO
nupodocdaTa Ha3bIBAETCS «U3HYTPU HAPYXKY» U 10-
kazan qist Vy9VS2TCR [200]. Tlepenaua curHana B
ATOM CJIydyae 3aBUCUT OT MapalJIeIbHOIO B3aMOJei -
ctBus YO TCR ¢ peuentopom CDR3 Ha noBepxHOCTU
knetku-muineHu [100]. YcranoBneHo, yro BTNL3
aHaymornyHo B3aumoneiictByeT ¢ VY4TCR [146, 268].

Takum oOpa3oM, 00IIEl 3aKOHOMEPHOCTBIO JJISI
yOT-KJIEeTOK SIBJISIETCSI OTCYTCTBUE HEOOXOIMMOCTH
HenocpeacTBeHHoro koHTakta YOTCR ¢ dbparmen-
TOM aHTUTE€HA B COCTaBe aHTUTCHITPEACTABIISIIOIINX
PELIeNITOPOB, UTO B KOPHE OTJIMYAETCS OT MEXaHU3Ma
pacrio3HaBaHus B ciydae ¢ affTCR.

AHHEKCUH A2 — MHIYLUUPYEMBIii cTpeccoM (doc-
GoMUIUACBI3BIBAIOIINIT  OEJIOK, YJYacTBYIOIIWI B
OHKOTCHEe3¢, PeryJsiiui OKHMCIMTEIFHO-BOCCTA-
HOBUTEJIBHOIO MOTEHIMajda W 3aXKUBJISHUU paH.
Okcnpeccuss AHHeKcMHa A2 Ha MeMOpaHe KJIeTOK
SIBJISIETCSI CUTHAJIOM OMNAacHOCTU Wi yOT-KIeTok,
KOTOpBIE 3alIUIIAIOT XO35IMHA OT paka U UH(MEKIMA.
B pesynbrate pacrnio3dHaBaHUS AHHEKCUHa A2 mpu
nomoiu ydTCR ydT-kneTka akTUBUPYETCSl U MPO-
nudepupyert [98, 138].

YcraHosiieHo, yTo Vy4V35 u Vy9Vsl T-kierok
pacmo3HalOT Ha HEKOTOPBIX PaKOBBIX KJIeTKaX, a TaK-
JKe 3apa’k€HHBIX [IUTOMETAIOBUPYCOM IHIOTEINATb-
HBIX KJIeTKax, perentop adpuHa A2 (EphA2: ephrin
receptor A2) U peuenTop 3HAOTEIUaIbLHOro Oeaka
C (EPCR: endothelial protein C receptor) cooTBeT-
cTtBeHHO [220]. Pe3ynbraToM Takoro pacrno3HaBaHUS
siBJIsIeTCS aKTUuBaLUs YO T-KIETKU.

Anepubiit 6ejok hMSH2 (human MutS homo-
logue 2) gBageTcsT KPUTUICCKUM 3JICMEHTOM CH-
cTeMbl perapauuu HecooTBercTBuii JIHK u Moxert
9KCITPECCUPOBATHCS HAa TTOBEPXHOCTU SIMTUTETUATD-
HBIX OITYXOJICBBIX KJIETOK. DTOT OEJIOK paclo3HaeT-
cs1 yOTCR u NKG2D, yTo npuBOIUT K KJIETOYHOMN
IIUTOTOKCUYHOCTU B OTHOIIIEHUM OITyXOJIEBBIX KJie-
ToK [38]. Petrenitop YO TCR Hampsimyto Takke croco-
OCEH pacIio3HaBaTh aHTUTEHBI Pa3JIMYHBIX OaKTepHid
(Tab6a. 1). boJjiee TOro, UTOroM TakOro pacrio3HaBa-
HUSI MOXET CTaTh MIpsiMasi [IUTOTOKCUYHOCTh yOT-
KJIIETOK B OTHOIICHUM 3apakeHHBIX OaKTCPUSIMU
KJIETOK [279].

2.2. Peuenmopot, Konmpoaupyrouwue yumomorcu4-
Hocmb YO T-Kaemok 6 OmHowlenuu Muwienu

yOT-KJIeTKM OO0JIafaloT BBIPAXKEHHOW LIUTOTOK-
CUYHOCTBIO B OTHOIIEHUW WH(MUIUPOBAHHBIX U
TpaHC(OPMHUPOBAHHBIX KIIETOK HE3aBUCUMBIM OT
MHC o6pa3zoM. OHU MOTYT HaIpsIMylO pacro3Ha-
BaTh OMyXxoJjieBble KJIeTKU uyepe3 cBou yOTCR wnm
peuentopbl rpynmbl NKR. ydT-kimeTtku cnocoOHbI
cekpetupoBaTh [FNy u TNFa, BbinonHsaTs GyHK-
MU TIpEe3eHTAllMM aHTUTeHa 11 akTuBauuu afT-
nmuMmdbounTtoB (cyornonynsuus YOT spc), MOTYT 2-
(EeKTUBHO BO3IAEMCTBOBaTh Ha KJETKU-MUILICHU
onaronapst A3SKII [219], peanudyemMoii 3a CUET IKC-
npeccuu CD16 [60].

Peuentopst MICA u MICB (MHC class I chain-
related proteins A and B) u ULBP (UL16-binding
proteins) — ITOBEPXHOCTHBIE TJIMKOIIPOTEUHBI, OT-
HocsTcs kK 6enkam cemeiictBa MHC 1 kiacca. Ot
pELIeTITOPBl HE CBSI3aHBI C P2-MUKPOTJIOOYJIMHOM,
HE TIPEe3eHTUPYIOT aHTUICH, HE IPOBOJST CUTHaJ B
KJIETKY, HAYMHAIOT SKCIIPECCUPOBATHCS KIIETKAMU
IpU CTPecce, a TaKXKe IKCIIPECCUPYIOTCS PAKOBBI-
mu kjaetkamu [37, 232]. B3aumoneiicTBue pelien-
TopoB NKG2D ecrecTBeHHBIX KWILJIEPOB, ITUTO-
Tokcuyeckux T-numdornuroB [66, 188, 301] win
ydT-kierok [136] ¢ KileTKaMU-MUIIEHSIMU, 9KCITpeC-
cupytomnmu MICA, MICB unu ULBP, npuBoaut K
OPSIMOI LIUTOTOKCUYHOCTU JTUMGOIIUTOB B OTHOIIIE-
Huu muiieHu. [Tomrumo NKG2D T-knetku Vo1 crio-
coonnl pacrio3HaBatb MICA/B Taxkoke mpu moMoInmu
yOTCR [75]. YcTtanoBneHo, uyto ydTCR 1 NKG2D He
KOHKYpHPYIOT 3a cBsi3biBaHne MICA/B, pacmo3Ha-
Basi pa3HbIC CalThl CBSI3bIBAHUSI 3TUX MOJEKyd. Pe-
3ynsTatoM B3aumoaeiictusst NKG2D c ero iuranna-
MU OyAET ABJISITCS HUTOTOKCUYHOCTH YO T-KIIeTKU B
OTHOIIIEHUY MUILICHHU 32 CUET I'PaHyJI C Tep(hOpUHOM,
rpaasuMowm [217, 280], Fas/FasL-omocpenoBaHHOTO
MeXaHu3Ma, MPOAYKIIUN IIUTOKMHOB [224] nmubo 3a
CYET MEXaHU3MOB B3aUMOJEWCTBUSA PELENTOPOB
cveptu TRAIL/TRAILR [253, 255]. Hekortopsie
KJIETKM, HarIpuMep Tpodob1acT, ClTocoOHbI M30eraTh
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IIUTOTOKCUYIHOCTH YO T-KJIETOK ITyTeM MHTEpHAJIN3a-
1y ux penenropa NKG2D [242].

IMpu OGakTepuanbHbIX MHMEKLUSAX KOJUUYECTBO
yoT-xyeTok B nepudepruyeckoil KpoBU MOXKET yBe-
J4uBaThes 10 50% oT 0011ero KojaudecTna LHUpKy-
supytoimux T-kimerok [263]. TToMUMO 3HIOTeHHBIX
aHTUTEHOB YOT-KJIETKM pacIrio3HalOT 3K30T€HHbIE
AHTUTCHBI Ha TTOBEPXHOCTU WHMUIIMPOBAHHBIX OaK-
TepUsIMU WJIM BUPYCAaMU KJIETOK, B COCTaBe IIpO-
crefimux wiu Oaxkrtepuit [79]. Pe3yasratoMm Takoro
pacrio3HaBaHUs OyIeT YHUUTOXEHUE OAKTepUN WU
UHOULIMPOBAHHBIX KJIETOK 3a CYET BbICBOOOXKICHUS
TpaHyJ, coaepKalnx Iep@oprH, TpaH3UM, TpaHy-
JM3UH 1 nedeH3uHsbl [53, 57], conpoBoxXmalolieecs
npoayKuueid HIMTOKUHOB [77] u MHULIMEN Bocnaie-
Hus. U1 pacrio3HaBaHUSI 9K30T€HHBIX aHTUTCHOB
yoT-xnerkn ucnons3ytor kak yOTCR, tak u TLR,
NOTCH, NKG2D [13, 263]. B 3aBucHMMOCTH OT mna-
ToreHa yoT-KJIETKU MOTYT MpUOOpeTaTh CBOWMCTBA
ODHOTO M3 OIMMCAHHBIX BBIIIC W XapaKTePHBIX IS
Hux noxakiaaccoB u npoayuuposaTbh [IFNy u TNFa
B OTBET HAa BHYTPHUKJICTOUYHBIC MATOTEHBI JINOO ITPO-
nymupoBath 1L-4, 1L-5, 1L-13 Bo BpeMsI UMMYHHBIX
peaxkiuii Ha Tapa3uToB, 160 mpoayuupoBaTh [L-17
IUTS 3alIATBI OT BHEKJIETOUHBIX OAKTepUil W TpU-
ooB [78].

BzaumopeiictBue snuraHaoB ¢ yOTCR B KoMm-
OMHAIMM C B3aUMOACHCTBUEM COOTBETCTBYIOIINX
smradgos ¢ TLRI1, TLR2, TLR3, TLR5 wau TLR6
NPUBOIMUT K aKTUBALMM YOT-KJIETOK, TMPOAYKIIUU
IIUTOKUHOB, XeMOKWHOB, MHUIIMAIINY UMY aalITHB-
HOro MMMYHHOTO OTBeTa IIPU OaKTepUaIbHON WJIN
BUPYCHONM MHMEKLMU. YCTAaHOBJIEHO, YTO JIMTaHIbl
TLR3 u TLR7 cnocobHbl KOCBEHHBIM 00pa30M CTH-
MYJIUPOBATh JIM3UC PAKOBBIX KJIETOK YO T-KIeTKamu.
bonee Toro, nuranasl TLR8 ycTpaHsiior nmogasisi-
IOIYI0 aKTMBHOCTb MPOHUKAKOIIUX B OMyX0Jb V3l
T-xnerok B oTHOLIEHUM o3 T-KJIETOK U AEHAPUTHBIX
KJIETOK [263].

Kak V41, tak 1 V32 T-KJIeTKA MPOHUKAIOT B OITy-
XOJIU M YJ9aCTBYIOT B MMMYHOJIOTUYECKOM HaI30pe
3a TpaHCHOPMHUPOBAHHBIMM KJIETKaMM U 00Jana-
FOT LIUTOTOKCUIHOCTBIO B UX OTHOIIeHNU. [ToMuMo
onucaHHbIX y>)ke NKR B 3JIMMUHUPOBAaHUU OIyXO-
JIel Takske mpuHuUMaloT yyactue Notch-penenTopsl,
WTparoIlre POJib B MOIYJISIIINU aHTUTEHCIIELIM(IIe-
ckoil mponudepannu ydT-KIeTOK, UX CIOCOOHOCTH
JIM3UPOBATh OIyXOJIeBble MUIIIEHU U CEKPETUPOBATh
IFNy nipu ctumynsuuu [73]. B cBoto ouepens omy-
XOJIEBbIE KJIETKM 00J1a1al0T pas3jIMUHbIMU CIlocoba-
MU peajiu3allid MEXaHU3MOB PE3UCTEHTHOCTU, B
TOM YHCJI€ TONABIISIONIMMY aKTUBHOCTD YO T -KJIETOK
3a CUET JIMFaHAOB sl KOHTPOJAbHBIX ToueK BTLA,
PD1, TIGIT, VISTA, LAG3, TIM3, CTLA-4, 2B4,
NKI1 (NK28), KLRBI1, KoTtopble 3KCIpeccCupyroT-

cd pa3nuyHbIMU cybnonyasauusMu ydT-kieTok
(ta6a. 3) [60, 130, 170, 223]. CsasbiBanue TRAIL
yOT-KJIeTOK Cc ero peuenTtopamMy Ha MOBEPXHOCTH
KJIETKM-MUIIIEHN, B TOM YHMCJIe OTTyXOJIEBOW KIIETKH,
takumMu Kak TRAIL-R1 (DR4) u TRAIL-R2 (DRY),
UHAYLMPYET aronTo3 MUIIEHU Ojaromapsi aKTHBa-
MU Kackana kacmnas [253, 255]. llegnunr DR4 u
DR5, a Ttakke sKcripeccusi pelernTopoB-OOMaHOK
TRAIL-R3 (DcR1) u TRAIL-R4 (DcR5) no3Boser
OITyXOJIEBBIM KJIETKaM M30eraTh IIUTOTOKCUYHOCTHU
co croponbl ydT-knerok [45, 115, 150, 162, 172].
B oTHOmIeHUM OIMyXoJeBbIX KJIETOK YO T-KiIeTKu
criocoOHbl peanu3oBbiBaTh A3KLI. DTo cBsIzaHO C
akcrnipeccueit Vol, V32, V33 T-knerkamu FcyRIII
(CD16) [90, 119]. YcraHOB/IEHO, YTO B OTHOLLIEHUM
UH(pUUIMpPOoBaHHBIX BUpycoM KieTok A3KII peanu-
3yercs IpeumyliectBeHHO Vo2 T-kimerkamu [123,
244], a B OTHOILIEHUM PAKOBBIX KJIIETOK — MpPEeUMYy-
mectBeHHO Vol T-kietkamu [119].

2.3. Peuenmopot, Konmpoaupyrouwue axKxmueHocmo
vOT-Kkaemok

NKR — perienTopsl, 3KcpeccupyeMble €CTECTBEH-
HBIMU KWJJIEpaM, KOTOPBIE IO MX (DYHKIIUM pa3ie-
JISTIOT Ha aKTUBUPYIOLIMe U uHruoupyoiue [247]. Ha
yOT-kneTkax oOHapyXeHa 3KCIPecCUsi HEKOTOPBIX
n3 Hux (tao6sm. 3). st V31-KIeToK KUIIeYHUKa B 3a-
BUCUMOCTHU OT HAJIMYMS UJIM OTCYTCTBHUS BOCTIAJICHUST
omnucaHa pasHast akcrnpeccuss MPHK u 6enkos [60,
109]: 1) B pU3MOTOTNYECKUX YCIOBHUSIX 3TH KIIET-
ku akcrnpeccupyior MPHK aktuBupyromumux NKR:
NKG2D, NKG2C, NKG2F, KLRC3; MmPHK NCR
(natural cytotoxicity receptors): NKp46 u NKp44, a
takxke MPHK CD122, CD247(CD3%); 2) B yci1oBU-
sIX BocnajieHUsl 9Tu KiaeTku coaepxkaTt MPHK CD71,
CD52, CDI161, NKG2C wu 6enkoB mnepdOpuH,
NKG?7 (natural killer cell granule protein 7), rpaH-
3uM B. PaHee mokaszaHO, YTO y 3MOPOBBIX JOHOPOB
ydT-xneTku (TouHee ux cyornonynsuuu Vol u Vo2)
He akcnpeccupyioT NKp44 u NKp46 [199]. 1o naH-
HBIM JIpYTUX MCCJIeIOBaTes e, TTOBBIIIIEHHAST 1IUTO-
TOKCUYHOCTh YOT-KJIETOK B OTHOIICHUU OITYXOJei
KOoppeJupyeT ¢ NoBbIlIeHHOM aKkcnpeccueii NKp30
u NKp46 [153, 222]. O6HapyKeHbI CYyOITOMyISIIUU
V&1 n V52 [254, 292], saKCIIpecCUupyIoine pelerTo-
pet NKp30, NKp44, NKp46 Ha 1MOBEepXHOCTU MEM-
OpaHbl MpPU CUCTEMHOIN KpacHOW Boa4YaHke [292],
UIIeMUYecKoit bojie3Hu cepana [127].

IToMuMO aKTUBUPYIOLIUX PELIETITOPOB, YO T-KiIeT-
K1, Kak 1 NK-kneTku, skcnpeccupyroT Ha cBoeit
TMOBEPXHOCTA WHTUOMPYIOIINE PELEITOPhI, KOTO-
pble, B3aMMOIEUCTBYS CO CBOMMMU JIMIaHAaAMU Ha
TMOBEPXHOCTH KJIETOK-MUIIIEHEe!, CHUKAIOT UX IIUTO-
TOKCHMIHOCTh. K TakM mapam pelernTopoB OTHOCST
KIR2DLI1 (y8T) / HLA-C2 (mMuiiens) u KIR2DL3
(ydT) / HLA-C1 (mumiensn) [242]. Tak Xe Kak U y
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NK-xkietok, y yoT-kinetok pactBopumsbiii SHLA-G
MHTUOMpPYET IIpoardepanuio, a TakKske MHTUOUPYET
cekpeumto [FNy, nnaynmpoBaHHyto dhocdoaHTuUTE-
HOM. DTOT 3(pdeKT cBsI3aH ¢ 3Kkcrnpeccueit Vyovo?2
T-xmerkamu ILT2, Tak xak ILT4 nu KIR2DL4 onu He
akcnpeccupyrot [139]. Kak u B ciiyyae ¢ ecTecTBeH-
HbIMU Kuyuiepamu mist Vol win V32 T-kineTok ycra-
HoBJIeHO, 4TO cBsa3biBaHue KIR2DS1 nian KIR2DS2
¢ pactBopuMbIM SHLA-I npuBoaut kK anornrosy. Tak-
JK€ YCTAHOBJIEHO, YTO amnonTo3 Y3 T-KIeTOK MOXET
OBITh MHUIIUMPOBAH W OPYTUMHU IlapaMy JIATAHI-
PELENITOPHBIX B3aUMOIAEUCTBUN C PaCTBOPUMBIMU
dopmamu Mmogekysa Jokyca HLA: sHLA-Cw3 —
KIR2DS2, sHLA-Cw4 — KIR2DS [184].

V62 T-KJIeTKM 3KCOPecCUpyloT HECKOJbKO aK-
TUBUPYIOLIUX pelenTtopoB, Bkiaodags NKG2D,
DNAMI1, NKp30 [199], CD28 [127]. T-xmerku
V382 sKCrpeccUupyloT MHTUOUPYIOLIME PeLenTOpPhI
U KOHTpOJbHbIe Touku UMMyHUTeTa NKG2A [199],
CTLA-4 [127], KLRGI1, BTLA, PDI1, TIGIT,
VISTA u Ha HU3KOM ypoBHe 3KcnpeccupyioT LAG3
u TIM3 [199], CD160, 2B4 [60] (Ta6a.2). KoH-
TPOJbHBIE TOYKM WUIPAIOT BaxkKHOE 3HAUCHHE B pe-
ryassuuMu aktTuBHocTu ydT-kietok. Hanpumep He-
OJIaroNpUATHHIN MIPOTHO3 U CHUKEHUE TISATUIICTHE
BBDKMBAeMOCTH ITAlIMEHTOB C MeEJIaHOMOI Koppe-
JupyeT ¢ yBeaudeHuem konaudyectBa LAG3* V52
T-knerok [70].

V62 T-KkJIeTKM B YCJIIOBUSIX in Vitro TIocie J100aB-
JIEHWSI aHTUIeHa IOBBbIIIAIOT 3Kcrpeccuto PD-1.
TToBbIllIEHHAs1 3KCOpeccusl 3TOro peuentopa Vo2
T-xnerkamMu oOHapyxeHa IIpU pa3IMYHbIX pPaKo-
BBIX 3a0oJyieBaHugx [26, 55, 84, 89]. biokaga PD1
CITOCOOHA yCWIWBAaTh IUTOTOKCUYHOCTH U TIPO-
nykuuto [FNy, x0T HEKOTOpbIE HUCCIIEIOBATENN HE
MOATBEPAWJIN BAUSTHUS OJIoKaabl Ha (yHKIIUIO YO T-
kietok [88, 89, 237]. Conkcnpeccusi pasaUudHbBIX
KOHTPOJIbHBIX TOYEK HA OOHOU U TOM Xe YO T-KieTke
cHuxaeT cexkperio umu IFNy, TNFa [273] u MoxeT
BIVATH Ha YCIIEX Tepanuy IIPU MOMOIIM OJIOKaIbI
KOHTPOJIbHBIX ToueK [126, 273]. BrleykazaHHbIE
JMaHHbIE CBUAETEJILCTBYIOT B IOJIb3Y MHOI000Opa3us
nepeceyeHns MyTeid BHYTPHUKIIETOUYHBIX CUTHAJIOB
OT Pa3IMYHBIX AaKTUBUPYIOIIUX U WHTUOUPYIOIINX
PELIeNITOPOB, CITOCOOHBIX ITO-Pa3HOMY U3MEHUTH IO~
BeneHue YO T-KIeToK.

Takum oGpazom, NKR wu apyrue peLentopsl,
KOHTPOJIMPYIOIINE AaKTUBHOCTb YOT-KIIETOK, MO-
TYT BKCIOPECCUPOBATHCS B Pa3INUHBIX KOMOWHA-
OUSIX B 3aBUCMMOCTH OT THUIMA CYOITOMYJISIIINU U €€
JIOKaJM3aliu, a TakKKe B 3aBUCUMOCTU OT HaJIMYUS
WIN OTCYTCTBUSI TMATOJIOTUYECKOTO Ipolecca. DTo
MHOTOKPAaTHO YBEJIMYMBACT KOJMYECTBO CIIOCOOOB
PEryJIsiUU JOKAJIBHOTO BOCIIJICHUSI U CUCTEMHOTO
MUMMYHHOTO OTBETa STUMH KJICTKAMM.

3. IIpoaykuusi tMTOKUHOB Y3 T-KaeTKaMu

YcraHoBneHO, 4yTO, Mogo6HO afT-nmumdouurtam,
yOT-xnerku MoryT nuddepeHIIMpoBaThCS B pa3iny-
Hble 2(p(heKTOpHBbIE KJIETKU W MPOIYyLIMPOBAThH M-
POKMI CIIEKTP XeMOKMWHOB M ITUTOKWHOB, BKJIIOYAs
IFNy, TNFa, IL-17, IL-21 u 1L-22 [230]. [Tponyk-
1USI HUTOKUHOB YO T-KIeTKaMu OOBIYHO OIpeaessieT
UX IPUHAIICKHOCTD K 3pdpexkropHbiM (IL-8, 1L-17,
IFNy, TNFo) wiu peryasatopusim (IL-4, TL-10,
TGF-B) nonynsiumsm [178], o yeM yKa3aHO BBIIIIE.
B momomHeHME K 3TOMY CIIEAyeT OTMETHUTh, YTO IIPU
akTuBauuu 3ddekTopHble YO T-KIETKU MPOayLIUPY-
FOT ITPOBOCHATIUTEIbHBIE IIMTOKWHBI B JOTTOJTHEHUE K
CBOMM LIUTOTOKCcHUecKUM ¢pyHKLusAM [175]. Hanpu-
mep, yOT17 cnoco6HbI cekpetuposath [L-1B3, 1L-6,
IL-8, IL-23, TNFa, GM-CSF [178]. ydT-kneTku
nepudepruIecKoil KpOBH UTPAIOT 3aIIIUTHYIO POJIb BO
BpeMsl 0epeMEHHOCTHU, CEKPETUPYS OJOKUPYIOLIUIA
dakTop, nunayuupyembiii mporectepoHom (PIBF) u
1L-10 [185].

B cBoro ouepenb LIMTOKWHBI, MPOAYLIMPYEMbIe
KJIETKaMU MUKPOOKPYKEHUST MOTYT BJIMSITH Ha e-
HoTuUM, pyHKIMU 1 nudhGepeHITnPoBKY o T-KIIeToK.
YcranosneHo, uto I1L-2 u [L-15 gaBnsitoTcst MHIYKTO-
paMu UTOTOKCUYHOCTU YO T-Kknetok, a [L-2 u IL-7,
HEOOXOOMMBI UISI BBDKMBAHWS W IIpojmdepalinu
T-xnetok. IL-2 u IL-15 aktuBupyot nuddepeHm-
poBKYy ydT-kietok [197].

YcraHoBnena moBblleHHas cekpeuus [FNy
yoT-xknerkamu B npucyrctsum IL-18 u IL-12 [243].
AKTUBaUs LUTOTOKCUYHOCTU U cekpeuuu I[FNy
yoT-kieTkamMu mpoucxonuT B mpucyrctBum 1L-12,
IL-18, IL-21 u IL-36y [219]. B npucyrctBuu IL-13,
1L-23 [201], TGF-B [161] ydT-ki1eTKM HAaYUHAIOT
cekpetupoBath IL-17. JIpyrumu ucciaenoBaTeIsiMu
YCTAHOBJIEHO, 4TO 3(¢eKTOpHbIe CBOMCTBA U LU-
TOTOKCUYHOCTh YO T-KJI€TOK MOMABISIIOTCS B TPU-
cyrctBuu [L-10 u TGF-B [290]. MukpookpyxkeHue
OTTyXOJIEBOM TKaHM CIOCOOCTBYET MPUOOPETEHUIO
yOT-KJIeTKaMy TIPOOITyXOJeBOro ¢GpeHoTumna — 3TO-
My MOTYT criocobcTBoBaTh IUTOKUHBI TGF-3, 1L-4,
I1L-21. KynstuBupoBanue Vy9Vs2 u Vol T-kietok
B npucytctBun TGF-B, IL-2 unayuupyert skcmnpec-
cuio FoxP3* B aTuUX KjeTKax, 4TO CBUIETEIBbCTBYET
B MOJIb3y NPUOOPETEHUST UMU PETYJSITOPHOTO (he-
Hotuna [28]. Ha nuddepenurposky VyoVs2 u Vol
T-KJIETOK B CTOPOHY PEryaaTOPHOIro (peHOTHUITA TaK-
xe BiauseT IL-21 [27]. [TonyyeHHbIe B IPUCYTCTBUU
1L-21 y8T-knetku cexperupytot 1L-8, IL-10 u ane-
HO3UH, TIpuBieKkas teM cambiM MDSC (Myeloid-
derived suppressor cells) 1 HEUTPOPUIIBI.

4. OcHoBHble nomynsuun yOT-K1eToK yenoBeka U
uX (pyHKIMU

HecMoTpsi Ha MHOXecTBO paboOT, OIMChIBAIO-
mMx cBoiictBa U GyHKIUU YO T-KIETOK B HACTOSI-
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1ee BpeMs OTCYTCTBYET SICHO€ MOHUMAaHUE TOro,
Kakue cyoronysauuu yOT-KIeTOK BHOCAT BKJIAA B
MPOTUBOMHMEKIIMOHHYIO WU MTPOTUBOOMYXOJIEBYIO
3a1muTy. bosiee Toro, oTMEUYEHO, YTO HEKOTOPhIE CyD-
TMOMYJISIIIAN MOTYT CITOCOOCTBOBATh POCTY OITyXOJIeit
WJIU YCYTYOJIEHUIO TeUeHUsI MH(MEKIIMOHHbBIX 3a00J1e-
BaHUI. YKa3aHHbIE BbIlIE U3BECTHbIC HA CETOIHSIII-
HUI JeHb cyononmynsauuu yOT-KIeToK naxe BHYTpU
OIHOI OITyXOJIM MOTYT MPUHAMLJIeXKaTh K OTPOMHOMY
KOJIMYECTBY KJIACTEPOB BHYTPHU cyornomyassuuii Vol,
V62 mmu Vo3 T-kietok [203], 9T0 MHOTOKpPATHO yC-
JIOXKHSIET MOHMMAaHUE HUX POJIM B IaTOreHe3e TOTo
WA WHOro 3a0oseBaHUsl. TeM He MeHee KaKIblil
U3 KjaactepoB uinu cyononyiasauuit ydT-kiaeTok o0-
JlanaeT ompele/ieHHbIM CIEeKTPOM 3KCIIPECCUU T10-
BEPXHOCTHBIX MOJIEKYJI, MPOAYKIUEH LUTOKWHOB,
KOTOpBIE OyIyT OIPEACIITh NX IPEUMYIIICCTBEHHYIO
poab B TOW WM MHOW martojoruu. [lostomy nanee
Mbl OyleM paccMaTpuBaTh POJib T€X WJIM WHBIX IO-
nynsunii ydT-KieTok depe3 mpusMy ux deHoTura
M OTMEUEHHBIX MCCIeaoBaTesIMU OCOOEHHOCTEM
GYHKIIMOHAJIBHOI aKTUBHOCTH.

4.1. V81, V52, Vo3 T-kaemku

Kak yxe oTMeueHo Bblllie, HauboJiee U3y4yeHHbI-
MU y yenoBeka aBisttorcs Vol, Vo2 u Vo3 T-kieTku.
B HacTosiiiee BpeMsT MCCIEIOBATENIM CXOOSITCS BO
MHEHUU, YTO OOIIMM U YCTOSIBIIMMCSI TTPU3HAKOM
JUTS BCEX TIOMYJSIUMUA 3TUX KJIETOK SIBIISIETCS 9KC-
npeccus y- U d-cyobearuHul T-KIETOYHOTO peleri-
Topa. Bce ocTanbHble TapamMeTpbl CYOTOIMyJsILIUiA
3TUX KJIETOK MOTYT OBbITh PA3JIMYHBIMU B 3aBUCUMO-
CTH OT MHOXECTBa ITapaMEeTPOB: OCOOCHHOCTU KJIe-
TOYHOIO U LIMTOKMHOBOI'O MUKPOOKPYXKEHUSI, TUI
TKaHU, y4yacTue B (pU3NOJIOTUYECKUX WUJIU TTAaTOJIOT -
yecKux Inpoieccax. JlaHHble, KOTOpble OyayT MpUBe-
JIEHbl HUXKE B U3BECTHOI CTENEeHU MPOTUBOPEUYUBHI,
YTO CBSI3bIBAIOT C TPYAHOCTSIMU BBIACIECHUST CyOITO-
MyJISIIUii 3TUX KJIETOK M3 TKaHEM, pazHooOpa3ueM
MEeXaHU3MOB H30eraHusi MMMYHHOM 3alluThl WH-
(EeKIIMOHHBIMUM areHTaM1 U OMYyXOJIEBLIMU KJIeTKa-
MU, HEAOCTATOYHBIM KOJIMYECTBOM HAOIIOICHUIA.

yOT-KJIEeTKHU UTpaloT Ba>kKHYIO POJIb B BbISIBJICHUU
U yOAJeHUU OITyXOJeil, M30erarmiux MeXaHU3MbI
IPOTUBOOITYXOJIEBOM 3alllUThI. Tak, IMAllMEHTHI C
nedbuuuToM B2-MUKPOTI00YIMHA pearvpoBaivd Ha
Tepario WHTMOUTOPAMU KOHTPOJIBHBIX TOYEK MM-
MYHUTETA 32 CUET MIPOHMKHOBEHMS B OyX0Jb Vo1 u
V63 T-K1eToK ¢ BbICOKUM LIUTOTOKCUYECKUM TIPO-
TUBOOITYXOJIEBbIM MoTeHuuanoM [41]. yoT-kieTku,
WHQWIBTPUPYIOIINE Pa3IMIHBIC OITYyXOJIM TOJICTOM
KUIIKU, sKcrnpeccupyroT Vol, V82 unu Vo3 TCR u
OTJIMYAIOTCS OT LUpPKyJIupytomux ydT-kimetok. bo-
JIee TOTO, IIPOITOPIIMU STUX KIIETOK 3HAUMTEIIFHO Ba-
PBUPYIOT B 3aBUCUMOCTHU OT THIIA OITYyXOJIM U COCTOSIT
13 MHOXECTBA KJIAaCTEPOB BHYTPU OJHOU CyOmoIy-

JISUU, BBIJICJICHHOW M3 OJTHOW M TOW K€ OITyXOJIU.
Cpenm KJIETOK CyOroIyssinn Vo3 oOHapyKeH Kia-
cTep, 00Jamarolili CHUXXEHHBIMIA MPOTUBOOITYXO-
JIeBBIMU 3(P(HEKTOPHBIMU (YHKIMSIMU U DKCIpec-
CHeil HECKOJIbKO MEIMaTOpPOB, CIIOCOOCTBYIOIINX
pa3zBuTuio omnyxouau [203].

Hpyrue ncciienoBaTean CBUIETEIbCTBYIOT O TOM,
YTO TIPOHUKAIOIIME B OIMyXoyb YO T-KJIeTKU ToJo-
JKUTEJbHO CBSI3aHbI C BbIXKMBAEMOCTbIO MAllEHTOB
npu Bcex Bumax paka. [lpucyrcrBue T-kiietok Vol B
HEpaKOBBIX TKAHSX JITKUX SBIISICTCS ITPEIUKTOPOM
YCTOMYUBOM PEMUCCUM, YTO CBS3bIBAIOT C X AKTHUB-
HOCTBIO Jaxe Tocje pe3ekiuu omyxonu [129]. Vil
T-kneTkH, BBIIEICHHBIC M3 OITyXOJEBBIX 00pa3oBa-
HUI TIPU KOJOPEKTAILHOM pake, XapaKTepU3yloTCs
3 (HEKTOPHOIN M ITMTOTOKCUYECKOW aKTMBHOCTHIO,
skcripeccueit MPHK  rpanynmsmna, mepdgopuHa,
CD244 u NKp46 [203], mOBBILIEHHO MO CpaBHE-
HUIO ¢ V82 u V83 T-kijieTkaMu 3KCHpeccueil pe-
uenropos TIGIT, PD-1, CD38, CD39, CD103. V52
T-xneTkn u3 Tex xe odpaszoBaHUI IKCIIPEeCCUpOBa-
au MPHK nepdopuna, rpansuma K, rpansuma B,
perentopoB KLRG1, KLRC1 (NKG2A) u KLRB1
(CD161) [203], a 3HAaYNUT TaKKe 00Iaga]u LIUTOTOK-
CUYECKUM TTOTEHITAAIOM.

HecMoTpst Ha yKazaHHBIE BBIIIE (PAKThI, UCCIIE-
JIOBaTeJM OTMEUYAlOT, YTO MpPU HEKOTOPBIX OITYyXO-
JISIX TIepeBeC B CTOPOHY YBEJIUYEHUSI COOTHOIIEHUS
V31:V82 crnocobCTByeT omyxojieBoMy pocTy [269].
HexoTophble uccienoBaTeiv CYUTAIOT, YTO CKJIaAbIBa-
IOLIUIACS TIPU pake repeBec B cTopoHy Vol T-kieTtok
CBsI3aH C MOBBILIICHHBIM coaepkaHueMm IL-4 B omy-
XoJieBOM OKpyxXeHuu. I1L-4 ctumynupyer ceKperuio
IL-10 V&1-kyeTkaMu, KOTOpPBIA, B CBOIO OYepelb,
WHTUOUPYET aKTUBHOCTh V32 T-kmetok [137].

Bo BpeMs nimtomeranoBupycHoii (CMV) uHpexk-
1Y U B MeHbIlIel cteneHun DnrteitHa—bapp (EBV)
nHbeknun, T-kaeTku Vol SIBISIFOTCS MeauaTOpaMu
MPOTUBOBUPYCHOro UMMYHHOTo oTBeTa [104]. Ycra-
HoByieHO, 4uTO Vy3Vd1 TCR MoxeTr Hampsmyro B3a-
umojeiicTBoBath ¢ KoMruiekcoM HLA-DR Bo Bpems
CMV-undbexkuuu [49].

yOT-KJIETKA Yy4yacTBYIOT B MPOTUBOIPUOKOBOM
uMMmyHutetre. OHM MOTYT H30UpaTEIbHO pearv-
poBath Ha Candida albicans, nipoayuupysi BBICO-
kue ypoBHU IL-17 [59]. CyOGreHoMHas1 periuKaus
Bupyca rematura C (HCV) monasnsiercst Vy9Vo2
T-xnerkamu 3a cuet cekpeunu [FNy. XpoHunueckuii
rernatuT B compoBokaaeTcsl CHUXKEHUEM LTUPKYJIH -
pyomnx V32 T-knerok, npoaykiuu nmu [FNy un
LUTOTOKCUYHOCTHU [1].

YcraHoBiieHo, yto BakuuHauusg BL2K nHaynm-
pyeT ObIcTpyro Iponudepanuio Vo2 T-kietox [1] u
npoaykuuio nepgopuna [226]. CTUMyISIIIMS MOHO-
HYKJIeapoB TiepuGepruieckoil KpOBU MPU TTOMOIIN
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M. tuberculosis panee BakuUMHUpOBaHHBbIX BII2K
NaUeHTOB MPUBOIMT K OOJBIICH TIpoimdepalinu
T-xrnerok V382 u npoaykiiuu MoHoHykiieapamu [FNy
1O CPaBHEHUIO C HEBAKIIMHUPOBAHHBIMUA KOHTPOJTb-
HBIMU TpyIiamu [227].

Ponbp T-knerok V83 ocraercsd HesICHOU u3-3a
TJIOXOTO TIOHMMAaHUS MX ITPOUCXOXIEHUS U (PYHK-
OUOHaJIBHOM ponr. OHM MOTYT 3KCIIPEecCHUpoBaTh
CD4 wymn CDS8, xoTg OGOJIBIIMHCTBO U3 HUX JABaXK-
nbl orpunarenbHbie DN (CD4-CD8") ydT-kietku,
KOTOPBIC 3aCeISTIOT AIUTENINI KUIIICYHUKA U lamina
propria (ot 3% no 7%) B HOpMEe U TIpU MATOJIOTUU
(HampuMep, Leauakus), redeHb. Vo3 T-kieTku
TakKKe OOHApyXHBalOT B IlepUdEepUIecKoit Kpo-
BU, UX KoaudecTBo cocrtaBisger Bcero 0,2% ot
Bcex T-nmumponutoB [134]. Ha ocHoBe 3kcrpec-
cun CD56, CD161, CD28, HLA-DR, NKG2D u
crmocobHocTu pacno3HaBaTh CDI1d-knetku Vo3-
CyOITomyJISIIIM, KaK IMPaBUIO, OTHOCST K KJIETKaM
HecrmeuMdUIeCcKoil BpOXIEHHOW 3amuThl [134].
T-knerku V83 skcnpeccupyor CD16 n crnocoGHBI
K peamuzauuu A3KII [134]. TTokazaHo, uto Vo3
T-KIeTK1 KOHTPOJIMPYIOT CO3PEBaHUE ICHIPUTHBIX
KieTok. V&3 T-kieTKU B ompenesieHHbBIX YCIOBUSIX
npuobpetatoT cBoiictBa T-xenmnepos (Th) 1, Th2 u
Th17; peanu3yioT IUTOTOKCUYHOCTh B OTHOIIEHUU
CD1d* knerok [134]. KoanuyectBo V83 T-kieToK B
nepudepruIecKol KPOBHU YBEIIMUYMBACTCS y ITalli-
€HTOB C CHMCTEMHOI KpacHO# Boi4yaHkoi [202] u
npu CMV-undexkuun [43], BUY-undpexkumun [233],
HCV-ungexuun m apyrux BUPYCHBIX MH(MEKLU-
sax [189]. B meuenu V43 T-KIETKM LIMTOTOKCUYHBI
B OTHOIIIEHUU KaK UHGUILIMPOBAHHBIX, TAK U HEWMH-
(GUIUPOBAaHHBIX BUPYCOM KJIETOK, SIBJISISICH OTHUM
13 MOIIHBIX MEXaHU3MOB pa3pylieHus Tkadu [189].

4.2. y3TI-kaemku

Knerku yoT1, npoayuupyomue [IFNy u TNFa,
OOHapYKMBAIOT KaK B IeprudepuIccKoit KpOBHU, TaK
M B pasfIMYHBIX TKaHSX, BKJIo4as onyxojau [132,
149]. Tlpoaykuus stumu kinerkamu IFNy moxert
CIOCOOCTBOBATh MHTMOMPOBAHUIO OIYXOJIEBOIO PO-
cra, moatomy y0T1 B nuTepaType 4acTo Ha3bIBAIOT
TMPOTUBOOITYXOJIEBBIMU KJIETKAMU, YJIyqIIAIOIIUMU
MPOrHo3 TeueHus 3abosieBaHusl. B ocHOBe MpOTUBO-
OMyX0JeBOi aKTUBHOCTHU YO T 1 JIEXKUT CITOCOOHOCTh K
MPSIMOI WJTW OTTOCPEIOBAHHOM OMMCAaHHBIMU BHIIIIE
MeXaHU3MaMU, WIN aHTUTEI03aBUCUMOMN ITMTOTOK-
cuyHocTU. [IpoTHUBOOIYyX0JIEBYI0 aKTUBHOCTh YO T 1
cBa3bIBaloT ¢ cekpenueid umu [FNy u TNFa, koto-
pble MHTMOMPYIOT aHTMOreHe3, CIIOCOOCTBYIOT aK-
TuBaluM Th1-KJIeTOK U AeHAPUTHBIX KJIeToK [149].
Cekpeunst TNFo n IFNy Vy9Vé2-knetkamu obe-
CIeYMBaeT KOHTPOJIb CO3PEBAHMUS ACHIPUTHBIX K€~
ToK. Takue AeHAPUTHbBIE KJIETKU MPOIYLIMPYIO IIUTO-
kuHbl IL-12, IL-1B, TNFo n IFNy [64].

HuddepeHiuposka B Tumyce yOT-KIETOK B
vOT1- m ydT17-xneTkn, cBs3aHa ¢ paclio3HaBaHVEM
aHTureHa T-kjaeTouyHbIM peuienTopoM. Kietku, pac-
no3Haiue antureH ceouM yOTCR, nuddepeHn-
pytotcs B ydT1, a He pacrio3Hatotue — B ydT17 [91].
B nporuBopeune ¢ 3TUMM AAHHBIMU TMOJYyYEHbBI
CBUJETEBCTBA O TOM, UTO pPaclO3HABaHWE AHTU-
reHa yO0TCR HeobxonuMmo st auddepeHITUPOBKU
kak yoT1, Tak u yd T17 [158], a cuibHBIE CUTHATBI
yepe3 YOTCR nopasisiior nuddepeHIIUpPOBKY B YO
T17 [228]. Tlo maHHBIM OPYTMX WCCIEAOBaTeIeH,
CD27*ydT-knerku B TUMyce AuddepeHIupyoTcs
B y0T1, Torma kak xinetku CD27-ydT-kieTku — B
yOT17 [194].

BMmecrte ¢ TeM, ycTaHOBJIEHA BO3MOXHOCTb AUQ-
depeHpoBKU YOT1 B yOT17-Kj1eTKU B TKAHU OMy-
XOJIU TI0 Mepe ee MPOrpecCUpoBaHms Gaarogapsi -
TOKMHAM U KJIETKaM MUKPOOKpyxXeHus [148, 192].
Takoe epenporpaMMUpOBaHUE KJIETKaMU OITyXOJei
vOT1 B yOT17-KIIeTKM MOXET OBITh OJHUM M3 MeXa-
HU3MOB M30eraHusl OMmyXoJsIMU UMMYHHOTO Hala30-
pa [274], 4TO CTaBUT MO/ BOIIPOC T€PAITUIO OITyXOJIeH
npu nomoiuu Vol T-kinerok. Ha MblmHOM Moaenn
MOoKa3aHO, YTO B OCHOBE MepernporpaMMupoBaHUs
OIYyXO0JIEBBIM MUKpOOKpyxkeHuem yoTl B yoT17-
KJIETKA MOXKET JIeKaTh U3MEHCHUE MyTH aKTHUBALIUKN
mTor. YcranosneHo, yto mTORCI yuyacTByeT B nud-
depenuupoBke y0T1 u y6T17, Torna kak mTORC2
obU1 HeoOxoauMm 1ist nuddepentupoBku Y6117, HO
He y0T1. Uctomienue mTORCI mpuBomut K 1o-
BbllIeHHOI aKkcnpeccun SOCS1, KOoTophlii, B CBOIO
ouepenb, ITOMABIISICT BKCIIpeccuio (akTopa TpaHC-
kpuniuu Eomes, 4To CHMXKaeT MPOAYKIIMIO KJIeT-
kamu [FNy. HamporuB, mTORC2 crtumynupyet
nuddepernumnponky yoT17 3a cuer momasiaeHUs TIPO-
OyKUuU MutoxoHapuaabHbix ROS (mitoROS) [285].

TTonararoT, 4TO Takas MIACTUYHOCTb U CIOCOO-
HOCTb MPHOOpETaTh CBOICTBA Pa3HBIX CYOITOITYJISI-
it ydT-KJIeTok cBsi3aHa ¢ BO3MOXHOCTBIO MX MO-
JIIpU3aliy BHE TUMYyCa B 3aBUCUMOCTHU OT YCJTOBUM
B MUKpooKpykeHuu [113, 132]. Tak, B IpuCyTCTBUU
pa3HbIX ILIMTOKMHOB WM MX codeTaHuili Vy9Vo2-
KJIeTKU Toyisipusytorcss B yOT17-kieTku Jubo B
nponyuupytomue kKak IFNy, tak u IL-17 ydT1/
voT17-xknerku, nu6o mnpoayuupyomme kak [FNy,
Tak U TNFo B y8T1-k1eTku, MO0 B MPOAYyLIUPYIO-
mue TosibKo IL-4 ydT2-kneTku, mpuuem IJjisi WHU-
HUalyu W TIOAAepXKaHUsl UX MOJsSipU3aliiu Tpedy-
IOTCS pa3IMuHbIe HUTOKWHBI [ 18]. 11s1 oOpa3oBaHus
vdT17 y HOBOpOXIeHHBbIX Heooxonumbl 1L-6, 1L-13
u TGF-B, nnst o6pazosanust ydT1/ydT17 nononHu-
TesbHO HeooxonuM [L-23. Hutoknnusr 1L-23, TL-13
u TGF-B HeoOxomumbl misi 00pa3oBaHUST KIIETOK
namsatu ydT1/ydT17 u kietok ydT17 [18]. B akcne-
pumMmeHTax in vitro ctumyasaius Vy9Vo2 ydT-kneTtok

915



Cokonos /1. U.
Sokolov D.1.

Meoduyunckas Ummynonoeus

Medical Immunology (Russia)/Meditsinskaya Immunologiya

pPa3TUYHBIMU MHIYKTOpaMM TIPUBOIMIA K 00pas3o-
BaHMIO pa3HBIX (DEHOTUITOB ATUX KJIETOK: KYJIBTUBH-
poBaHMEe B MPUCYTCTBUM U3ONEHTEeHUINUpodocha-
ta (IPP), IL-12 u antu-1L-4 anTUTEN IPUBOAUIIO K
dopmupoBanuio y3T1 cydononmynsiinu, a B IpUCYT-
ctBum IPP, IL-4 u antu-IL-12 antuten npuBoauIo
K ¢opmupoBanmio ydT2 cyoriomynsituu [260]. B yc-
JIOBUSIX in vitro n3 nionynsiun Vy9Va2 ydT-kireTok
nepudepuyeckoit kposu B npucyrcteun TGF-f un
IL-15 moxHo nonyuuts FoxP3*ydTreg-kitetku [25],
a B npucyrctBuu IPP u IL-21 MoOXHO MOOJy4uUTH
yoTth-kneTku, KoTopwle, Ojaromapsi TPOAYKIIUU
1L-4, IL-10 u CXCL13, cnocoOCcTBYIOT CO3pEBAHUIO
B-xiteTok m1st BBIpAaOOTKM aHTUTE MHPOTUB UyXKe-
POIHBIX aHTUTEHOB [6]. YCTaHOBJIEHO, YTO B YCJIO-
BUSIX omyxoJjeBoro pocta IL-4 unaynupyet npeBpa-
IICHUE TIPOTUBOOITYXOJIEBBIX V32, CEKPETUPYIOIINX
IFNy B Vo1, nponyuupytomux IL-10 [137]. Takas xe
(byHKIIMOHATbHASI TETEPOTEHHOCTDh U TUIACTUYHOCTh
yoT-xietok HabmomaeTcss Npu UHGOEKIMOHHBIX U
ayTOMMMYHHBIX 3a00J1eBaHUSIX.

Takoil mMpoKUii TMana3oH BHETUMUYECKON IMO-
JISIpU3aui CBUACTEILCTBYET 00 OTCYTCTBUM TPaHUII
MeXay cyononyasiuusMu ydT-KJIETOK U YTO LIMTO-
KWUHBI MUKPOOKPYKEHMUSI, OTIPEIEIISIS TIOSIPU3alInio
yOT-KJIeTOK, B KOHEYHOM UTOTE OMPEACSIOT POJib
yOT-kieTok B GPU3MOIOrMYECKOM WU TATOJOrnye-
CKOM ITpoliecce.

4.3. y3T17-kaemxu

Kierku y8T17 oTHOCSAT K BPOXIEHHOMY 3BEHY
UMMYyHUTeTa, oHU npoayuupyroT [L-17, obnagarot
NPOBOCHAJIMTEIFHBIMU CBOMCTBAMM, 00ECIIEUMBAIOT
3alIUTy OT BHEKJIETOYHBIX OaKTEepHalbHBIX U I'PUO-
KOBbIX nHbekuit [177, 191], yyacTByloT B narore-
He3¢ MHOXECTBa ayTOMMMYHHBIX 3a00JieBaHUII u
BCTpeyaroTcsl B mepudepruueckoil KpOBU U B TKaHSIX
Y 4eJI0BeKa TOJIbKO MpU matonorusx [283].

Yenoseuyeckue ydT-KIeTKM CHIOCOOHBI MPOMYLIM-
poBath IL-17 npu onpeneneHHbIX MHMeKLIUIX [283],
a Takke TIocJie TMOJIMKJIOHAILHOW aKTUBAIUU WU
nociae MX KyJBTUBUPOBAHUS ¢ HUTOKMHamu [L-23
n IL-6 wnom IL-7 [18, 152, 155]. HekoTopskie uccie-
JIOBATeJIY T0JIaraloT, UTO y YeJIOBEKa HE CYIIIECTBYET
cneuududeckoit cyomnomynsiiuu ydT-KieTok, ce-
KpeTtupylolieil uckimwouuteabHo 1L-17. D1y (yHK-
M0 B OIPENEICHHBIX YCIOBUSX BBITIOJTHSIOT KakK
Vy9Vs2 T-xnerku kpoBu, Tak u Vol T-knetku B
TKaHgx. [Ipu aToM 00e cyomomyasiuuu TpOmYyLU-
pytoT IFNy 1 0061anai0T HMTOTOKCUYHOCThIO [18].
bonbmmHeTBO nipoayuupytomux [L-17 ydT-kietok
skcnpeccupyor CDI161. Tlpoxyumpyromue I1L-17
Kinetku ¢ peHorunom CD28*CD27*CCR6" u akc-
npeccueii reHoB RORC n IL23R o6Hapy:KeHBbI B I10-
mysinun Vy9Vo?2 T-kineTok nepudepruyeckoil Kpo-
BU [208]. OTMeUaloT TakKe, YTO B IEYEHU 300POBOTO

yejgoBeKa cojepxkutcs Vo3 monynsauus T-KeTok,
nponyuupytomasi [L-17 [134], a takxke RORyt"ydT-
KJIETKH, KOTOPble B OCHOBHOM IIpUHAaJIeXaT K MO-
nyasuuu Vyove?2 [122].

IMpu wHbexkumsax ydT17-kKAeTKU CEKPETUPYIOT
IL-17, IFNy u npyrue npoBOCTIaJUTENbHbIE LIUTO-
KWHBI, aKTUBUPYIOT Makpodaru u HeuTpoduisl [77,
215]. IMomaratoT, 4TO B oyarax BOCITaJeHUST HENTPO-
GuJIbl HE TOJBLKO TMPOSIBIASIOT CBOIO OaKTEPULIUI-
HYI0 aKTUBHOCTb, HO U PeryJaupyroT dyHkuuu yoT-
KieTok [240].

Hapymennast akrtuBanust kiaetok yoT17 moxer
MPUBECTU K MOBPEXAEeHUIO TKaHel [281], xpoHuUe-
CKOMY BocIiajieHn1o [287], ayTouMMyHHBIM 3a00J1e-
BaHUSIM, Hampumep ricopuasy [22]. yoT17-kieTku
CTUMYJIMPYIOT POCT OMYXOJIEN U UX METacTa3upoBa-
Hue [36], 4TO OIMCaHO MpPU paKe MeYeHU, MOJIOUYHBIX
Kese3, TIETKUX, KOJTOPEeKTaIbHOM pakKe M paKe >Keau-
HOTO ITy3bIps [36, 93, 176].

OIHUM U3 MEXaHU3MOB M30CTaHMS ONMyXOJISIMU
MUMMYHHOIO Haazopa SBJSETCS 3KCIIPEeCCUus UMU
BTNL2 [56], KOTOpPBIA CTUMYJIUPYET IIPOAYKIIUIO
IL-17 ydT-knetkamu [218]. D10 IpUBOAUT K TIpU-
BJICYEHUIO B MUKPOOKPYXKEHHE OMyXOJAU MUEJIOUI -
HBIX KJIeToK-cynpeccopoB (MDSC) [298], koTopsbie,
B CBOIO ouYepenb, CHMXKalT HachlmeHue CD8*T-
KJIeTKaMU OITyXOJIeBOil TKaHU. bbrl1o moka3zaHo, 4To
yOT-kieTku, cekperupyoiuue [L-17, ctumynupyior
POCT OITyXOJIM y MBIIICH 3a CYET PEKPYTUPOBAHUS
MDSC MOHOLMTApHOTO U T'PaHYJIOLIUTAPHOTO MPO-
UCXOXIEHUSI 1 UHAYLUPYIOT HAKOMJIEeHUE U TI0JIsI-
pU3aLII0 HEUTPOMUIIOB, TIPUBOMSIINEC K PAa3BUTHIO
peaMeTacTaTu4eCcKoro UMMYHOCYIPECCUBHOTO
MMKPOOKpyskeHus [168]. UccaenoBaHust moka3biBa-
IOT, 4TO KJIE€TKU YO T 17 MOTYT BHOCUTB 3HAYUTEIbHBII
BKJIaJ B IMPOrpecCUpoOBaHUE KOJOPEKTaJbHOIO paka
yeJjioBeKa, BoBJieKas OoJibliee Koaudyectso MDSC B
MUKPOOKPYKEHHE OITyX0Jiu [56]. YcTaHOBIEHO, YTO
yOT-KJIETKM aKTUBUPYIOT 3Be3[4aThble KJIETKW MO[I-
XKeJIyIOUHOU KeJie3bl, MPUBOAS K CeKpeluuU HUMU
I1L-6. DTO, B CBOIO OYEpPED, CITOCOOCTBYET PA3BUTHUIO
U MIPOrpecCUpPOBAHUIO TTPOTOKOBOI ageHOKapIIMHO-
MBI TIOJIXKeJyA0uHOM Xeje3bl [213]. Pak MonouHol
XeJie3bl, MHGUIBTpUpoBaHHbIii CD73" perynsrop-
Holi cyononyJssiueir Vol ydT-KJeToK, MposiBIsIeT
CBOM MMMYHOCYNpPECCUBHBIC (DYHKIUH, ITPOIYIIM-
pya IL-10 [27]. IL-17 MoxXeT cnocoOCTBOBAaTh POCTY
OIYXOJIY, MOAACPKUBAsT aHTUOTEeHE3 MPU paKe XKeTd-
HOTO My3bIpsI, pake >KeJyAKa, HeMEJIKOKJIETOYHOM
pake JIETKMX, a TaKXKe IpY APYyrux Bugax paxka [176,
275]. Knerku ydT17 cTUMYIUPYIOT aHTMOIEHE3 U
poct omyxoau, uHayuupysa npoaykuuio VEGF u
Ang-2 KjaeTKaMu MUKpPOOKpyxXeHUs [211]. Cnenyer
OTMETUTb, 4TO YO T17 yCcTOWYMBBI K Tepannuy UHTU-
OUTOpaMU KOHTPOJIbHBIX TOueK uMMyHUTeTa PD-1 1
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TIM-3 [58], uTO B ouepeaHOl pa3 CBUAECTEIbCTBYET
B MOJIb3y HEOIPEACICHHBIX TIEPCIIEKTUB MCIIOIb30-
BaHus yOT-kieTok s Tepanuu onyxoJseil. [ToBbi-
meHHoe KoandecTBo yOT17 T-KIeTOK B OMyxoin
KOPPEIUPYET C TUIOXAM MPOTHO30M, BKJIIOJast METa-
ctasupoBaHue [58].

Hapyuenue nponykuuu IL-17 cBs3bIBatoT ¢ na-
TOreHEe30M T'PUOKOBBIX MH(MEKIIMT y yestoBeka [58].
ITonararot, uto HapyueHue npoaykuuu IL-17, B Tom
yuciyie y0T17, 7eXUT B OCHOBE MaTtoreHe3a KaHAu-
O3HBIX UHMEKINH. YcTaHOBIIeHO, 4TO YO T-KIleTKu
KpOBHU 4YeJioBeKa, 0ocobeHHO V31 OT 310pOBBIX H0-
HOpPOB, OTBeYaloT Ha KyJbsTuBupoBanue ¢ C. albicans
nponudepanueit, nponykuueii [L-17 u IFNy u no-
BbllIeHMeM aKkcripeccun RORC u TBX21 [58].

TIpeumyinectBeHHas jJokanu3auus yoT17 B TKa-
HSIX HaKJIaIbIBacT OIIpeIcICHHBIC OrpaHUYCHUS Ha
MCCIIeOBaHUS CBOMCTB 3TUX KJIeTOK. [ToaTomy yua-
ctue y0T17 B ayToMMMYHHBIX 3a00JI€eBaHUSIX YEJIOBE-
Ka 00cyXmaeTcsl KaK 3KCTPAIosIs Pe3yIbTaToB,
MOJYYEHHBIX Ha MBILIMHBIX MOMAESIX C OIHOBpE-
MEHHBIM CPaBHEHUMEM JIOKAIM3AIIUM 3TUX KJIIETOK B
TKaHSX B CJIydae JOCTYITHOCTH YeJIOBEYCCKOTO MaTe-
puasia. YCTaHOBJIEHO, UTO KOXKa MallMeHTOB C MICOPH-
a3zoM oboraieHa nonyJssuuein Vy9Voe2, kotopas npu
CTUMYJISIHUY MUTPUPYET U3 KPOBOTOKA W HAUYMHACT
npoayuupoBatb IL-17 [114]. Takke mojaraloT ak-
TUBHOE yyacTtue yO0T 17 B IOBEeHUJIbHOM UAMONaTHye-
CKOM apTpuTe, cnoHmuioaprpure [68]. YctaHoBieHO
Takxke, 4To yOT-KJIeTKU MoKa3ajiu TOMUHUPYIOIIWI
npoduib skcnpeccuu [FNy u [L-17 y mauueHToB ¢
TNPUBBIYHBIM HeBBIHAIIMBaHUEM [231].

4.4. YO NKT-xaemku

yONKT-kJIeTKU U3y4eHbl K HACTOSIIEMY BpeMe-
HU HEIOCTATOYHO M B OCHOBHOM Ha MBIIIUHBIX MO-
nensix [17, 91, 158, 179, 194]. Honynsiumst yONKT
(CD56™8T) skcnpeccupyeT Ha BBICOKOM YpOBHE
CD56. Okcenipeccust CD56 nemaet ux heHOTHUIT CXOJI-
HbIM ¢ (eHoTunoMm afNKT-kierok. Co3peBaHue
afNKT-knerok n yONKT-k1eTok B TUMyCe Ha cTa-
nuu DP naet BO3MOXHOCTbH CHEKYJIUpOBaTh O Ha-
JIMYUU Y 3TUX KJIETOK €IUHOIro MpeallecCTBEeHHUKA.
OnHako B HacTosillee Bpems M3-3a MaJOYUCIEHHO-
CTH 3THX KJIETOK OCOOEHHOCTHU nX U PEPEHIINPOB-
KU KpaliHe Mano usydeHbl. B 2024 romy Shuanglinzi
Deng u coaBT. omnybjuKoBaau paboTy, B KOTOpOit
cooburaercs 06 obHapyxeHUU YO T-KIIETOK C TTOBbI-
meHHoM aKkcnpeccreii CD56 npu ¢ MI0CKOKIETOU-
HOM pake [47]. DTu KJIeTKU UMEeNU ciadyto SKCIpec-
cuto PD-1, cekperupoBaniu [FNy, IL-17A u 1L-22,
skcnpeccupoBaii CCR2, CCR5 u CCR6 u oTBeva-
JIY 32 peaiu3aluio BocnajieHus [2].

4.5. y3Treg-kaemku

Cpenn afT-KJIETOK BBIIEJSIIOT OCOOYIO MOITYy-
JISIUIO, OTBEYAIOIIYIO 32 PEryJslrio peakluii uM-

MYHHOTO OTBeTa M IMOJAepKaHWe UMMYHHOU ToJie-
panTHOCTU — T-perynsaropHbie TuMdbouuTsl (Treg).
Cpenn yOT-KIJIETOK TakXKe BbIICISIOT TMOAOOHYIO
nonynsuuto ydTreg [178]. ydTreg-kineTku odiagamoT
TIIPOOMYXO0JICBBIMI CBOMCTBAMM — OHM CITOCOOCTBY-
IOT POCTY M METacTa3upOBaHUIO OMYXOJM, Hapyllas
byHKI1MI0 3DDHEKTOPHBIX KIETOK [289].

IMomararor, yTo y 4enoBeka muddepeHIInpoBKa
addexTopHbIX Vo1 n Vo2 T-kiterok B ydTreg mpouc-
XOJIUT Ha Tepudeprun B OMpPeNeJICHHOM ITUTOKWHO-
BoM MukpookpyxeHuu (TGF-B, IL-2 u I1L-15) [30,
181, 286, 287]. Dra anddepeHINPOBKAa COMPOBO-
xnaaetcs akcnpeccueit FoxP3 u rena IL-9 [30, 180].
ITomarator, uto BuTamMmuH C SBASIETCS HEOOXOIM-
MBIM KOMITOHEHTOM mpeBpalleHus T-kiaeTok V32 B
FoxP3*ydTreg [110]. Takue ydTreg mposBISIOT Cy-
MPECCUBHYIO aKTUBHOCTh B oTHoIIeHnu CD4 afT-
quMdonurtoB. ydTreg-knetku cexkpetupytor GM-
CSF, IL-10, TGF-B, IL-17, skcnpeccupytotr CD39,
CD73 u peuenTtopbl KOHTPOJILHBIX TodeK [181],
Onarogapsi KOTOPbIM peaau3yloT CBOM CYMpeccop-
HBIC W PETYISITOPHBIC (DYHKIIMH. 3a CUET ITPOTYKIINHI
I1L-4, IL-10 u TGF-B ydTreg uHrubupyoT co3peBa-
HUE NEHIPUTHBIX KJIETOK U MOAABISIOT aKTUBHOCTD
apdexkTopubix CD4" u CD8 afT-knerok u NK-
KJIETOK B OTHOIIICHUM oITyxoJieii. I1pu pake Moiou-
HOW KeJie3bl BblAEJeHHbIe U3 ornyxonu ydoTreg crno-
COOCTBYIOT Pa3BUTHIO CTAPEHUSI JICHAPUTHBIX KJIETOK
C TOJIepOreHHBIMU DYHKIUSAMH. Takue neHIpUTHBIC
KieTku noaasiisatoT auddepeHuypoky Thl u Thl7,
HO crocoOcTByIOT pasButuio of3Treg-kinetok [216,
289].

B nepudepuueckoit KpoBU, a TakxKe B TKaHU
OMYXOJIX TIAIIMEHTOB C PAaKOM MOJIOUHOM XKeJe3bl
U pakoM TOJICTOM KUIIKU OOHapyxuBaioT ydTreg-
knetku ¢ ¢enorunom CD73*FoxP3*Vél*t nmubo
CD39*FoxP3*V31* [163]. 3a npubneyeHue ydTreg
B TKaHb onyxojim orBeuaeT IP-10, cekpeTupyemMblii
KJIETKaMU paka MOJIOUHOI1 xkeyesbl [289]. [1pu aTom
y8Treg cnocoOCcTBYIOT (DOPMUPOBAHUIO ClieLIubrye-
CKOI TSI OITYXOJIM UMMYHHOM ToJIepaHTHOCTH [99],
MOAABJISIIOT PeaKlMU BPOXIAECHHOIO M agalTUBHOIO
MPOTUBOOITYXOJ€BOTO UMMYHHOTO OoTBeTa [288].

IToaTromy mnoBbIIIEHHOE coaepxaHue o Treg-
KJIETOK B TKaHU COJIMAHOI OITyXOJIU, a TAK>Ke TOBbI-
IIeHHAas MPOAYKIUS IIMTOKWHOB, XapaKTePHBIX IJIst
3TUX KJIeToK, HanpuMmep 1L-10, ncrmonb3yoTesa Kak
MapKepbl TeUeHMUs OITyXxoJieBoro pocta. Yem Gosbliiie
3TUX KJIETOK B OTTYXOJIU, TEM XYK€ ITPOTHO3 MSTUIIET-
Heil BBDKMBACMOCTH, BBIIIIEC PUCK PA3BUTHUS PCIIUIN-
Ba paka MoJIOUHO xkeJe3bl [133] u aumpomsbr [102].

B nuTepaType Takke OMMcCaHbI U TIOJIOXUTEb-
Hble cBoricTBa ydTreg. Tak, ObUIO TTOKa3aHO, YTO
akTUBUpOBaHHbIe Lactobacillus acidipiscis ydTreg
MOTYT TIOJABJATh ayTOpeaKTUBHbIE KJIOHbI Thl- u
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Thl7-xietok [193]. C apyroii cTopoHbl, HemoCTa-
TouHas aktuBauus ydTreg 6axmepusmu Lactobacillus
acidipiscis B KALIEYHUKE TIPOBOLIMPYET aAuddepeH-
LUPOBKY KUIlIeYyHbIX YOT-kieTok B KJjieTku yoT17.
[Momarator, yto murpauusg Takux ydT17 B MO3roBbie
000JI0OYKM MOXKET JieXXaThb B OCHOBE JCIPECCHBHOIO
noBegeHus [63, 300].

4.6. y0T pc-Kaemku

IMpodeccroHanbHbIE AHTUTEHITPE3CHTUPYIO-
e kietku (APC — antigen presenting cell) mo-
IJIOLIAIOT aHTUTCH MPU ITOMOINM haroumTo3a (Ma-
Kpodarv) uWJIM MaKpONUHOLUTO3a (IeHAPUTHBIEC
KJIETKM), PACIHICTUISIIOT ero W TPEACTaBISIIOT B CO-
craBe Mousekyn Jjokyca MHCII main MHCI naun-
BHbIM o T-1umpoumntam [80]. JeHapUTHbIE KIETKU
(DC — dendritic cell) morjouarT aHTUTEHBI B 30HE
MH(EKIIMOHHOTO MMOPaXKeHUs WU OITyXOJICBOI TKa-
HU, TIPOXOMASIT CTAaAMIO CO3pEeBaHMsI, BKJIIOUYAIOIILYIO
aKTUBAIINIO BKCIIPECCUN KOCTUMYJIUPYIOIINX MOJIE-
KyJ mepen MUTpaleil B peruoHapHbIe JIuMdaTude-
ckue y3abl. Bzaumoneiictsue CD40 Ha moBepXHOCTHU
DC ¢ CD40L Ha nosepxHoctu CD4*T-nmumbouunToB
npuBoIUT K aktuBanuu DC, KoTopass HeoOxommuma
JUISI MPpUOOpPETeHUsT el aHTUTeHIIPE3eHTUPYIOLICH
¢yukumn. Takast akKTUBALIVS TTIPY ITOMOIIN KOCTUMY-
JIITOPHBIX PELIEIITOPOB Ha3bIBACTCS JIMIICH3MPOBA-
Huem APC [9, 160].

IlonaratoT, uyto omHa w3 cyonomyasauuii yoT-
kJeTok, aumMeHHo VY9VS2TCR HLADR®, otHocutcs
K MNpodeCcCUOHAIbHBIM aHTUTeHIPE3eHTUPYIOIIUM
KJIETKaM Ha OCHOBAaHUM BKCIIPECCUU UMM MOJIEKY
nokyca MHC kiracca 11, KocTUMYyIMPYIOIINX MOJIE-
Kyna [16] n pelienTopoB K XeMOKWHAM JIJIST XOMWHTA
B tumdatuyeckue y3iabl (CCR7) [14], cmocobHOCTU
K KJIacTepu3allMd B 3apOIBIIIIEBBIX IIeHTpax (HoJI-
JuKyJoB B-kierok [15]. DT KJIEeTKU CIIOCOOHBI
3aXBaThIBaTh AHTUTEHBI M3 MHTAKTHBIX KIIETOK IIpU
nomolu (aronuTosa Wwin Tporomurosa [186, 276] u
MpPEe3eHTUPOBaTh WM KPOCCHPE3eHTUPOBATh Iepe-
paboTtaHHble aHTUreHbl Kak CD4*, tak u CD8 a3 T-
suMmdonuram [14, 16, 151]. Dkcnpeccuss HLA-DR
Takke oOHapyxkeHa Ha Vol T-kmerkax [109, 127] u
V&3 T-knerkax [134]. Crumynsauus yoT-kiIeToK B
OIIYXOJICBOI TKAHM JIMTAaHAOM T-KJIIETOYHOTO pelier-
Topa U TOCjeAylolliee paclno3HaBaHUE TaKUM JIUM-
(olMTOM OTNMCOHU3MPOBAHHON AHTUTEIAMU KIIET-
KU-MUIIEHU W peaJn3anuss aHTUTEI0-3aBUCUMOI
KJIETOYHOI LIMTOTOKCUYHOCTHU JIEKUT B OCHOBE JIM-
1eH3upoBaHUs YO T spc [81].

YcraHoBieHO, 4TO akTUBamusI Vy9Vo2T-kiaeTok
nepudepruyeckoil KpoBM B TOJICTOM W TMOAB3HOII-
HOMI kulIKe 6akTepusiMu B ipucytctBuu [L-15 npe-
BpalaeT 3Th KIeTKU B yOT ypc-KiIeTKU [246], KOTO-
poie noasipusyioT CD4" T-kneTKu UCKIIOUUTEIbHO
B Th22, nponyuupyromue IL-22, Ho He B Thl7, 3a

obpazoBaHue KOoTopbix oTBeuatoT APC muenonaHo-
ro npoucxoxpaeHus. [lomaratoT, 4to YO T \pc U MUE-
gounHbie APC mnepenaloT NMpUHLMIKAIBHO pa3HbIe
curHaibl CD4*T-kjneTkaM W 4YTO TakKUM oOpaszom
yOT-KJIeTKN 3aluIIaoT CIU3UCTYIO KUIIEYHUKA
OT TUIIEpPBOCHAJIEHUSI C TIPUBJICYEHUEM HEUTpo-
dunos [87, 121]. B MOMEHT aHTUTreHOpPE3eHTALIUU
yoT-xnerku yepe3 mosekynsl CD28 wim CTLA-4,
sapisomecs aurangamu CD80/CD86 [127], moryT
CTUMYJIMPOBATh WJIW TIOJAABISATH aKTUBHOCTH afyT-
mumboruta. OgHako y8T 4 pc HECTTOCOOHBI TIPOAYIIH -
poBaTh LUTOKWHBI, OTBEYAIOLIUE 3a MOJSIpU3ALUI0
HauBHbIX ofT-mumdonuros. [ToaTomy 3a monsipu-
3alMI0 B 3TOM ciiydae oTBedaeT aKkcrpeccust YO T 4pe
kietkamu ICOSL (inducible T cell costimulator
ligand) u npoaykuusi umu TNFo, KoTOpbie, B CBOIO
ouepelb, CTUMYJIUPYIOT 3Kkcrpeccuio CD4T-num-
¢ounrtamu I1L-22 u MPHK AHR [246].

Kaxk yxe oTMedeHOo BBIIIIE, CPeIr CyOTIOIyIsIInT
Vy9Vs2 T-kietok niepugepudeckoli KpoBU YesloBe-
Ka BBIIEISIIOT MHOXECTBO KJIACTEPOB C pa3HOOOpas-
HBIMM XapakTepuctukamu. OIWH UX TaKUX KJiacTe-
POB KJIETOK KoaKcnpeccupyet peuentop CD27 u ero
gurang — CD70. AktuBaiusi y0TCR dochoaHTure-
HaMW MHOTOKPAaTHO YCWJIMBAETCS B CIydae KOAKTH-
Bauuu yOT-xierku mo suHuu CD70/CD27. Takoe
JIMTaHA-PeLeNTOPHOE B3aMMOACUCTBUE OMpeaessieT
UX XU3HECTIOCOOHOCTh, WHIYLMPYET Tpoiudepa-
o n cekperuio Thl-TToqoOHBIX TUTOKUHOB [42].
YcTaHOBIEHO, YTO B MOMEHT Mpe3eHTallMd aHTH-
reHa HauBHoMy CD4 o T-mumMdbouuty nepekpect-
Hoe B3auMogaencTBue yd T ,pc 110 TuHUU CD27/CD70
CITOCOOCTBYeT nojsipusauuu T-1uM@onuTa B CTOpO-
Hy Th1 u nponykuuu IFNy [246].

IMossnenue 8T, pc B Tiepuepuueckoil KpoBU
CBSI3bIBAIOT C aKTUBHBIM ITaTOJOTMYECKUM ITpoliec-
coM. Tak, comepxaHue LUPKYJIUPYIOIINX YOT zpc
OBLJIO 3HAYMTEILHO BHIIIC Y MAIIMEHTOB C aKTUBHOM
cranueit peBMatougHoro aptpurta. Ilpu 310l maTo-
Jioruu y3T ypc MPUCYTCTBYIOT TaKKe U B CUHOBUATb-
Hoi xuakoctu [116]. Vy9Vs2 T-kileTKu CrioCOOHbBI
MpUOOpPETaTh XapaKTePUCTUKU aHTUTECHITPE3EHTUPY -
IOLLEN KIIETKU B YCIIOBUSIX iN Vilro Y IPE3EHTUPOBATH
antured CD4*" u CD8'T-numdounram [16, 245],
YTO JIEXKUT B OCHOBE Pa3pab®OTKU METOHAOB WX IpH-
MEHEHMUS B Tepariiy OITyXOJIeH.

4.7. y3Tfh-xaemxu

IMonaBnasrolniee KOJUYECTBO JaHHBIX B JIUTEpaTy-
pe no noBoay cyonormyssiiuu yoTth-kineTok omnuca-
HO Ha MBILIIMHOUW MOACIN U CBUICTEIBCTBYET B IIOJIb-
3y UX CIIOCOOHOCTU BJUSITH Ha MPOAYKIIUIO aHTUTE
UMMYHU3UPOBAHHBIMU MW  WHQHULUPOBAHHBIMUA
MblmaMu [259]. DKcTpamoaupys TaHHBIC, TOJIY-
YeHHbIC Ha MbIIIax, UCCAeA0oBaTe/IM MOoJaramT, 4YTO
yoTth-kneTkn yeaoBeKa MOTYT BIUSITh Ha peakiuu
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TYMOPQJILHOTO UMMYHHOI'O OTBETa U BJIMSITH Ha CO-
3peBaHne B-mmuMm@onnToB, u BIUSTH HA TIPOIYKIINIO
aHTUTEJ IUIa3MaTUYECKUMHU KJIETKaMMU. YCTaHOB-
JIEHO, YTO y MalMeHTOB ¢ Helipobiactomoii ydTth-
KJIETKA UMEIOT (PeHOTUTI HAUBHBIX KJIETOK C ITOBBI-
meHHoM akcmnpeccuein CD25, CD69, HLA-DR n
CD40L, nonuxeHnHoii akcnpeccueit CD278 (1COS);
OHM MPOAYIUPYIOT MOBBIIIEHHOE KOJM4YecTBO 1L-4 1
IL-10, yeMm Te 3Ke KJIETKM Y 310POBBIX JOHOPOB. ¥ na-
IIMEHTOB C HEWPOOJACTOMOM TaKne XapaKTepPUCTUKN
vy0Tfh-kneTok covyeTaloTcs C MOBBIIIEHHBIM COJIEP-
xaHueMm IgG B ceiBopoTKe KpoBu [157].

Kak yxe oTMeueHO BbIllle, akTUBaLUs Vy9Vo2
T-KJeToK pasaMYHBIMM LMUTOKWHAMHU TPUBOIUT K
noJisipu3auuun ux peHorumna B GeHOTUI, MOAOOHbBIN
Th2 [260], Th17 [18], Tth u Treg [25]. KynstuBupo-
BaHue Vy9Vo2 T-kieToK B MPUCYTCTBMM aHTUTEHA
u IL-21 onpenenser ux Moaspu3aluio B CTOPOHY B
cropony denoruria Tth [25]. TTosydeHHBIE TaKuM
o6pazom kieTku YO TTh-kKieTkn sKcTrpeccupyior pe-
npeccop TpaHckpumuuu Bel-6 [20], CD40L, CD278
(ICOS), CXCRS5, a Takxke obecneyMBarOT IPO-
nykouio IgM, IgG u IgA B-ximerkam muHmanuH [6,
20]. B ortnuune ot kinerok afTfn kierku ydTfn He
nponyuupyioT IL-21, HO CeKpeTUpYIOT LMTOKUHBI
IL-2, 1L-4 u IL-10, xapakrepusbie miast a3 Th2. ITpu
3TOM BHYTpU KjieToK ydTfn oTcyTcTByeT aKcrpec-
cust GATA-3 u IL-13, Takke XxapaKTepHBIX s Xa-
paktepuble s oafTh2-knerok [20]. Tlonarator,
yTo yOTfh-KIIETKM y4yacTBYIOT B PETYJISILLUU CO3pe-
BaHMUSI B-KJIETOK Ha paHHUX CTagWsIX WHQEKIINA,
IO TIOJTHOTO Pa3BUTUSI peakiiil afanTUBHOTO WUM-
MYHHOIO OTBeTa, JIMOO WHULMUPYIOT MPOIYKIIMIO
B-nmumdonuramMu Ha aHTUTEHBI, HA KOTOPbIE OTBE-
yaroT yo T-knetku [21].

5. IlepcnekTuBbl npuMenenus Yo T-KiieTok

Cy1ecTByeT iBa Moaxo/1a K UCIOJIb30BaHUIO YO T -
KJIETOK B JICUEHUM Pa3JIUYHbIX MaToJOTui: 1) n3ou-
paTejibHOE yBeJIUMYEHUE OAHON M3 momnyasuuid yoT-
KJIETOK B YCJIOBUSIX in Vivo; 2) KJIETOYHAs Tepariusl.
B mepBoM ciiyyae M3MEHEHUsI COAEPKAHUSI OIHOI
u3 nomyasauuii ydT-kieTok noduBaroTcs OJjaroaa-
PS BBEIEHUIO TMMallMEHTY peKoMOuHaHTHOro I1L-2 u
dochoanTurena 1mbo Giaaromaps BBEICHUIO COOT-
BETCTBYIOIIMX aHTUTEJ. Bo BTopoM ciydyae oIryxo-
JIEBBIM POCT MOAABJSIIOT OJ1arogapsi BBEACHUIO NalK-
€HTY aJUTOTEHHBIX YO T-KJIETOK, TEHHO-UHKEHEPHBIX
yOT-kyeToK 1m0 Pa3sMHOXEHHBIX in Vifro ayToJo-
ruuHbIX YO T-kinerok [95, 120, 147]. Mcnonb3oBaHue
TaKOro MOAXOJda OrPaHUYMBACTCS BO3MOXHOCTBIO
MOJsIpU3allMM BBEAEHHBIX B OpPraHW3M ITallU€HTa B
moboit knactep yOT-KIIETOK, COCOOHBIX Kak 3@-
(EeKTUBHO YHUYTOXKATh PAKOBBIC KJICTKH, HATIPUMED
voT1 [298], Tak 1 cMOCOOCTBOBATH POCTY OITYXOJIH,
Hanpumep yOT17-knetku [297]. B cBsS3u ¢ aTum

WCCIIEIOBATENISIM CJIEAYeT YYUTHIBAaTh OITMCAHHYIO
BBIIIIE BHETUMUYECKYIO TOJsIpu3anuio yoT-KieTok
B YCIOBUSIX MUKPOOKPYXXEHHUSI, KOTOpasI B JIydIIeM
cliyyae MOXKET CBECTU K MUHUMYMY 3(PheKT OT uc-
nonb3oBaHus yOT1 B Tepanuu omyxoJiei, a B XyA1em
cJTyyae MOXET clmocoOCTBOBAaTh HakoruieHuo yoT17-
KJIeToK B onyxoJisix. Micnonb3oBanue tepanuu yoT-
KJIETKAMU C XMMEPHBIM aHTUTEHHBIM PEIETITOPOM
(CAR) kazanoch MHOrooOe€lIalIIUuM TTOAX0I0M,
KOTOPBIA MOT OBl UCKJTFOUNUTD, MM XOTSI OBl CHU3UTH
BEPOSITHOCTh peaklMU TPpaHCIJIaHTAT TIPOTUB X035~
uHa B ciydyae ucnonb3oBaHusi CAR-afT-tepanuu.
OnHako, O MOCTIEAHUM JITaHHBIM, WCIIOJb30BaHUE
CAR-ydT-Tepanuu Tak:ke UMeeT CBOU OTpaHUUYCHUST
B CUJTY HU3KOM TOKCUIHOCTHU 3TUX KJIETOK B OTHOIIIS-
HUU HEKOTOPBIX OIyXOJieil, CHUKEHHOU MUTpalluU B
OIIYXOJICBbIC TKAHU W TOBBIIICHHON CKIOHHOCTH K
npuoodpeTeHuto TojiepaHTHOCTU [293]. [TosTOMY Te-
panust omyxosieit ¢ mpuMeHeHueM Yo T-KJIeToK rmoka
elle ocTaeTcsl Teparnueit BToporo riaHa [28, 67].

3aKnoyeHne

Baxneiteit ¢dynkuueit ydT-kieTok siBisieTcs
KOHTPOJIb 3a peaklusIMU BPOXAEHHOTO U adanTUB-
HOTI0 UMMYHUTETA. DTU KJIETKU BJAUSIOT HA OTPOMHOE
YHUCIIO KaK (DU3MOJOTUUECKUX, TaK M ITaTOJIOTHYC-
ckux npoueccoB. biarogapsi cobcTBEeHHOMY pelLie-
TOPHOMY almapary, OYyKBaJbHOMY KOIIMPOBAHUIO
cyonomnyassuuoHHoro cocraBa of3T-muMdbouunToB
M OTCYTCTBUIO HEOOXOMMMOCTHU pearupoBaTh aHTHU-
reHcrnenuduuecku, a Takxke OJiarogapsi CriocooHO-
CTU TIPE3EHTUPOBATHh aHTUTEeHBI afT-muMmdbonuram,
KOHTPOJIMPOBATh aKTMBHOCTH KJIETOK MHKPOOKPY-
KeHMsl, BKJIIoYasi AEHAPUTHbIE KJIETKU, Makpodaru
u B-nmumdonutsl, y0T-KIETKU HE TOIBKO SIBJISTIOTCS
«CEHCOPOM YyXOro» U 00JagaloT MPSIMON [IUTOTOK-
CUYHOCTBIO B OTHOILIGHUU MUIIIEHE, HO 1 KOHTPO-
JIUPYIOT TCYCHWE WMMYHHOIO OTBETa, HAXOISICh,
00pa3HO BBIpaXkasich, «Hajd cxBaTKoli». Co3smaeTcs
BIIEYATIEHUE, 4YTO YOT-KIETKU SBASIOTCS HEKUM
3BEHOM Ha KJIE€TOYHOM YPOBHE, KOTOPOE <«pa3yM-
HO» YMpaBIsieT MpolleccaMu, KOOPAWHUPYET U, B
cllygyae HeOOXOIMMOCTH, KOppeKTupyeT nx. OmHaKko
ATO MpPEeaNnoaoXKeHue, CKopee BCero, JoxxHoe, 1 yoT-
KJIETKWA, BEPOSITHO, SIBJISTIOTCSI OMHUM W3 CITOCOOOB
IyOIUPOBAHUS VI KOMIICHCAILIMK <«BBITTaTAIOIINX»
(YHKIIMIT OTAEIbHBIX 3BEHbEB UMMYHOJIOTMYECKOTO
Haa30pa B CJIOXKHOM MHOT000pa3suu MeXKIETOYHBIX
B3aMMOJENCTBUIN U LIUTOKMHOBLIX ceTeit. C apyroit
CTOPOHBI, 3a(UKCUPOBAHO MHOXKECTBO CIyJacB He-
aJIeKBaTHOTO COOTBETCTBYIOLLEN CUTyalluu MOBEIEe-
HUA YO T-KJIETOK B HEKOTOPBIX IMTATOJIOTMYECKUX TTPO-
neccax. Hampumep, npu oHkoreHese yoT-kKiaeTku
CTUMYJIMPYIOT POCT OITyXOJIEBBIX KJIETOK, TTOIaBJISISI
OTHOBPEMECHHO IIPOTUBOOITYXOJIEBYI0 aKTUBHOCTH
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KJIETOK MMMYHHOI cucTembl. TakoMy HeaaeKBaT-
HOMY moBeAeHUIo yOT-KJIeTOK CIOCOOCTBYIOT CaMU
OMYXOJICBBIC KJIETKH, CTHUMYyIuUpyomme audde-
peHLupoBKY YOT-knerok B cybmnomnymsiiuio yoT17
win ydTreg. B MmomoOHBIX ciydasiX MJIACTUYHOCTh
yOT-KJIETOK M MX CIOCOOHOCTh K BHETUMUYECKOM
TpaHcauddepeHUUPOBKE U3 OJHOU CyONOMyIsLUU
B IPYTyI0O MOXET JIeXXaTh B OCHOBE MHOXECTBa TIa-
TOJIOTMYECKUX TPOLIECCOB, TaK KaK 3TU KJIETKMU aK-

TUBHO BJIMSIOT Ha KJIETKHA MMKPOOKPYKEHUs. DTU
cBoiicTBa yOT-KJIIETOK HEOOXONMMO YYUTBIBATH MPU
pa3paboTKe pa3JIMUYHBIX MOJXOJ0B K JUATHOCTUKE U
Teparnuu pa3JudyHbIX 3a007eBaHNii, B TOM YUCJIE Te-
panuu ¢ ucnosjab3oBaHueM camux ydT-KiieTok.

KonukT untepecon

ABTOD 3asBisIeT 00 OTCYTCTBUM SIBHBIX U MOTEH-
LUATbHBIX KOHMJIUKTOB MHTEPECOB, CBSI3aHHBIX C
nyoauKanuein HacTosIIIel CTaTbU.
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