Biomics, 2026, Tom 18, Ne 2 C. 130-135.

SN
| Z 3 " 2
) IBG UFRC RAS Fg

ISSN 2221-6197 https://biomicsj.ru

Tepmocradbuiababie JIHK-noumepasnl B 1o-I1IL{PHy10 3moxy u B camoMm e€ HavaJe
'B.B. 3y6oB*, 239 U. Anekcees

'MHCTHTYT TeopeTnueckoi 1 dKCIIepHMEHTaNbHOM 6rnodu3nk PAH,
142290, Mockogckast 001, r. [TymuHo, yi. MacTuTyTCKast, 1.3
2000 «Cunrony, 127434, Mocksa, yi. TumupsizeBckas, 1.42
*WHCTHTYT aHATHTHYECKOTO IPHGOPOCTPOeHHs Poccuiickoil akaeMuH Hayk,
Poccuiickas ®enepanust, Cankt-IlerepOypr, 198095, yin. Bana Yepnsix, 31-33

*E-mail: genseq@mail.ru

Pesome

Brepseie repmocrabunpHas JJHK nonmumepasa u3z tepmoduibHoil Oakrepun Thermus aquaticus BbleNeHa B
1976 r., Ho e€ npumeHnenue B [TL[P Hadanock ToNBKO cirycTs Oojiee AecsaTH JIeT mpu ToM, uto cama [11[P Obuia
pa3paboTaHa 3a HECKOJIbKO JIeT 70 3Toro. K MomeHnty Havyana npumenenus B IIL[P storo gepmenta BmMecTo
Knenosckoro ¢parmenta JJHK-nomumepass! I E. coli y)xe 0butH n3BecTHBL, moMuMo Taq-nonumepassl, JJTHK-
MOJIMMEPasbl U3 POJICTBEHHBIX dyOakrepuid 7. thermophilus, T. flavus, T. ruber, a Taxxe JJHK-nonumepassl
u3  TtepMobuiubHBIX apxed  Sulfolobus  acidocaldarius, S. solfataricus w  Methanobacterium
thermoautotrophicum. OTHaKO MPOLIIO HEMAJIO JIET, MPEKAE YeM HEKOTOPbIE U3 HUX CTaIH HCIIOIb30BATHCS
B I1IP.
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Resume
For the first time, a thermostable DNA polymerase from the thermophilic bacterium Thermus aquaticus
was isolated in 1976, but its use in PCR began only more than ten years later, despite the fact that PCR
itself had been developed a couple of years earlier. By the time this enzyme began to be used in PCR
instead of the Klenow fragment of E.coli DNA polymerase I, DNA polymerases from related eubacteria T.
thermophilus, T. flavus, and T. ruber, as well as DNA polymerases from thermophilic archaea Sulfolobus
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acidocaldarius, S. solfataricus, and Methanobacterium thermoautotrophicum, were already known, in
addition to Tag-polymerase. However, many years passed before some of them were used in PCR.

Keywords: DNA polymerase, Klenow fragment of DNA polymerase I E. coli, thermostable DNA polymerase, DNA,

PCR, Thermus aquaticus

Citation: Zubov V.V., Alekseev Ya.l. Thermostable DNA polymerases in the pre-PCR era and at its very beginning.
Biomics. 2026. 18(2). 130-135. DOIL: 10.31301/2221-6197.bmcs.2026-10 (In Russian)

© The Authors, V.V. Zubov, Ya.l. Alekseev, 2026

Beenenue

Onucanve [JHK-noiaumepaz uenecooOpasHO
HayaTh C HAIlOMHUHAHUS O TEMIEpaTypHbIX TIpaHHUILAX
pocTa MHKPOOPraHM3MOB. I3BeCTHBI HCUXpOQUIBHBIE,
Me30(WIbHBIE, TEPMOPHIbHBIE M THIEPTEPMOPHUIbHBIC
MHKpoopranusMel. IIcuxpoduisl B GONBIIMHCTBE CBOEM
pactyT B nuanasone ot 15 go 20 °C, me3oduiasl — ot 25
1o 40 °C, TepMouIaMH CUUTAIOTCS TE€, YTO PACTYT MPH
temnepatypax Boie 50 °C, X0Ts 17151 HEKOTOPBIX U3 HUX
Oornplle  WOAXOAAT  Temmeparypel  65-75°C, a
TUNepTepMOMUIBI CIIOCOOHBI PAaCTH M IPHU TeMIlepaTypax
Boimre 100 °C B ycClOBUSX TMOBBIIIEHHOTO IaBIICHUS Ha
JIHE MOpEil U OKEaHOB.

JHK-nonumepasa - mo cyTH camblii INIaBHBIA
(hepMeHT HYKJIIEHHOBOTO OOMEHa - BIIEPBbIE BbIAEICHA U3
KUIIeYHOH nanouku Escherichia coli B 1956 r. [Kornberg
et al, 1956]. Bcmenq 3a 3TUM Hayvanoch aKTHUBHOE
U3y4YCHUE CTPYKTYPHO-(YHKIIMOHAJIBHBIX OCOOCHHOCTEH
JAHHOTO  ()epMEeHTa, OOHApyKEHHOTO  TOorga y
Me30(HIBHOTO  MHKPOOpPTaHW3Ma C  ONTHMYMOM
temnepatypHoro pocta 37 °C. Ilpm sTOoM mpommio aBa
JecsiTKa JIeT, Tpexae 4YeM NOAOOHBIH QepMeHT ObLI
BbIJIEJIEH U3 TePMOQUIBHOTO MHUKpoopranusma 7hermus
aquaticus, pacTymiero mpu temrieparypax cbime 70 °C
[Chien et al., 1976]. 1 nocne sToro npouwio eme 6osblie
JeCATUIIETHSL 110 TOro, Kak Tag-monumepasa Hamnuia cebe
rpaHIMO3HOE IPUMEHEHUE.

IMosiBnenne meroma IMIP ¢ TepmocTaOuiabHON
JHK-nonaumepasoii B 1987-1988 rr. [Kogan et al., 1987;
Saiki et al., 1988] kapauHaIbHO U3MEHWIO MPAKTHIECKH
BECh JIaHIA(T OMOJIOTHYECKUX HCCIIEIOBAHUM, a TaKXkKe
HEKOTOPBIX CMEXHBIX aucuuiuinH. [Ipuuem TIL[P Obura
M3BECTHA JIO 3TOTO YK€ HECKOJIbKO JeT (¢ jaekadps 1985
I.), HO €€ TOIyJIPHOCTh OBLIA JIOBOJBHO HU3KOH BBHIY
ucnonp3oBanus TepMmonadmwipHoi JIHK-momumepassr B
Bune Kienosckoro ¢parmenta JIHK-mommmepassr 1 E.
coli, TpeboBaBiIel NOOABICHUS HOBBIX IOPLHHA JAHHOTO
(depMeHTa B KaXJOM HOBOM IIMKJIE, YTO CO3JaBajio
cepbE3HbIE HeY100CTBa.

Kak yxe rosopunocs Bbime, JHK-nmonumepasst
U3 TePMO(UIBHBIX MHKPOOPTaHU3MOB OBUTH M3BECTHBI
3aponro no mossnenus IMIP, Ho morpeboBanoch Bpems,
4yToOBl O HHUX BCIOMHHJIM TPHMEHHUTEIBHO K JTOMY

merony. [locne sToro Havancs HacToAmuUil OyM IO TIOUCKY
U BBIJCICHUIO TepMOCTaOWIbHBIX HatuBHbIX J[HK-
MoJMMepas, Kak U3 3yOaKkTepuii, Tak ¥ U3 apXei, a Takxe
10 KJIOHUPOBAHUIO M CEKBEHHPOBAHMIO KOAMPYIOIIUX HX
reHoB. Hacrosimast  crates  mpu3BaHa — MOKas3ath
CIIOKMBIIYEOCS CUTYALIUIO C U3Y4YEHUEM TEPMOCTAOMIbHBIX
JHK-monmmmepas k cepenune 1980-x rr.

Pannmue roasl n3y4yeHHs: TEPMOCTAOUIbHBIX
JHK-nonumepas

BriepBrle TepMmoduibHas OakTepus, Ha3BaHHAS
Thermus aquaticus, OblIa H30JMPOBaHA W3 TOPSIETO
MICTOYHHKA B MEIIOYCTOHCKOM HAIHOHATLHOM MapKe B
CIIA [Brock, Freeze, 1969]. Cpenu nenoHUpOBaHHBIX
mramMmoB B American Type Culture Collection (ATCC)
Oobut 1 YT-1, okazaBuIMiics MO3KE BOCTPEOOBAHHBIM IS
Bbiienenus u3 Hero JIHK-mommmepass!l nist mpoBeneHus
ILP. Cnycra muoro ser T.D.Brock [1997] onucan cBou
WCCIIEIOBAaHMSI TEX JIET 10 TIOUCKY TePMO(UIBHEIX
MHKpPOOPTaHW3MOB, HaudaTele oOceHpto 1966 1., u
BCIIOMHHJI, KaK MOSBIJIOCH OKOHYAaTEIFHOE DPOXOBOE M
BUJIOBOE O0O3HAUEHHE OTOW OakTepWu, W3HAYAIBHO
HazbBaeMmolt uM Caldobacter trichogenes.

CrycTsi HECKOJIBKO JIET M3 3TOr0 BUIa OakTepuit
(wrramm YT-1) Obuta BeiAeneHa TepmocradbuibHas JTHK-
nonumepasza [Chien et al, 1976]. Crout oOparutb
BHUMaHHE Ha Macmrtad Toro skcnepumeHTa. Kynbrypa
T. aquaticus BbIpalUBajgach B MOJHOCTHIO 3allOJTHEHHOU
16-nuTpoBOii OYTBUIM C Y3KUM TIOpPJIOM, HO BMECTO
BCTPSAXMBAHHUA  IPOBOAMJIACH  a’pauusi  CTCPHIbHBIM
Bo3ayxoM nipu 75 °C. Yepes 20 u OakTepuaabHbIC KIETKH
cobupaii B TIPOTOYHOH IIeHTpUdyre, oOpadaThiBaIn
VIBTPa3ByKOM W  OCBETIUIM JIM3aT B  OOBIYHOH
ckopocTHO# neHtpudyre. [lonydeHHbIH TPYObIi SKCTPAKT
obbemMoM 176 MiI moABEprajicsi OYMCTKE C IOMOILBIO
Xxpomarorpaduu Ha pa3HBIX HOCHTENsIX. B pesyibrare
ObLTa JOCTHTHYTa S55-KpaTHas O4YMCTKa (epMeHTa, C
KOTOPBIM J1aJiee MPOBOJMINCH aHATU3BI IO OIIPE/ICIICHUIO
TEMIIEPATYPHOTO ONTHMyMa ero palOoThl, BIHMSHHUS
Pa3HbIX KaTHOHOB Ha IMOJMMEPU3YIOUIYI0 aKTHBHOCTH U
HEKOTOpbIE JPyTHe XapaKTePUCTUKH.

Crenyromux noJoOHBIX paboT MPUILIOCH XKIATh
ele HecKoJIbKo JeT. Beimonnensl onn Opin B CCCP: ¢
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pasuurieil B rox O6bun BeigeneHsl JJHK momumepassr us
T. aquaticus (u3 Toro xe mramma YT-1) [Kanenun u ap.
(Kaledin et al.), 1980], T. flavus [Kanenun u ap. (Kaledin
et al.), 1981] u T. ruber [Kanequn u ap. (Kaledin et al.),
1982]. ABTOpEI HCIIOJIH30BAIIN 5—6-cTanuitHbIe
NpOLIEAYPhl OYUCTKU, M eciin Tag-nonumepasy ynaioch
ouucTuTh Juib B 140 pas, To st Tl-nonmumepassr u Tru-
TIOJIMMEPa3bl AT NOKA3aTeNN COCTABUIIA COOTBETCTBEHHO
okomo 1000 m 1200 pa3. Ilpu aHanm3e aKTHUBHOCTH
JaHHBIX (EpPMEHTOB OICHUBAINCH MHOTHE HapaMeTpebl,
BKJIFOYAs BBISIBJICHUE BO3MO)KHOW HEMaTPHYHOW aKTHBHOCTH
T10 THITY TePMUHAIEHON JIe30KCHHYKIICOTHAMITPaHChepaskl,
KOTOpO# B HTOre He OKa3ajock. B wacTHOCTH, OBLIO
omnpezaeneHo, 4ro Tru-momuMmepasza coxpansiia 10 90%
(epMeHTATUBHOW  aKTHBHOCTH  IIOCNIE  2-4acOBOM
unkyOanuu npu 70 °C. Tfl-monmmepasa coxpaHsia B
aTuX ycnoBusx 10 50% csoeil aktuBHOcTH. Torna ITIP
elle HM3BECTHA He Oblaa, M 0Oojiee BaXKHBIM TECT Ha
npenMer  BelmepxkuBaHus  ¢epmeHToM 95 °C He
MIPOBOJMIICS 32 HEHAJOOHOCTEIO.

B nauane 1985 r.! 6bu1a Omy6IHKOBAHA CTATHS,
ommchBaromast Beigenenue Tpéx JHK-mommmepas wus
poncTBeHHOM uM Oakrepun 7. thermophilus mramma HB-
8, MOJyYeHHOT0 YMIMACKUMU aBTOPAMH M3 ACTO3UTaPHSI
ATCC [Riittimann et al., 1985]. Boun npoBeneHsl B
LIeJIOM CTaHIAPTHBIE ONpEAENeHUs UX (pepMeHTaTHBHOM
aKTUBHOCTH B  pasziauyHbIX Oy(depHBIX pacTBOpax.
OueHuBanach TePMOCTAOUIBHOCTE (hEPMEHTOB, IPUIEM B
9TOT pa3 MpoBoAWJiach mpeablHKyOamus mpu 90 °C
NPOJOJDKUTENBHOCTRIO IO OJHOTO Yaca. YCTaHOBJIEHO,
YTO HMA OJHa 3 3THx Tth-monumepaz He oOnagaeT

HEMaTpPUIHOU AKTHBHOCTBIO o THUITY
JIe30KCHHYKIICOTHIMITPaHCepasHOiL’.
B T1e romel BBREEMIM M HM3YYalH

tepmoctabunbpHple JJHK monmmepasbl He TONBKO U3
MUKpoopraHu3MoB pona Thermus. Tak, B ntone 1985 T.
OblIa omyOJIMKOBaHA CTaTbsl, B KOTOPOW coobuianock 00

ounctke B 25536 pa3 TtepmocrabuinbHOi JITHK-
nonuMepasbl  u3  apxeu Sulfolobus acidocaldarius,
XapaKTepH3yIOIIeHCs ~ TeMIEPaTypHBIM  ONTHMYMOM

(epMeHTaTHBHOTO JelcTBHA OKOJO 65 °C, HO OBICTPO
Tepsrollell aKTMBHOCTh NpU HHKyOarmu Mmexny 70 u
80 °C [Klimczak et al., 1985]. C yueTom KpaiiHe BHICOKOI
CTETICHH OYHCTKH JAHHOTO (DepMEHTa CTOUT IEePEUHCITHTh
HpOLENYpHl, B X0/l KOTOPBIX JOCTHIA1ach Takas CTCIEHb
ounctku. Ilocne mepBOHAUANBHOTO MONYYEHHUs IpyoOoro

! Pykomucs 6bina monydena peakiueii 11 okrsops 1984
r. — OoJlee geM 3a roji 10 BRIXOAa MepBoi ctaThu mo [11P
emié ¢ TepMoIadmIbHEIM KIIeHOBCKUM ()parMeHTOM
JHK-nommmepasst I E. coli

2 MOYEMY-TO BO BCEX BBILICONICAHHBIX pabOTax TaKoi TecT
TIPOBOJIUJICS, YTO AENAIOCH CKOPEE MO aHAJIOTHH, a HE B
TIOTIBITKE HANTH JI€30KCHHYKIICOTHIIITpaHC(hepa3HyIo
aKTHUBHOCTH

9KCTpaKTa C€  TOMOIIBI0  (DpaHIy3CKOro  Ipecca
npoBojuiIack xpomarorpadus Ha JIDAD-nemtonose;
xpomatorpadus Ha ¢ochouentonose; xpomarorpadus
Ha THIpOKCHamatuTe; Xpomarorpaduss Ha roiy0oi
cedapose; xpomatorpaduss Ha QeHun-cedapoze, u
3aBepUIAIONIMM  OBbLIO  YJIBTPAllCHTPU(PYTHPOBAHUE B
rpagueHTe TIHLIepuHa. [0 CHycTs OSTH  aBTOPHI
Beimenuin JTHK monumepasy u3 TepMOQUIBHON apxeu
Methanobacterium thermoautotrophicum [Klimczak et
al., 1986]. Oror depment Obu1 ounineH B 16857 pa3 wu,
MIOMUMO TOJMMEPU3YIONIEH aKTUBHOCTH, uMen 5°—3°-, a
TaKKe 3’—5’-3K30HyKIIea3HbIE aKTUBHOCTH c
onrtumyMoM 1nipu 65 °C, Ho nipu nporpese npu 100 °C B
TedyeHre 10 MUHYT MOJIHOCTBIO MHAKTUBHpOBaiCcsa. B Tom
s)ke roxy B CCCP Oputa Beigenena JIHK momumepasza w3
apxen  S. acidocaldarius ~ [[IpanrumBuim  u  jp.
(Prangishvili et al.), 1985]. B mae Bce Toro xe 1985 r.
BBIIIUIA CTaThsl, ONHUCHIBAIOLIAS BBIICICHHE, OYHCTKY U
cBoiictBa TepmocrabuisHON  JIHK-momumepaszsl  u3
npyroil OakTepum TOTO K€ poaa - S.solfataricus,
W30JINPOBAHHON M3 Topsdyero ucroynrnka B WUramuum. U B
9TOM cilydae KyJbTUBHPOBAaHHE BeJIOCh B 90-IUTpOBOM
¢bepmentepe [Rossi et al., 1986]. IIpuyem Ta craThs ObLIa
OIMyOJIMKOBaHA IO MaTepHalaM MNpPOLICANIEr0 B HIOHE
1985 r’ B lepmannu  MexayHapogHoro pabodero
COBEIIaHUs 10 OMOJIOTMM W OMOXMMHHM apxeOakTepuil.
Bbu1o cooO1ieHo, YTO OYMIIEHHBIH NPUOIM3UTENHFHO B
TBHICSIUY Pa3 (epMEHT MMeeT ONTUMYM (epMEHTaTUBHOH
aktuBHocTH nipu 75 °C. Ilpu 3TOM BpeMs €ro MnoiryKU3HU
coctasisieT okoao 35 munyT npu 85 °C u 6 MHHYT npu
90 °C.

OpHako B Te TOXABI elie He OBUIO MOHWMAaHUS
BaXHOCTH  TIpUMEHEHUs  TepMmoctabunbHbeix  JIHK-
nojuMepas B MOJIEKYJISAPDHOW OHOJOTHH, a Takke B
NPOYHX AWUCUUIUIMHAX, ¥ (DAKTHYECKH IIUI0 HAKOIUICHHE
uHpopMaImu 00 3TUX hepMeHTax.

I[Moanmepa3Has nenHasi peakuus

Heckonbko yIMBUTENBHO, YTO PaHHHUE BapUAHTBI
[P, BuepBble onucanHoi B nexabpe 1985 r. [Saiki et
al., 1985], mnpoBogMIMCh C HCIOJIB30BAHUEM HE
TEPMOCTaOMIILHOTO, HO TPH 3TOM XOPOLIO HM3Y4E€HHOTO
¢depmenra Knenorckoro ¢parmenra JJHK-momimepassr [
E. coli [Joyce, Grindley, 1983]. TIpouwio nouru iBa roaa,
MpeXJIe YeM CUTyalus pe3Ko IOMEHsIach. XOTs
tepmoctabunbHas Tag-nonmmepaza u momoOHbIE — eit
(bepMeHTBI, KaKk MOYKHO BHIETh M3 NPEIbIIYIINX ad3ales,
OBUTH Y>K€ U3BECTHBI Ha IPOTSDKEHUH OoJiee ecsTKa JieT.
U st0 ecnm He cumtarh OOHapykeHHYIO B 1972 1. Bst-
nonuMepasy u3 OGaxrepuu Bacillus stearothermophilus c
ONTHMYyMOM TeMIiepaTypHoro naedctBus 65 °C. Oroi
rojuMepase ObIJI0 TOCBSIIEHO HECKOJBKO ITyOIMKaIui
onHOM Tpynmbl aBTOpoB [Stenesh, Roe, 1972; 1972a;

3 110 mepBoii my6rukaru o TTLP B mexabpe 1985 r.
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Stenesh, McGowan, 1977], xots s cranmaptaoit 1P
OHa HE HpI/IMCHI/IMa4.

IlepBoii cTatbell, B KOTOpPOH TOBOPHIOCH O
nposeaeHuu [P ¢ momompio Tag-momumepassl, crana
onyOnukoBaHHast B okTsi0pe 1987 r. pabora [Kogan et al.,
1987], B KOTOpO# aBTOPBI COOOIIMIM, YTO ITOT (PEPMEHT
uM Obu1 mpepoctaieH ¢upmoit New England Biolabs,
Inc. Yro kacaercs myONMKAaMH C  y4acTHEM
paspaboTtunka 3toi peakuun K.Mrommica, ToO B HX
cTathe, BhIIeAmeH B suBape 1988 r. [Saiki et al., 1988],
0 TPOUCXOXKACHHH JAHHOTO (epMEHTa HHYEro He
roBoputcs. Ho B momanueix ¢upmoit Cetus Corporation
4YyTh paHee 3asBKax Ha nosydenue natentoB CILIA (o6Ge
ot 17 urons 1987 r.) c aBTOpamMu M300pETEHHSI B COCTAaBE
TSt HepBoﬁ5 D.H.Gelfand®, F.C.Lawyer u R.K.Saiki, u
ans Bropoii’ - K.B.Mullis, H.A Erlich, D.H.Gelfand,
G.Horm wu R.K.Saiki, ynomunaercs ¢epment Tag-

InoJimMepasa, KOTOprfI BbIACIISIICA HUMHN us3
npenocraBisiemoii  gemoszutapueM ATCC  KympTypsl
Thermus aquaticus YT-1.

[locme  mepBBIX  YCHEMIHBIX  MPUMEHEHHH

tepmocTabminpHoi JIHK-momumepaser B TILP nosiBuiace
BO3MOYKHOCTB JIETKO «Pa3MHOXATh» MPAKTHYECKH JFO0YI0
JIHK in vitro. 3To pHBEO K OBICTPOMY IPOHUKHOBEHHIO
METO/ia B pa3jIii4Hble OMOJIOrMYECKUE TUCLUILIMHBI U K
pe3koMy pocTy crnpoca Ha Taq-mojuMepasy W Jpyrue
TepMOCTaOMIIbHBIE (DEPMEHTHI.

3akirouenune

Takum 00pa3oM, K MOMEHTY IOSIBICHHS METOZA
IILIP, B xoTOpOM NOHa4ady HcHoib3oBaiucs KneHoBckuit
(hparmeHT JHK-nonumepa3ssr I E. coli, 0
tepmoctabunpHbix  JIHK-nonmumepazax  yxe  Obuio
W3BECTHO YacTH MHUKPOOHMOJIOrOB, OHOXMMHKOB U
MOJIEKYJSIpHBIX ~ OmomnoroB. OpmHako TOTpeOOBaIOCh
HECKOJIBKO JIET, TIPeXJe YeM 3TH (hEepMEHTHI OKa3aJiCh
BoctpeboBansl B HOBoW [IL[P. Ilocnme dwero wmHTEepec K
TepmocrabuiabHeiM JIHK-nonumepaszaMm pe3ko BO3poC U
Hayascs UX IOUCK Kak y syOakTepuil, Tak u y apxeit. [Ipu
3TOM CTPYKTYPHO-(YHKLIUOHAJIbHAS OpraHu3alus 3THX
(depmenroB Ha mpumepe JTHK-nonumepassr [ E. coli yxe
OblTa M3BECTHA, YTO OOJNErdmio AalbHEHIIyIo paboTy U
TI03BOJIMIIO co31aTh ux HEePBOHAYAIBHYIO

* nmeercs narent CIIA, onuchIBaIOMHiL [IPOBE/ICHUE
[P ¢ momo6HBIM (hepMEHTOM M3 MUKPOOPTaHU3Ma
Bacillus caldolyticus [Fuller, 1995]

> ¢ nassanmem “Purified thermostable enzyme”, craBureit
mateHToM CIHIA # 4,889,818 ot 26 nexabps 1989 r.

6 MIPEUI0KUBILIETO UCII0NIB30BaTh B [1IP
tepmocTabmipHyto JJHK nommmepaszy

7 ¢ masBaumem “Process for amplifying, detecting and/or
cloning nucleic acid sequences using a thermostable
enzyme”, craBueii narenrom CIIA # 4,965,188 ot 23
okTs10psa 1990 1.

kiaccudukanuio [Ito, Braithwaite, 1991], kotopas nmorom
yrouHsuiack [Braithwaite, Ito, 1993]. Dtum Bompocam
MOCBSIIEHA OT/ENIbHASL CTAaThs B JaHHOM HOMEpE JKypHaja
[Tapadyraunos u np. (Garafutdinov et al.), 2026].
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