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ESCRT AL, W78 HAZAEY) ESCRT ] REiE
URH B . ASCWTH | ESCRT R4 DI REMF 5%
PR TGS, PRl B ESCRT 4t i 4 L&
YR RS, RITEAZ A YR ESCRT
RGJEHRETHE, WM —2 7w S5
BAEPRIERER

1 EA&4%4 ESCRT % Ly #tid

FLAZAEY) ESCRT RAMMR B Z, FERE
LA RS AL AR g U5 R K i AR A
Iy e S HAE R BLH TS B 5 R A A )
ESCRT RSB AEY - I Re R IRSE,
XFERE ESCRT RGMF 585 it HiiR A, Bt A4 SC
WLLARERE ESCRT R 48 R Bl T o
1.1 E#% ESCRT RZEML

H# ESCRT R4 F #4145 ESCRT-0 (H
Vps27 F1 Hsel #4a%) . ESCRT-I (Hi Vps23. Vps28.,
Vps37 1 Mvb12 #J ). ESCRT-II (FH Vps22/36 Fl
Vps25 i) . ESCRT-III (HI Vps2/24/46 .
Vps20/32/60 Fl chm?7 ¥4 ) L S A]# %% ESCRT-1II
# Vps31. Vps4 FI'EBIEAE ] Viall 0812781
Hrp, ESCRT-0/UI1 HAEZ RS, 5z
FALE A ALY, IbAh, ESCRT-VIT £ 5 %%
WL 77 A2 S AR G, ESCRT-IT F1 Vsp4 17 (i il
HIAFBTUITIRE, PP B R 435 A S 1 AR
A R Vps32 (Snf7)J& ESCRT-IIT R4 ()
FEWH, Ll ESCRT RG1THLhfE M S AL
Gy Vps32 FEE IR A IR ek Al 2%, B
5 Vps2 Fl Vps24 ¥ Vps32 MR ALl = 4rig
frelle 1, R, ESCRT-I MEHEmiss, Wl
fEdhae, IFH SBEMS G, BEEH Vpsd PrEdf

B i Re R, AR AR, SRR E 9 Vpsd
B ATP WY RE R 7 ] TE B A TIRE 7S SR A4, T
Vps4 H 8 KU 45 Vps32 (Snf7) B2 jiE A 75 2
ATPUP20 A fRid b, —#B4> ESCRT-III 42
TN R IR AT N 28 1t Vpsd N BIK, THFE
ATP i Vpsd4 SR 6 NI EARIK AT E RY“47
7, BAYPFES RS F LR 5 A P
1.2 E¥ ESCRT &4 584 and 2

F 2001 4- 1 K4RIE ESCRT RGELLERY, i
Z W IE ESCRT RG2S 5 24 5 A B A fir
PR, RPESEE BN A T RED Y U AE I
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(Epstein-Barr virus) 5 20 #% BB A% J& /)N 5 HS
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TE P _F T UM BAVE A s A i X = BT A 22
Pa - PUN b SV NS )i 0 353 o) =
[E] {4 (flemming  body)— Il i JEA] B 2930 kb2t
B0 RGN B AT 22 43 24 W B 8 25 S A A
VAIAZ A B P 024 AR AL DR R 5
PP N B XY R RER L A
WEAESS T (8] 1) A5 B firid P, ESCRT
RYGATIEBEE I | A 02 AL AR DL e
AP SE B E R DR

2 HHH ESCRT %4

2.1 ESCRT RGAEHEF KIS

BN TR ABE S e, B e T 4
AR PE K S, e ) T BRI SR T AT
RIEFIMAER — 21T, M HZAT TG,
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Figure 1. Cell biological process involved in eukaryotic ESCRT system'>'?l.

4 ESCRT RGLAE a3 Ai , FeA414E
Har oA ol o gk W4l 5 8 i % Snf7
(PF03357). Vps4 (MIT (Microtubule Interacting and
Trafficking) 45 #438, PF04212 .C it PF09336)4% (>
SERI P HEA T O s ZE A Snf7 M
Vpsd 125 51 )l T ) B PR 20 v gk — 20 T
Tk CdvA & 45k F 51 (PF0O3357)P%, 4%
KPR, MR ESCRT R404EH 404 T TACK Filfn]
WrmFEmAS BT 2). BLAh, SERTRIRRE R
B, Tl A B 4 d AT CdvB 5 CdvB/C
AR R Y, S SRR AT e 2h R — 3K,
Yy = 56 # 0 HE AZ D A5 R
2.2 TACK HHE K Cdv RETNRERIS

X TACK B Cdv RAEHIBFLR T 2007 4
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WF5E N DLl 3 8 T Z5 A LA KT A o0 B, AE B
W BRAL I B (Sulfolobus  solfataricus) ™ % B8 EHAZ 2E
Y) Vpsd I RIEE (15 BiS, 7ERg AL i
(Sulfolobus acidocaldarius) % K B H % 4 W)
ESCRT-III fl Vps4 MRITEE M, KHAY2=D6E
S5y 24, R R Cdv P,

22.1 Cdv RGEMARSIIEE: @%, Cdv &4
O WG CdvA . CdvB fil CdvC (£ 1), It
Ak, CdvB fF-1EHB4) 5% 2 [A) 5 85 [ (Paralogs), {H
HAERPLRANAE R . HAT, AXVER T Al
B DA BIR R B CdvA &AL FERR ALt
BN A T, CdvA. CdvB. CdvC XX Wi af
HES 1 CdvB 155 2[R R 8 F1(CdvB1 . CdvB2
Fl CdvB3)JE R ] 23 H07E B (oA i AS ) 47 107
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The distribution of ESCRT system in different groups of Archaea. The archaea contain CdvB/C (blue),

CdvA/B/C (orange), ESCRT-III, Vps4 and comparatively complete ESCRT-I/II (yellow) are labeled, respectively.

The phylogenetic tree is constructed by Annotree

48991 in order level.

% 1. H#Z5HE ESCRT R YA ELR(IRIES % 30k [6]1220)

Table 1. The comparison of ESCRT components in eukaryotes and archaea'®
Complex Eukaryote Asgard archaea TACK archaea
CdvA - - Thaumarchaea, Crenarchaea, Bathyarchaea
ESCRT-1 Vps23 Vps23-like (some Asgard archaea) -

Vps28 Vps28-like (some Asgard archaea) -

Vps37 - -

Mvb12 - -
ESCRT-II Vps22/36 Vps22/36-like (some Asgard archaea) -

Vps25 Vps25-like (some Asgard archaea) -
ESCRT-III Vps2/24/46 Vps2/24/46-like CdvB, CdvBl1, CdvB2, CdvB3

Vps20/32/60 Vps20/32/60-like -
Vps4 Vps4 Vps4-like CdvC

Vtal - -
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G — MR, ANEPEEES AR CdvB %R
BEAXNBEEAEZR, WG HNEW
Nitrosopumilus maritimus B4 3 /)~ CdvB 5% 2 ] i
wEE, WA EEA =AY, sk
— AR AN

CdvA 7E 77 # 5 DNA | JEfE , CdvB 774 5.
1B TER T, CdvA 1R Cdv RGERIA TR 5T,
FIRe R AL T3 R0 R JF 3 CdvB e 3
B B0, cdvA i N s, 5 EIBELS R A C
Ui P B, N S PO Sy o't B oz Hh AR AR 45 44 (PRC
photosynthetic reaction center-barrel), {HHIJEER
STV s o BT 235 A B DA Ay 2 £ B o R A
Jz DNA #5457, 30 By CdvA ) C K i
T BE R SY I R Y, B Al B R NE A 45 1
(Winged-helix)®™, #f72& B, Cdv R4+, CdvA
X5 CdvB fAIEEAE, I H & i IR e 2 1
(] B AR 25 5 R A s CAvB 1Y C i ) 3R M
SER, AR N AT, CdvA 1Y C Sty B ERE
S5kt AF] CdvB My BB B R SERR Y, B
JHT B < o 4 R AR Y A BT
Cenarcheum symbiosum Fl N. maritimus 1] CdvA )
C W o RAF ST, AHRNLAY, BATTHY CdvB sk =
IR HELE A, BAZE YT CavA, (R 451
CdvA #HIE) ESCRT-II, ESCRT-II 454143345 &
A2 ) AR e A, B ESCRT-IL 414y
Vps25 a7 BB HELEAE 5 ESCRT-IT () Vps20 f£7E
B AR A,

R, SR CdvB IS5 R A
A HA ESCRT-UI MAZ.Lo &5 38(Snf7), X R H
B4 ESCRT-II () Vps2/24/46 FRitE (4661
(# 1), 5HEA# ESCRT-II A1), CdvB K H:5% & J7
PR A A R W P D S RESRA . 1. BIE
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oAl #5454 ; 2. CdvB, CdvB1 1 CdvB2 i,
WE AW RAIEAE . W5 £ CdvB1 1 CdvB2
T U 52 A5 1A B CdvB3 BT 55ty B T 410102
CdvB JCHEZS & MLs IR, SR CdvB WIS &
CdvA, LA R FEE L, cdvB K%
R IR AR R A BEAE G R . PR R
B, R IR AL I B N UK 5 B AL T B (Sulfolobus
islandicus)f) CdvB . CdvB1.,CdvB2 #l1 CdvB3 [f],
f¢ CdvB1 45 CdvB fFfEHAE, CdvBl., CdvB2
M CdvB3 ¥yal 5 HIRES 7 AN E E i E
PECLS D B A Ml ESCRT-N (493 558 538 MIM
(MIT-Interacting Motif)3&J¥ 5 Vps4 B MIT 454435,
FHE AR, HrPdE Vps2/24/46 FEE 1H MIM1
(MIT-Interacting Motif 1)F1 Vps20/32/60 I 1
A9 MIM2 (MIT-Interacting Motif 2); i 5% kB CdvB
5 CdvC MWAETE MIM-MIT M EAEF 7=, BAR
CdvB J&F Vps2/24/46 FEHEA , HHSH MIM2
PP PR R IR IR IE L) I = RS b, v
FRAER AL T Y CdvB 55 CdvC Z Al &5 & X S
MIM2-MIT %54 )7 2o, vk sifknt
) CdvB1 Fl CdvB2 JC5e# MIM2, {HIlfE
MIM2 JE/F7 /) LP (e 2 M Al 2R ) /2 R ~F i, X
/& CdvB 5 CdvC A9 MIT 45k elAH BAE F ) 5%
Q7 5, Mk, H CdvB1 & CdvB2 75 CdvC #f
HAEACY; (HH cdvB3 AHEA MIM L5, Hit
AEES CdvC MM,

CdvC S EEAYIR) Vpsd TEF5I ML H 1Y
HARBMLME. CdvC 438 MIT 2588, ATP
4GSR I A K C K% ; MIT S5H 3k sh e £ 2 2
PRSI 5 R Y0 MIT 25 300 )7
SUAARIEE AR, ATP [R5 4 dof 114 56 5 1 41 5 40 b
TSF, C Ui 50K R AL A B2 IR B Y
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Metallosphera sedula /) CdvC 2&{LLF Vps4 AJJE i,
ANEE cdvC H5EAYIN Vpsd Z B BAFLE
ZAARFEZAL : Vpsd B SEUREF Vial 255109 B
ZERIEE . CAdvC IRRALAKIS ATP . CdvC il Vps4
) ADP B, ATP 25515 (00 AS R, T EL WG 25 IS 1 5
2 Y B AR AS [] 2090,

KF Cdv HEALWMFRED, B
CdvA 5 CdvB AHEAEHHFIRERR 7 . CdvB
5 CdvC #HE AR MIM2-MIT #B43 . CdvC Hafk
DA S RAR 5RO >CC) H, Cdv &
S5 W AH DG T RE W 58 2 LB AL M TR B 1 T
fin, KErERRAGR AL R CdvA A S SRR
I B BRI |, KB CdvA £TB
K 2231 HAR IR e e RR ik BT, B A
TWE BRI ER A 10-15 nm AURE4%, A
CdvA J5 /A CdvB Al ffiig BTiAIE UK & B AR
10-20 nm [EIREER , X LEEIREE A TS TE
J R 2 #5700
222 Cdv RG 5/ IBETEN : YA TR A5 RER
B Cdv R&%5 5 bEge™ . 7ext 3 Fhaifent
T 20 2 ) A IR 3 1) 2 T AT e e, R
HFHMS A CdvB, CdvB1, CdvB2 il CdvC™;
PRtz 4h, BEMBET AL FEh BT
CdvB3", dk— 5%t Cdve T RIE, KRB
W5y CdvC AL TR, R Cdv RGH A
HIWIIRE, S50 EEERT, hF CdvB3 &
5 | A L R T S, I AR T B AE 43 WA TR
PR, RO RS A A
% 5E ) ESCRT-IT DL J% Vps4 BO45 AL, - H 5
6 R I 1) 3 R 5 A = A e RRAR PO, G s
WFoE 2B Cdv R G5t & 8 1Y )y U5 B A%
ESCRT ZREAHML, TEREPIMITT {2 RE"

223 Cdv RGES5HHEREHM: HRixHEE Cdv
ZA ot S AR FAAL TR BB, FEROR
FBOR 3 S A2 oA . BRI R AR iR . 7
X —Fp — A R EE STIV (Sulfolobus turreted
icosahedral virus)/EYL it BT T A7 At AL I T 1R % Si 2
2N, KB CdvA, CdvB. CdvB2, CdvC iy
Sihh B Fak B, BTN £ 5 DNA & il
BT teAh, HE AT & B CdvA
CdvB1 1 CdvB2 & FIFE4R A ) B 1 m, IR
Cdv REZ 5w dE H "™, Wi &3 STIV
FREEHIAR SRR 1 B345 5 CdvB3 B & A 5E , Him
FHEM C92 5 CdvB Fl CdvC fE1EEAE; STIV i
BEA I C92 5T 1 3 A0 4N I 3 THIE BRI 1) 42
TR FH HZE S-J2 (Surface layer)& [, i
CdvC SHFERIZETF RGP, 2 92
A, W) CdvC WA SBEEEEE; 7 CdvC R7Z,
W2F8 STIV BREHIT, FiRg5REH Cdv
ARG T A% STIV SRR AR m L4, I H A
TR B2 250 R AR 7,

X ZE 0 S5 P — ol RS Ak 1 2. 2 2 R R 7
STSV2 (Sulfolobus tengchongensis spindle-shaped
virus 2)BYL K B AR AL FEfk REY15A AL, Bf
5% CdvB1. CdvB2 FI CdvB3 1EJs7E H 28 HF 1
PN, ZERFLW], STSV2 (G #EAC5E 8 1 7] 4351
5 CdvB #1 CdvB3 B.AE, HARES CdvB1 ., CdvB2
M CdvC HAECY, fEapiddefa, CdvB3 SEEK
FeE . CdvB1 Fl CdvB2 FIE |, 78 H 207 ST
Ji BB ALY FER IR TP ik CdvB3 &%
FOLE AL SIE BT i 2E I S8R5, X%
B CdvB3 559 H 2 AR OC 0T
224 Cdv RESHEAMSR: EEZEDM
> HL T, ESCRT 245 5y s, M
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U2, Cdv RGS 5 b 1 40 i 4 245 R 11 i
DIE, JF HALFE R 52 40 A 8 3R 2 10°0 . W 4im g 1R
PR Y I TR AN () 40 R B B B 1 B S T A
FREHr, KB CdvA. CdvB Al CdvC F: R £ ik
B U SR AN R A i 25 3 B DNA 32481, 51 % DNA
B, DA 5 2052 40 i A R s 0 S R I R
ik, BRI Cdv F K52 41 i A 3 i 21227570,
5 G TR A AL I B 1R 4l i R TR, CdvB AE G
46 30 min Ja#ksk, S WIERIBME, Gl WITFLA
J&i 180 min HE AN 73 2L ik B S0, 5
I ARBLII A CdvBl. CdvB2 F1 CdvC KL A1),
T 41 Mok N4 241N, CdvB3 BE P ()5 % F A
BN, AR At A0 PR S b e S R T
ARARIO3 G— T0 O g R G A I RIS R
CdvA. CdvB Fl CdvC 7E4H ffa & B v 1 e s =
SEAU R, P, A Cdv R G AE Ao 24 v
HAG wEAE 0,

WX AE Cdv 2 1Y C sk 8 P pYad 3
ik, K¥ CdvA ALY CdvB EAHAE, H
CdvB, CdvB1 il CdvB2 % [ L4k CdvC & F
fif, R4 TEREARR 2R g, %
B Cdv 2 [ 740 R 39 B AS Tl B B & A= A Y
CdvA HIFEA 43 240, 2 )5 CdvB B 7E 4
Jia 432498 B, CdvB1 LR 43 24 1Y )5 3, CdvB2
Tl T CdvB1, ULHFFARERSE 2T, F41iE
)3 o S R i B2, I B 2T E A AR P A
LA 22 53 54 I 01 0 v (e AR RE AR 25 A0 01 3 Gk T
TEPERY CdvC I, RN 24 5725 UL DNA
BN RRC s —E e e L Z B, CdvA
TE 3 25 B 20 it Hp [RDE BR RS54, R H CdvB.,
CdvB1, CdvB2 il CdvC i HA ALY E 73 B
TE BEERAR 4 g 122-3501.03

FEXT T B B R AR A 5T Hh A B, AN i
R, CdvB J& 8 AR L8R 1, X R B CdvB

actamicro@im.ac.cn

SRS 240 bl B R R RO A g R A
ALt B FRAE7E CdvB 2R CdvB/B1/B2 3L K
/> CdvB ) CdvB1/B2 ¥, 454 CdvB % & [A) i &
R4 CdvB1 Al A5 CdvB A E 1A, R Al 4,
TEBLAL M T 240 i 73 24 B v CdvB 5% CdvB1 i
M 4H 2% CdvB2 . i & B gk Xt b CdvB ¥F F
CdvB1/B2 R HR/NEF B, CdvB & —M 18 E B
R, By CdvB1/B2 A E AR B R/ T
CdvB ¥ ; [#%E HA K CdvB #7524 CdvB1/B2 3
IZEAENESE | CdvB1/B2 31 CdvB 3 4%,
HHEEBERY CdvB Y, Fr AL i —E i3
AE, 4 CdvB M ##fFEIE, CdvBl. B2 FRi@iliii
AR OR S B 4, T CdvB1/B2 FRUSCSR 43 i
AT A 40 i 43 2400

ZE LR, v LR —AS Cdv REES 5 FE AN
FfLA> 40 T G REAY . 1 0E CdvA FEANIE Y H [RITE L
PRIREEH , SRIGHAZE CavB B2 P IA)TE A& 52 1
PGSR, FEIS4R%E CdvB1 Fl CdvB2, FfifF CdvB
Worfr, CdvB1/B2 FRIFURSE, Mt — ks,
FE CAvC IR T, eS8 B4 4 24100,
2.3 P m7EH E K ESCRT R4

BT ST Ay B 5 R 4 & B K B A% R AR
FA, gt T ESCRT EAM, AR{UAE
B[ 450 B ESCRT-II #1 Vps4 MRS R E 4
Br, WRA TR 7 ESCRT YN Sk
WFgE S gk 1 B, BTN £ 4 ESCRT
Z %t ESCRT-III . Vps4 LA K 4% 0 58 % Y
ESCRT-I/IT £ 5%, (HAF—HEA R, BUA
B 0 o iy B DR A K 22 ke U IR B A S Y
FERIZHM T ] REAEERE R A PR A e 3,
SAFAERR I3 ESCRT 741 i 2 2% [m)
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ELAZ 40 il ESCRT-I A9 3 N 4H43 Vps23 . Vps28
M Vps37, ¥ EATSURERZ 0 X8, BiA N2
] — AL s ok 5 el T Bl A T R
ESCRT-1, F}2=ZKHfEWr ESCRT-1 Al fEEIE Ty
PR XS S T . EAZAE YDA B TACK 1 T8
) ESCRT-III (CdvB)Fl Vps4 (CAvC)HEATHI RS
REBIHHT R, AN H R ESCRT-IIL F1 Vps4
Eb TACK Y CdvB Ml CdvC 5 EAZ AN )
ESCRT-IIT il Vps4 T 2 *Y A4 38 3o R ) 15
DR HT UL R A AL e B, B A R Y
Vps2/24/46 F1 Vps20/32/60 5 i 8 11 A4 ESCRT-II
FIAZ OB RE IR L R X 13 B MM il MIM2 JE
FFH MIM1 Fl MIM2 355 Vpsd B9 MIT 254 45,
FE A MIM1-MIT Fl MIM2-MIT B AF, B
W EP XA EAES B R
MIM1-MIT I MIM2-MIT GAE 43R, B ot
ZA, BATIG P Lkt R B, BT i (R
$5 MK-D1)i Vps4 fJFLIR 2 (Pore loop 2)5 E A%
AW ALIR 2 RIS, FEEAZE Y, Vpsd 1 FL
2 S R A E BRI L R g

3 #HWESCRT A%t 5 KR EMRFE

1977 4F Carl Woese %542 B B4 A B X
Gy RANTE . T DA R B AR I, WRE T A
“=IRapE Ui T James Lake 822\ N EHA%
AR B A, R AR AR I LA A R R
EF, RPA Ak B B SRS A B
ESCRT RGHYAIAEn, HIZAY ESCRT 24
AIRERUR T ESCRT R4, A PS>
AL TUESE . BRETIAN, BTHTINE & Y ESCRT
A4 TACK WA 1 Cdv R AERE S R [ %
T HAZAE YT ESCRT R4 48 Cdv R 40 1 i

HIPEET) . MIM-MIT 254607 B 4T
THRE | RO A5 R TP A Y S R A R
B, XA B AE YR ESCRT R4 A E 1Y,
XA R Cdv RGP A TH ESCRT RGEHYJEA
B —J7 1, CdvA 5 CdvB HRuk iy BS54
i, —#F5 Cdv [[E P R EZS5 6877, CdvB
J& T Vps2/24/46 ZK 8 {HiE 3:f MIM2-MIT i) 5.
R E CdvC iy MIT iR st 4, CdvC KR
TEAARH ATP 25, 60 Cdv RS —ERE F5E
¥ ESCRT RGAF cdv RGEES Sl
PR 3 A R0 . o S P . Ao B AR
BT HIRE B IEE, MAR K Cdv REHAZ
FALE AR R e R e B DI RE. 5 Cdv
ARG, BT miE N # ) ESCRT RGEHA
ESCRT-V/II, Vps2/24/46 Fll Vps20/32/60 Kt 11
L AR MIM 5Fy, JFHAEFS) E Vpsd T
CdvC BT EAZAYIR Vpsd, 25 F ATk, Bl
JNFET A ESCRT RGEM TACK HIE ) Cdv &
G LA AR ik 25

B A ESCRT R4t i ESCRT-0//1I
Bz R B RAR DK s T AE BT g B P AT
ESCRT-VII, Jf H iz & 1k 1& i A 3¢ Y 2k K 0
ESCRT AE[H7E 6] — 5L #% |, 1R A HE ESCRT &
Gi 577 ZAUBRAEAE SIS EGR AL I B v R AR
RINZ ZREEN, I HXFMEM S A S IR
Pl 8 B R, (HERTIER A Z B Cdv R4t
KBz RAEEE (12 M AA R R T

A4 Y A 5y 2t #e b, ESCRT &
g S E A ML E AL REER A HRA Cdy
(R vt TR P TR AT FtsZ M90R R Gl R IR
(1) FtsZ 5 R sk B L8 & 1 (crenactin) AH G &
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Abstract: Endosomal sorting complex required for transport (ESCRT) system, once it was considered to be a unique
functional system of eukaryotic cells, involving many important cell life processes, such as membrane remodeling and
ubiquitinated protein cargo sorting. Recent studies show that Cdv (cell division) system in TACK (Thaumarchaeota,
Aigarchaeota, Crenarchaeota, and Korarchaeota) archaeal superphylum, which related to the membrane remodeling
processes, such as secretory membrane vesicles, archaea virus exocytosis, and cell division. The Cdv system subunits,
CdvB and CdvC, are the homologous protein of eukaryotic ESCRT-III and Vps4, which recommends eukaryotic
ESCRT-III may be originated from archaea. However, this hypothesis is in debatable because of Cdv lack of other key
components of eukaryotic ESCRTs. Until recently, the members of Asgard archaea superphylum, which is considered
to be the closest known prokaryotic relatives of eukaryotes, have been annotated relatively complete ESCRT-related
proteins in their genomes. It is great interesting if the biological functions of ESCRT system in Asgard archaea are
similar with eukaryotic ESCRT system, as it will provide strong evidence to support that eukaryotic ESCRT system
may originate from archaea, thus supporting the two-domains theory. In this review, we first briefly introduce the
composition and biological functions of eukaryotic ESCRT system, then summarize the composition and biological
functions of archaea ESCRT system, especially focus on Sulfolobus and Asgard archaea, thus providing a foundation
for understanding the relationship between archaeal ESCRT system and the origin of eukaryotes.
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