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Figure 1 Endosymbiotic hypothesis for the origin of eukaryotes

WS BEZAEYRG R RTIR, DGR
A, B8 T =R U o B
FAAEAZ M B AR5 BAL 3 R G, H 1 B E 4t s
RS B L A AN A A ) 2 R A 2 DO T
SR A L AZ AN, DRI R A A A M BR A = AR i T
AL BAR H AT EAZ AR RIE T B, He T
PR A 1) BLAZ AR VAR, AR AE B 22 i, 3 B R R
FEED: (1) HEBE SR, HEDUHE AN 733
5ERAEVEG R FZTIR, ST BEZEDR G HEH G
YA IR S5 A VGRAEAE 0, (2) L s R
&1 RGELH BRI (87 5, A s A% B
FB LG B BA RIS ATE RS, (3) dEg
PN 1 AR IR AZ A B A I R 4, BRI
T W eI A I B T AT R B (4) o B A
NG VA I 0 o AR g i) H DA H i B g 3, T Bk
AW TR ) 20 R T DA DT R N e AR A 4 . DA
NE, AEERTIE G 2> F(lipid divide) Il %, fii<py it
AR AR U5 0V AR TR ) A A v R I R R A A
ARUO1 e, AR A R T 40 B 5 3 T 2 B
IS [8) AR SRR A R YR A A SR AR i R i — 2B R o
AR A (mito-late) . L4 H H (mito-intermedi-
ate) AN 2k 4 F H (mito-early) &5, 51 d07E 28 AR A 3 Bk
M A U, WP et e ErTRe e B A
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FANFLAZ AV 20 i 53 A 2546 (DA S N e 0 55 IR R
B, AR WA, LR AR TE BAZ AR e PR R 1
TR I GeR i B UL, DA DA 5 1 B 48 g
AEE MRS R R R R R, RE Ik, LRk
AR 2 e R A 18] RO BE 7 i T s 210 % F el b
JE IR, 2R T 5 I T bR T R T A A T R 1
R, AR SCOR A R TR A IR P R AR (P D ER T B Th R
AL ] DR B B A AR AT X — SRt A= o ARk AU AT
Wi, Bz, WESEZERARNAEGER, B
RIS AR R B 3 2 (R s A, X DARARE & 1 [
FLAZAE W S R A R 5 R S T RE ML) 2 T () Ak
P YA,

WFER, B 7 FE R 2H 2 (metagenomics) T A H &
JE N, BT CARR i i o B (Asgard  archaea) Ay
BLAARR T 2 3 0 R, BT s AN S
HEZAEMBEG TGN ARGERERR, HHEEHT
Y A& AN A A S A R e R S5 2
ARG LA R RERUE TR A, WS BT
SR, RN v T L R A g AR & B A R E
H, WEZEVMEEZE. WIR ke " G m%EmN
HBEAMFRIRED, BREREYREEREBLIS
RY. WA D FHLES SRR T H ! X
LR ILR A, ERIR A R B B A
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TER o B 2R, EATRTRECR T 1 o 8 ) EAX AR T A
AR R JE A RRE, AR R B AL YRR AL
R T IR,

HAr, XTebmIigesit s Byl g H
o A= i Rk AT Y T A A, AU ) B 1
HPF RS SR AN v 10, T S o o T 35 3% A T A
Science 2019+ KRHE#E 2 —. FRIE
WEARAE D ECR, 750 0 2 A AR L BE S B
e 28 KRNI RS T HL A A B G A s 7
35 A E BRarii A R A R, BT B
AR, ERBRBEESER RS T2023FE3) T
R DI RRE AL S FAZ YRR E ORI, B AEHES)
EEH S B AEEENLG X — AR, JiE
A RLEE IR T R R, DN, ARSI S o T T
Re b 5 AR AE W i S A AT i R, R
AR AR K R T ), DURBEUR BRI 7 K
BRSO T IX — E KR ) R RN BB AR =R .

1 R SRS A% AR I

WA 2 AT U ER S SRR AN S M A o (1) SR
A, RS9l M ERZ DI =F A d g,
AN E A R ar A E B, SRR A A IR A
HEAMEZEHRAN R, SEHEAFEERNYRSEEN
WA, 2 OREhH BR E 0 AR YA R PR )
JiE. T4 RZHON A L B IR, ERK—
BEIFIE],  AATDRE o B 2 P S AR AR AR B N A
FR. ARk, W& 72 A A R B R AR R
J T N FH, i I T R R LA SRS R LR
B LT, AR T A0 o B 2 B R,
BT, JEAZ A EDR 2H 5 R0 e 2k 16000
ANEEERA, FEEHLRg 8302 A1 A
W IEHE A LA N & (Euryarchaeota) DPANNTY
B TACK 7 B A B 7 0 42 o 1 45 DU AN R BFEGEE 1T,
AN E FE AR E A SRS, 7RIEM EAZ
A R AEL T 1 AR B T e AR A B R A

L1 HE YR KR R AR
LIl &5

I B IE S N 1SRG Al B 57 B AR B 2 1 B T
K, AR AFE ™ H 5t 7 B (methanogen) F1FE £5 1

B (haloarchaea) 20, 22 S8 by B (41 7 sV 4k
RerTE. TLRE A FREE, I Hbe b B2 A DA, 1T B
FIFHA SR R, L BR o H B 45 s sl itk
ErEE F P, g k1 U DAL SR S SR A AR i
77 XN EP REF e AL B (ANME) RES 5 i R 28
SRV SO TR R R SR 30 Jir T 55 b [ HR e DR AR
A, RS ES AR RE R, [EREHIE, B
<Ay AR AR AR AR o R i 32 o T S R AR A S AR Y
LA O 2 B T W b o T 5 A A A A ) AR 3
AL 12328,

1.1.2 DPANN®H

DPANN /B [ JE 3% P 25 H B 1 1(Ca.  ‘Diaphero-
trites’)~ /N7 B 1](Ca. ‘Parvarchaeota’). i i 1# [ J(Ca.
‘Aenigmarchaeota’). 4425 ¥ B[ J(Ca. ‘Nanohaloarch-
aeota’)MIZN 5 B [ 1(Ca. ‘Nanoarchaeota’ &5 3SR, H
A AN B (Nanoarchaeum equitans) e 55k LT
5iEmg vl M —18 F KERE (Ignicoccus  hospitalis)
AR E RS ED. FAE L EEE SR
R, shZE. DIERMZ T REEYE RER,
BN E FRRA A B, el 5 A A AR
WA R A B PO B [ (Woesearchaeota) 2
DPANN i B [ B LR 01, 4857 g b 22 IR I R A 2 ik
BRAEW A R BER, RIF % B A SRR g fe,
A BEREAE ST AT, FERKF 7% o i o, S 3 B
(IR 22 AR IR AT ok 1 Al B P2, 2, X e 4 LR B
DPANN & B A HL B N 2 4.

1.1.3 TACK&HH

TACK 5 #8136 E & B (Thaumarchaeota)
W& B (digarchaeota)~ R 15 B (Crenarchaeota)~ W]t
& (Korarchaeota) F1IR 7 & (Bathyarchaeota) 5288, &F
A A SRR A AN R R, T E TG
IREE A AT DL AR Bk 5 R AR £h R RE &, 91l
Cenarchaeum symbiosum 7% SEFEH — S AL BK 8] 22 18
1%, HEHEEH R ILA D0 B A T
el PR ) PRAE BGRPE IR A RE B 7R B, B AT AT
F SRR S ANBRAb SS SE I BR RE EARET
SR TR ) A AT TR M v TR PN B 1 B R E AR I B AR
W, ATRH A B SRS SR, ANl Rl E s A Y ) AL S
JRszBALEE B 9517, Ca. Methanodesulfokores washbur-
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nensis M) TE I AR, FLEEPRAH b BAT B AN &
E IR RGOS AR OCEE R, DAL F e 5 AR IR £
PRAEGEACFNE AR IR 35 5 208 IR Fr e T 2R R, R Ii%
o B AT PR SAA R BRI R B 0N IR B A T
PEUTRRY), BoA B B B 4 2 DL T € — AL
BRITTREJT; eAbh, 50 TR ok T ik DR 2H s o FR e 114 5K
M. AN RS RS, BRI A FE YR
KRR D, A2 KA LSKRIA#HHFTACK
BT TR, a0 T R R A AR 20 244 [T A
GAE ST TR BRI B AR D5 B I A A T TR URE 1)
ARUHLEN TP BN IE R G0 17 iR
BRI 2 SRR AR U Ak, 25 S0 2808 [ BN OTR B A A
TR PSR IAE  ACETE RE. o, LR
AR S DI (2 € ot AN | Nl B T = R
A6 B TR W b B —— Wb R o R (Verstrae-
tearchaeota), FF3%15 A —4iE: FEYIMethanosuratincola
petrocarbonis LWZ-6. 1% J& T TACK i B ) 73 3.

= B

1.1.4 P nEEH

Bi 107 I 4 v A A 201 748 4 i 44 100 B R SR,
H A B HE 1 ik 7K 1 T8 (Ca. Heimdallarchaeota) it
I (Lokiarchaeota). T W (Ca. Odinarchaeo-
ta) FEIRTE Y B (Ca. Hodarchaeota) V2 /K& B (Ca.
Njordarchaeota) 15715 1% (Ca. Wukongarchaeota)5s
14NN 10981 by 7 ] S o oy 8 ST AN BT 18
HHZR NS BREY LA ERERKE LR
55, BTN o s AR Mo 28 EARE i ] Bl
MITCAE B, 4K 2 BB A B A R R TR
PEIRE S FRAMLRE B IR 2 M E 57072, IR R s
o NRITER . WEANEESE; /DR oL R A B A AR
S R e N R = I e[| el R S BY Y R
IR A B IR B 8 AT AR A AR T Y
HEFELE IR R AR R A AL DI RESE, $ROR
ZR R FEE 2RO KRR AL
H AT PIRRIE 255 W3S & 4RV, IFPEsE 5 HAl
WAEMAR LA, Hoh —HRAG 7R W R SR &
W JE B 2 IR A7AE R R A AR Y, SRR 2
2R T BT R IE T S A o B R A7 S A
B3 2 AN R S A A R B FRARIAEET SR,
A NETEHE, HTETYEERGRKERA LS
HRZAYAREIES, &b W AR IR 1 3RAT
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FAz A RAL AU R AL AR,

L2 WHSEZEYREAER R

H MCarl Woesedg il IR LK, KT HiBRA dr
P (Tree of Life)s&“ =1 (three-domain tree, 454l
B o R R AR AR ) =30 I8 A <P B (two-domain
tree, ELFEAN PRI 1A P — BARE G gl oP) <=1
P FRUYTIESE A AR R L AT A% AE ) 16Sr RNAFR )
(2= S0k, I£15 B HarrisFKelley P9, Ciccarelli%
NP R yutins NPSEEAER, ey s i 32 ZE 0 a5
£, EZAEEERETEEELD, 2R ET
LakeZs AP\ F 1984441 H ) Eocyte E B, ElEocytes
CREE) S BV E T R 8, 28X ] T4
(RS AT FIVE Eh ). IS, BEAE R AL R EEA
Wl I, PRI SERE 4 3R Hh S5 i 2 2 ST
BAF) 22 URAJG A 1 15480001

H20154F E AREs B i e, B in 4 o i 5
FZAEYIEAG R RN FAZ A YEIR T et 7 &
HR. T RGKRE KRR, Spang® N it
SRR B 2 S AR AR SR 4% R Bl I B 3
20174 58 25 [ S n4 o BT RO SR RE R ORI, 5 B AR
SRR R Iy S NE I R RIA R A, 2021
A, YIRS AL A o, BRI S
Ol RS FAR A Y B G B B A L R AR,
AT 3 K T KT BN O R R A T TR
RGBT BAZ BV B SEAE. i, Ettemald]
JOA LS I - 5 3 7 44 10 o 1 B DR AE 7 ] 4 o e o R
FRAEMPCEG R R, IWNERELES S TR AEY
SRG R R I I H B 52 3, ABZE T A T A A B
RIAFAE— B 4. iz, XL 57 35 3% B B 4l
RIS N IE RIS BAZ Y ok G 1 R AR
Y, BISCHR A WP SR T S5 48, SR 2 AR St
TR A0 A o T R R S AT R EAZ A AR
SR IRAFAE R I3 L.

L3 P g b i S A A R PR A Y

R B A D A Y AR < Py R A AR R e 1)
B ARG T T R SRR A RIS AN A2, A F0A%
PRI AL G I AE B AL AN AE, Mk DLIRZ B
R BRI R P TS S OB AL SR AR R A
KA. JTEER, BT e o B A0 A B A FLARUHRFAE R F
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Fe, PEHE T FRZ A AR (1 52 3 . Martin [ BASY7E
20164 53T 1 At 5 HA A« SR S Y (Hydrogen  hy-
pothesis)”Ji&, #&H FAZ A EH S M EFREE
WEFETBE, 1% AT AR SRR A S e it i) S AT
B, Spange NIUIAE20 1944 H 1 i B 78 (reverse
flow model)”, HEM ELAZ A= 4 B A S & —FfmT LRI A
NGy A LD DR AR TSI v T, 2 B AR
DA HEARIBEERARM Y. HAh, ELFERENCa
FEILMGIE Y (Syntrophy  hypothesis)” ', EAZAY) i B
FSERAN N8 — Rl = SR BT A B, 2 B S
F AR AR R #h A B N B S AR 100, (AR SRR 12,
Imachi®E ANI7E 1 72 8 Uk 2 88 1) 034 B o o Skt I
T2 th AL AR R U ) < Y 8- A 0 - P A A Y (Entangle-
Engulf-Endogenize)”, B F| H & LA AL 7 7= A2 A
Bl 3 i B 5 R A BB R B0 B B AR AL A, i
PREE il R A R R i s i se . LRI RAN
AT R 2530 )5 R (4R A% AE5E), XA AR S T R a
AT B (LR RLAR AR ) J5 e A N AR AR A . IR
DI 2 2 4 1 A VST B g ] 34 o 42 o B 5% S A Qi
PR AL R b, $R T AR AR IR < B 7R
BT S0 IR B S R B R A TR AR L A AR Y, R, B
SN R R A A AR AR ORI 7T, e SR AR
YA B AE 35 SRR AR S AR SR AE AL SR A T
B

2 WRIRARAE B AR R G SRR AL
S35 L 8 7 3 R M R A A

F1 ARADRL TEDNAS B R 5% R LU

ots, T B R LA, Ak s &5 B AL 3 7
THLES EAZ AV AR RME S N fE (), (1) o
RS BB E D FIDNAE i 40 T HLAS, dfd Bk
A 1R R S22 06 B 1 26 £ (origin recognition
complex, Orc). f@iElE. 51K EADNAR & HFER,
(2) T MDNASI 2 B 5 A A 8 B A [F R
P, IIDNAXUEE W R 5 & 42 T i Mrel1/Rad50
ST (3) Tl B RSN AS S AL AE M RIR, B
FIRNA R A -5 FAZEYIRNA R A BT 25 /4 F 3 R
FRAA (4) o B 0 e s R B ML 5 A% AR 1 A,
AT E B AT EDNAR G R A Ji H
AREYEDT T R, IR A5 B AL i RGN 1 17
FLRZ AW AR R () D RE A AL ).

2.1 HADNAE KRS
211 HHAHRRBEEGERAK
B HIGE A E A EDNAE Hl i fE b 45 &

H SR THLEETY, AR AEMIN R R RAE S
16 I 3E (Ore1~6) 20 i, 1 eV 5 1 i) 52 i
B Cde6%5 85 [ #1551 I f# e ¥ (minichromosome
maintenance, MCM). 7 EDNAR il 24513 #2 HOre1/
Cde6(5 HAZAEPxt B4 FrEE A IR 56 i, Bellfldx
BEH N BE A BT A TR B, K S AL (Sulfolo-
bus islandicus)E 3 PDNAKE HlE4E 5 F134Orcl/
Cdc6(arOrc)HEH, HHM~0rel/Cde6th H 2 5K
H FIfITDNAS 4G 5 S ds, (BT R R
ARG E AV, JeAb, #5015 H arOre2 A~ B 2
Z 5DNAF fil e tGid 72, 8 15 5 Orc 1/Cdc6 2 A 704k

Table 1 Comparison of DNA replication and transcription machineries in eukaryotes and archaea

Tk L HEZAW
Ji R 5 arORC1, arORC2 ORCI1~6
DNAfi#lig Cdc45, GINS, MCM Cdc45, GINS, MCM2~7
ssDNAZE & RPA RPA
DNAZ HI R4 51K PriS, PriL, PriX PriS, PriL, Pol o, BIF 3
S PolB, PolD Polg, Pold
TR PCNA, RFC PCNA, REC
)iy B FEN-1, RNase H FEN-1, RNase H
RNAE A il Pol TEJHE Pol I, Pol 11, Pol III
b E G EE T TBP, TFB TFIIFa, TFIIFB, TBPZ:
JEAH R TFS, Spt4, Spt5, NusA TFIIS, SPT4, SPT5
2 BT aCPSF1 CPSFE &1k
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AP ThEe. BRI, H AT A ar-
Orc1 MlarOre2 MM H KR, N AZ A 1O0re 1 Al
Cdc6ifft HarOcl, 1B AEYHOrc2 2 Ore5 1] et
JE FarOrc2l.

2,12 HHFAHE

SR EEHEACRNA G WA R, B A B AZ AR 5
REGEAFIRE, WE®RGERN S E-EZEY S R
B, o T 5| R TIE R A E R T (PriS) AN A A4 7 5
(Pril) K4y B K V8 — AR (PriSL). B4 5] kK EEA
I EPriSL 3R AA, % Rt 5DNAR A HPol o B
VT R SRARL 0L, o R 2 e A 0 7T 0 1
BAVTVR B, TACKHE 820 ok T I b 55 — AN kM
37 5 (Pri X) A AV 0 35 5 Pri X &5 M 3 T 1 P i 75 2
H. PriX5 E A% AE PPl ) C A st A 5 kB 7 £F Y FOUN-
Uit Wi 45 AL S AT S AR AL, (E AR B FEA S R
AU S EAZE I 5] R B EARARAL, (ERE
AR AN SE AR R, BN, BEAZAE 5] R B CR)
FANTPs& RGP, 10 i 51 & B mT LR FINTPs Al
ANTPs& G, HEA 519 440 F1 K iy % % 0%
PETSSU S A A R IR, B 5 R A SRR
PSR A A, BRI S 5DNAK R, 15
EDNAXBEW R E.

2.1.3 HHEFI A DNAX A He

AR T 4 S 2 I DN AR A il LA B 1
G4k B, G4 B A D% R A i (PolD), M 57
WL R AL Z A BRIEDNA R G lfPolBs. R H
A 9mts 2 A B X EDNA R & B (B WPol o. Pol
8+ Pol ), {H'EAT5S R 5 HEPoIBIISEL R REE,
I E A AEYIB S i DN AT A 1 1) EC Y5 i AN i 2 18284
Ak, I DNAZE & EFPolDIDP2E K LA DNAK S
e, HIEE A B S EAZAEYBI AL, tttHE
DN ECAZ A= B 5 ] e T IR Ty B A DPE ),

22 WHEERS
22.1 HHERNAR A

T HRNAR A S BAZAEYIRNAK G EERNAP 11
TEP LA RN S50 FARAL, S B RNAR G2 74
KB B A3 FRNAP(RNAP 1. IIAIII) S 5i)%%
SETRNA. mRNA K FEGGRNAFIRNA; iX H2RNAPE
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ARBR G AZ O3, R e BEa L HEE
S BT881 H A —FHRNAP, 5 s T A AL
RNA. P ERNAPEA R EZ ERNAPKIRR 5
F, FLH 2 A7 A AR5 B AEMIRNAP 1.
TTAITITES EL A 1 T FE R pb 8 55 5% vy 181 A ol 147 im 47 o 1
RNAPHRpoGIEAHMLL, FNIAZ AEYIRNAP A GE i
Tl BRI T AR

222 HHEEFEEZHE

T B LR % % R TFBARITBPR I 5 3 F A% 0>
J¥5IBREFITATA box, ZALH -5 HAZ AV I AHLL,
SR o B B AWM TFA. TFD. TFEMITFHZ 3
SRR T, R B R S A ML S O R 4
BLT93931 sy B R A% A A i ) 90 ) 2 S S A IR
Sptd/5EE [, {HEAZAEYISpt4/SA B2 NS5 KE, KR
FORFEHLEIE R A% o R A E P Sptd/S 5 4T e
R FNusGE AL, 7R BATRTBESK F 3L A
%[96401].

223 HHHFLIEALF

HAZAEYIRNAP TLE I 2 12 AR i8] 5 i
2 BHr 57 K1 CPSF73 ) EImRNA (1933 i 2 % 1E 3
FE. Hh ERL 2 B A 0t 7 BT 45 75 BRI AL O F-20204F
I T AN AR &L TaCPSF1, KL% &
2 B D EIRN A 35 5 sh % 5k 241k, aCPSF12&
FAZAECPSFT3M AR, 0 )54 T B HALE A
BR A& 1k F 7 51 L) EImRNA R 3 3, 1 H& 1F
AR 5 RN A SR A i C ot 45 19 35 1) B R A6 25 D) 4
102103 2 CPSF 1 #IN i KH 45 Fa 428 i) Rl S YR 531 - 48 &
& EFU-rich P 1, 1 Coify (A% BRI 45 K4 3% DT EIRN AT
33, PRI, T TR aCPSFIKSEH [ B B el AT % e 26 1k
ThREH ORI b g, o A S B A AL
BRI R SRR, X B s AR (5 A%
i R G D RETE AR T HT IR,

3 WHRNERG D THLES I REHAL

P 28 8 A8 R AT P9 T AT MR ) B SR B 73T AL
A RLERR, A HAZ A N AR S R 2 A AN S
By LIS BRI, A FOR AR X A T B AZ AR L Y
EERHE. XU A 0 3 i s R W R 4t
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% DiRE, IR IIAT I i 2 A VIR AE 4y
THLER RS AE, B, NWHRARRIEAELFE
&2 FMABM & Si(ubiquitination  system)#H1T72 ZAx
ic, B S WK ik 12 5 & 44 (endosomal sorting com-
plexes required for transport, ESCRT)XJ # A ic i1 524
A AT IR 5y ik & 2 B A (multivesicular body),
I J5 £ 2 FiGTPase (7 lRab AR ag %) I 4% T fd 2 %
VLRSSV A 2 P B SR B ) T SIS S .
HERNX L8 AL RHAE 7 AL B0 s A A B
PRI () 372 AR AR R R A P I 2R 4 e IR
AT AR SRR, DA I A o R e AR
R B S I 2k (R A g i A I 3R 4 70 - WL B ) (R
Y, PR B N IR R G0 45 2Rl RT Re s T
HENF2). AN B ESCRT. 2 ZLB1H AR
SRR R E SRR SR N R G A3 AL A DI RETE AL T THI )
W R, NEAZ A A I R SR LI P2 5 7.

3.1 HHESCRT

ESCRT/2 B AV W IR R R MFHE > THLE, &
BHESCRT-1. -1, -IIDRIVpsd4%5:lV &2 SR A R %)
THLARTEIE LS F AMUAT (R SR BT UIMEH, S 540
Moo 0o W A% A ST RIS EE R T S A0 2 o
F#; ESCRTRA R -z Rbmic e A, X2
5 R GE IR ik e i Th B 0 B 2t AR BRI 7T
KISR0 A 7 ZEHL AR (cell division machinery,
Cdv) L& A E %A YESCRT-IIAIVps4 ] [F] 5 2 (E A1
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The origin of eukaryotes represents a pivotal evolutionary milestone in Earth’s history and stands as one of the most profound
mysteries in biological sciences. Phylogenetic analyses indicate a closer kinship between eukaryotes and archaea than with bacteria,
suggesting a likely archaeal origin for eukaryotes. This archaea-eukaryote affinity is also underscored by shared similar genetic
information transfer systems. Recent discoveries of novel archaeal lineages have shed significant light on the functional evolution that
may have bridged archaea to eukaryotes. This review synthesizes the latest advancements in our understanding of archaeal functional
evolution from four critical perspectives: the diversity and metabolic mechanisms of archaea, the genetic information transfer system,
the eukaryotic-like intracellular membrane machinery, and the composition of cellular membrane lipids. Our aim is to elucidate the
origins of eukaryotes and to explore the implications of this research for the advancement of biological sciences.
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