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Research progress on protists in termite guts

ZHANG Jie'?, DU He?, MO Zhenzuan?, ZHANG Shuang' (1. College of Forestry, Hebei
Agricultural University, Baoding 071000, Hebei Province, China; 2. Institute of Zoology,
Guangdong Academy of Sciences, Guangdong Provincial Key Laboratory of Animal Protection
and Resource Utilization, Guangdong Public Laboratory of Wildlife Conservation and Utilization,
Guangdong Academy of Sciences, Guangzhou 510260, China)

Abstract: The hindgut of termites is enlarged and specialized, providing a habitat for intestinal
microorganisms. Except for termites belonging to the Termitidae family, all other termite species
harbor protists in their guts. These gut protists are classified under the Parabasalia phylum and
Preaxostyla phylum Oxymonadida order. The gut protists of termites coexist with various bacteria,
exhibiting a coevolutionary relationship. Termites, protists, and bacteria form a triplex symbiotic

system. The distribution of gut protists within the intestine demonstrates heterogeneity. The
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transmission mechanism of gut protists not only ensures the stability of the gut microbiota but also
facilitates the continuous evolution of the gut microbiota in termites. Additionally, the abundance
of gut protists in termites is influenced by various factors, including termite caste and diet. Gut
protists are crucial for termites as they contribute to the decomposition of lignocellulose, nitrogen
fixation, participation in intestinal gas metabolism, and the provision of nutrients to termites. This
article provides a comprehensive review of the classification of gut protists, symbiotic bacteria of
protists, spatial distribution, transmission, and functions of protists, aiming to offer a valuable
reference for future research.
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FGRHF Rt E i SRy —, HigiFEJE T %8k E (Inward et al., 2007;
Krishna eral., 2013) . 5HERRIZEARKE, HBUS TR BAAERERMEY .
Fegn Bl A PR RS ORI s A i, RS BT iE B R AR S .
Jdea, T e A WU N R ARSI, REME . RS AT, X Ry
PHET ML R BN, AR TOARRG LA EMEAE, Fasss Fksn “KE”
S RIE, 6 EAESII I (8 (Protist-dependent termite) B A (Y SSURE 1A%
BARSE AW, FHAME A (Termitidae termite) {8 %% FI (Carrijo et al, 2023)
O 38 3 AR A M AE FVBOE AL I FE T i A, ERSERUEMIM BT, FEE
BRI FIARM F 74%~99% KL YE R TN 65%~8T% 114 4 5, IX ELA-8 B PR MR R 41 4 = 11
R R%Z (Ohkuma, 2003; Watanabe and Tokuda, 2010) . [RIf, Jgi 5 2L sh¥) 5 40
BT EEMIAERR (Zhouetal, 2019) o Kk, A FEAS LR EH R T —A
= H ARG (Triplex symbiotic system) (Noda ef al., 2007) . AHE MR E S YI 2>
Fo FAESYIAEGR . FAESIMAESY . UUREESMINARE X IhRES 4 AN )T, XA
WS fi 1 S5 A S I T AT 453, DA AR SRAH GBI TR E S 28 R 4

I BEMAEREIRI T

H 7 38 R A S Y B o 5T e e W E) 19 A I . Lespes (1856) fE I A # H 4X
Reticulitermes lucifugus 1 & WK T IR EZY) . BEfE, Leidy (1877) b 36 # E B
Reticulitermes flavipes T 18 [ AE B WEAT T iR, AHIX L AR NP N o 1 £ 5 1
“ZpAd” (Parasite) o BEAERFFHIRN, ATFFLEVRBREAESPx e E0E 8 EH,
XA A Imms 25 (1920) #H T 34 (Symbiosis) AIMES. F-7E 100 4 /i, Cleveland
(1923) B8 B R A= 3P s VU AN AT A — 3 . RBR A 5 R s, BifE
FIBCAR SRR AR M, M tE LA WYUK AE: (H 2 SR e R I VU I E A, L
ANeFErs. Bk, Wi s RS AR I A R T OCBER . BT B BU%E s
RIS, i AR S AR ARG IR . BTN L3R I R A B Trichomonas termopsidis
(Trager, 1934) F Trichonympha sphaerica (Yamin, 1978) %5, FHWUEESWIH % E R



RARFE LRI R AR . W& ml s TR R R, (13 A% @ EIR BRI JE
EEART R A E R4S YR TR A, B LR, BT 2 ML
W 2. F|FE/KR1] Parabasalia A1RT$#F: 7] Preaxostyla £i3#% B H Oxymonadida (Inoue et al.,
2000 A%, 2006) o EIEETTRASWA A SEHALBEA, 5N
Trichonymphida . Spirotrichonymphida . Cristamonadida 1 Trichomonadida 4 4~ H
(Brugerolle and Patterson, 2001; Adl et al., 2005) . B H JR 430 Y0 40 i ) Bk
ZEMEA, XTENIRERAAALZ, a8 s DR, Hob 4~ HAEREABRRE
i JB 1B MK Cryprocercus i M (Brugerolle and Lee, 2000; Hampl, 2017) .

AT % 5 i A BUR A Sk B i (Yamin, 1979) o ASFEFRHE 0 A i8OE AR 5 AR 5
PR PSR B 22 S R . B BUR U s ARSI %, AR AL SR U E AT 20
ZMIEABY) (Duarte et al., 2017b) 5 FBHIEE W Reticulitermes chinensis 1 H {l KA
10 ZFf (Chen et al., 2011; Songetal, 2021) ; AL T, WL (AW Incisitermes
snyderi {45 3 PR AEY) (Dolan et al., 2000; Gerbod et al., 2002; Harper et al., 2009) .
FEPAR,  BREARTE U7 TE S5 A B0 ) % 8 7 TSR R ¥E B BOREEMEM, HEST
R B R AT T RS A 2 B, SIS I AU Coptotermes formosanus &
4. LN 3 R R E B Y . Pseudotrichonympha grassii ~  Cononympha leidyi 1
Holomastigotoides hartmanni, {H &%} i85 £ 20 ) 18S rRNA & RIHAT FR il Pk i LK 2
BRI 4 P (Xieetal, 2011) 5 B JoARIE B0 fR A% AU T G T8 7L B U
& JR LS R, B Holomastigotoides minor (Nishimura ef al., 2020) ; 57 18S
rRNA R Fr 5 LW, A ABIZENG SR Az O P grassiiv H.
hartmanni~ H. minor. Con. leidyi F1 Cononympha koidzumii (Jasso-Selles et al., 2020) . 7
Ak, B35 AW Zootermopsis angusticollis T 1% € ] 7 MY (Yamin, 1979) , #t
TFRGERERERMFI ik, Tai % (2013) SURBLT 3 NHiF.

2 BWEAE RS o4 A

FLSU 1E P AR A PR 2 aH B, TR JS B3 AR A R BT S B . R —
AN 0 1 i 3B AR W BE R ( Benjamino and Graf, 2016) . 4, 7€ # b # A ¢
Reticulitermes speratus ffi& ™+, M2JiEfR 17 Spirochaetota 2 % i LA AN, FUONITET]
Bacteroidota. JEEEE 7] Firmicutes 1 TG1 (Termite group 1) (Hongoh et al., 2003) . 1t
B ECh LS B4R Sk B HUAT# 1] (Shinzato er al., 2005) . fEFBUBIEN, fE4E
HHES B, FR A — % 55z A . SR ARSI B SR 0 AR 0 BT
(Stephens and Gage, 2020) . IXLLILAAHE DL “HhILAE{A”  (Bctosymbionts) % UM
FALEFAEBWIR AN BLL “ A IEEfR”  (Endosymbionts) F % 2042 3% 76 5 A 54 1 41
PR K 40 A% (Ohkuma et al., 2005) .



F1 87 T8 R R A0 T LA R I R UM, X S B AE T KSR 4 8 TG TG2
(Termite group 2) F1 TG3 (Termite group 3) (Ohkuma and Kudo, 1996; Hongoh et al.,
2003; Hongoh et al., 2005; Hongoh et al., 2006; Ohkuma and Brune, 2011) . TG1 [
B BRI T B WU Reticulitermes J3E H (Ohkuma and Kudo, 1996) , & [ JiiE
JRAZh W N S A 405 (Stingl ef al., 2005; Ikeda-ohtsubo ef al., 2007; Ohkuma et al.,
2007; Ikeda-ohtsubo and Brune, 2009; Desai etal, 2010) . BEEM7TIEN, HEHLEHEE
R IE TG TR0 TS, B anis g A1 298 5 & (Ohkuma e al., 2007) . Ffij5, ¥ TGl
I8 A ME 1S B 1] Elusimicrobia ( Geissinger et al., 2009) . TG2 ¥t 7E # (4 W&
Reticulitermes F1 ¥, (Hongoh et al., 2003) , 'Ei&HFEMNE S HR KT 2 521 ZB3
G353 SRS FAEACHRERME . VA DO PR SR AR R AT R L2 i TG2/ZB3 43 3L 11
YN, H AT TG2/ZB3 4 3% J& T{%i% ] Margulisbacteria (Utami et al., 2019) . TG3 |14
TE 48 HWUE Microcerotermes ™ R WL, I 15 18 N 48 B 201 10% LA = (Hongoh ez al.,
2005) o FEWEME. WIETTRRY . KRS L ARE TR Y A K I TG3 1405 (Hongoh et

al., 2006) .
2.1 BWBAERE I EE AR

FEABgEY, 5EAZNPIN AL A - B FRE A AR, AR A
H 4 1] Synergistota 55 . WRIEAJE TIRBEAT], FHTRAK H 2BieREhma4, §
SeAETE TR A S MR, WAERE HBHAE T (Yangetal, 2005) . iXELigE
A3 SR B T N e AR )8 Treponema (Tida et al., 2000; Noda ef al., 2003; Wenzel et al.,
2003; Inoue et al., 2008) o —/NEA B4R I T e B 2 IR e A,  [R]— Pl e i
AIREHHILIEAR R AR S b IS Efk e IE B S B SR SN SR AL sh iz sh . i,
TEIR IR SR WL Mastotermes darwiniensis W 15 A2 20 Mixotricha paradoxa 4 i 3 T /3 A7
A 2D 3 IRk, EATREY K341 iz 3 (Wenzel er al., 2003) . b4k, £
Cryptotermes cavifrons 1B TE L KL T —Fh & T AR 123 3441 (Hongoh
etal., 2007b) o Br T HEBNFEAEBMINRE), AL AE AR R R AR B A TR R T E
FAEM (Leander and Keeling, 2004) . JEAESIWIAN LA 1R 7T BE ok B T W 00H B i
N4 (Hongoh et al., 2007b; Stephens and Gage, 2020) .

U H Bacteroidales (15 £ B W)t 2 5 AE WAL A L. 40, 7ERGIL e i
JR 4 B ¥ Dinenympha "R BT — B RLAT B B A 4L E Y1 1 Candidatus Symbiothrix
dinenymphae, Z40 B & 8 A E 20 2.5% (Hongoh et al., 2007a) o 755 kD
U Cryptotermes secundus~ WEIEZ) AW Zootermopsis nevadensis F1Ex A i i (2 72 Wk 11
TERILRIAT B H AN A 0 9 3 M R, JF HIREAMEERAETRS EAT%ER (Noda
etal, 2006b) o EIRKEI 1A AL ME B Endomicrobium (J& T MEARE 1) 1ENIEA S
IR LA AR, EYEZ RIS (UL Stolotermes victoriensis ] Spirotrichosomid |7 Zh4)



FINE 4 7% (A9 Porotermes adamsoni [ JRAE BN Trichonympha magna & BN A 5340 J& 1)
HALAELNR (Tzawa et al., 2017)
2.2 BWBAERAE SR AE
nE ML A — R, SR ARSI N B R AR T 2 A0 20t AR R E |
P A B R R R A SR A . X R B R A TR TE SR AR S A R, B iR
PUAFAE T IR A AN . B0, {E Trichonympha agilis JFE A Zh4) o R B 2 Fh 41 i 1%
WHHTE (Sato eral., 2014) . GBI ABUZED, WATE HWME S EWRE, A5H
M R 70% (Shinzato et al., 2005) o 54, FUFFBE H 4B E N30 P. grassii 1)
SAERTELE, AN RN AN BOE R 1091 (Noda et al, 2005) . ilid g0t R 41y~
WA, 15T XM E Candidatus Azobacteroides pseudotrichonymphae ) 5% % 3 K 4 5
B, FEFAKANN 1.1 Mb, HE—BIAEYE RS R, X R4 AR A [E % 6
R R 2 R R LR MRS (Hongoh er al, 2008b) o B4k, 1A ZE MO & I 40 i 76 5 i
AR E L] (Yang et al., 2005) . $1UWl, Candidatus Endomicrobium trichonymphae 4l
MTE T. agilis JE A4 I I ECRTE 4 000 AN/ JEAESIY, o5 18 P9 40 2 2501 4% (Ohkuma
etal., 2007; Hongoh etal., 2008a) . Ca. Endomicrobium trichonymphae ) 3 5| 2 1775 4 Yk
A (Reductive evolution) , {HZEAEA G 15 M EERA Z Friflg ) #E /) (Hongoh
etal,, 2008a) . W4, 5 Pseudotrichonympha J& R 504 354 5% & 1K) Eucomonympha F
Teranympha J& J5 A= 2P0 I LA 44 8 T 2508 ik )8 (Ohkuma et al., 2015) .
AR, —MIFEAESNYAM N RS A 2Pt . RIS AU TE N 1
J& A= B W Trichonympha collaris % 45 Ca. Endomicrobium trichonymphae 1 Candidatus
Adiutrix intracellularis 2 FiILA40E . 340, [FE M40 B 0] REAEAE 2 AR E A Sz b il
U1, Pyrsonympha vertens- T. agilis | Dinenympha J&#H W AERE R WL AE4I B (Stephens
etal., 2022) . R Clostridium /F4E T JREZNY) T. agilis. P. grassii F1 Devescovina sp. 41l
W, AEYME B2 TR SR TR AR n] e e A AR AE4H ML A 1) (Takahashi et al., 2023) .
2.3 AWBERE NS EE L H L
WU 38 SR A ) 5 A B A AE D A FP T R (Cospeciation) W% . UL Trichonympha J&
AR, HARPN RN ERE B | AR, U 2 Bk R
( Tkeda-ohtsubo et al. , 2007 ) . Pseudotrichonympha J& J& " Zh ) N BLAE & [ 80 R
Rhinotermitidae (130 H, = Z [BAFEILHHLILG; BL4b, Pseudotrichonympha J& R 54
SH NS E 2 R T A A AR A R 1 43 SRS R A S AN
(f)JL-F-# A (Noda et al., 2007) . Trichonympha J&IZAESYIILK T 3 A K1 R
(Lineage) , 1 A= B Jm 4 B R AFAE T HP ¥ 1 AT % & - (Apical lineage) —Cluster I,
AN R AR [ & OB R Termopsidae BT R A Z4; Cluster 1 #1793



AW 1R REE, 518 FAAEDREYFIERIOCR, XM EDROIE S BT IR
AT EAE RT3 (Ikeda-ohtsubo and Brune, 2009)

BRGNS MA RIS, (HETZ R R R E RN, £ &I
i S AR AR L 3k FH A (Non-codivergent evolutionary events) (Noda et al., 2007) .
LIS AE B Devescovina R, Devescovinids 5 FAMEAEANH 2 A4 % W B S I %,
{H Devescovinids N E AN AL B R BE, RV EA R IE I KAL) 77 3RS (Desai er
al,, 20100 o AMLAEREIRER)E . BAHLEIE Tammella M3VATE H 5 B d A4S 15 1R
I HEEGYIMIE ARG K B % (Noda et al., 2003; Noda et al., 2006a, 2006b; Hongoh
et al., 2007b) . CA BT W i IR A= sh V0 ae A 38 N B el AR I 1 A 3 ob 3 2K 40
(Stephens and Gage, 2020) . 34t, Eucomonympha F1 Teranympha J& iR E S YIH & H
SRR B I, Horh Teranympha J&JE /LS5 508K 8 A0 8 2 A AR SE L LR,
Ifi Eucomonympha J& |5 42 311 5 % WRTre /K Ja 1 20 VA FE b L5, 3 W] R 3 A 41 T 1
F#F¢ (Host switches) FE(] (Nodaetal., 2018) o LA (HIAl Kalotermitidae [+
(¥ Oxymonas JFAE BT B H SM LA GBI SR S5O0 RBUE, XMRMEAZNY SHME 2
[EAL DT R 24P (Desai et al., 2010) .

3 B EREDESFMR

I A 2 Rl B AL 25 1 RO T A A2 8% (Brune and Friedrich, 20000 o X5
JRPE IR 2 (B G5 K R AR AR B T AN E AR RS A . BB A S A AEA R X 4, B[R4 1,
T — A E MR E M NS R RN RR S, AU 5 N AR T
REMILERR. HTIHEMEYWEZM, MAEMA BN AW ECEE, &Mk
TR T R B IR e R S . TR, KSR F A58 2 SRR % DK 3l (1 U 3 Tk 2R 4
e AL . U TE J5UAE S BEVE BORE AN SZ 3 L0 AN IR s, 652 B R S
ZMFE R KR FEILEEH TREY RS, AR WA T RS A X R AR e
.
3.1 BWEREINTE S

U7 IE SRR, LA AT T AR RE A E AR5 3 5. SR it —
WRTLAME RN 5 AN gy iR (P L B (P2) . EIEHE (P3) . 45l (P4 Al
B (P5) (Tokudaetal, 1997) . FU P3 X RFHA, HEZEESAAEHKEFEAD)
Yo EUYTE N SR AE S AN 2 BN LI, 10 75 A8 ARl 1) AR 1) ) b S I S B O
AR o 7= R ot 4 B8 5 B A 7E B B X3, 17 J5 A 2 DL R RE S A A - B2 93 A7 7 i s v
O (BLLEE, 2006) o AL EBUG 7R EINEA SRR H M. B, JEAY
Pyrsonympha vertans i 7€ 15 Z Wi A W Reticulitermes santonensis (Yang et al., 2005) F11k
FEBE B S B 75 b (Breznak and Pankratz, 1977) o T BIJEAAR TR A S K BEAR
JREAES AR A Ho,  JRAE SR AR 1] 20 A A6 O SE R 8 Y B Ha 73 5 8% T B



WHALR], U IE F ) Ha F O WK B R AR SPIR 0T, Ho IR EEAE I D de s, [ I BEE
WFREAG: O IRIEAENBE Abfe iy, & S X AR i o 3 (R EE AR ey, DR ARUIX A v 7 Jigg s o
(Brune, 1998) . JRZEZWILERH A 48] EAB £ R RIE M4, GBI ANEET, P
grassii EEIIIESGHHTH, Con. leidyi LB/ AL G 53, 1 Holomastigotoides 1F 14X
=07 AN o 7 T =3 R ) K ) ia el 1 2 s o 2 o W € S = w0
(Nishimura et al., 2020) o XJALEHEBUOHTFEERY], S5 ALY LB 7E 5 1l 5 s
(Cook and Gold, 1998) .

3.2 BWAERERIREIE

WO Y AN AR AT DU I 2208 (Trophallaxis) f£387E 729005, [ BCE 34T MRS &
YIRS, A2 A IE N RIREY . MO R B, A TE RS A, ISOE i AR F R
SAFIE R . A A T TE A AR, TR R BCR IR AL I TR, R
B2 K F T P9 PR A A 3ot 2 SCER P 1 T. X PR R U S B S I E R B
L% (Hongoh et al., 2005; Noda efal., 2007; Husseneder, 2010) . I EALE L
J A WU TE R T ) LD B, ORAUE T M T A R A SR v 0 S R R A
(Abdul Rahman et al., 2015) o SEitBARMER IR, AR B BUGE E A S AL R R AR
i, AE IR 5 R A Z M E R IR LA R IEAR DG, (EAN R A% 36 50 AN R A e J5L A B0 ) L B A
I FE (Michaud et al., 20200 o JEAZIMTEA FEHARZ W14 38 I R 5EER, BN
A7 38 R A B AT AR S o SR A= Zh P B RIS (Biparental transmission) , AEf5fH
JEARBE RIS JUF- A B0 JE AR S RE TR, DT ORAE i AR S AV L6 AN R THAR 2 8] ) B2 1
(Velenovsky ef al., 2023) .

BT IR EAA RS, AU TE R IR R A AT R T e AN F R AR
FHIE IS, A 55 AR 1T e 22 05 5l & 0l . AT 3 SRR P9 1 J5L A= 30 ) 46 Al A A e A% 3t
(Thorne and Haverty, 1991) o It4h, 7K-F4%4 AT g i B 4 3 mlias . i3S 58 Bl
XA A B T R AEAS R O R R 2 (8] 4% 4% (Bourguignon et al., 2018) . 7K
A% R TE 1 U 8 AR Y BEVE T B AR B 2 (Tai et al, 2015) o JRA L%
(Mixed-mode transmission) #% I\ /& F UGB TUAE I RE & TE UK 3 23RS 7)o XML 3k 7
KRG G T ;- EAATER KPR AR, BEORIE TR YRR VR AR TR e 418,
SRR S NSEAE TR Re T, AN T #EVE 1) 2 FEEAUE R (Bourguignon et al.,
2018) .

3 #N ARG EME MR R ER

AR L 8 N AR TE — MO I A TS AR AN BEVE 22 R 80 PR AR [R] A
JIT 2 5o AL S0 W IS PAY 110 85 R e A4 A P 2 A0 R A 7 LA B J8 AR B0 ) B A S i
W& W £ 2 = (Benjamino and Graf, 2016) . FEANESWUER T, WEAKNEH 1R A 50
HEEFEILBUE 2 dbsh, OB iUy iE A &G RE RSB, Tk 78 8 A bl



W D FAE DY) (Shimada et al, 2013) o 534k, IR AR 2l 802 At 7 8 0 R A=
YA AT IS S AEAE RS (Scharf and Peterson, 2021) o #illn, R4 E S SER AW
BRI RFEHNFIE T (Sen et al., 2013) . FAMNMBENEESANALERE
SRR, T A RS O A AR R, X R B A A S AR R I T
TR F AR E R (Waidele et al., 2017) .

B T BAEER, BRI TE A Y BV R U OGS R 2R . MR b SR A O
FIE R AT 2F 4, B A M B 45 M R A 1 e, IX R Bt A U T T A
ABEA —EREREE, FTRR(RE S L R S, [ B AR ) AR AR
(Huang et al., 2013; Tarayre etal., 2015) . 4 BCEYIRIER AR, K340
P2 BN SR B A P R AR AR GBI 3 (Benjamino et al., 2018) o BLAh, AT
MR IA I 2 0 E R € SR A BRI, an VSR A UYE K P. grassi F1 H. hartmanni,
HAMWAER (Tarmadi et al., 2017) o 4 EBEENERZ KB ZE VIR, H7E P g
PR T (R AE R = BEBRAI, AR TEAT B AN ADURT 1 (R AR SE BERE I (Sueeral., 2017) o 554b, W
AL FR A B 2 R 18 SR AR SV BET 45 4 (Duarte et al., 2017a) o XL HIE B
T BT ARG E A BEE AR TR I EE . (R ER Y B SR I A RE
FERE BT A TE AR, PRBE IR 3R DA VI B s TR R AE 1 UW T B S R R
7 HEMEA (Boucias etal., 2013) .

4 BB RE IR E S ThEE

JEAE B DA R LA A R LE Ul TE R OGN A . i R AR B ) B N
ARG IAT AR R AT LER o0 o BEAh, IXUEBAE)IE 2 5 2 M RMNG 3, TEA R £ 4 R i
FEHP &4 R FBER] Ho S5 P IR) =4, 3k Sy kT 1 ) 2B L A AN B i L 0 38 2 0%
B, pEMESE 7RISR PR R, TR T & B AR
B SR A I A AR A OSSR AL T T R PR EEAEA (Hongoh, 20115 Alom
etal,, 2023) o JRAZNYIIL LA RS BEAT [ EUE TR B 00 20T 14 6 B 5 1R A
RF, MR th &I E T RZ AL (Peterson and Scharf, 2016) . FRItZ4h, EHIUE
EMAEYIE S5 E B0 9o A0 I 5 f 2 45 %5 (Cleveland, 1957 Liischer,
1972) .

4.1 PRIRAUERINGE

PSS P AR O £ 4 2R (M R 0 A 25 1 S i TE S A @ e i B R AE A (Ohkuma,
2008) . FAULEEDS = A BELF K i#BS (Glycoside hydrolases, GHs) Al Bt (1) 4L 6 5 g
(Loetal., 2011; Gengetal, 2018; Wuetal, 2019) . HBG=4 M) GHs T EAHF GHI.
GHI A1 GH22 (Lietal., 2006; Watanabe and Tokuda, 2010; Niand Tokuda, 2013; Geng
etal, 2018) o WYRVELFYE R EEHE N i Y] HH Watanabe 25 (1998) MARALHELEI B 4> 8. £F
e E T GH B —F, BIEAYI-B-1,4-H FEWEES (Endo-B-1,4-glucanases, EGs) . #MJJ4F


https://www.nature.com/articles/28527

Yk BEKMEEE (Exo-cellobiohydrolases, CBHs) LA B-7i & Hii 1 (B-glucosidases, BGs) -
EAEAL VA, BGs FEEMRIRFRE (Wuand Li, 2018) o B EARMIIRESIR
KL BRI L A 0 8 (Watanabe and Tokuda, 2010) o [ J5 4 5h 47 LA
B AL A A A i 2 Tl . X LSRG S U R VERG P FIAE A, AR EORT DL S BRI 4T
R IR ZH P2 PR — Ll B ERMERE (Hyodo ef al., 1999; Katsumata et al. ,
2007) o Bk, ABUR—AE AR RAED) B .

4.1.1 VIS [ AR Bl R AR I 4T 4

Ji A By W o AR R S5 AT At B LB B IR AR Ok B AR AN FR SR, S R W A Zh
Trichomitopsis termopsidis 14 6 AR MKy K« TEH « B £F 48 R K B B (Odelson and
Breznak, 1985) . FIHFoabEiR, 488 30 2 F R A S WkIR 4 46 = 1, 4% CBHs
FEGs, IXLEeffsH)E T GH45. GH7 1 GHS %5 %)% (Brune and Ohkuma, 2011) . {1,
fE G TS FL AU E JE A 3P 4> B 2 P EGs B 2E R (Watanabe e al., 2002) . MAELHEL
FUBUS 7 SR AR B b oy B B 2 Rl S OK G, S LT RIS . KRHERE (Xylanases) . Fif
PiAH % 5 B ( Arabinosidase ) . H 5% i HF ¥ ( Mannosidase ) I B $7 {f1 Wk 1 B i
(Arabinofuranosidase) (Todaka et al., 2007) o TEMGALH U W R A= S0 B Th 73 &
HACHE A (Xylose isomerase) FE[A| (Katahira et al., 2017) . Bb4b, FIHEER R,
M Coptotermes lacteus (i 78 ™ 43 &5 H )5 A B0 W) KR 1) EGs B, EA11J8 T GH7 XKk
(Watanabe ef al., 2002) .

FEABIEN, ARFEASIER R AR ERL R REARMER. g, &
TSI ABUZIE N P. grassii 1 H. hartmanni #REGWELF4E R, Hob P. grassii 3 B RS
REWAHER, H. hartmanni EEHNARS TR YER: Con. leidyi 58 BAT 4 2 WMl 55 m
BB TAE (Yoshimura eral., 1996) o iXUEJFAEZNY)A P PR fEA 214, SILH B
(FZhfEsr L (Nishimura er al., 20200 o AMBRERNGHG, &SR T
P. grassii [T fif (Yoshimura, 1992) o b, ZF4E —FE /KMl (Cellobiohydrolase) [
TE JR L BN W) P. grassii ¥ 5 P R IA W S, R P grassii B % i A0 B R AT 4E R
(Nishimura ez al., 20200 . Eid RNA FHHEA, #E—DIAE 1 2448 —HiKfg i R 7 3
WA Y K PR FE T R E ] (Liueral, 2017) o tbAh, KREHEEE G EASY H
hartmanni 7245 (R B HERGHEAT 14/ (Arakawa et al., 2009) . % —FREFNY) Con. leidyi
B AT 5e M D RE, Re WS LA N R IR R, e FRALE FR (Nishimura et al.
2020)

4.1.2 IS TE 5 AR B A A B AR T 4T 4

LS IE 41 2 5 AR R AT 4 (B AR . I R RN R, RIUGIE A 2 50 2 5 AR 41
YA (Liveral, 2019) o HAET, T4 ABGIE D8 H 2 AREEW AT A2 4
BEARIIANEE (CCEREDESE, 20200 o JRAEBNWISL AU S 5 K T £ 4 B A 1) f BL R TE S oKk F



SERIZHIT o I oy S SR GH B SR A B, HEAT BRIV SR, R, AR IRAR
YNB Candidatus Symbiothix dinnymphae (J& T4 H ) i 76 )5 4 314 Dinenympha spp.
(2T, AT SRR AT, RIUZAN S 2 P KRR LR, B 05K sk
AL R #h (Yukietal, 2015) o JRAEZNY) Streblomastix strix W] REA B S 544 RN
A, AFHC SR T (9 4 B4 RV 50 R Wl — R P S 2 OB K Bl , X S REAE AT RE B LT 3R
BEfR A AR, Tt S strix AR FE (Treitli et al., 2019) .
42 W~ ESFIA

Ho & SRR R S8 v (8] 7= . U 18 7= A 8 R L 21 B % (Pester and Brune,
2007) o BAANFE OB H A REEAZES, (A BN H #B2 b s 0. Ho 4L
5 IR S B Y 22%~26% (Pester and Brune, 2007) o Jiid P9 R 43 Ha 385 40 8 1)
LIRTEHAE (Acetogenesis) A, &H — Moyl FEEAE LR, 5ioh, EHK
B 1) Ho BRI AL o VIS Ho HEBCRRVETE e U AE AR S R G A H L, X F 3L

RIS FIE Ho B EFE R 2 25 (Sugimoto eral., 1998) . F7i& N Ha I 72 AR
F 2 [ @Ak & P41 (Pester and Brune, 2007) .
4.2.1 H {7~k

1 0 J5 AR B ) A WK M BT 4 R UKL, O R EEAE R A LR . CO B Hy
(Hungate, 1943; Yamin, 1981) . [Kik, IXEELF4E K/ IR AL SIIHON N & IgiE  Ha 1
FEP=4:% (Ebert and Brune, 1997; Inoue et al., 2007) . SALEFIAZ =4 Ha 40 AR 25,
ERA R R EAZOIER (Mier, 1993) o EISLAITMEESY, BT &H S0,
DI RE RS 7 A Has  TBET Ht B RS R B =M ANE % (Hongoh, 2011) o B 1 J5/E
W), WU TE R A0 B R DO R R B A A Hae B0, Treponema azotonutricium ZAS-9
e — Rl N LR R PRA B, HABEEME, RHEFREAEROKE. 4B, CO,
F1 Ha (Leadbetter et al., 1999; Graber et al., 2004; Lilburn et al., 2011) . A&7
FKW, T agilis D00 AN 08 T XES BT 10 Rs-D17 4 fEs 7225 Hy A1 2R 2E (Hongoh et al.,
2008a) -

ST A Ha ] 1A SR, 8 Ho P2 AR R il B S 2R . K o> AL g AF
TETH AR, WAE —/NBAEE T HAZEY . SA0EE 3 2. [Fe]lZ bl [NiFe]
SHLEERIA S &R EALEE (Vignais eral, 2001) » EALEES B TF 2 WL A —K
MEGH, XA KIEERRE TGN B #UA R AL E AL, tAEM NADH
A4 H, (Schuchmann et al., 2018) . Inoue % (2007) 7E &S AW RS P. grassii T
BE R 2 kY Fe AACHE O, AN Ha BB B AEYE R %0, £ T
azotonutricium ZAS-9 " RINLZ N [Fel| 2B (Ballor et al., 2012) o IXLLgERRHY,
7 3E 3L A AR — AN BB Y [Fe] AL BEFE o



4.2.2 H, FIH

FEEBUAN, FEERZ AT CRIEHRAE, B8R Ha M CO ¥y LR,
MIFEBRJE TIEBER ] JEBE R []F15-28 JE 18 44 Deltaproteobacteria ( Rosenthal ef al. ,
2013) . —%A AL A B (Carbon monoxide dehydrogenase) & [A] A 7 Z, 2 4H B Wood-
Ljungdahl 345 11 K HERE,  cooS BE[F S — AL BRI A M 5 & WA (B LA, dd Xt
& AU 1Y) cooS BRI BEAT 70T, RILT 151 BN cooS FEIH, IXEEFLR /) H 3 N R4
KRB (Phylogenetic clades) (Matson efal., 2011) o 454 Sg s R 7L A 2R T B
TEWNIRB) U ORI T 2 PRI A= Z TR . 8- T iR B g Ak, b -7 T B Al J5 A
I, TR BE R B B AEVE R (Rosenthal ef al., 2013) o M4k, Treponema
primitia ZAS-1 1 ZAS-2 PN B PRl It 218 T2 B AE FH R A Ha (Leadbetter ef al., 1999
Graber et al., 2004) . HYIEEFE0WRY, Treponema primitia ZAS-1 F ZAS-2 Ymtth 2 A~
[Fe] S ALBEAE R 1, fEFLP R I 1 ANET AL [Fe) SAL IR X, 7T 5 H R I S L &
Z 5B EAER (Ballor et al., 2012)

TR R (1 Hodotermopsis sjoestedti W1, 60% 13 JFUHE 7= 2, B A FH AN 4= 348 1) [ 1R
& W RN Eucomonympha J& N LA E =4 () (Ohkuma et al., 2015) « 5 T agilis
Y M LB 2 A4 B . Ca. Endomicrobium trichonymphae F1 Candidatus Desulfovibrio
trichonymphae , Ca. Endomicrobium trichonymphae J& T P 3t £, i Ca. Desulfovibrio
trichonymphae i N 40l N, Ri@ i —AN/NAL 54 FAHE, ERANFEH Ca
Desulfovibrio trichonymphae A %4k H 12 (Kuwahara et al., 2017) o SR H fifE
FA AT AR R 643 Hay HIX R 5 Ho VERERIRR /B2 (Brune, 2018) .
4.3 ERINEE

FIMCAT A K SE 4T 4E R A2 A7 (Cleveland, 1925) , X —Hl %42 f¢ Hungate I (5
WORT DL 2 KA R No (Hungate, 1941) o BfiJ5, 8 2008 5%, EB A BCR A %
YEF] (Benemann, 1973; Breznak etal., 1973) . WK, H¥WEABIERE,
[F] Ui PRV O, X B L [ S TR B I TE4H T (Breznak e al., 1973) o BEIRME
W i oy 5 2 AR E K41 (French e al., 19765 Potrikus and Breznak, 1977; Lilburn
etal., 2011) , {HIFRAFIE AN AR N TR IR, BEE S TAEMF AN E R, @il
DyRe s R Cnif) AN FEDRV LN 50RO B 1 0507 368 [ 200 A 0 1) 22 A A o 8 it 341
(Ohkuma ef al., 1996; Noda et al., 1999; Ohkuma ef al., 1999; Noda et al., 2002;
Lilburn et al., 2001) . nifH 3£ 54 4 A~45r 3 (Clusters I-IV)  (Zehr et al., 2003) . H
HI 2 & 21 nifH 221 K 2 38 T Cluster IT f1 Cluster 1T, V)& T Cluster T 141 B 3F % />
(Brune and Ohkuma, 2011) . i, 7& R #E A% E S X & BLEJE T Cluster 11 #1
Cluster 111 {f] nifH J7%] (Duetal, 2012) . JEiEXt 19 Ff HBUR Cryptocercus punctulatus F



() nifF B FEEE B, 1 SIS0 S A LG T R G K T R L AR U G T R A
(Yamada et al., 2007) .

FEABGHIEN, [FEEE T E BHAE T B, FE, WS R A Sk i A .
B, A IR U 3 R TR A Sh W AT B H AN S A4 (Desai and Brune,
2012) o FEWLARJE e, LT BT I SR R ARSI Eucomonympha 1 5 A 40 1R
SER, XN R T B e R JE Cluster 1T 802 (Ohkuma et al., 2015) . 574h, 56
AW IE R A 5hY) P. grassii £ 41 Ca. Azobacteroides pseudotrichonymphae t B 75
ST, E RS No 4k NH; (Hongoh er al., 2008b) . {H [ %UEMELE & 75 3L A I 4h
W AEE LSS, R EE A LR AUE (Mullins ef al., 2021) o TR FHBEHE
T P 0 ] SR B R AR I 0 L T = (Mullins and Su, 2023) o 7 L T ICE 2
VI RS2 SR A TR BUIRAS IR s (M@ A5, 2002) o BRI, [E A 7E A
WCE IR IIE AT R RN T -

5 RE

IS SR AR Y S AR T B T — AR AR ISR AR AR, R U AR A i Bl R
THEZEM. BT AOBURENCI S E R, IR 2 R A S AL A 20 B HA el N TR 3%
FIFHBARS FHEWFEAR, QT HFNF . ZHERA D R AR, BRI T
NISHF RS 2. A EBRE S TR A S5 AR Al R b 06 R R R AE S Th RS
T RRAR . REAWE B2 T B OG5 iE 40 6 (0 S REEHAT MdT, (BVF 2 36 IR 1 T B AT
RIEATIRUE o B15XF 1 W0 T8 5 R 1 B AL RR M 18 20 B 5 7 BR R0 S A B T i 5 2R 30
VIR DhRet i . W, FIHZHZRETE, % IR NN 7E 5 A3 1 BT R .
Kt R AL T8 R 5 R A SR EAR R, FG Bh T A8 58 A T 48 o W JR A= sh A
TRACK H AR PE AR o i A B W B A I 41 A LA RN T, A B DR X A
ORI R AS PR R[] R (AL 37 7D 1 P SRS
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