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Abstract; In this study, we reviewed the symbiotic association between animals and nitrogen-fixing bacteria and the nature
and mechanism of symbiosis. A total of 174 species of animals in 7 phyla, 13 classes, 23 orders, 50 families, and 99
genera were evaluated in this study, and they were found to use acetylene reduction and gene detection of nitrogenase. The
animal gut has a rich microbial environments, which meets the growth and development demands of nitrogen-fixing bacteria.
As a result, the animal guts were rich with symbiotic nitrogen-fixing bacteria of different ecological types, such as those that
are symbiotic with plants, those that are endophytic diazotrophs, nitrogen-fixing bacteria from the rhizospheres, and
Azotobacter. Tt is generally believed that animal symbiosis with nitrogen-fixing bacteria stems from the environment. The
nature of animal symbiosis with nitrogen-fixing bacteria belongs to associative nitrogen fixation. Nitrogen-fixing bacteria that

are symbiotic with animals coordinate with other symbiotic organisms to meet the needs of electron and proton donors, energy

ESTE  mat Aol K2 w7 KR [ G0 O BY I E 5 e S5 A 2R S L R R 4 0 H (20123204110001) 5 YLIRAE H ARBL 2= 5k
&30 H (BK2012816) ; i nt a2 whvilibie el 45 BEJm W BRAT (201409) 5 VLA R RHE A FAHIE (CX(16) 1005) 5 V1754 Mol BHE 615
Wi H (201613) ; VLPGERHE 2 #£550 H (20151BBF60073) % B

Y75 B #A:2018-03-07; 1T H#3:2018-10-11

# W IHAEH Corresponding author. E-mail ; jbz9885@ njfu.edu.cn

http ://www.ecologica.cn



2 S % 39 &

supply, nitrogenase activity protection, and ammonia repression relief during nitrogen fixation. The assimilation of ammonia
during nitrogen fixation is also involved in the synergies of different symbiotic organisms and might be carried out through
the pathway of glutamine synthetase/glutamate synthetase.In general, food nitrogen, non-protein nitrogen, and nitrogen-
fixing symbiotic bacteria coordinate with each other to form a metabolic network of nutrition and detoxification to maintain
the homeostasis of nitrogen nutrition in animals. The prospects of nitrogen fixation of animal symbionts were also identified in

this study.

Key Words; symbiotic nitrogen-fixing bacteria; ecological types of symbiotic nitrogen-fixing bacteria; Associative nitrogen

fixation; symbiotic complex; ammonia assimilation pathway
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Table 1 The reported animals with symbiotic nitrogen fixation bacteria
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ZALBE¥)I] Porifera ,

S UGEL A0 Demospongiae

[ 1 #E45 H Dictyoceratida

@ Ircinia strobilina/ A 2H 41118
AT B Poecilosclerida

® Mycale laxissima/ 35 R4S

HIMEh¥1] Cnidaria JWEIZ9 Anthozoa
A H Scleractinia

@ Acropora millepora,/ 3 B 40 AR IR 5 14

s

& @ A. muricata/ HAE K

@ Coptotermes acinaciformis [

A ¢ OC. formosanus/ T ATy [916]
A & C. gestroi/ T

A OC. lacteus/ Ty 1213

@ fHeterotermes ferox' !

@ H. indicola®
AH. sp.

AH sp./ Ty \ﬁﬂ)‘(uﬁj

A Prionoplus reticularis/ A8 515 1)

A @ Conorhynchus pistor/ %117
@ Dendroctonus frontalis' >
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Species/ Testing materials/ Species/ Testing materials/ Species/ Testing materials/
Literature sources Literature sources Literature sources
A & % @ Reticulitermes flavipes/ 1.1 | F& WL |
241 [27] N XE# H Dipte
©® @ A. robusta/ LUK BRI 2y K Ay [9.22.28) W H Diptera
AA. variabilis/ HZUE A2 ®R. chinensis/ T.1 3] A @ Bacirocera tryoni'"
A ® Ceratitis capitata/ B T8 53 85 20 A 1 15

® Galaxea astreata' ™!

@ Montipora capitata/ %12 1% K1)

® M. flabellata/H SRS

* Lophelia pertusa/ 2% 14138

A & % Montastraea cavernosa /4 41iE A& 40)
* Stylophora pistillata /914300 iR 4

@ Pavona decussata >

* Porites sp./ S5 I06 (4 R 1 141

®P. lutea

A Favia favus/ HE5 RS

@ Pocillopora damicornis/ 2435 K14

A Seriatopora hystrix/ HZF AR

WISWES H Gorgonacea

* Cladopsammia  gracilis/ W B 43 W 1Y
i

21517 Nematoda , 477 44 Chromadorea ,
£ 35 H Desmodorida

@ Laxus oneistus/ K B B BB (14 da [52)
KA 541 Annelida  ZEE Clitellata  Ji5 L
3£ H Opisthopora

A Allolobophora chlorotica>*

A Aporreciodea caliginosa'>*)
AA. roseat™

A Eisenia foetida/ iy 18
Fai[53-54]

gy WA B R B

A Lumbricus castaneus'>

AL rubellust
AL terrestris'>

A Ociolasion lacteum>"
A @ Pheretima vittata/ [ 16
e

T EhIT Arthropoda
B 20 Malacostraca 9T H Euphausiacea

H o I 40 B S

® Euphausia sp./ A4

H 524 Crustacea 8 /249 Copepoda

@ Copepods/{i A4

Pk #FH Calanoida

* Eurytemora affinis/ 555 % FIEF SN gL o)

AOR. lucifugus/TEB( \ﬁFﬂﬁ%i%#:B]

AR. santonensis/ Ty (')
A ® %R speratus/ T4y 3¢

AR. tibialis/ Rt % T BrBEAMAT

AR sp./ T I

AR sp./Tay+

AR sp./TI#

AR sp./ T SR HT R WL G KA

By L4

AR.sp./ THL T

AR. virginicus/ T 5= Fij £
TR

A Amitermes sp./ T Fe iy 2]
AA sp./ Ty FE 2

AA. wheeleri/ KW % B B BEAMADY

TR I S

A Constrictotermes sp./ T4 (2]
A Cornitermes sp./ T, F& iy [26)
A Cubitermes sp./ T A5 20)

A & Globitermes sulphureus/ Ty ")

AG. wbiformans/ T %)

A Labiotermes sp./ T.1 [0

A ® Microcerotermes crassus/ T %)
* M. parvus/ T 5 (7]

A Macrotermes natalensis/ 7 T8
S VIS M

A @ sp./T iyt

AM. sp./ T4y

O M. sp./ Ty

A * Nasutitermes corniger/F % E.A, T e
BRA

A ®N. dimorphus/ T

AN. ephratae/ T3 2493

ANT R

AN. exitiosus/ B 1)

@ Nasutitermes gmveolus[ 13]

AN. macrocephalus/ T ey iR 4524
@ N. matangensis/ T 1)

O N. nigriceps' ™)

Fpy

5548 H Hymenoptera

* Sirex noctilio/ %) #1137]

® Acromyrmex echinatior/ T3]
@ @ A. ociospinosus/ T 43

@ A, volcanus/ T

® Cephalotes varians/ T4+

@ Dolichoderus gibbifer/ T 4]
® Echinopla pallipes/ T-1 4]

@ Tetraponera allaborans/ Ty (46

® Tetraponera of. allaborans/ T 14
® 7. attenuate/ TH )
® 7. binghami/ T

& T. extenuata/ T[4

L M pilosa/Tﬂ!}‘([%]

BARS Y] Mollusca I8 /& 20 Gastropoda , 47 iR
H Stylommatophora

A Helix aspersa/I91i8 53 85 40 (4 15 37 153

e Bivalvia 85 H Myoida
& @ Bankia gouldi™®

@ Dicyanthifer manni'>®

@  Loripes lucinalis/ AW & & Bt (2

A & @ yrodus pedicellatus/ 5, 4 #1365

@ Psiloteredo healdi'®"
AP. megotara®

@ Teredo bartschi'®
® 7. furcifera "

A @ Teredo navalis/ 4y i [61-62)
A ® Teredora malleolus/ Ji§,HL %)y 41 [36. 62]
BRI Chordata , §

fits H Siluriformes

i % 1 20 Actinopterygii |
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1% 249 Diplopoda Bk Efifi H Glomerida

A Glomeris cingulata/Vy 18 47 85 40 # 19 K5
Fei )

.44 Insecta . FEWE H Blattaria

A & O Crypiocercus punctulatus/ i, W |
?_IHH:{HO, 22, 75]

S5 H Isoptera

A & @ Vastotermes darwiniensis/
I!’!‘QZ{ 12-13, 22]

A ® Hodotermopsis sjoestedti/ T4 (7]

A & @ Zootermopsis angusticollis/ T. WL,
2y 18]

® 7. nevadensis/ T4

AZ sp./ R 0 T

@ Stolotermes ruficeps/ 4y %)

A Cryptotermes brevis/ T3 A= FE MU 1 [8-)

A ®C. domesticus/ T M 17"

A C. longicollis/ T3

®C. primus [

A ®G. fuscus/ T I (7

A @ [ncisitermes marginipennis/ T.1( 17"
AL minor/ TML JEUL AEFEMCEYT 8]
A ® Kalotermes flavicollis/ T 7"

A & @ Neotermes castaneus/ T

A ® % N. koshunensis/ T4 ™)

A Hodotermes mossambicus/ . T. W . /M
Ta)

@ Schedorhinotermes intermedius''>)

& 5. medioobscurus/ Ty [1°]

T2/ A5 AL/ SCHRA I
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AN. takasagoensis/ T4 (7
AN. sp./ T i [24)
®N.sp. [T

A Nasutitermes walkeri/ T #1324

AN. sp./‘liﬁi'&)‘(uﬁJ

AN. sp./ T 124

A Odontotermes badius/ T3 \;73%\([58]

@ @0. formosanus/ T Y [80]

A Odontotermes sp‘/Iﬂ!}Z [19]

A Pericapritermes nitobei/ T4\

A Rhynchotermes perarmatus/ T4 F&1 (03]

A Termes sp./ T

A Trinervitermes trinervoides/ 1. B | 12 W A=
e

B H Coleoptera

& Euoniticellus intermedius/ %)) 1150

O E. triangulatus/ %) H 1)

A Dorcus (Macrodorcus) rectus/ %) 41137
@ % Odontotaenius disjunctus/ 5%
A Cetonia aurata/J§H 4 Hi 153

A Agriotes obscurus/ % H o]

A Selatosomus aeneus/ %) H [V

A Anobium punctatum/%) #1111

A Tenebrio molitor/y 8 43 &5 41 T4 19 5%
Fi
A ® x Anoplophora glabripennis/ %) #1128
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A XL/ B U RY

® Ovis sp.l "

AO. sp./ i ER
A @ Susscrofa domestica/ i 16 PN 45 1) 53 85 1)
I )

W55 H Rodentia

A Castor fiber/ 7 E N2 81

g

A @ Microtus rossiaemeridionalis/ 18 P 754y 34)

A M. subarvalis/ B N2 5]
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REK H Primates

A & X Homo sapiens/Z$fH 7 %3]

A CHURJE ;& E BRI % . UN FALRAI ; @ - A E 7 B 4

MBS, W RARESE B 2 2 s W) 26, o

TREFRMENY), WA R, &1

174 Fhh®y i, 24180 2 Fh(1.15%) IR T 17 #0(9.77% ) , 911 1 #1(0.58% ) , AT 5h¥11] 9
Fh(5.17%) s ] 113 F(64.94% ) ARSI 11 Fl(6.32%) , BRI 21 F(12.07%) . T iEsh
YiFpin % , OO B R R EhY) ARSI AR she , ZFLah ¥ ik L sh W AUCE /DB iFse ., 35 8sh
P 113 P L AU 109 i, 5 96.5% , BRI AR H 75 B, R RUNFIZERY 68.8% @ H 18 Fh, i 16.
5% ;B H 13 F 5 11.9%, BRI 21 Fpdr RGO 1 Fl, S92 Bl iHZLA 18 F, HIAEZIY 17 B4
MBI AFNSE A 16 Bl WIS E 1

http ; //www.ecologica.cn



10 141 eWE F PRI ER B 5

2 Y HERRERRETR

2.1 HLRRSE

42 91 52 Fsh T B R 87 I8 137 B, K2 B 8 T20E 5 0 8t B, 40 Merhanobacerium
ivamoui ™ FEKIF RS SR EELBREE ™ KA Sh 1 e LA K20 it UK, % 2 91 L
WA 18 A MR B Bradyrhizobium, sp. (8 ¥X) JAFT# Enterobacter sp.(7 ) JHiR 7aF A KE (6 IK) HZER
B Staphylococcus sp.(5 ) JAKFHE Enterobacteriaceae sp.(5 IK) JBEERTE Streptococcus sp. (4 IK) 32 AT IR FT
W4 ), I3 WA 11 Fh, 510 B4 B2 S AR IR Bacteroides sp. \ ZEABFF I Bacillus sp. , EL K [ & AR
P MELE R G (Klebsiella sp. | SEAZED Methylocystis sp. MRIE TR Rhizobium sp. ZLEKH Rhodococcus sp.
HHAEHRIE T Sinorhizobium sp. SEIRTEIK Treponema sp., P2 KA 23 ., B 1 IKAY 96 Fi, 24 5 43 A
FM 70% . ZECFPSRALH B 1 U, RUIBIETE 19 sh PR SATIIR D | e i) [T R R S48 hy 20 B, S PR 2 25 14 i
BT BE O (R U A AR 23y - A A A AR 5 B AR N A TR C A AR B [
R D A AR ; AB AEY LA A N A= B AR AD  AE )R 2R/ B A [ U BC AR N AR/ FE AR B [
R B R e 2 R )

R2 PYHLEEREHREESER

Table 2 The Species and ecological types of animal symbiotic nitrogen fixation bacteria

75 B/ [ R BRSSOk R IR i B/ [ R BRI/ SRR IR

Host/Types of symbiotic nitrogen- Host/Types of symbiotic nitrogen-

fixing bacteria/ Literature sources fixing bacteria/Literature sources

Z AL ] Porifera , % 14l 4% Demospongiae Nasutitermes graveolus/ Enterobacter sp. , Staphylococcus sp.'*!

Ircinia  strobilina, Mycale laxissima/® Azotobacter ~chroococum.,

Desulfovibrio ~ salexigens,  Leptolyngbya  sp., — Methylocystis  sp.,  Nasutitermes nigriceps/ Ensifer sp. ™

Myxosarcina sp., Tolypothrix sp., Trichodesmium thiebautii''*)

Neotermes  castaneus/Arthrobacter sp., Bacteroides. Enterobacteriaceae,
[90]

HIMEh¥1] Cnidaria 49 Anthozoa

Myxobacterales, ©Staphylococcus sp.

Acropora  millepora/Alphaproteobacteria  sp.,  Bradyrhizobium  sp.,
Cyanobacteria sp., Deltaproteobacteria sp., Desulfuromonas sp.,  Macrotermes — sp./Azotobacter  sp.,  Beijerinckia  sp., " Clostridium

Gammaproteobacteria  sp., Myxosarcina  sp.,  Sinorhizobium  sp.,  pasteurianumm , Klebsiella sp. %)
Xenococcus sp.[zﬂ
A. robusta/Bradyrhizobium sp., Paenibacillus durus, Rhizobium sp.,  Odontotermes formosanus/"" Klebsiella pneumani(ze[gsi; B

[27] [80]

Sinorhizobium sp. Klebsiella variicola

Pocillopora damicornis, Acropora millepora, A. muricata/Bradyrhizobium

sp., Cylindrospermopsis raciborskii, ° Desulfovibrio salexigens, Dickeya 0d s disi  Paludib Lo [88)
.. . . . tot S 1 1 :
dadantii, Methylobacter luteus, Methylocystis echinoides, Nodularia onfotaenius qryunetus/ Fatudioacier propronicigenes

spumigena, Trichodesmium erythraeum , Wolinella succinogenes'>!
Montipora capitata, M. flabellata/® Acetobacter ~diazotrophicus

Azomonas agilis, ®PA. macrocytogenes, ®CAzospirillum lipoferum,

Azotobacter  chroococcum, "A.  vineladii,  Bradyrhizobium  sp.,  Conorhynchus pistor/®" Klebsiella pneumonia ")
Desulfobacter  latus,  Halorhodospira  halophila, — Marichromatium
purpuratum,, * Mesorhizobium loti" >

Porites lutea/Acetobacterium woodii, *Bradyrhizobium japonicum, *®

Burkholderia cepacia, Chroococcidiopsis sp., ©Clostridium themocellum, — Dendroctonus frontalis, D. terebrans, Ips avulsus/Enterobacter aerogenes, ®

Ideonella sp., Leptolyngbya minuta, L. nodulosa, Marichromatum E. agglomerans, E. Sp‘[zo]

purpuratum , € Pseudomonas stutzeri'*’

Pocillopora  damicornis/®"  Azospirillum brasilensis, * Bradyrhizobium
denitrificans, B. sp., Chlorobium limicola, C. phaeobacteroides,

Klebsiella  pneumoniae, Klebsiella sp., *Rhizobium rosettiformans,
[49] |

Dendroctonus valens, D. rhizophagus /° Raoultella terrigena")

Sinorhizobium  sp., Teredinibacter ~ turnerae* Y Azotobacter

chroococcum BC Azospirillum halopraeferens , A Bradyrhizobium

denitrificans, Klebsiella sp., © Pseudomonas stutzeri, Rhizobium sp.'*)
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Host/Types of symbiotic nitrogen-
fixing bacteria/Literature sources

EA 1] Annelida 3£ B4 Clitellata

Pheretima vittata/"¢ Klebsiella oxytoca' %

T Arthropoda 5 48 Malacostraca 9T H
Euphausiacea; H 7240 Crustacea 5% 2 72X Copepoda

Euphausia Copepods/ Chlorobium  tepidum, " Chromatium

Sp-,
purpuratum, Desulfobacter curvatus, Desulfonema limicola'®®)
FHUZK Insecta

Cryptocercus punctulatus/ Desulfovibrio sp.' ™!

(2],

Mastotermes darwiniensis/® Citrobacter freundii Enterobacter sp.,

Flavobacterium sp. , Streptococcus sp.''> ; Desulfovibrio sp.!?*!
Zootermopsis angusticollis/ Treponema sp.[gs]

Cryptotermes primus/ Enterobacter sp. , Streptococcus sp.'')

Coptotermes formosanus/® Enterobacter agglomerans'®’ ; Acinetobacter

sp., "PKiebsiella pneumonia'®!

lacteus/®  Citrobacter  freundii!'*;  Enterobacter
[13]

Coptotermes sp.,

Streptococcus sp.

Heterotermes ferox/ Enterobacter sp., Streptococcus sp. (13]

H. indicola/ Desulfovibrio termitidis'?)

Reticulitermes lucifugus/Bacillus sp., Enterobacteriaceae, Erwinia sp.,

Rhodococcus sp. , ©Staphylococcus simulans, ©S. haemolyticus'>]

Reticulitermes flavipes/ Desulfovibrio desulfuricans'*

Reticulitermes speratus/® Clostridium pasteurianum, Desulfovibrio gigas,

Methanobacterium ivanovii!**

Nasutitermes exitiosus/" Citrobacter freundii, Staphylococcus sp.''!

i F/ 18 S R IS/ SCRROR
Host/Types of symbiotic nitrogen-
fixing bacteria/ Literature sources

Bactrocera tryoni/®C Klebsiella oxytoca"

Ceratitis capitata/®  Citrobacter ~ freundii, —Enterobacter sp., Erwinia

amylovara, "CKlebsiella planticola, K. pneumoniae, “°K. oxytoca,

Pectobacterium carotovora, P. cypripedii, ® Pantoea agglomerans'>*)

Acromyrmex octospinosus/ Rhizobiales "]

Tetraponera binghami/ Burkholderia sp., Flavobacterium sp., Rhizobium

sp., Methylobacterium sp., Pseudomonas sp.">")

BARFITT Mollusca A5 4 Bivalvia

Lyrodus pedicellatus/ Teredinibacter turnerae!®’)

BRI Chordata F& I 11 44 Actinopterygii

/B0 A Azorhizobium

Cellulosilyticum

Panaque  nigrolineatus Azomonas — macrocytogenes ,

sp.,
lentocellum , ©Clostridium arbusti, C. beijerinckii, “C. papyrosolvens, °C.

sp.,

doebereinerae, " Bradyrhizobium  japonicum, B.

Methylocystis  parvus, M.
[67]

tyrobutyricum ,  Desulfomonile tiedjet

Opitutaceae, *Sinorhizobium meliloti , © Sphingomonas azotifigens

AR Chordata T FL4 Mammalia

Bos  tauru/Acinetobacter baumannii, ®CBacillus methylotrophicus, ®B.
sonorensis, ©Staphylococcus caprae'’

Susscrofa  domestica,  Cavia  porcellus/®C  Enterobacter  cloacae,
Klebsiella aerogenes!™)

Ochotona  hyperborea/ Bradyrhizobium  sp.,  Bryantella  formatexigens,
Clostridium  cellulovorans, °C. pasteurianum, Fibrobacter succinogenes
subsp. succinogenes, Sphingomonas sp., Treponema sp.''*!)

Ochotona  dauurica,  Ochotona  hyperborea, Ochotona  mantchurica/

Bradyrhizobium sp., Bryantella formatexigens, Clostridium cellulovorans,

Fibrobacter succinogenes, Sphingomonas sp. , Treponema sp."®’

Meriones meridianus, M. tamariscinus/Bacillus sp., Corynebacterium sp.,
Enterobacteriaceae sp. ts2]

Bacillus

Curtobacterium

cereus, "B.

sp.,
[84]

Microtus  rossiaemeridionalis/ Arthrobacter ~ sp.,
BC <
B. sp.,

Micrococcus sp., Myxococcales, Rhodococcus sp., Staphylococcus sp.

licheniformis , subtilis,  Bacteroides

Clethrionomys glareolus/® Bacillus licheniformis, BCB. subtilis, Bacteroides

sp., Enterobacteriaceae, Micrococcus sp., Myxococcales, Nocardia sp.'®*)

Homo sapiens/"° Enterobacter cloacae , Klebsiella aerogenes' ™) ; Coprococeus
catus, C. comes, Desulfitobacterium hafniense, Eubacterium hallii, E. sp.,
sp.,
Megasphaera elsdenii, Methanomassiliicoccus luminyensis, Ruminococcus
[93]

B0 Klebsiella  pneumoniae, Lachnospira multipara, — Methylocystis

obeum , Pyramidobactor piscolens, Roseburia sp.

2.2 I A RE R SR AR

2 IS S I A [ U RIS TR i A [ U A A [ U 4 2 A AR Y

Forf 40 Bhig AR A

A [ B A N A T U A AR B T S0 A T S0 T DA o AR A [ R 6 A 1 ] RUAR 9
&) \Bradyrhizobium denitrificans e A KT MR R B L E AR v A AR R R . Rhizobium rosettiformans | B e R e
[k R e G =N U AT S B N RSN 1 L L S IR S RN 7 R AU LS R (O S < I A i 7K RIS
WIS A TR R AZ B, A AR B [ R 8 M VLT AR T IR ARID AR T N T IR AR T L S0 I M R R
Sphingomonas azotifigens | LI “F-# %] BK TR 5 MR 45 BRI BT IR . AR AU 8 b B A M AT | [
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Wl A A R G O IR AT MR I | I IR R B e SRR I e | A P SR T . It/
A TR 1 BIVE 2P SO AR T . RN A/ AR B T R 8 - U 7 T BRI s I R B A R T IR
B BB R 2 AT T A R AT B B AT L R SRR IR G s TR IR . AN AR AR
TR 2 7l 3 SR R A 48 e R A TR
2.3 [ AR AR e

T 1 B PR L SR P AR T U 0 — S ] U TR R A0, R BETE AR N RETEAR R AN 1 E
FEUT 2 2 P AU SRR R AR B Y S AR A A A B R T BB U B T B A
B P A AU Y R AR AR Frohlich 257 I MY Nasutitermes nigriceps 7 18 53 5 3R A% 1 G TR
B Ry, % 12 Fp ZRHE ) AT HeA e FEB L BN e 1 ST R 1 R | I S S ) g T A A
TS [ R Z AR A SR B el . = IR BOh S5 W45 & B8 T 20 | T 208 A0 235 A AU AN E TR
PEPN O A e B AR | BT ARR TA  F ERAT  RLME E E AK  J TAR A A R
BRI, B SO B AT E A A P9 A 1 R, MR R D i A A A A ) 9 A A A A T R, P SRR AT R A A e A [ R
LR (R A TR Y A RN A R AR PR T R Th A R I, SR SR WY A I P T Y
PRIGALT- LG A R O AR S A2 % BB U VF Z R AR AN 2R, — SR REIE A M AR RO P, A B O A, 7 1
FHNBREIERKE

3 PYELERRERIFRIER

Sy A [ U AT RE R IR S Rk O A R NERIE PR A 00, A e S AR TR R R B
(1) — Iy, Sl B SR AN GE Y | B 2 sh 4l & Hh A i HAH ALl N F IS0, Hh A2 s BRI R
S5 Fp e fh A AR A ) AR 2 i A4 | A DO A W RE A T A R AL A 3 R S, O B 40 7 A
KRHEE JEBRER A X R Gl W R AsiPrE 1—20 Bk TARR 4B B, 21—56 H il 4b T id
BrBe,57 Bl e BE A 2B B, M7E S 2 D RE S8 35 i B v HL 1 18 A B D BE RIRAE Wk v 2 2 LR R B
AR (2) WEFLA AR R R A TE T Y (HBEA A A I T AR SR A R BT i . B L AR 1
2 d N HEPEPRSR (ORI AT A A BE KR ) s 2 5 T 8 W 8 v, R W BB A S5 55 2 A H A TR
W, B EE Y AL A S — AR LA Y (3) SIBI AR P e A T 1 %40 A7 A I RSP P e
WA WA H AN DI ) X 38 3 22 B e TR VPE IR Vibrio sp. AT PN AR, ARid )
(PRI 5 4—5 H IR ML) h— R 5% 4h JEARCA I C 28R AP, (4) R 2 5 R RSPk N
SR A FPSS BB i1 LAEERE (NI AR BRARRIAR R ARGV S A Y R
B SR EREEANTE ) AN ICIL R B R BR I MR R S YRR A AT SRR AN T
RN, B MORRAE ORI T ZEAA B R B AT R R W R
U™ a4 2k B0 U o R K LR v 4 e A EL AT [l [0 SRR R, LA LA o i T 7
B HZEARIC 1 SR A AT BRI 2 5 B 1] TG T ] O o e SR ol e 7 Al ke T A 18 R B 3 DA % &)y el R
T PTEE A 1 3 R A A A A2 D M T A T R BRT A A G - 2 (] A A BB, Ayayee 5
(2014) {2852 2 i I B Ak PR G A2 A B ARG 20 R 1 | [75] C teik PR) R CHCA Sy i e, 2 PR i 240 T R 51
SR AP A 38 % HEA T I AR A AT e

4 FHYHEFERIER

— BN Sy Bl Mg A R T U T IR R T DA R A S PR [ R — el BB A [ U U 7
E A BT AR AT A UK I [ JRU B A SO < A AR TR FE AR AR B | I T 3 0 1 A A A i B
(¥ S A 20 L S AT U RO S A AR 4 I R, G I 1 AR £ T R T S
MBI A A G FR R W I R IR T AU A, Sl A AR TR I RO P S 2 IR
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i), BB S IR [ RURAAIE . FTBORR S | L B AN ] 24 A R4 mi [ 200 1, e B o o R
SR DR B AR R B LAl T 9 S o SR i O 2R o [ SR T Y B ) — S B IR A
B P T PR e A5 AT ORI B I e s A VR AR BRI N (NH,, ) , S0, 5
KNO, 21l 3500 15 1 7L P T i A B AU I B URE D ) 4 B AR M 20U, 1P 2 R0 KR
TAMEIRETE B2 T OO e P A B AT REPEAN K Vecherskii 45X RO T Ik A=
B [ ST R )« 35 AR SR ) L A S R PR SR AR F T 20 T RO 1, 3 S0 3 PA) A R 9 5 LB T Y
R PRIHIA i S A R 2 IR DG R B TR AR, (B B 5 3 I Sl 4 i T A Rk 114
DRI AT IRAIR I T S A A A A S TR R TR P A A O L LA I R R A
DI, sl [ 5O X AR o0 R 6 BERE 70 B 1 3R M U AR DT 0, AN BEHERR L ML AR IR R A A

5 YHEFERNRMERSHESESHE

5.1 SR R AR A5

SAUVE pH R R A TR 0 25 2 T A 3R ) TR bR TR TE AN RO LE SR bR A ] B 25 5
IR RS AR A PR SR A [ R AR KO RS A ICR 280 B A WL T I iy B R J5
e, e AF FIUYIE X AT B 2 2 b S B+ USRI RO S 22 5 3% R AR = 2 ]
LANUPA B 53R o 1 A TEAS TR A LA AT ) i 8 N U< U pH ARG IR SR O B 22 S 2 B
R ORI G LAY I i 4 B8O B A 52 B AS [] DX, SR TRC4AUR 29 o O I R FR Y 60% , Ferb AR
it 1R L A TRV A o g T PN RO 2R, TR AR B 36 U i 2 L BB (40% ) TS B RS ER SR . 5 IO AH
B, I B 3 v AL S8 R B sy, 3 i A DX A 0, AR e AN H . — > XU I T ) 2 o
AL B JE DX, 73— A e I BE DX, 48 ORI LAY b 3R 0 A e (0 DR SRR AU S8 B A W 45 45 LT, rhos
TRAT TR B DR RIS S R A I BR TR 137 T | 1T PR TG 2 1 = R A i R BE AR IR A > . LA B Y kol
B AE 7> T P RS S 5 s 4 B BB ORRAEEA — AN PRAAZG X, i g 1] SR s
S o R R R B A TR AR 5 i o BTS2 i BE AR T 25 oA de K B s R A i 85 F
] R 2 Tl i — 2D D A b A i A sh Yy 2k LS B, LR AU R T O R B R e
Jo vy PR 110 M — 3 A7 DX SR A o [ RO 0
52 ARG

IE6] U — M5 22 R A I U A A LAt e ] 2R o vy e R ] R ) R A A5 D7 T oK . B T L
5569 th B & B Pseudotrichonympha grassii fA3% & HUN A2 B8 Azobacteroides pseudotrichonymphae T 1Y, = 5 3t
GO W= 7/ b iBoN RE 20 i1) 78 R NG B 7R R C ) SV SR A R SSEL L s NP N TEA L N € T E = 7 & A WK oE %3
HUERL, 2O A O3S T ISCRE B 5T, Ry L CRN TR B R . AL pseudotrichonymphae W) 3222 671 53 [ &
AR EFRIFAL, R A BRI R R E SR . RGN 5 A 3tk & Bt Barbulanympha /K584
VP AMEA (DT B, ik e A TR [ R 1, SRR MR Bk Ity i = B E AR B SRE M
Salsola inermis "N AFHY) , 5 HEG G L KHE B 5 38 18 2208 il 22 e B A IR B il = T A . IR il B %
WEE TERLIAR TR 28, DACARAG B R K 702558 SR I ok B 3 il 48 v 7 1 Qv o o A B U PR L R R
F ISR A AU — B AR AR DR EIAE T, AT R 25 AR R R AR B FR TR, H R
8 U S B R AT A T S T AR TR A R R, AR 4 R R M S AU PR WY
A-9R 1 R B A AT 4 2R O3 A v R I TR R AT VR S R SN A I TR S TR O S R R A R I B AT e A
FM RS2 5 gt R A T R —Fh AR B AR A SE . ATAHSE b5 AR AT Deshayes IR, BRI P9 (4 S AT
TR E T o g AR ST 4 3, tumT i >

6 ThHYMHEEFER“HHIEL

6.1 Sk NATR kgt
RS B A, XA A i B A T AR AU A A LR R B IR sl TS bR . A AN
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SRANY EBEA 4 FhEit. (1) SRS U (GS) /4 & R 4 U ( GOGAT) i 42 B 548 & R (Glu) 1E
GS AL T A A & BEME (Gln) , Gln 7F GOGAT AL T & ILFERE 4 o- B 1R, £ 2 4+ F Glu, GS A 3
J.GS T EZAFE TN ; GS T = ZAFAE TAHY LA Ao LA S EAZ AN 3 GS T A BT L IR AT 1 — IR
AU FEANTA . GS/GOGAT X MR M i, EBAEARE Mk B i R 41EH . (2) &M 2 (GDH) &
7. 85 ol fR7E GDH f#4k T4 5% Glu, GDH A Wifl, NAD-GDH F&f#4¥ & 1R , NADP-GDH ] T4 &2
MG ., GDH fEm 2k BERT 5 = FER . (3) WRRR I (ADH ) 344 . ADH £k P TR R F e A ol N 227
(4) REZRRBHE . ACIES) R IR A A R A& iR
6.2 AzhWiE 8 AnEL

T 0 A L R 5 A, TR AR T 0k R BESS M MR KA A W RN Kk B AR G A PR K AL B S T
I RERI AR AR, J5 7 AT R 2 R AR AR, ek &) F B4R A gE =
FURTRZR, 4 40 i s 2 AR 52 258 1k GDH Al ADH 3242, ARZS M PEBR KAk & W o 46 Ak i
KA, BSOS AR R — S 205 | DU RO TR R oy F 20, AR LR 4 o0 i v i & A R 2
BRI GDH BARHN GS B AR, AT LA L A Z Fh A B il 252 , H K ZBURETE GOGAT B( 42, B IR
AEEGEZ B A BRERRE T, AT LAV ME— AR A A B il 2 LW 2 4E K 752K, GDH Fil GS-GOGAT
WA HE LR 2 R EERA
6.3 IMEIAN W AL

B XoF 22 P 17 A F P R 4 L 5 o 95 P ) 5 o, R S 7 S g B 4 PR 4 R I Y, B SR R B E R
MR L RE i, IR BB T GS/GOGAT iRARHs 2k A y a BETR (DLIE] 1) o PREE v (%) 22 2 I3 i s 0 N\ M B 440
JLJT , P A BRI TR, 3 3 GS/GOGAT & 2545468 Gln 1 Glu, FTJE A Gln Glu 7T LA B 56 # iE A
I i R A L 5, TR A o B R R, B R B, AR B R B AT R A I R SOR
FHECHE ARSL I REAN IR ABATAE GS/GOGAT 121 GDH 4%  (HFL AL R I AT i e AR R )

/ B 4 \

BB

HER HHER RS / ATP

BER - LR « Gln-Glu —Q}

/
R hGS/hGOGAT,

hGDH
22ng Nmg' h!
\ wET Y Ty A /
BT <—) HS

Bl 1 -t 2k A R R 4k R i B 18]
Fig.1 Model of ammonium assimilation in the coral-dinoflagellate symbiosis
6.4 HWURNEYER o AW A S E R L
6.41 HELFLAB-IABI R B -NAE R Sk
BE I A WG mA A s P # & B Pseudotrichonympha grassii, TA % & B A5 N 24E B Azobacteroides
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pseudotrichonymphae,, 5 7 N YA BT 214k 3 00K B DA 3% At A 05 | 3R A S A 800 AW ORI 1R 55, 1 — 20 R I8
I CO, FH, , A= A K LA HE A B I, 76 7= R AR IR R e, i RE R o, A 2R T U
FEE B A S AL TR . B AN A B Bl = IR B AN GS, [ ZUE iU 2 0 UE N AR AR N GS i1 T A= il
Gln , BETTHe A HoE RS T, BRI U Z R e A\ B AN S N AT & BA DL R AL, BITiE
JI A R 2 P AT AR R Gln RVECRERR 5 L (181 2) 1

Pt e 4

kL
( : >—) N

HAEFR BT
RAEIR

[P SR CfPt1-2

B

B2 aZiAN-HER-NEESAEEEERERIY

Fig.2 Model of symbiosis among Coptotermes for , Pseudotrichonympha grassii and its endosymbiotic bacteria

6.4.2 WAL H - AR - AR - A E- 1(TG1) B 514K

WAL B U5 7 A A Sk & B Trichonympha agilis , % % BN AR B8 FUGETRE 1(TGL) |, J5 ik
PR A A [ R . AR BT 4 22 UKL LE B e HUAN RIS P4 43 D22 1 7 - - R S5 B K A6 5, FFTE L CO,
H,  CRRERSFARW ™Y, A=Yk A s, 27 R AR R IR L S R IR . 1o I 9 [ 0T I 2, 7T LA
Pk I, it GS 3RAR A L Gn JEHEA TG BRI, 54k R Z BRI 1 (WLIEI 3) . G ala I MR E SR
W) K L AR AL SR, T B T AR AN b, B 9 R TR A AR T
6.4.3 AR T [ 20 ) 1 I W AR

Bentley (1984) FH PN, /E RN & IREE F7 Nusutitermes corniger T UMWY 24h J5 43 50 I fiz 3 | Sk 30 MUK H:
BB B A= A R I IR S T A R R IESE T AR L A P R4 R TR
PR = T O e > MR SR> 35, SO i > Sk 36> AR &35 B A [ 0= 9 i i
W L7 57, 18 R0 9 PT LA 2ok S8 0 78 T ORT 5% A A (8] 54 7% ) A I ] S A 56 78 o 23 7 1], Fujita 55
(2001 ) XA AL I PRI 22 B« V4 BT GGG P 2B A M %, T P 1) T R TR TR AR R S
TR B8 S IR 5 i v i Foe v o PRI AT I 1 R e R D08 1) Y5 T R 7 i LSS R AR A 04 3% A1 I B AR, T T
it E N\ 1 I 0 o g B O3 A R L PRI T GRS PEAR A X S I e AR TR 2 4. LS, Fujita %5 (2006)
SR N 7R AT A T8 A P 1 07 0 R AR AR A T RIS 11 607 ) 32 8t BRI i, e O R S g
FESK LA B BUAL B A 4G 1 0 SR RS i o R e S B, — B RS SR e
BRI B B R BRI o HE N Sy IR0 R 0 1 TR A WSO AN S S M e L T i ek AT AE
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WET 2P 6 S I A , 6 T R A1 o i S S e N IR AL

g )\
7 HEMBREDDREEFROM e, RISyl > A\
SRR T A T RO AR | o i
PRI 4, FEh AR A A R SRR S e, RECR
PR R HAT A S b A5 AE R A A SN \LL\?\‘ &
VIARE FLHR AT AT A0 2R 9 U, 23 e v v mman v/
fRIG RN BRI . 2 shi i IR 2 7E 98 S R an P
FARAG R A U, T R S SR E N BUE R A B L B e BB (TG ) 8 & it A
B, AN S BRI ESR ., DM EENEE g
G AR B R AE AL 2 S 2 R PEFF KA I Fig. 3 Model of symbiosis among Reticulitermes speratus,
JRZ . WIS A R RREFRAEN TR IR X, NI IR 2 symbiotic nitrogen-fixing bacteria, Trichonympha agilis and TG1
A 27 P R YR A IV F R [ SR T P Bl A R R
BRI

2 SIOSE IS ING S 2 S Rt = M E o 2 ) e R . T A 0 A e S BT B O e e R | g S 2 i o
FEAR R, A BT ) SR R 1 5 A A 45 B S R R A T A AR R R T A LI A e R R Y A7 A T s Ak
PRERANMI P, 7522 3 I, PRERAE A MR L, B 2 PS8 U HEI R A S W 6 | 76 5 B 36 A 4 8 1R R 40 fidt Ry
2, R AR R EFRIEAR

SN AE Wy [ S HAT 2 BELi 50, % 200 M B B, s R N R R A B R M i SR F 2 5 I
T B A AR AL Y 1 R B CE TR BE AR I 4% SRR R S R N R R B SR B
VA, MEYhEARERES  EEAEE Y & e Sk LLE R D 32 AR B P AU FER L
B A=y 11 A I RS 5 2 UE IR A sl DsE o B 1 AR AT AE A AN TR B D AR E TR
KNI BRETTRE IR RIS, WA W R sh ), — R R A B RS L AR AT
FEAR ZRE &, KR BRI 0 1 TR B IR0 A 0, B m shf (R N B BE A, BRI, Bl B 3R B
FRAE TR I, BARAA X & AUS e R i gk tE . BUE & AR S e, o A AR
TR,

8 4HiE

—MIAR , B A A TR R R AR TR RS SRR Y (DA B W R s ik s 7 77113 4923 H
50 B 99 J& 174 F, i FiRya R, AR RIS W SRS 2 i S 2R s Wit . BRI rh g SuRh Y
Sy [ 2R PR ARGt ) 25 R, o S BE PR SRR LA A Tt — 2 A F e A 1 1 R0 0T R 3h i v 3 ok A7 76 1 B0
%, I RNEAERE o FE b RIS AR, WA DB R EE, 2RIt
(7] 2R PR P 25 5 4 A 1 0 o LA P o 9 28 SO AR A T SR A PR A T 2T A AR o [ 2R A A
WA S A TE NI R, X S5 BT~ 2% B A= Py [ 80 nT B EAG 48— 9 181 R DA e 5 TR — i R 5
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TEPERIB T B, i TR AR BB b s | 181 UG PR R DL f B 2 B 4 . X 3R A sh i B
A FEE RHESE, GBI AR E R A AR TR . s A [ R R 2 B AR R AR R S R
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AR, 43 358 R TR FARAIE | BB RO SR BRIE A S & W R AL AT 55 . BRI X Se i BRI AR IR AR T
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