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W OE: AL EREAESRIMINPARXEMER, BIAK & B REA R I AR 3 Fo T AHER 2 R
A RRFHBR 3E PR AN BRAL AR, 4 %) & R BAL KA 4 (Ammonia oxidizing microorganisms, AOM)F=#44L,
4n 1 (Nitrite oxidizing bacteria, NOB)##1b T m%. AOM &3 R A AL 48 H (Ammonia oxidizing bacteria,
AOB)#= & £/t ¥ H (Ammonia oxidizing archaea, AOA), AOB 5 AOA 5% iz, W& At E
Fo RERE F A%, 2015 5F &, 3 MAHILERE B (Nitrospira)is 2 11 49 NOB KAE 52 4F AOM #94%
AET) e, L6 R A EE(AMO) A= 32 M L 2B (HAO), FHEB NOB Fl i LA &R At A= T A BL 3 A
WHIRE S, &% h A2 R AL A ¥ (Complete ammonia oxidizer, Comammox). #%4% AMO &) o I
A B amoA #9484 %5 Comammox 24 1 Ko & cladeA #= clade B. €117 2 0% T A AR An
AT A%, QELEEE. SHR). SRR, TR, SR, EKE). H5KLE F g Rk
J % . KX 42T Comammox #9 &K A FRAT 64wt , &2 T Comammox 1F A R IR K4
DECA PR 7 &) A 5L R AT %
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From canonical nitrite oxidizing bacteria to complete ammonia
oxidizer: discovery and advances
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Abstract: Biological nitrification plays a key role in the global nitrogen cycle, which is considered to
consist of two seria steps of ammonia oxidation to nitrite biocatalyzed by ammonia oxidizing
microorganisms (AOM) and nitrite to nitrate biocatalyzed by nitrite oxidizing bacteria (NOB). AOM
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include ammonia oxidizing bacteria (AOB) and ammonia oxidizing archaea (AOA), which are widely
spread with relative abundances closely related to the concentration of ammonia. In 2015, three bacteria
belonging to Nitrospira lineage Il with NOB-specific functional genes were identified to carry
AOM-specific functional enzymes including ammonia monooxygenase (AMO) and hydroxylamine
oxidoreductase (HAO), and proved their capacity to completely oxidize ammonia to nitrate. They have
been named complete ammonia oxidizer (Comammox). Comammox could be subdivided into two
branches of clade A and clade B based on the sequence discrepancy of ammonia monooxygenase subunit
apha (amoA), which have been widely found in natural and engineered environments such as soil (paddy
soil, forest), fresh water (wetland, river, lake sediments, aquifers), wastewater and drinking water
treatment plants. This paper introduces the discovery and distribution of Comammox, focuses on
reviewing the research development on Comammox and prospects its research and application as a
significant functional group of nitrogen cycle.

Keywords: Complete ammonia oxidizer (Comammox), Nitrospira, Ammonia oxidizing microorganisms

(AOM), Nitrite oxidizing bacteria (NOB)

AR A R (RIS 2o AR P 2 R SR A
M £ ) e M BR EUE ER AU AZ D ARG 4, B R 43 TR
AR th PN A A SE . e 1 T
N, BB AAIRE, EEELYIE (Ammonia
oxidizing bacteria, AOB)¥: 2 & & AL WV il R £h
(NHz;—NO,) , % 1y 4 fk il o 24 5 4 i
(Ammonia monooxygenase, AMO)Fl ¥ Jie i & i
(Hydroxylamine dehydrogenase, HAO), AOB =+
B AR A Ak B4 T J& (Nitrosomonas spp.) R fily
1k W2 T J& (Nitrosospira spp.) % ; A58 ) 2 0 Al
1z 3h A AL 3 B (NO, —NOg ), BNl 1k 40 1 (Nitrite
oxidizing bacteria, NOB)H" V. fil§ f2 £k 1k ¥ Al R
£, M A EE Y R R A LA SR (Nitrite
oxidoreductase, NXR), NOB 3= %% fi fk 12
T J& (Nitrospira spp.) Flfid ki J& (Nitrobacter spp.)

Ammonia monooxygenase

Hydroxylamine dehydrogenase

a3 R RS LB IA ) AOB 5 NOB %L
&, s A A AR AR R i AR, X R
Winogradsky 7£ 1890 A& H UL, Ff HA5 52
AR —EGAA]

1 SRFEARIELER

—HZFLE AOB HIk KR — 2 A b
H¥1(Ammonia oxidizing microorganisms, AOM),
CAVMETZ, Fegok . 50 Ak ke
Fi5 K Ab B ROV R B G . gk 1 BT
/N, AOB J& TZ2JE T | ] (Proteobacteria)f) Beta
. [] (Betaproteobacteria) I AN
(Gammaproteobacteria), 43 7#x Beta-AOB #l
Gamma-AOBE™ | Beta-AOB 4% W fit§ b B 5 &
(Nitrosococcus) . Vi fk.F. it 7 J& (Nitrosomonas) il

Gamma

Nitrite oxidoreductase

(AMO) (HAO) (NXR)
NH, m——) NH OH Eesssss—)  NO,” ———) N -
EC 1.14.99.39 EC1.7.2.6 EC1.7.99.4

Ammonia oxidizing bacteria (AOB)
Ammonia oxidizing archaca (AOA)

1 SN EDEENIRERE T

Complete ammonia oxidizer (Comammox)

Nitrite oxidizing bacteria
(NOB)

Figurel Key functional microorganismsand enzymesin biological nitrification
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Tablel Themain typesof canonical ammonia oxidizing microorganisms and nitrite oxidizing bacteria

(D&} ] )& Z:2 3R
Microorganism Phylum Genus References
AOB Betaproteobacteria (Beta-AOB) Nitrosococcus [3]
Nitrosomonas
Nitrosospira
Gammaproteobacteria (Gamma-AOB) Nitrosococcus [3,11]
AOA Thaumar chaeota Nitrososphaera [3,11,18]
Nitrosopumilus
Nitrosotalea
Nitrosocaldus
Nitrososphaera
AOA (Thermophilic) Thaumar chaeota Candidatus Nitrosocal dus yellowstonii [22]
Candidatus Nitrosocaldus islandicus [23]
NOB Alphaproteobacteria Nitrobacter [29]
Betaproteobacteria Nitrotoga [29]
Gammaproteobacteria Nitrococcus
Chloroflexi Nitrolancea
Nitrospinae Nitrospina
Candidatus Nitromarima
Nitrospirae Nitrospira lineage |-V and others Nitrospira

7 fils AL B2 1 & (Nitrosospira)®!, Gamma-AOB M4,
FE I fil5fL Bk & (Nitrosococcus) ™Y, E % 2005 4,
S — U R BT JE TR 1 AT ] (Crenarchaeota)
i) 4 % 1k T 7 (Ammonia oxidizing archaea ,
AOA)——Nitrosopumilus maritimus™?, 5 4% & #7 %)
23 #0757 1 ] (Thaumarchaeota)!™ , 1 4 5 Sh—Fi
AOM, EREIIHIE T 2R T Fa S BN
W, A EZERREE th 1 204 B HOG IR A A T
bR RS > —0 5 AoB U,
AOA KISt 1431 iz, adfukt® | Lagle
TG KA BRI [ AR ERBE AN T RS, Wik 1
/N, AOA E#J& T4 ] (Thaumerchaeota)™,
(O
Nitrosotalea, Nitrosocaldus. Nitrososphaera 5 4~
BB 24 mIbEER AOA ZJE THiE
B, A KRR T 50 °c A Al Bl
b FliSE & B T 3K A Nitrosocaldus J& g # AOA,
H:rp Candidatus Nitrosocaldus yellowstonii f2HEf%

Nitrososphaera .  Nitrosopumilus .

TE 74 °C K W ir A A AL 1 35 5l P
Candidatus Nitrosocaldus islandicus J2&: 5 /T4 18 it A\
ki —A~ 73 °C PR A M b s g AOAR,
HAR A RIR VSR 50-70 °C® . iy
WKW AOB 1 AOA HIXF=F B 152 A (NH,"-N)
e B IR P2

HEFE B, BT RBBELSRGEA
RWAHRREL, WAHRREL A B =2 B 8D 1 56
RGN 1 0 R <0 A 0 | R S = W U N [ = V) = ]
NOB &L PEfbfe A SR, #A AP RE
PR, A BH B AR FRAE AL R A T REE /N, PRItk
X F NOB HIWF5E7% )5 T AOMP, HATE & B
NOB fuffi 4 ™MHET I 71N EER D, 0lE T2
JE 1 '] (Proteobacteria) . 2k 25 & | ] (Chloroflexi) .
Nitrospinae FIfl{LIZHE | J(Nitrospirae), A& Al
AHB T T AR IR TR R (Nitrospira) 2 e, 270
TH 6N RAERFIGR, HE Linesge 1-VI FLHA
Nitrospira®,
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HLAIY) AOM £ NOB AR 2k E Y, &A1)
AHEAZ A E A AR RRER I RE T, TR
HIEIES, AOM 5 NOB B2 454 UME 58 i
Mgt R, B EAE PR AOM 5
NOB FyFLRMKE . ok, SFRE A L RIFRER ]
% FHAEAS (UG°'=—348.9 kI/mol NHa) B 424
Ak (4G°'=—274.7 kImol NHs) =% W fiff i £ & 1k
(4G°'==74.1 kJmol NO )" A= HIfE & B 2 [ WL ) )i
L)-QNP NS SIS AR, M T4
Atk M7 58 A AL R A R R A AL L R Y
TR AL A Y (Complete ammonia oxidizer,
Comammox) 7E 2 B EE th b HA B RALH, Hik
ELTE 77 SR A5 e T AR K R R 1 45 R AR R
ZHLE A Comammox BYAETE A& BRER 1L T4 o

NH; +1.50,—NO, +H,0+2H"

(4G°'=—274.7 kImol NH5) (D
N027+0.502—>N037

(4G°'=—74.1 kIJmol NO, ) 2
NH, +20,—»NOz; +H,0+2H"

(4G°'=—348.9 kJ/mol NH5) (3)

ML) @A, FIAESE RT3
REE, FRie E AOM FE Ak B 5 AR ik 1 RE 1t L
NOB £ 2 fif, XEIRHIZAM T AOM/NOB %L
R 283 R R A Y R A
FHHFZRSEE NOB MW IRY AL, FE
AOM/NOB KT 2, K4 AOM/NOB i L&
KF 1 BH—ALEEET kT, 7E5LePREE R
A HRI 2 Nitrospira ) FEAR &, B A —FEA
HEHI AOM  FERTS SR M AL Al T B AR
RESE MR REIX PP LG, M\ T3 SN £ 52 150 W) B 455
Comammox £71E 1] BEPE .

HF| 2015 4F)I%, XA RREE— 2
gz a2 e 2 8 7Pk . Daims
ABUF) van Kessel 45535 & BUAIRE T 3 48
F Nitrospira B2 (437 /& Candidatus Nitrospira
inopinata, Candidatus Nitrospira nitrosa I Candidatus
Nitrospira nitrificans), JfuESE T EAT#HA 2 F2

ZAAERETT, B8R AT DS s A AR
THRRER AR, 4EFk>h Comammox., Comammox fi
RIS AIEFR L FEA T — a8 nihiR.
Daims PO AR 2 Wik m R Hu X Aushiger
) —1~ 1 200 m ¥ IR EH: A I FROK S BE 2R
LAY, T 46 °C HEICHIAN T M I E %S
A AOM, AR R 2 A A AL AU R R i
YITEV% (ENR4) . ENR4 AU —FIE A& Nitrospira
spp. [ E YR R, [ BT & — A IR ERE, H
TERER A KBESBRE M AOM WA Y
o WAL, FEXTEHALAN R T e rRNA B ] PR
(5 54 24 52 (Fluorescent in situ hybridization,
FISH)SE 80 1k B ENR4 4275 Nitrospira J&fis{L i,
FRRA R o2 B fLRE J1 1) Betaproteobacterium,
K PCR i ARTE ENRA FE K A5 K 24Tl £
41 AOB F1 AOA [ amoA H:[H 5}, 16S rRNA FE[A
R T AR5 ENRA TS OL, WA $E UL DNA
IFEAT BRIy, AR 2 56 DR 2 0 45 SR 1
FXFE R BE TS, Nitrospira 72 ENR4 H (5N
HEM 68%-80%, HKZ Betaproteobacterium 5 [
18%—29% , 4% P Al G AR W 19 o5 L B FLAS B
2%, #E—HiFE ENR4, fifi Z 4k 2L & 5 IFfr 4
7 ENRG6 i fff . ENR6 i fF 15 1A 2 A 58 2 5
AR R rRE ), H XA Nitrospira (60%)#i
Betaproteobacterium (40%). & T ¥ Nitrospira
Mg Rt HALBA A mEe)r, Mo nl A
ENR4 il ENR6 % 3 [F 41 J 5] v 8 g 52 45 1Y)
Nitrospira JERZL, LI 2 A& LR IR
Nitrospira & K 20 & 0 A #9 , 3% TR AR 8 i 44
Candidatus Nitrospira inopinata, Ca. N. inopinata
FLAT A R R S Ak 1Y) O Bt U AiH R R SR AR
JRAE(NXR), HIERH AL 5 St NXR 1 o F B F
FE(ED nxrA A1 nxrB JE[H), 5 HARMA Nitrospira
FER AR5 2-5 > [m1I545 DL nxr A A7 nxr B B B
AN[E, Ca. N. inopinata H#577 i SE 5L K 1) — 45
D, B3RS, Ca. N. inopinata it A &
SAALHERERGE AMO Fil HAO, {HE{TH amoA %t
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548 AOM Y amoA JERIARTH, [Ht7eF] A
PCR AP0 ENR4 1 amoA J A AR gk 11
Ca. N. inopinata [A] HA & AL A il i £k A Ak
RAERE D, 560 R L B 2R 2a ke . It
b, ENRA AL 3Tt 40 BT Fr) ik D] 20 Hh A 445
RIS AL RLIN , RBxX 3 FhILAE a9 fE Y2 A
HH H FRE ) Nitrospira™ A= A MUY E A RERE 1)
SFRMAEY . FET 16S rRNA JENFI ARG L F
Mr#EH, Ca.N.inopinata)& T NitrospiraJg@/ 12 /1
ISR N, 152 1 FhEHA AT % 53219 Nitrospira Rtk
& N. moscoviensis, N. lanta #I N. japonica, {HEA]
SRR NOB, R R AL LR
SRR, van Kessel ZEPIMIHERK = 5758
FRGE 2 T U it 1% DR AR 1) SR A (HH K i 2
FUWEE/NT 100 pmol/L), Eatdg a4 Yy R v 45
TEARA ST (8.1 pmol/L Op) b 1 AR ¥k B2 1 24
A OLAHER ER AN RR R K = A 5 AUE PR OC 1Y il
AWy, fE 124 HNE ERIREA R AR R P A
RO AH PR ER AR WO REVR . FISH Rl 45 2R o
Brocadia Ja& i DR 4 2 A AL A= ) o7 AT AR P B
7511 45%, i Nitrospira J& 4 fild £k 40 ok 2 5
15%, Jf-#1 Brocadia J& MMM BEEsG, &
FAREE W AHIRER R AE K o i THESY Nitrospira £
YRR IhRE, XE R IR HUE RV 1R
B DNA JE#EATINE, i3 2 e mm
Nitrospira #JFpFER 4 H K . X 2 ASBRRRIE R 4117
SRR BRAH I (ANI) A 75%, UiB AR 4
Fli(Nitrospira sp.1 Fl sp.2). EATEBHEM T 4R
L4 AMO Fil HAO [, LRI fifi R th 421k
Jir b5 ) NXR 5, KB Nitrospira sp.1 #1 sp.2
HATK R 58 2 FAUE IR ER v 1. eAh, X 24>
Nitrospira f#/E#11) amoA LRt 5 8% AOM Y
amoA JEFIAN[E . 15 NCBI nr $tdi e g & 5 2 4
Nitrospira 42110 amoA Jik [RAR IR B & 1 3k
R, k5 ORI ) amoA i [R] (R) AR LB 4
K, ZERGELEE LETARG L. A@rE,
Nitrospira sp.2 i) amoA 5 Crenothrix polyspora

FOFTIRE R Y Be BN 42 (PM O) Y o .2 (pmoA)
HA 97%-98%I {4, Nitrospira sp.1 (4>
amoA ¥ 15 Crenothrix [ pmoA A L1 & ik
(90%-91%) . UEHTXFPFERE ) amoA JE K Z Rt &
BRI, FURES ML) S PMO AH R JE R
ZH . Nitrospira sp.1 4y 3 57 amoC &
, HH 14~ amoC 555 2 4~ amoA B i — 1~
., BEMIZEA 97.7% i & Kk R A Lk .
Nitrospira sp.2 H/55 24~ amoA, {HE5 75 4h 44
amoC FIZf 2 4> haoA BE[H . Ak, TEEATAYILAS
MR R AL A IL R B, Nitrospira sp.2 #5744 4
JUT-HH A 9 (>99% 24 L g AH LI 4) NXR 8 o Fl B3I
J(nxrAB), Nitrospira sp.1 #5747 2 A~gmtAH [F 1
nxrB, LUK A 2 5L 2 AH LM A Ch 89.6% 1Y
nxrA. Daims 2R 1) Ca. N. inopinata Fl van
Kessel %Pk 2 A¥FhZ a1 ANI {EH
70.3%-71.6%, FHEA1 3 MEARFEMMAED .,
T 16SrRNA JEN B R G L F 0 HTiEd], X 2 Fp .
A e E A AL ) A YL s F Nitrospira J& i
Z 1, 5 5¥fr4 o~ Candidatus Nitrospira nitrosa
1 Candidatus Nitrospira nitrificans™

Comammox Y & AN T AATRET2E 4
bt B IR, RIET SR T2 AR B —RIEA
EE A — 05, fU4E Comammox i ZHE
FAEBE HRIT AR B AL RR AT LA B 5 LA R
PEATHRE B E A B X R G
3 2RALKNMMEDH A5

T #57~ Comammox 78 A [ A= 35 v 6 43 A LA
Kz, MREEALEBESDIZREY
Comammox 1) amoA JEEIAHRIR 741, HiddE amoA
LD A AH AL Comammox 73 4 R 73 32 clade A
fil clade B (3% 2), Bk AARRIMAIEFEA, 1
AR . B0 SRR .
AL RATUR . B d5ak kB
A OO R 3 A i SR AR ER B R
##| Comammox FE7E IR HEEY ., Comammox
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Table2 Distribution of some comammox clades

Via FH % B78:75 GenBank &5 5 275 30k
Clade Country Environment GenBank accession No. References
cladeA  JF> Finland KK T AR AJ564440 [41]
Pipe biofilm, drinking water distribution system
15722 Netherlands Lieshout 57K A3 AEJ133966.2 [42]
Waste water treatment plant Lieshout
H 7 Japan e HH -3¢ AB222896 [43]
Rice paddy soil
EAA Italy Selant Apulia #F 7k DQ984193 [44]
Groundwater, Apulia, Swlant
S%[E America AR J5 7K S R 7K DQ008369 [45]
Groundwater, Eastern Snake River Plain Aquifer
cladeB ff % Netherlands Ewijkse Waard b [X 32 i - Ji 1 45 CAZ27655; [46]
River floodplain soil, Ewijkse Waard CAZ27656
[ Germany Gleysol b [X 1 + 1% AJ868245 [47]
Gleysol wetland soil
%% i Russia I rtysh a1y U ~F- J5L - 38 AGS41496 [48]

River floodplain soil, Irtysh River

MEARAAEEFEAE, BESEREAARET
AR S AOA YA FARESSAL, 1T AOA 5 %E
FEEW A T R B, I LA R B AR AE
Comammox J& AR AAEAFFR I A REE ,

31 hkAKHKRS

Comammox i 7 7E 24 &k B BRI PR v AR
K, REMHOKRERE AR P AR BR(E =
0.5 mg/L, It A RAKA™ R G K S EAR AT
AE /& Comammox MJFEAH AR Z — . KM
Comammox Z i, LA Nitrospira /i) NOB J {2
I3 TR AT B 28 M 25 K LK R G
i AT Pinto 5152 A H K Ak B 2R
TR E ORI, Wt AN A TR,
3R1F—> Nitrospira J& 1) NOB FEH 4, xFEHA
HA @A LB AMO F1 HAO Y& EHHIE
B, R RGBT 2R AR .

Wang % P T 45 58 1k Tk B2 K & 48
Comammox Rt e, I FH 22 5L 1R 20 2 5
TR AR TR AOK L . [ Kb H
JTHMIBOKEER 12 DMEYIRFEA TR amoA 3
, GERERWK FUBT Ny fir AR A A R ) AOB
amoA J7* 1] /& Comammox amoA J¥ 4] iit) 3.4-3.51% ,

R BT A RAKANER) | 0 Rg A SRR A gt
UEAY . R FORK KA TE DL R AU F R K KA
T 4 DA Th Comammox amoA JF 41 it 3 B 1t 5
F AOA # AOB 1y amoA J¥41, k%) 2-5 152, {x
TR R K T A7 S b o U8 A A rh gt 5
4 311 %:2% Comammox amoA JF41l, Hyttdfeill, 7E
H 3k K Ab B2 S5 H Comammox X Tl Ak AE o] B
BERITTER
32 MIT/KIRREVIERS

R KHERY S EEM, WA E
Comammox J& I 4E K jFRE > — . Fowler 25158
£ 12 R KPR UE R G (Rapid sand filters,
RSF) i) A W) A A SR #5898 Comammox  F A7 7E N
. FEF AN 16S rRNA LAY gPCR 45 5K B -
NOB (W% i B A VI HER) 24%-59%,
H:rp Nitrospira spp./& 21 NOB, P-4 534
ALY 34%, [RIE nxr B LR ) 4% B2 8
Ef1ZJE T Nitrospira i & Il fE#HXH 16S
rRNA JERFT nxrB JEHE P25, IAhEETFIX
WA BRI %) Comammox 432K ks iy, Ky
Comammox [ 16S rRNA 2 [ #1 nxrB 5 dF
Comammox [JAH N FEPRLEAT AR = (AR . it 3
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EFERIPE R 5 Comammox 2% JEAE F X SR EH
FEASETSAAAE Comammox, 255 & Bl Comammox
dif Nitrospira 3= 1/ L FE 78% (M4 16S
rRNA JEK LX) 28% (MR 45 nxrB LA Hu X)), 3
T nxrB BERHE W R RSFR, ATRERA
BORIRZE, Mo, KIEET 16S rRNA FEF PEAL Y
$edAniE it Nitrospira amoA 51#1#) qPCR $dE4s
R—2, 45 EH], Comammox 7E Nitrospira i
o B, RO D A Bl R K A B
Comammox X Ak 52 b7 () BTk K . % amoA
PRI 45 3R 7R, Comammox clade B A £ 1
clade A H &, 5T K% 75%,

[FIFEH, Palomo 2554 )\ — i 7K RSF YA
[ B R 6 DAEVIRMNA, SREFAN)T,
PG 14D JLF e s 3L A 20 .l A Gl o RESRAE
RIUFEA T Nitrospira i 3= ARy, Hrp—A 5L
Wi A AN ERE ., RELKE I RWAIX
FEAAL A Comammox KK R BEIHZEFSeRT B4R
B Nitrospira i 22 | F1 1B dy b iikgs 3% 15
REAAL & 1) Comammox 1] BEJ& T4~ Nitrospira
PIHTIEZR, XL FRIAPAE P id A o 4 s T At
B 2 ) Comammox .
33 RIKMEIKFEFRIERG

& ¥R /K 7= 3% 58 £ Gt (Recirculating  aquacultrue
systems, RAS) 3= 2EF FH A U008 A 25 Bk
il R A, e R E A S RS IR AR K A
A, TEAEY L IR AF AR L,
Nitrospira spp.& 14> Wi NOB )& ™™, ifi
Comammox fata e /8 TiZ g . N TIRP] RAS
JEEAEAE Comammox, Bartelme 255155 — 4~
Ziaf il 15 AEMIRKIEIR K™ FR5E R G Eh
WSUEA PN, A= st b AN [ AR s ) S5 A
AT 16S rRNA FEFWIY , 45 R KA AR S
255 BANERETS Y 92%, Nitrosomonas J& Y& &AL
AN EAE AN B REIE T 5 Fe)/NF 1%, Nitrospira
JE AL AN B o5 AN BRI 2%-5%. Bl e X il AL 4
P TARC L B0 A TA Tafpeiil e, 4558 BoRkE

A EAHMAET Nitrospira H RSk F4MEAR
1) nxrB AL S, P R 85%-86%11
AP R, X6 Nitrospira spp. i 4 iF 52
BERREEMEES) . AR amoA I
nxrB F:[A gPCR &, &P Comammox 1 =E
I AOA I AOB Y F-BE ¥Ry, HHIAHEMIFE A B T
B4 B H Comammox 7] fiE LI i) AOM HL
A = TR
34 KEFH

KA RE TP S ik, HA i ki
AlfESE Comammox (155 — MG E L, SR, XS
TR, XFRAHICHIE PMos H1) Comammox
ARFSE /. Gao ZEPlir g mtH Bt e i
) PMos AR, SRAIXTHRIL R P51 90 TA TofE
WP H gPCR 45 J5 k5T PMos Hf Comammox
A ETEN, SR BRMAMNFHS Ca N
inopinata FE 54 100%H AR, IERT PMos
177F Comammox. [f]if% FH gPCR % FE 74~ 71 Ca. N.
inopinata 1Y amoA A #E T &, HFENEN
(2.71x10%+2.62x10%)—(7.35x 107+4.53% 10" 2 fifa/m® 25
S 5 AOA FIIAOB [=E I, Ca. N.inopinata
() FBEiefik, AOA 1 AOB 45 Ca. N. inopinata [l
JLFE S 2.58-116.57 il 1.40-6.46, L) b5
B Comammox f#7E T KRRy H, (HFEEK
ik, FLXTAS A TTk A e i — DR . (BEARE
B, HER—M5 9k %% Comammox 13
JE 45 R LS bR oA, R R AT RE A7 A At TG
HHIILE Y91 %) Comammox.
35 SIKALIET

15 KA BT TG TS Ve S A Z R I RE B
FHE ST IRAT WL AR 20T . AOM . NOB. Jfiifk4m
PR BERSE, BTG KA PR A 31 S A
FH o V5 Kb BT 8- 40 S 0 i v 1) A W I 8 8 7
FHABEMAMREMAREET, X WRTEE
>4 Comammox A KARME TIE BIAYFREL, Chao 21
JTHERTEK) AR B RIIRE S,
B s 15 K AL BT (R 5 4 S g s HH WSO 1 P ¥ Ul
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AEPIRREAS, TSI 16S rRNA JE[H il i
WIFE . L BEE B EREA R B Al Comammox
amoA A, B 15 CHGE MR AILE Ca N.
inopinata 1Y) amoA J& [l ALK F-43-51 k- 9196711
90%, PN 3 TR T R BT A
YIBEHE T 0.1%, FEARULITEK) B e
Comammox, fHHFEEAR, XA TR
4, Gonzalez-Martinez 255557k 1y 6 4~
EPEGIE RGN 3 A~ AFRMA R G R T
454 FERERRINY , B RFKE RN, £V
NasH B JLAR Nitrospira J#41)J& Comammox .,
Pjevac 10 i %314 PCR BI#1xH5 K Th TS
PeiE 4T Comammox amoA JE:[A [ gPCR &
7, 455 278 Comammox amoA % U1K sk
amoA 5 UL K1) 14%—34%, M IEIR 43 #r b KW
Comammox XJ 57K | iy fbid #2 T BeA — & i) 51
fik. [REHL, Annavajhala ZE07E 6 FE AR Iw] 75 7K
AR A g 5 R PR A A RS AR BT K
HORAE 16 ANFEAR, il i 2 3L R 4B ke IR AR HR
4 Comammox 17 7E, H Comammox (5 FRERT L
124 0.28%-0.64%, LA il B RI5KAEHE) fF
4 Comammox, {HEARUEARXTFREAAR, XAl
IR TTRR AT BB K . e 2 TAEROZIR R LR %
BT Comammox (1Y & 4R 151, #E—2 InRx) ik
J12% . Y 12U BR . B3R Comammox
EEARKR TR, #5836 ¢ Comammox A4
i, F Comammox [T RE S b # e E S 5k
FlR, AR EDRARS T Comammox
XA AL R BTk, I KAL) IR R R SR
WU R T2 e B B SE A

4 ERAKNMEYDN ST ED RN
Comammox #5717 7 57 24 4k AMO Fl1 HAO,
] Ef I H5 17 P A R S fE 475 1 NXR,  Hirp amoA
& AMO BIAREIE, nxrB J& NXR # FbRiC s
K. BERIER Comammox 4= #)J& T Nitrospira
PEZR | A 1100523 s Al 2 4 A 4 LR ) UL

AR ER A ALRE 79 NOBM™ . JLT 16S rRNA =
# nxr BIER Y R GE K & 4R B 2 A1 Comammox
TE Nitrospiraiiy & || HECATE RS, EAT 1S5 3
NOB #ifiife—i#e!™, H Itk 165 rRNA =
nxrB JE K 1Y R G5 & B Bk E BT Nitrospira i
JEAE T Comammox By NOBMY, {H &4 11
amoA JEH 5 M) AOM 1) amoA JEF AR [RIEE
AJ LA ) 357 Comammox amoA IR S 5 1 4
KA kA T Comammox HIFELESS I .

Fowler 255945511 amoA 547 (Ntsp-amoA 162F
F1 Ntsp-amoA 359R)f 4 il 1 T 7K B b & R 4
(RSF)FEAS 1 /) Comammox, 33X X5 [ 47 ] L[] ik 47
14 Comammox clade A Fil clad B 1) amoA JE[H ;
Bartelme 25000 T i g G FR /K % 558 R GREA
Comammox A7 7ENH &L, 1 X 51 4 (pmoA-
189b-F Fl Com_amoA_1 R)¥ HHEA Fh i amoA Jit
. [HZ5 YL g8 K 2] Comammox clade A ()
amoA LA P4 B, I HASRE ] Comammox
clade B f) amoA LK 94 1 ; Pjevac 2%t T
1 Comammox amoA J:[K ) PCR 5| ¥ 56IF £
FhEREEH Comammox Y4 fifE oL, &Rl LI H
B 126 BT 2k BR A 95%1) Comammox clade A Fil
92%¥1) clade B it amoA J: K 41 (3 3).

KK FE H A Comammox FIAKHEL, Hri
Xt Comammox H#1iE 3 [F 1) PCR 4744 5 9 Al A 9
WREF R AW BT FIET, A JF4E Comammox
(14 PR 4 T R A AR R R T B

5 2R EYRTZI 2R
FUEAH SR EL Z84103E Comammox 7E F SR AT
T RGP T Z B A SR G
WALV 9 1E SRR IF 9 B2/ . Daims 2508 2
BT Ca. N. inopinata (295 M EEEN) 60%)
i1 Betaproteobacterium (£ i & B B ) 40%) TR &
R, JfidalifkiEgE Ca. N. inopinata SBFSYH
A PEEEY ) BE R Ca. N. inopinata BS54 1k
S LG 12 SR IHFE NHz il Op, FZH4E NH, %L
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# 3 %t Comammox amoA $FEEE#Y PCR #1454
Table3 ThePCR primer setsfor amplifying comammox amoA-genes

i3 BIL B4 519575 HAs B B B Z2 3R
Clade Primer name Primer sequence (5'—3) Amplicon size (bp) Coverage References
clade A&B Ntsp-amoA 162F GGATTTCTGGNTSGATTGGA [53]
Ntsp-amoA 359R WAGTTNGACCACCASTACCA
clade A pmMoA-189b-F GGNGACTGG GAC TTYTGG 520 [55]
Com_amoA_1 R CGAGATCAT GGTGCTGTGAC
clade A comaA-244F TAYAAYTGGGTSAAYTA 415 93/98 (95%) [40]
comaA-659R ARATCATSGTGCTRTG
clade B comaB-244F TAYTTCTGGACRTTYTA 415 188/228 (83%) [40]
comaB-659R ARATCCARACDGTGTG
clade A comaA-244f a TACAACTGGGTGAACTA 415 93/98 (95%) [40]
comaA-244f b TATAACTGGGTGAACTA
comaA-244f ¢ TACAATTGGGTGAACTA
comaA-244f_d TACAACTGGGTCAACTA
comaA-244f e TACAACTGGGTCAATTA
comaA-244f_f TATAACTGGGTCAATTA
comaA-659r_a AGATCATGGTGCTATG
comaA-659r_b AAATCATGGTGCTATG
comaA-659r_c AGATCATGGTGCTGTG
comaA-659r_d AAATCATGGTGCTGTG
comaA-659r_e AGATCATCGTGCTGTG
comaA-659r_f AAATCATCGTGCTGTG
clade B comaB-244f_a TAYTTCTGGACGTTCTA 415 209/228 (92%) [40]
comaB-244f b TAYTTCTGGACATTCTA
comaB-244f ¢ TACTTCTGGACTTTCTA
comaB-244f_d TAYTTCTGGACGTTTTA
comaB-244f e TAYTTCTGGACATTTTA
comaB-244f f TACTTCTGGACCTTCTA
comaB-659r_a ARATCCAGACGGTGTG
comaB-659r_b ARATCCAAACGGTGTG
comaB-659r_c ARATCCAGACAGTGTG
comaB-659r_d ARATCCAAACAGTGTG
comaB-659r_e AGATCCAGACTGTGTG
comaB-659r_f AGATCCAAACAGTGTG

B NOg~, Jf HAE N Fh ] WAL R BERT LR NO,
MG, SulSemsrtr, B1E 37 °C AT
FAbBCR ., Wi, Ca N. inopinata 78 B 44 A
WHEARZE 5 pmol/L I 5B iR S A A b 3
(Vinax)» P Vi 7 14.8 pmol N/(mg & 1 -h),
HAE K T (Michaelis-Menten) 3 J1 ¢ B, -3
TP TN H L Kin(appy=0.84 pmol/L B4, LM
VA0 FH BN Kingapp) EL © 3 1 AR 1 P A5 20 A4k
A (AOCA il AOB)HY Kim(app AR, RIUJHAES
BRI HA W AEN . Ca. N. inopinata 1Y
WA IR A AL R HREAE Michaelis-Menten 2 772
IR, I HaE S5 23, FE W EE(>2 mmol/L

NO, )& O, IHFEA R A H A, (HMEEIE,

NO, HF 1M E AR A AL Kingapp) (449.2 umol/L
NO, )5 4L 5 (1) 7 i e £h A4k Nitrospiral® 71
FEFA TN H L Kinapp)(9-27 umol/L NO, )Y FLfE
Fiik 50:1, A Comammox X SR LR i S5 ks
fik. Comammox X2 AL HA mEF Ty, [l XF
A R R A A IR A ) SE B 25 5 5 Sci
T 11 4 A A T S 6 3 A e O 25 81 I S TR 5 1)
) ARG AW A . MBS ok, Comammox
1A AR EE IR A Al Comammox HA T =
KR, KRR BT AR T
F VA R R S Ak ™ AR AN AT, 3 3 S 6
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SEWIFA] T Ca. N. inopinata 7E 41k %5 B /R A A
i, H AOA BECEZ e, C&HUER AOB
B RE L 2L T AOAPY ) Ca. N. inopinata 2
BT YR A A AR Y B K A Ak
TR P RAIE R B T S 7 R B S B AR AR N
RSN, X oNEZ4R)E Comammox 1
N TaAb R G0 B 3 B0 T 5 1l o

6 ZiwMREE

A= YRS AL SRR AR S A R UG A A% O 2L
4y, WEPIANEH AOM Fil NOB 43 W A1k 5¢
M. 2015 A4 AR P (Comammox) 1) &
B, WAL P A YR e 2 B T BE, i —
TR 5 % S A0 R I s R 5 4Rk 3 A Ay B
fife o DR EABEDN R KR T AR A
XF T RUE R BN, R O A A A TR B
A AR IATAR B AT AAEPR DTk . A B9
218 Comammox 1A= K AE S AR FERAR I RS,
[FIE X amoA J5 K Y i A A L 2 43045 T H 4RI
BN RS, 4Gk -3 e . 5kt
AR HEK 25555 . RS Comammonx i HA:
KRG, ASCEER TR HOK RS . KR
HENE RS . RKTEAK IR R G . KA
PLS 57K AL B B RN AESE T Comammox (1 24
PELL R E T

B 75 IR P2 BRI AN K e, DR i
K1) PCR J gPCR K | TA FEREHIAR | 16SrRNA
L PR e 3 A R R | B PR A A S R B
FXF Comammox FYBFFE 2 Hr, XEAS R A 55 iy
Comammox FEERIA T . A BRARHE . J3 A1 ¥
LK Comammox it (5 B AE 3= B A iRiE, (A A
— SB[ BRI, A5 (1) Comammox X Hi Bk
RAGIFRLLRR A AT DTmk R B S L 5 8 AOM il
NOB (R M4 ¢ RIEAEAE T WIHh; (2) HAT
E4IRIER Comammox A=W JE T Nitrospira
FEZR | 1130395254 R 7 4t T K G P U R 4
AP b & BT W fEJE T Nitrospira #iilk & (1)

Comammox®?, Tidfth Nitrospira 1% %L % Hfh
NOB =, AOM J& &4 Comammox 77 2 it —#H
Wit () Hurt 4 & EREF71 Comammox A9
HAMMUEH 2ELBREA A DREEEA , [R5
A A A T AR R % | B AR e ST B 28R
HAEfA2REEANRES, HeE SRR ER
REFAINRR , IR T S A 5 PR 3Rk i R T
o RIS LR ZTEUEH] T Comammox 1Y
SRR FAN T, RS TR A L R
2 AT 2 5 2 2 T B SR s A A Ak
Ferk ., eAh, T Comammox i W AR & & i A 7
IRBE DL R B i A A SR AL BRAE AR RRE , e
A T 05 YK AR A P I RGeS R AR B
AR T AT T e, K IR b 7K 5t 52 31 A [ A
FERIS Y, FIF Comammox 1F A I RE A MIIT &
B B 0TS YLK AR R T2, B0 R A e R — A4~
W57 1]
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