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JBt SR K AL B T A K AL B R SR R o A O — i B A A P G R 4 A Ak (comammox,
CMXO AT 9 A DU 1 24 AR F0 T NH, 753 9 A2 A6 D9 NOS IR G0, 3198 1 22 R S0 NH, 2B 4L
HALANO; MBS S . 5 IR RS AL AN F LG, CMX G L B35 038, dnm A A 7= 38 P 97 A
A PR S A A ol A 5, 51 1 AR CMX AR (ET5 /K AR B ep B2 R D2 R0 . 2T H AT
B Z R T CMX AR 5 AT R85 /R AL B R SRR (19 AT 2R3 , A SC 5 7R 18 CMX TR 7F 2 KR /KA
V5 K BRI S G IAE F R R o AR SN A3 SR 43 3K S5 8% 7 CMIX 4 B IR AR 2 6, 9 960

R CMX B T2 R0 109015 A 5 2 5 % CMX 8 5 IO 8 A 1 P, 4
75 K b B2 T CMX AN AL A PRI BEAR, ACSCRR T HE - CMX Al B RSN 5 5 R 35 I [ B i
2 R, AL T CMX AN FL W [R]FE AR TS A B AR 77, O CMX ARG /K AL SR ) 2
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1. 3| VA A AR AN A 2 AR AHR AL B R Gt

AR, RV RS A2 RE[1-3]. &
RS (comammox, CMX) 20 K INEE T AA15F
T AR, ZAME AR (NHY M IEASER 2k
(NOy FEAFMHMRE (NOY. CMX4HHTE ARG
[4-T1A TR R G811 AT 2 (AR, R4 R
ANFERE A AESE B T2 & B S B IE A EEAEH . CMX
B H A B AR E A T FR[12], KKALETT (WTP)
M5 KA BT (WWTP) A BRI &R, R )il &
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G, XA IR BE AR R SR T AN 2 00, XA B
T T CMX B CRi5l /& Nitrospira sp. clade A) 4514
[13-17]. Sato 55[18] 7EAf FH#E & S M 88 RGuH A HLA AL
NEE R EEIR CAEKEIERD B, At
J B2 R IR B 5 CMX Nitrospira #9< I EE 28806
(OTU); Hrf, CMXZAHINAN (AMO) HRILEAME
fEgt [ B 1 500 % . MAES — WK, 4%
AR (MEREEER. FEER. KA ERMPET
WED AR E ARVE RIS Je AN R GUK B K R I CMX
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Nitrospira [19]. Z8MhHh, SRR E, CMX 4 E TS
IKALER ] AR B, AR R I A A [20-21 ] R E
& BN 52 PE[22] ek S8 = R () B < i 2 By 2%
FEMATE (NJO) BIF=A4[23] fRIE M 52 [24]. 7£ =
KAdWEAE (RBC) MM SEHHAL[10]. AT fELE
T PR AL B A ) I 0L 2% AR [251%%, R CMX 4l B A
M ZFEMTIRE.

KT CMX 4 1 A7 75 B 356 T 2006 4F$2 HH[26], b5
F 2015 SE1F BUESL, M F CMX 45 /K AL EE T 875 7K
AL R R L ARGE7,27]. HET, FECMAFE M
B X CMX 41 B 347 1 WF 55, W AR 25 A7 s 4 A 43 4k 28—
30]. HEAERR[31-32]. AESER[11,33-34]. i
ZFEVE[3S). 15 4eMiE4k[36]. B2E[37-39]. AWtk AN
A B [40-41], LA K 5y SOKSF I 2 TR 46 [42] . BB A,
Bl Xof CMIX 4 I f 281 AR AL AN A0 B 30 (g i AR5 21 1 T
ZIRZR[21,43-47]. XA T CMX L2 T 7K 4ab
H B KA T TE AT S

BN, CMX 4B 1 S [38]F1F T4 NH, %Ak N
NO; (ME[27] B A MuRs i, (H 122 18 75 HoAth 7 T B AR 7R
KER. i, WAL, HAEE KRR
CMX Nitrospira #5 7] UAA& A5 7% (48], h4h, clade A il
clade B [ CMX 41 & %o} 718 3 (1 vy 52 9 A7 7E ¥ 35 72 S
[49]. KUk, CMX Nitrospira F.A5 RS I 42 2547 75 3K [13,
16,30], T fifixX 8 7 SR A BT A iR CMX 4 B 4 ] 41K
Sk B AR A A T [ S A A (AOAD . EEL4H
# (AOB) FIVAYEZ Th4E L4 E (NOB) 1354, [FIN
7~ e AT MR A A T 1R LA BL I [8,32,50-51]. fE 7S
W, ZMMAERIE DR R IKEN R &, Xa]
REG| K —eXf CMX AN AL S AL EE RS, BT A 4 S8
T XK CMX 2H B 2 5 B A MR B S E e . [
I, CMX 4B 1) ThRE AN AR A5 A7 vk g TR R 2 [ B 2 B %
VIMBA R Ao, AR, AWMy Pl cMxX4
WA )2 ARENE 77, i AR & 1R (36,5253 13
AU I AR [54-58] 3 3 015 7K R s e i LBk o Bk A
Ft o CMX 2 B 7E 1] 47 285275 7K A B 3 2 (1) T 7 FH 4 it
gt T

A NIE, JKARER) A5 K ALEE ) CMX 41 B AT
EE M 12 RIE[8,10,15,17,59-67]. S Al H 453 32 N
CMX 4B 1) FE R 28] N,O HETs[64] i 2% AAC U A5 Y
[65]13EAT IR . R1, X FCMXAMEEHARMN LR
Rt RS, ERR. RS, 5
HAMAHE A EAEF . RO IE N SO R AR 5
ARSI AR SE A T ff. Bk, ASCETELRIRLL b

KIZK, A BT CMX 4 i 72K AL B A5 /K Ab 21T rp i
R o

2. CMXAEMEiBE

2.1. HRMLERS

RIRLE T CMX U TEA A F AR TR R G Hb (1 4
ARFNELE, LIRS EIEIR R PR S 1) AR 2 2 SR B
(E 1) [48,68]. F=T bz BINElE (amod) RGKE .
R AMIFER, PIFRET T CMX Nitrospira 3% P RS [ () 73
%, Bl clade A filclade B [7]. 7EZ R4S R G ¥k
Z5RJE T clade A fl clade B [1) CMX 404 [68], K EAT
PATET IS, 5K, wEFRAA TR IR Nitrospira 7y
FIAFALE T subclade A1 F1subclade A2 [48]. £ IERIE KA
BRG[69]. KA Fy5/KAEE) [31]. Hu N /KEDJERS
[91 7K/ FRFEI [ 7O RAE fb A5 P i [ 64] 25 B 355 Hp 357 48 00 2]
CMX Nitrospira, 321X 86 828 PRI AT AR A A0 ) B2 1 ~F
B Si5KAET[601A LIE[7T1IHIEL, KAL) 9]
CMX Nitrospira - F'& . Ak, clade A Fl clade B 7F
MFEMA S FEEEEANF. Fla, kLS,
clade Bttclade AT F & . MHELZ T, /KFEL P clade BHY
F I clade A I F WD T 14 £5[49]. EHAFEEMNZ,
clade B [t clade A X} #M B IAEE FE MUK . 01, NH iE 5 X}
clade A I FEEH BZ W, 1M clade B B =F &£ & 2 140
(P<0.05 [49]. Z&flHh, KK 5 AL & S ik B S
[(1.74 + 0.21) mg- L™ | A#7E A H T 7] 3 Nitrospira ] OTU
HAR[72] EARERNZ, AF 5Pt T 1 5 CMX 40 5
Mo s B RAARMILEEE (K2) [48]. #ilu, 519
A378f 5 CMX clade A (subclade Al #ll subclade A2) B
B IR (5 amod B PH UL HC %N 80%~90%), {H5
clade B F1 AOB I UL it Z 43I (& 2), K W clade A
clade B Z RIS A& 78 IAFE R ZE 7

FER AL G KA HE ), CMIX 4 2 — 28 8 ) NH,
FALH[T]. — 0L TTEERE CMX amod F IR 111 51 4 8
7~ {5/KAEER] T Nitrospira nitrosa 50t 7 40 B 5011
94.34% [60], & & B R EGBE M (gPCR) Fri§ AOB
amoA 2N 1 183 5. 5 AOB ML, CMX Nitrospira B
A ARIAE T BEE /K EE R it b, BRI, 1217400d
i, CMX Nitrospira {E & A B 4 ik 94% [73]. 2K
Bl , 7R WU 78 2 R k-l S R Gi,  CMX Nitro-
spira ¥t AOB Nitrospira B AL H[74]. 5 AL EETR
FHEL, CMX U ETG /KARE ) (AR D A
HRENZESRSE, R TR CMX ) TN 264 E
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(b)
>80% = 80%| MM Forest soil

B Plateau soil, paddy sail,
and river sediment

mm Activated sludge,
anaerobic sludge,
lake sediment,
lake water, coastal water,
and tidal flat sediminent

B Coal mine soil,
dry land soil, and
tap water

Habitat

(d)

B 1. 7z oA CMX Al . TEAER (o) M7AT 2@ NS (a) 1, 995 AN JCEEK UL Nitrospira iFh (JL684) HI4rAi. (¢) CMX Nitrospi-
ra e AR IRFEEE, BT D, MidEMmB 0 Nirospira A 1E BB T 1[68]. (&) F CMX 514 51 W2 36 43 §15C PCR M HT AN IR

AR R CMX 0 11 clade 7K ~F- 434 [48] -

IBO

A189Y
9
60 g
HDB16N w0 &
S
20 @
CA209f I =
0
£ cs76r
a
A378f
Ce16r
AB82
Al A2 A B AOB
Clade

B 2. 5145 K F CMX 43 32 fl AOB 1 amod &[5 15 4\ B VG BE B (%)
[48]0 7 51 NS 285 STHRA AR 119 24 T 50 122 v 119 77 56 DR 21 5 e i S A 350
SRR,

) (F1[8,12,14,41,43,70,75-77) . R CMX 4 BA
NH, FINO; EA B e BBl R 48, DTN 818 2 bR ic ok
FAEXLEBFRAFLEAEE . 1, CMX Nitrospira 5% —
NO; A Nitrospira IV AHER EL F AR SR B (Nxr) JEH

FA[37], FHFAIE G 1EN CMX Nitrospira [FIFRIEA) -

22, RN ES

CMX Nitrospira X A [a] A= 58 w1 (1) B2 U8 43 A HA AN [ (1)
ma LML i, KA (DO) KA CMX
TV (28] dE I b dk R 2H 2= i e R B, G JEL I AT R 2
CMX Nitrospira it & 3[R St ¥F CMX Nitrospira TEAK 48 K
K29, S EAR, CMX Nitrospira I %
[K 20 45 L3R B CMX Nitrospira 7] UL i 4 FH A156 A R £k
FELRSIR R . Ak, Ak E CMX Nitrospira 422500 118
ERZE, WHREIMER K GEESTR) [13]. BUTkHFA
(R [301F0 pH B w2 i NH, 1] i CROL/ZR
A [16,30]. SRMM0, JEIEAKFHR NH, EHAL[29)F15%
i E A IR B [681 /) 4t 2L K], CMX Nitrospira 1T 32
A PR 5 G A S TR A A R R AR S AL RS . BT R B,
CMX Nitrospira W) FE RUEFE 2 £V R 2R 52 [32]. A2 &AL
I3 TR TV AU D 7 435 ) ) B B s DR 3R (78] AR
KT CMX Nitrospira fEA B RIS AR IWiF 5 504t
BETAEZ, Rl RAEAR K E FRIRS AR 5
[28,40]. [Alitt, SZide Gy IRV AR T AE 0 F0 b J
K20, HE— B 7T CMX Nitrospira F1 R G844 2 [8]



4

K1 FER AR S SR L0 P 1 L

Character

CMX bacteria

Canonical nitrifiers

Km

Energy yield during NH, oxidation
CO, fixation pathway

Oxygen consumption stoichiometry (¥;)

Withstand Cu deficiency

Urease transporters

Oxidative stress-evading mechanism

N,O production

H, and formate oxidation by 3b bidirectional [NiFe] hydrogenase
High-affinity sulfate permease (SulP)/Solute Carrier 26 (SLC26)-type
transporters for broad range substrates (SO;", HCO;, CI")

Correlation with dissolved oxygen (DO)

449.2 umol-L™' NO; [12]
AG®=1384.9 kJ-mol™" [8]
Calvin—Benson—Bassham (CBB) cycle [8]

Larger (Y, =2)
High [63]

High affinity [63]
High [63]

Low [63]

Yes [76]

Yes [76]

Negative (r=-0.77) [43]

6-27 umol-L™' NO; [12]
AG’=274.7 kJ-mol™" [8]
Reductive tricarboxylic acid cy-
cle (TCA) [8]

Smaller (¥, = 1.5)

Not withstand [75]

Low

High

Positive (= 0.14-0.48) [70]

Half-saturation constant on NH,

O, requirement during enrichment

0.026 pg-NH3-N-L’I (oligotrophic life-style) [41]  0.077 mg-NH3-N-L" [77]
Low (0.2 wg-L™") [14]

High (0.06-0.8 mg-L™") [63]

K is described as the concentration of the substrate to which the velocity of the reaction is half maximal.

PERAL BRSO, BRA, AT NIRRT BRI OKA
(28] 1-1E[16,30,40]F1 TF#2¥55[73,79]) HH CMX Nitrospira
PSSO Z RSB A, A7 HEERAM T fiE CMX
Nitrospira 76 % P A B b AR S AL 04k, BLFE G S 3 57 5
e REE AR AR, hFREE 25T VAT
9%

2.3. FEFIKF 1) DR

ARFIT A AL, CMX G R AT 5 AN A 1 S R AR 36 A7, 4
NOB [32]. AOA [8,50]. AOB [8,51]#1 K& & & Ak [34]
&, XKW CMX Nitrospira 5 FAth LR V& 2 18] 4778 K B 1)
M EAEH . CMX 41 B 1Y amoA-Nifio 2 [ 55 3 78 f5 1k 41 14
TR At 2 B ) e 38 1 i PR 2 TR A7 A A 35 TEAH DR R &R [1B3
(a) [43]1. flln, FE¥R/KIGVUAESEH, Nitrospira inopina-
ta (CMX) K= )& G R R T Nitrospira mosco-
viensis (NOB) K AEA A (A DI RE[32]. AHEL T Nitro-
spira moscoviensis, Nitrospira inopinata I % % 1 & &
IR, A TR R TR A L R e e A AR TR
DUAE 55 /) 4 . CMX Nitrospira il 5 — B 52 % 1 3E A
(urtABCDE), Y JRE¥ 18 KRG AA S LK1, 1M Nitro-
spira moscoviensis Wk Z Z LK ) 56 % 751 (A Urtd)
[32]. FEMRACHISETIKEE N, CMX Nitrospira 515 1A] T4
HENH, I AN ZENO;, B FIF CMX Nitrospira 5 RE 2 A
WIEAE[27]. BbAh, FHER EEAN A IR L 43 5 5 CMX
subclade A1 flsubclade A2 £ IEAHFR K R[51], PHFIX L
T3 3R] RERTFEAF () B AL G A 20 R A AS [B] R 24T R

e, BAEF 93 SCOKF BV CMX Nitrospira (3 A7 15 3L,
PAAB 7~ 12 B FE 7K RS /K AL B L R G b 5 FAh H B /E
VETE 455 R 7 T AT 2 HE[80], M4 By T /KA EE T 1
15KAEL ) T RIS AT

zi b, 5 AOA ML, CMX Nitrospira | Z A7 75T H
SROKIR . K RGMTUE FRILKT, X ARES AL
Y TETTE IR 564 P AR KA G . CMXFEIRA AR
FE T i e R v] DL R — MR A i AU 2 .
B, N EE P SIS A E AR AR Gt CMX 4 B A S
R AL R 1320 2% AT -

3. CMXHERVEEMEWE S

3.1, ARETThRE M 2 A E

4> CMX Nitrospira V] LA EL O, Bi NO; N i & L+ %
IRFEATIFRAER , HEMAREY), WNH,. Hy,y R
EHHINO;S [35]. [Hlk, AR DI RE ) 2 AP0 LE A0 R 72 2
PhAEE g . XL T A] LUl AMO % {6 NH,, JFidl
I JFE AT R BR G A [ 8 CO,. HIFR4HMfL (Nitrospira inopi-
nata) #) 775 [381UESL, HIT X NH, 1 &5 M), CMX
Nitrospira inopinata 15 3% 5 77 P4 858 i 1) £ B 08 8 = T HoAh
WEATAEY . AEEFEH CMXANE (W Nitrospira inopi-
nata) HERIAER K, 17963 nmol-L™", L AOB A% 4~
2500 £5[41], KL A G R EPAINH, B/ . CMX 4
clade A ) NH, 2 1/ F1 % £U K453 2 (HP 49 nmol-L™)



nxrA (NOB) b
nxrG (DN)
nxrZ (DN)
§168 rRNA (bacteria)
3 hzo (AMX)

16S rRNA (archaea)
amoA (AOB)

amoA (AOA)

nirS (DN)

1
0 0.2 04 0.6
Correlation (r)

1.0

3k
1 l
0

e

Correlation (r)

1

- 1 0 1 1
pH DO  Temperature

Environmental stresses
(b)

& 3. amoA-Nifio [1] Pearson #5214 [43]. (a) CMX 4 i 5 fu 45 $1 B fi 4L
T 72 N I HAD A0 18 3247 o amoA-Nifio 5 HABFE R A XM (b)) amod-
Nifio & Kl 5 B 55 R F (1 AH G PERF 75 . AMX: 2% f6; DN: 1L 5
DO: ¥4 . BT XA <0.05, **<0.01.

[411. 4R1MT, CMX 40 % NO; )35 A1 /7 b HoAth NOB ik
[41]. 5 NH,25ML, CMX Nitrospira {F 5¢ & i AL F2
] LR E R #5741, BL4h, CMX Nitrospira 8 3&E N 35
FRIAEE[35], A BT EES AOA 35 4 i F2 i BUAG AR 4
A7 [40]. B f CMX Nitrospira 1] amoA & R =F ¥ & T
AOABLAOB, HK, . HEEN, CMX Nitrospira 1At
BRI AN B (W AOAD TE 308 F7 FIIK NH, (1 A= 55
AT 4. WA, R4S clade A I=EEAE & pHAE 1Y &
T clade B, 3% pH {H 124k (4.0~9.00 X CMX 4 B
clade A Fl clade B [ amod & K ¥ U1 B0 A B H 52 10
[40]. AT, 4l amoA-Nito 2R FEE[K3 (b) 1Fiw, pH
fE DO R X CMX A A 35 oM . 25 R R 2 45 1
FH, CMX Nitrospira Be W 1 R 2 BEAK HLIE 3 K #i5 7K
AEFR] R BRI BB [40], EEAZAA R P ARG IR R
B SRR R FLIEHE (urtdABCDE) « R &AL
MRE B (uerD FMAMNESLEH (findC) [7,27]. &I
WL KB, BT Nitrospira inopinata W 3E K 20 # = NO
W JFE T, CMX 4 B 78 i A6k 72 A OB i NLO ik T AOB

5

[6]o SFs b, BRGS0 B A0 A P IBEAF A2 B0 B NLO HE
TG BL[64]. [HE, CMXOd 2 i/ 1 NLO HE s AT B T
WD IR BT AR A BRAS, 93D R K AR BRI R NLO FRIHE
B UEAh, T [Ni-Fe] bl (3b4l) HfEfE, CMX Ni-
trospira WA TE 71481 Lo g g R I H A F fE F[12], @
i F=H A NADPYH 774 H,, [R5 & % i i v 4
R0 AR JE P . QUK H, BLER Bt R T T CO,
T, @K ITTRME L mMAE)E R H,S. Ah, HEjd
AN B CMIX 4T B T i £ NH, ATNO; b i X 2 18] D46
T P BRI ) D A RE A R SN A R AT O NH
FINO, ENEXINS, CMX Nitrospira 3 AR B H & HEH L
AR NO; [ i 47 [81], 1X 5 Nitrospira inopinata [7,27]—
;o EAERRNZ, Clo; KNOEEY) (PTIO) X CMX
Nitrospira [81] % Nitrospira inopinata [6] 1] NH, b AE F A
B MIHAIEH. FE, ClOyItJE & EH M
ClO;, % CMX 40 AR CELFE NH, A P4 8 4E
Mo AR SCH CMX 41 5 AOB A1 AOA HIM ¥ 1) %
S R H 55K AN R A S L3R 2 [8,82-91]. IbAh, T
CMX Nitrospira T 0] BeAFAE K- B2 46 4%, JF i X mhJ7
RIS LA M DI RE[10,14,92]

3.2. Mg

CMX 41 B [ B #MR A NH, 58 4 48 A NOS I\
THRAMLFEB8]. CMX AT AL AT REAKHS T amo
hao AN nxr IR KR IE[27]. 72 3 K 2H B9 0F 70 E 52 RBC
H ) CMX Nitrospira 7] LLIE IS ure F5 PRUIG R 25 7K fif 9 NH,
[10]. 7EJR & & HH 3% CMX Nitrospira clade A FF 5 Bl
TZEER[29]. A, BT ED fdh FK, CMX Nitrospi-
ra clade A ANREFI I H IR ER 1 D0 B A T 14K, T CMX
Nitrospira clade B WA fdh F£K[10]. tbAh, —iCMX
Nitrospira 7] UA$ H — S/ F1E R B R T A/ 2k, X
VALl T4 it 3b 2H [Ni-Fe [ i ik 7 085 1) hyb A hyd 5555 ]
[11]. B AKFREEFE, CMX Nitrospira AU AT 3RS
A TE[10], AT SRAT-5 A Al PRTAH <1 F 79 A 75 3R 470
FRAEN[14]. 2R, KPR EFE AT BT CMX Nitro-
spira NAFR BB T RS Z AL, (et B A
12[92]. FE b, CMXZHEA L BAT S ALEEETE[17].
U, B TR 2 AR RSN, CMX 4 38 W] LA H
SHEIENLEGY) . EEFEENZ, CMX Nitrospira f1H:
il A 1 Th 58 58 Fl T CMX Nitrospira 7615 /K AL FE T Fh 37
Fl. HanZ[36] & ¥, CMX Nitrospira inopinata fit 1§ %
RIS R BEAT A etk . Horb, 278 R ) 1 CMX Ni-
trospira inopinata W) Ak,  HREE R IF A Z A 2 A
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K2 A ST 2R AHE )
Bacteria [8]
Metabolism Clade Clade  Canoni-cal Relevance of metabolism to wastewater treatment
ACMX BCMX Nitro-spira il

Ammonia oxidation +H+ ++ +++ - +++  Anthropogenic discharge of nitrogen to freshwater (in China) is 14.5 + 3.1

Nitrite oxidation +++ +++ +++ - - megatons of nitrogen per year which is 2.7 times higher than the estimated safe

Nitrite reductase +++ +++ +++ + + nitrogen discharge threshold ((5.2 + 0.7) Mt of nitrogen per year) [82]

Assimilatory nitrite reduction +++ +H+

NO reductase - - - + -

H, oxidation +++ - + + - H, can be an alternative energy source for aerobic respiration in the absence of
nitrifying reactions. It suggests the ecological flexibility of N-cycling bacteria,
which can fix CO, with H, as a sole electron source [83]

Formate oxidation - +++ +++ - - Formate oxidation propensity confirms the electrochemical active nature of
bacteria [84], and such bacteria are effective in the removal of organic pollut-
ants (e.g., 17B-estradiol) in aerobic aquatic environments [85]

Cytochrome bd-like oxidase ~ +++ +++ +++ - - Expression of oxidases could be considered as one of the stress-evading mecha-

Cytochrome aa, oxidase - - - +++  +++ nisms. For instance, stress caused by DO perturbation led microbial communi-
ty changes and higher activities of peroxidase and cytochromes, and there was

Cytochrome bd quinol oxi- + + -+ - - a high percent removal (57%-92%) of organic micropollutants during WWT

dase [86]

Urea degradation At +++ + + + Performance of many biological WWT processes are inhibited by urea [87],
and urea removal is crucial for a successful treatment process

Reductive TCA cycle +++ +++ +++ - - Reductive TCA is an effective energy-yielding and carbon fixation pathway

CBB cycle - - - +++ - compared with CBB [8]. Type of C-fixation pathway is important in the C se-
questration and suppression of CO, emission by bacteria; importantly, selec-
tion of the C-fixation pathway is highly influenced by NH;-N and NO3-N
concentrations [88]

Thaumarchaeal 3-hydroxy- - - - - +++  The most energy-efficient CO, fixation pathway in the presence of 2 and nutri-

propionate/4-hydroxybutyrate ent-limited environments [89]

(HP/HB) cycle

Polyhydroxy-alkaotes (PHA) — - - - + PHA and glycogen are important storages during biological phosphorous re-

synthesis moval from the wastewater [90]. Alternative synthesis and oxidation of intra-

Glycogen synthesis +++ +++ +++ +++ - cellular storages have significant impact on N,O emissions during biological

nutrient removal [91]

" means function is encoded in all genomes; + means function is encoded in some to most genomes; ~means function is not encoded.

fRih. XU LK, 5 AOA-EL AOB-Nitrospira Ml Lt ,
CMX Nitrospira inopinata ] AMO 1l 5 & IR 2 55 F 7).
Ak, CMX Nitrospira [P g 5 448 CMX 41 B HE i 2D 1)
NO, [ /{2 (HONO) + %% (NO), KNO+ %
A (NO,) 1[93], X4 BRAZRE MIFRIEAL 2 rh 1) O B
. T E 2, XS RERE I AAAE IR T CMX 4 B & P
RHE 7.

3.3. CMX 2 14 5 HAth 48 B 4 AH LA

CMX 4B 5 H AR B Cln SR AL A B D) 2 [A] () A
HAF RO g2 ma 5 K AR B T BB AR AIZ AT . Ni-
trospira inopinata 5 NOB T 3 AOA Fll AOB & 7~ H! B B Y

IEF G R R [43], &P CMX 251 NO; &4k Ltk NH,
FIGEK . TEIEIRK= IR RGPt R BL T CMX 41 B Al
NOB A EAEFH[31]. JRE X P IEAAROC R LR H I
fbel A (an2k Nitrospira inopinata CMX F ST AE )
(32D, HHTERMGHERZ, H A EiE ke w

i CMVIX 21 A R SR B Ab 200 A 2 TR T 22 EEARE DG 1 o 4R )
M, FEARMEEPRMEEEE TRERFH AR ER. Pt
SONEESTR, B A R AL AN B . CMX ORI IR SR B AL T 1 [
5 BEW% 5230 98.82% I NHI-N :BR % [34], £ W] CMX 41
BRI AT DALE iy A B R T R SRR . AR AT,
CMX 21 B BE 4% NH, S L A NO;, A Rl F CMX FERR A&
FALE 2 A EAE 1], BEFREM, 78 KPR



JEEFEF, AOB F CMX Nitrospira 2 [8] ) B[R] 4 FH 0T LA
SCHLAR S S 0 RO AL [45]. N T A CMIX 40 T (1 BETE AT
N, HETCIT R CMX 401 BEA BN (QS) HIAH A 7t ,
B, CMX4HEE & A 1 57 & U 5 e 22 2R I R (AHL)
MR REE (EPS) MREF[77]. Fak b, Ry
THAL AN B 2l 55 720 [94] TR A RS FR[95]1 A K H TR A 4k/
A LR [96]H ) R L QS CMX 41 B 1) 4= W E 1
# 71 % #) ABC # 32 & (ko02010) F1 X 41 4 & 4t
(ko02020) Ff & # A A 1 42 [97], & W] CMX 41 18 5 14 1]
FAKFAEYBE . dhoh, VIR NS BRI T
CMX It F2[98], {HXT T B A1 7E 1 & PR I55 11 Ak S S AL
il 1 AN HE[99]

M2, BT CMX 4t Z ek FE Rk, R
e 2 FE M /&2 CMX Nitrospira FIRFRFIE, 3 3 CMX Ni-
trospira W] LALE 15 7K ATV R K R AE K . b4k, CMX Ni-
trospira LLAE GLiHACAI TR 77 AE B N,O BE /b, CMIX ) N F R
AT R WAL R AL EE R FE

4. CMXAREELIERRFTRIITAH

4.1, J g T N

5H Al BRI R AR LE, CMX Nitrospira 25 W &
(2R BARFAE, 0o NH, 10 K, 8K u,, BF BEEER
NH, [f 5 (5 & m B m LA L O, NH, BE R LE Ay A i
B O, THFER BT [8]. X T K 5 R BA 58 2% 10 ik sl e K 11
IRACER ) A5 K ARER ), X EeREPE S CMX Nitrospira B
FORAE N T Z . FET qPCR. 16S rRNA 5 [ A1 7%
SERA LM Z R0 FHAR, RIETBYG KA =%
AWl A W, CMX Nitrospira tt AOA F1 AOB i (5
PLFA[10], R CMX A 7E = Hi5 KB TR G ANTE
IhAh, CMX 4HBE1EAE ) I B2 o AR E o] LA T 4% Fh
PR3 DR 2 % 2 4 B A [) 2 [ RN [ 43 A7 P s e i —
P& 42 [59]. X+ CMX 4H B4 %t A 4k A Al A 1R K 5T #k[100]
XA [F) T2 RGeS R kAT o0 7 A 2 e, K
L CMX 4% () DNA 7 %1 (CDS) & CDS [ EL{E 294
0.3% 5k 5 T 0.6% [ 4 (a) [15]]. fEM SR 4 k&
I T CMX Nitrospira 1] £ FHAL[E 4 (b) [72]], CMX
Nitrospira 15 7.2%~27.4%, 72 Mt &= BL2% A4 A B 3
B 5%, DR U] CMX G X N % R S8 18
A

{H NH, # B H A2 e TR R4+ CMX Nitrospira
B ME— (R R . RIS 7R NH, 9K B AR = S VAR R,
CMX 41 1) 3= B m R A 1R K ZE (61,1017, Kk, BriE

CMX CDS = 50% > 50%
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B 4. CMX 40T (IR N 8538 B PE . () FEAS [ [ SR 25 1 4 s 5 7K Ak
B, CMX 4ifY DNA 41 (% CMX CDS) 544 CDS I ELA[15]. &
W (USS, PMS) RUZEYp] Rk, AL, WA, HEW, °F
Wi, ALT GREWD, =Ry, "EHER]. (b B FEHUTEERR

Nitrospira sp. TELEUR NA PR AR CRIEIRERZE) [72]0

SRYIVE . TR KRR 5 DAY o
BRATHIIC, 15 WVBHE DA S B2 28 CMX A T 1 3= B2
H B X 521 clade A F1 clade B A7 7E AL A (R 2 1 ANE 28
[10]. RootsZ:[73]K I, L DO AN 3~5 mg-L™' Itk Gei%
PEVS YRR AL SR 2%, DO N 0.2~1.0 mg-L™ 1 Al 1k I
N #%1817400 d J5, CMX Nitrospira W84 2R B &H[LH
59 mg-(L-d)™"]. B 7045 R B CMX BR3) 1K DO fisfh 2
LA 48 15y DO A S SE R AR T 0 e Ak, S dle i 7
R, CMX 4H# e 0% 1R 4 Hid B LA NH, 8L NO; 1 hy ik —
BIR B BEAE[102]0 SRTM, 448 A NH, A A ME— 2R,
CMX 41 B il AL 3 2 2 LANOS N RIR I 1% . X — KB
A HE— B AE S T CMX B RE B T A7 CMX Al 5
AR S Ak 4 A 1) EL A9 K2 clade A 5 clade B Ff) EL 451135 5% F N-
P-K CE-B-81) JEMRE#m (B5) [103]. 5 H Al
FACTAE YA B, CMIX 4 B 7E 351 43 PR S8 2R s Y
5 52 R A B B [ 104].
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B 5. & IR IR CMIX 4 B AT L B A AL B R B2 [ 10310 () AS[RIHE
MR TS 2 amod FEHFE DI LA . (b) S5ARLAFESIRAILL, amod 3
[ DU Eb ) R e in E 2> e (CMX: comammox ZH1% ; AOA: 4
AL H: AOB: ZEAEME: N: % P: #: K. #f)

—150 .
CMX/AOA

KRS YR s B IA) (SRT > 10 d) FB 35 0 A8 K e
A FF CMX 45 clade A [H2E K [11], JF H SRT A& CMX
YR 2 N PR B R . BT SRT X R V.48 R GE
A TS A B R, AR R E[105]. AR
VI Z FEPE[106] AW RIR FE [107) R 045 R 1R 7
BEE[108]. LK, EBRKHISRT T, CMX Nitrospira
XFNO; [ R K& N, O 1A A7 AE A /E FH[109]. CMX Ni-
trospira Pl FEREAL IR ThE A, BB £ EE R A REFN
LR [110]. oA MESH PG 2 BT LASE I [ SR IR 5%
Chndfg U YD) Fh CMX 4H T, REWS Il NO; AL B
RedI[111]. EHAWF IR I, EMK DO AINHG PA A B K SRT
TR RS, CMX Nitrospira W8 2 1 R0 5 = [73].
XU ILRERS A A AR ) S B 3 K I RE AT S HR LB TR
Wl . Be4h, 2B PCRAIPCR SZIGE W], FEV5/KALFE
o, CMX I T AE % 58 0 i E o7 AR A T AR B V5 e R 8
[62]. HRHE amod B RG K E AT K, AReais; Iz
f] CMX Nitrospira {5 32 S 147 [62]. BT H AT
KA FER AV S SR T2, LR
T KAREE) T BE AT M T A R . X R CMX 48
BITE LAAEDIE A AR KA B 8RR R R G2
FEAETETE SR A

4.2, NN
CMX Nitrospira Re W 7K Z W BEFL 2 IR T H

1, ENHYUEIE /IR, Nitrospira F5 84746 Tid VRIS U
W TAEREAS “YUKREE " A, Nitrospira ') DNA F1H %k
DNA RS2 W B e [44]. — Lo LR gty (it 4
WEALES . W E AR R LR S S Be b8 R 41
W2 (ROS) HIRE[17]. CMX 41 1A RER 4 M &
M A EA T 28 (PAA) THIK IR A% . PAA
(BERBEFAPE IR, 1.1 mg-L™) T 8 Ji & X CMX 4H 5 2 [A]
P DL A AR o, (RT3 13 8] IR 5 1% ks [ 112] 6
WHFLRM, CMXZH A KA 2215 5 A T TE (1 1E B
MK AR R, CMX 4 B B 2R ABL 3 M S Vi [46].
1E Cu(I) & ERARHIEN T, WUHE (TC) X AR
[ EAE FTEfR . {E20 mg-L™' TCIWREZMET, 5Kk
WAL AE DG (1 Dy R 2 R 3= FE 3 2 BRI s {H R T TC1E
I Cu(ID) & & 1 X Bl v 1 A 4k 4 PRSI AN 2 )
ETC (20 mg-L™) Al Cu(Il) (10 mg-L™) [113]HIRE)E
VARN TP

B BT CMIX A B 2B 3 77 2 B A8 3R W 4
AR ABE N 1, CMX 45 68 1% 8 42 41 i
WAL BV hn 2 WEIR £h . B TR 22 F5 i e I 2k 225 1 A JRT P
filt, NEALEEHAT R AP AIERE[17]. AT, Fofhit
TR A 20 T 1) 8 3% B S CMIX T AN - il dn, Nitro-
sopumilus maritimus SCM1 (—Fk AOA B ) £ NH, FL
YoM Cu 3, F TR R &= AR AW & R 2k
IR [114]. AT ABFFER W], 55 308 55 A0 40 5 AH L
CMX 20 T8 B A T4 R J7&E v

T ERMIE RN, CMX Nitrospira 1T 72 [z 2% 1
BERTEAE TN 52 1« XD ERRIAK 2 K 7 (i 52 14 & CMX Ni-
trospira & N OCEEMLE] . (H—Lefb 22 B H B, Widp
WP B4, mlRE< 83 M CMX Nitrospira F1 i 8 PE g
[47]. BLAb, SiEMEVSIRAEL, AV T ) CMX Nitrospi-
ra W] AEELE S m IR RAEME . EARM S MEDR, DUKE
U IR B SR B RS J1[115], % CMX T 21 SZ s B FH L
RS -9'8

5. KB M5 /KB BYIS R EBRIE

5.1, TS G B A

CMX 4 B BE W Ry 7 1 B A S el B y5 ey, AEK
AEFR ] ANYG K AL BE T B R SR TR RE . SR A A FA R
WS B I AT 3 AT [36], I S 9 K IR Nitrospi-
ra inopinata Xf NH, &t AMO 24t L F R &2/ J1; H
TENHAFEREDL T, OB PEMERT IR R 25/, K%z
ik, BT IRMZER . WEIRE. FAFER ) FH EE



MIAFAER B, CMX ZH B4 BB 68 78 71 B A 3 Ui 25 NH, LA
LRMENENEW[52]. BLsh, BEIRE A B R AP ik
N gE RO AR VEE R (PAC) A= (0~30 mg-L™), AEW
P2 S L AR 0T A M LR A (980%) s T HAET A
KEERTTE] (79~164 d) 1, Nitrospira spp. #& %} ZH A1 PAC
WS RN A B E E A B (8%~20%) [53]. AT,
CMX ZH B 75 35T B e A mh iR A P ARBILAR v AS B, 47
B IRAIR T

FEZKALER ] B5 /KARER T H, R A B A [ i %
VI e B EEARE R, WIS SR AE[116] K%
EARME B T117]. BEHEER, 4FR%, PAHR
M TEIT[118] e =R %[ 11912 . AMO X 25 iy ¥2 H 4k,
ECEEMEH . BRI FIESE, AMO W &L 2 Rl I
W 75 F IS S YI1200 /605 4e[121]. AMO )
HAWES 240, AR R AR AL 9 AN R
R F AR Hh AL SR B O A R 26 5% A0 8 T IR
), BRI FEAED R B, FEERTS G 2B
ook EEAE A [121]. A s R A B X A FERFE (100~
1000 pg-L™") HE4JE (41Cu. Niv PbAICD i} 524
[122] R AL R BE AT T B S w5 L B Wiz 5 .
EA4 Rk, T CMX A 2 5 ] i N T TR R4
F RS G B AT AR ) A R A DGR B A PR [20,36] . SR
MM, ARAHRHATEIREH M — 1, =EEZN
S R UE H8 B TA CMIX 4 T 4 il B2 A AN [R5 44 40 1) 7%
Jis B 07, BRSSP0 CMX 40 TR ) AR 2
B MRS e 5 CMIX 40 AR EL7E A

5.2. AR AP AL

76 NH, AL TR, CMIX 41 B 15 1 5 £ B e =1
AW 4, WZEWI[54-55]. N LR (lnze s
. PTHTELET. EE R PRI SRR [56]. BEiKH
TGRSR 2- SR Y [58]%F . HHT AMO (W3 LTER, I
SRR Yo J N4 AT LE [R5 A A Jo 2 o s A 5 15 e )
(I Ay 25854 FHEE I R RE T AR i) 1 2%
BRACR[123]. ke, BRYEZY) (e 55, WA
. ULvD DURR ANER I 25 A1 7o-WE — W2 RS AL AE T 358
oy BEfE, AR RSRMERCER Cln 170- M — B FOMERR D (%) % A
AW AGAE F B 40 fI B 45 DL Ah[124]. Jeni it R B,
AR OLHZE AMO) L2 AERE R rI[125], JFHAR
B FE A A 5 S 3 18] [R] B e A LA BR A B ) o X .36 B
RS 2 B T KA B ) 35 /KA B s e
(LRI RE. SR, FELefys Jedma il th i R 57 it
PEEMHIVEILG . N, B R ISR TS Yo o 2 B

9

WEIFE . MG, ROV PRI AN thah, HH
TS Gt AU A B8 fldn, SR IR IR e S
“Ueifi” MBS VRS, SHI A IEF[126]. EAR,
CMX 4l 1% . AOA. AOB HI NOB 7E {5 4L i 3 AR A=
WAl B AR F AN B BT, (HOX L Th B A B A 3R AR
BE R R /K A BRI B 22 I i 4%

TS e 2 R B A AR R K A BE B85 7K A B 3o
HE BHFIE, 1 CMX Nitrospira BG 1 Z000E 1. HAET, M
R H IR B AN 205 AT AR A K AL B TRy S K AR EE ) 11271,
[A 9 4 B S5 B K BR K A AT A7 AR IS G0 [128—-130]. Uit
A, AU L4 0 W ) A AR ik A7 AE T A 3 T 2
TS VR R G131 ML G ih R 4e[132-133]% . L,
CMX Nitrospira R 1 LA AL MDA 22 R TS 440 -

6. AR=H

CMX [T FR 4K 85 K b B TV 2 2 5, Bl
Vs AT A 7T . Forh g

(D TEARMB T, 8L B A [ 8 F5 7K PR B 2%
BATRM N ARSI WL RECHTF AR T CMX 41
B AE S AR E7[13,16,30], {HIET CMX 41 B A ] 73 S
FIRAA . AESA RS ES T RIR AR .
R, 4PN ARTE R 5 T B MR SR 4 R
i, EESHRASMKES, MIEESHR134].

(2) KT CMX 4l # NH, Fl1 NO, S 4k 4% 5 2 18] (1547
HATIR A o PRI DR 32 A P 460 1 DG B X )y DR 35 [ 135
5 NO; 1E Ay — 2R I J S A8 A EL,  CMX 20 B AE AR IR
B S N A RS AL TE R T i [102]. AR, AR MERR E U
BAWUT IR 2 [10].

(3) JIZIFRE A E A T A N E T DR A A%
ORITEFT, A BT SIl CMX 40 B KRR T . 78 2R
MITFRERGF, FT CMX Y B -5 H At 240 5k B AF FH (o wr
FARAT IR o R, SR X CMX 41 i -5 oA 41 1 (K HH B
VERBHTIRZR, A B T 1P CMX A 11 S S 4% 10 38 R A2

(4) IRNFEAR CMX 4 B BIEUR B . CMX 0B 5 B
WO DRI o 2R Bl T BR AR A B A2 AR T8 32 A8 i 52
PENLHI[136], (A3 — B0 T. thah, sKEEKBA M
FEIITAE P RAG 2E A, tH26F CMIX 40 T 3 b

(5) CMX 4t B8 7E 5075 Je 2 % Ak v (0 FH 16 AS B Bl o
fERE ML WAE I R BRI 2 108, W TREAES RS
H CMX 4B A . CMIX 4T B AR A0S e i i 71 DA &
S CMX 4 B 2 BR s i R 3R o At i 6 ) JF B
KB CMX G B 1.2 LA R bRk s e -



(6) CMX Nitrospira ¥ t T8 FURS A 40 T BA 5 & 1)
BRRECER T, RS AEMR DO 4 s A K. 2R,
KT CMX Nitrospira &5 /& —Fi A 20 I 1 Re4i i H AT
MAFESEN], HAF E CMX Nitrospira UNAR] 14 B 14 DL

PEARH LR R K.
7. 4518

CMXHH iz AT T /KA 5 K b3 H . AH
BT R RN R, CMX 15 B 2 Rhss 4%,
B, EARBRECT FAEK T KCFIE R R P
AL SRR T R 2 FH DL B AR AR 4R = SRT
KA TR RO A . BeAh, CMX 4 T LA 52 i 2 Fh ik
SRS KNG, IF BRI Z A A R AR s
FALyg ged) (W PPCP) . R CMX 4 B 5 & Fl L AL fiF fk,
YHTE A7, CMX IR & AN 7 33 B AR A7 3%
R, R CMX 456 25 B /K Ab B2 T B85 K Ab 38T &
VTS G D) SE T AT 1 . AR, FEF CMX 41T [ v 2%
AL TH RS AT AT A IR B T

Bt
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