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Tidal estuaries provide important spawning, nursery and feeding habitats for a wide diversity of species and serve as transit areas
for diadromous fishes. However, they are globally among the most impacted aquatic ecosystems, pressured by anthropogenic
alterations and global change. Assessing local fish communities and their temporal dynamics is crucial to determine the ecological
baseline of these ecosystems and to serve as an indicator of their ecological status. Here, we studied the fish community in a typical
estuary of the Wadden Sea in central Europe, the strongly tidal and highly anthropised River Ems. Weekly bycatch samples from
a commercial stow net fishery were analysed regarding fish community composition, individual length and biomass covering
fourteen consecutive months. Thirty-nine diadromous, estuarine, marine and freshwater species were recorded, amending
previously reported numbers upward. Total fish abundance peaked in November 2020 and was lowest in the first half of the year
2021, corroborating previous observations of a cyclical intra-annual community pattern in estuaries. The community structure
changed significantly throughout the year, coinciding with variation in water temperature, dissolved oxygen concentrations,
salinity and atmospheric pressure. During most months, European smelt (Osmerus eperlanus) and flounder (Platichthys flesus)
dominated in abundance, and sand gobies (Pomatoschistus spp.), European eel (Anguilla anguilla), river lamprey (Lampetra
fluviatilis), three-spined stickleback (Gasterosteus aculeatus) and European perch (Perca fluviatilis) occurred in substantial shares
during single months. Some historically common species such as twaite shad (Alosa fallax), houting (Coregonus cf. oxyrinchus)
and Atlantic salmon (Salmo salar) showed very low abundances. The non-native Western tubenose goby (Proterorhinus sem-
ilunaris) was first recorded in this area. Intra-annual changes in abundance and length composition of species of commercial or
conservational interest, e.g., smelt and river lamprey, are discussed in detail. We show that high sampling resolution and complete
annual coverage are crucial for a full picture of the fish community and conclude that the ecological status of the River Ems
remains poor.

Keywords: annual cycle; biodiversity; community ecology; data-limited species; diadromous fish species; DNA barcoding; es-
tuarine fish community; river Ems

1. Introduction

Tidal estuaries are characterised by the interplay of inflowing
saline marine water and freshwater efflux through river
discharge, which shape the physical characteristics such as
horizontal and vertical gradients in salinity, density, pressure

or turbidity [1, 2]. Through these complex hydrodynamics,
estuaries provide a diversity of habitats and, for instance,
serve as feeding and overwintering, spawning and nursery
grounds for a variety of species [3, 4]. They also often feature
high productivity and represent important migratory
pathways for diadromous fish species [3-5]. Nowadays,
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most estuaries are increasingly under pressure through di-
rect anthropogenic impacts and changing environmental
conditions, such as weather anomalies caused by climate
change [6-8].

A prime example of this global development is the here
studied Ems estuary, located on the border between
Germany and the Netherlands. The area was subject to
severe anthropogenic alterations, such as repeated
deepening to allow the passage of large vessels and
coastline straightening for embankment [5, 9]. These
morphological changes to the river flow caused the loss of
important habitats (e.g., mudflats and shallow water
zones) and strongly altered the natural current dynamics,
leading to decreases in water quality, especially very high
concentrations of suspended particulate matter and sea-
sonal phases of pronounced oxygen deficiency [2, 10, 11].
As a consequence, and exacerbated by other anthropo-
genic impacts (e.g., reduced river continuity, eutrophi-
cation), the ecosystem has experienced a severe ecological
deterioration, which was first noted through the drastic
declines of single commercial fish stocks in the early 20th
century and is now well documented for most compo-
nents of the estuarine fauna (e.g., [5, 9, 12-15]).

To mitigate future deterioration, inform targeted res-
toration measures and monitor their effectiveness, baseline
ecological knowledge and continuous monitoring of the
estuarine ecosystem structure and function are essential
[5, 16]. The structure and temporal dynamics of the estu-
arine fish community are particularly useful indicators of
ecological status [17]. Fish are mobile organisms, and their
distribution and demographics are influenced by multiple
abiotic and biotic factors, such as tide, estuarine morphol-
ogy, habitat connectivity, salinity, temperature and prey
availability [9, 18, 19]. Anthropogenic disturbances and
long-term changes within ecosystems are thus often re-
flected in the composition and population dynamics of fish
communities [17].

To serve this purpose in the Ems estuary, a biannual
fish community monitoring scheme was established in
2006 under the European Water Framework Directive
(WED), complementing previous studies which focused
largely on commercially relevant species (e.g.,
[5, 15, 20-22]). Yet, the existing knowledge is based on
snapshot analyses which, in a highly seasonal ecosystem
like the Ems estuary, cannot fully resolve the dynamics
and variability of the fish community [17, 21, 23, 24]. This
study provides the first continuous picture of the fish
community in the upper Ems estuary, covering a full
annual cycle across fourteen consecutive months via
weekly stow net catches. We describe the intra-annual
changes in the fish community composition and provide
a comparison to previous season-specific studies. Species-
specific abundance dynamics and size distribution are
discussed with particular emphasis on the most common

species and such of high ecological interest, i.e., di-
adromous, endangered and non-native species.
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2. Methods

2.1. Study Site. 'The Ems River is approximately 370 km long
and drains into the North Sea through the Ems-Dollard
estuary, located on the border between Germany and the
Netherlands (Figure 1). The region is characterised by
a temperate climate with strong seasonality, marked by cold
winters with high precipitation and warmer summers [10].
The estuarine (tidal) section of the Ems measures around
100km in length from the island of Borkum up to the
Herbrum tidal weir, which separates it from the upstream
river course ([5, 10, 21]; Figure 1). Since 2003, the estuary is
subdivided by the Ems barrage at Gandersum, although this
barrage is only closed occasionally and thus does not se-
verely disrupt the river continuity (Figure 1; [14]). The es-
tuary is classified as meso- to macrotidal [25], with tidal
amplitudes increasing from approx. 2.5m in the outer es-
tuary up to 5m near the tidal weir [2].

2.2. Sampling Strategy. The data analysed in this study were
produced alongside a project monitoring the downstream
migration of European eel Anguilla anguilla L. 1758
[26, 27]. Fish specimens were collected from five stationary
stow nets placed in the lower, tidally influenced Ems River
near Leer, Germany (53°14'49.7"N 7°23'47.5"E, Figure 1).
Stow nets (Figures 2(a), 2(b)) are a fishing gear traditionally
used in northern German estuaries [28] and frequently
used in similar community-monitoring studies [21, 29]. To
catch and retain fish during the full tidal cycle, an elongated
catch chamber was knitted into the inside of the cod end.
Captured fish that try to escape the cod end are presumed
to swim close to the mesh and therefore end up in this
interior catch chamber.

The nets were operated by a local fisher and were
emptied daily as part of the A. anguilla monitoring. For this
study, quantitative assessments focused on the total catch of
one main net (referred to as ‘MN’; maximum aperture:
3.5 x 7 m, mesh size in the cod end: 12 mm), usually collected
during effluent water and shortly before low tide. MN
samples were collected once per week, representing the catch
of approximately 24 h, with exposure times ranging between
11 and 28.5h. Samples were stored on ice during transport
and frozen at —20°C within a few hours after catch.

Sampling was carried out consistently from November
2020 to December 2021, except for two subsequent weeks in
February 2021, when sampling was not possible due to ice
drift on the river, resulting in a total of 57 hauls. To improve
the documentation of rare species, presence/absence data
from four additional adjacent nets (hereafter: ‘AN’, maxi-
mum aperture: 3.5x7m, mesh size in the cod end: 10-
12 mm) were recorded from April 2021 onwards.

2.3. Species Identification and Biometrics. Species identifi-
cation based on morphological features was conducted on
thawed samples. To confirm morphological species identi-
fication, a total of 50 specimens were additionally DNA
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FIGURE 1: Map of the study area indicating the Ems estuary and location of sampling between Leer and Terborg. The barrage at Gandersum
is closed occasionally to allow the passage of large cruise ships produced in a shipyard upstream or in case of storm surges [14].
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FIGURE 2: (a) Schematic drawing of a stow net (source: [30], p. 286) and (b) image of the stow nets used in this study (photo: S. Blum).

barcoded for mitochondrial Cytochrome Oxidase I and/or
16S rRNA and compared via BLAST with NCBI Nucleotide
Sequence Database [31]. If species identification was still
ambiguous, genus names were used in further analyses.
Owing to the high number of individuals in the catch,
a representative subsample was examined morphologically
and genetically for Pleuronectidae and sand gobies Poma-
toschistus spp. In the former, only European flounder
Platichthys flesus L. 1758 was identified, the latter contained
two species: the common goby Pomatoschistus microps

(Kroyer 1838) and the sand goby Pomatoschistus minutus
(Pallas 1770). Since a quantitative distinction between the
two species was not possible due to the physical state of
several specimens, they were pooled under Pomatoschistus
spp. in all subsequent analyses.

Total length and mass of every fish specimen were
recorded during morphological examination after thawing.
To enable live release of the endangered and protected
European river lamprey Lampetra fluviatilis (L. 1758),
a random subsample of 10 individuals per haul (if available)



was weighed and photographed on-site for image-based
length measurements in Image] [32], following the
method described and validated for A. anguilla by Héhne
et al. [33]. Lengths and mass of all A. anguilla specimens
were recorded from all nets (MN + AN) for an in-depth eel
monitoring described in Hoéhne et al. [27]. Damaged
specimens (e.g., partially devoured by seals) were excluded
from length and mass measurements and all subsequent
biometric analyses but included in quantitative analyses,
such as biodiversity indices, if their head was present.

2.4. Ethical Statement. The collection of fish specimens
complied with German animal welfare laws, guidelines and
policies as approved by the State Fisheries Department
Bremerhaven, Germany, under the permit reference number
65432-2. Protected specimens were released at the capture
site after biometric measurements had been taken.

2.5. Data Analysis. All statistical analyses were conducted
in R (version 4.3.1, [34-37]). Quantitative analyses of di-
versity and community structure were only conducted on
abundance data (MN), as body mass data could not be
obtained for ~11% of all specimens (eels and lampreys
(n=396), as well as damaged individuals). To describe the
taxonomic diversity in the total catch, species richness and
Shannon-Wiener index [38, 39] were estimated through
the ‘vegan’ package in R [40]. Sampling coverage was es-
timated through coverage indicators using the ‘entropart’
package [41-43].

Abundances were normalised for any comparison
among hauls, since duration and net aperture varied among
them. The effective (i.e., submerged) net opening was de-
pendent on the tide, therefore, we first computed the ef-
fective net opening in 5-min intervals (equation (1)) and
then took the average per haul. The overall average haul
duration and submerged net opening surface (24.24h and
21.16 m?) was defined as one standard unit effort, and
consequently, all abundance data were normalised to catch
per unit effort (CPUE, equation (2)). Six hauls were excluded
from this computation, because data on exposure time or
water level (and thus effective net opening) were not
available. Consequently, 51 hauls and 3789 individuals were
considered in all CPUE-based analyses.

(@ ifl, <hp,: a, = w= (hy,, — dif,),

else: a, = a,,, =w*h,,, ()
t
2 Nifh

(b)a; = =

1

Equation (1)—Effective net area a [m?] per haul i and
time step t, with net width w=7m, maximum net height
hyax =3.5m, water level I, tide-dependent difference be-
tween water level and top net edge dif, [m] and total number
of time steps ¢ per haul N,.
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Equation (2)—Normalised abundance (CPUE) per haul
i, with mean net area a=21.16m% mean haul duration
T=24.24h; number of fish n;, haul duration T; [h] and
effective net area g, [m2].

Temporal fluctuations in the total CPUE were compared
through generalised linear models (glm) [44, 45]. Alternative
model formulations were assessed through the Akaike in-
formation criterion (AIC) as well as diagnostic plots, and
post hoc pairwise monthly comparisons of estimated mar-
ginal means were based on the final glm (CPUE ~ ‘month’;
gamma distribution; identity link) [46]. Sampling coverage
was also investigated for seasonal and monthly subsamples,
as well as hauls, through coverage indicators or rarefaction
curves, using the R packages iNEXT and entropart
([42, 47, 48]). Based on this, we decided to refrain from any
comparison of alpha diversity (univariate diversity mea-
sures) between temporal subsets ([48-50]; and Figure SI).

Temporal differences within the taxonomic composition
of catches were investigated via a Bray-Curtis dissimilarity
matrix and a principal component analysis (tb-PCA)
computed on log-chord transformed monthly community
samples [40, 51]. We also included available environmental
data as explanatory factors in the ordination (trans-
formation-based redundancy analysis, tb-RDA). Environ-
mental parameters (water temperature, salinity, turbidity,
current velocity, current direction, water level, atmospheric
pressure and dissolved oxygen concentration [DOC]) were
obtained by a measuring station (53°12'58.3"N 7°25'26.9"E)
operated by the local water authority WSV Ems-Nordsee,
scaled and averaged per month. The final reduced model
formula was chosen through a permutation-based forward
selection process (‘adespatial” package [52]), and results were
visualised in triplots [53].

For eight of the most abundant species, we graphically
analysed individual length and biomass data. Hereby, species
were categorised into ecological guilds (freshwater, di-
adromous, marine estuarine opportunist or estuarine resi-
dent), according to the definition by Elliott and Dewailly [3]
and Thiel et al. [54]. For European smelt Osmerus eperlanus
(L. 1758), twaite shad Alosa fallax (Lacepéde, 1803) and
L. fluviatilis, maturation stages were assumed according to
the length-age groups specified in Scholle et al. [21] and Thiel
and Salewski [55].

3. Results

3.1. Total Catch. A total of 57 hauls was analysed with
regard to fish community composition over the fourteen
months of the study, recording 39 fish and lamprey species
from 20 families (Tables 1 and 2). The MN catches com-
prised a total of 4103 specimens of 30 species, while nine
additional species were identified in the other four nets
(AN). Most common were freshwater (n=18) and di-
adromous species (n=11), followed by estuarine resident
(n=3) and marine estuarine opportunist species (n=6).
Three non-native species were recorded: round goby
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Neogobius melanostomus (Pallas 1814), Western tubenose
goby Proterorhinus semilunaris (Heckel 1837) and Siberian
sturgeon Acipenser baerii Brandt 1869 (Tables 1 and 2).

The total normalised main net sample (i.e., each haul
standardised to 24.24h and 21.16 m” net aperture) had
a richness of 29 species (assuming two species of the genus
Pomatoschistus), a Shannon-Wiener index of 1.89 and
a sampling coverage of 99.9%. With a share of 62.5%, the
total MN catch was dominated by P. flesus and O. eperlanus
(Table 1). Pomatoschistus spp. also occurred in substantial
relative abundances (10.6%), while L. fluviatilis, pike-perch
Sander lucioperca (L. 1758) and three-spined sticklebacks
Gasterosteus aculeatus L. 1758 were subdominant with
relative abundances of 7.5%, 4.7% and 4.1%, respectively. All
other species (n=23) occurred in abundances below 3%.
Species that were recorded in the other nets (AN, but not in
the MN) were recorded within a maximum of four hauls
(Table 2).

The catch per unit effort in the MN (Figure 3(a)) differed
significantly throughout the year (F-test p =0.003,
X(11) =28.21), but post hoc contrasts did not show any

significant differences between months. The highest monthly
average CPUE was 167.5 +83.3 ind./24h/21 m* in Novem-
ber, and the lowest mean CPUE was recorded in March with
16.9 ind./24h/21 m*,

3.2. Intra-Annual Trends. According to the rarefaction
curves, sufficient sampling coverage was reached in April,
June, July, August, September and November (both years)
(Figure S1). February and March were represented in CPUE-
based analyses only by one haul, respectively, due to sampling
limitations during ice drift. Monthly differences in the
community composition were mostly driven by S. lucioperca,
O. eperlanus, Pomatoschistus spp. and Chelon cf. ramada
(Figure S2). The most distinct community structure was
found in June and July (Figure S2) due to the presence of
several rare species (Table S1). The monthly community
structure was significantly influenced by water temperature,
atmospheric pressure, DOC and salinity (F 44 =4.27,
p =0.001), which together explained 50.2% of the total
variance. Water temperature and DOC were highly negatively
correlated (r 49 =-0.95, p<0.001) and clearly followed an
annual cycle with highest temperatures and lowest DOC in
July (Figure 4). Salinity showed a less prominent trend but
shared a medium negative correlation (r () =-0.60,
p<0.001) with DOC. Pressure was not significantly corre-
lated with the other environmental factors (Figure 4).

In several species, occurrence and abundance showed
distinct patterns throughout the study (Figures 5(a), 5(b),
5(c)). Similarly, individual length and biomass varied sub-
stantially over the year within most of the species analysed
(except for Clupea harengus L. 1758 and Chelon cf. ramada
(Risso 1827), Figures 6(a), 6(b)). For instance, cyprinids
(Carassius gibelio (Bloch 1782), Cyprinus carpio L. 1758)
were almost solely detected during summer and autumn
months, while grey mullets prevailed in autumn and winter.
Juvenile P. flesus (> 10cm) were present year-round but
substantially increased in May and peaked in abundance in

August (Figures 5(b), 6(a), and 6(b)). Gasterosteus aculeatus
showed abundance peaks in February and December 2021,
and a notable drop in mean total length in June. Sander
lucioperca occurred only very scarcely except for two hauls in
June and July 2021, which contained high numbers of
juvenile individuals (mean TL =49 mm).

In the MN, 12 out of the 28 taxa present after nor-
malisation were found in more than half of the sampled
months (Figure 3). Platichthys flesus and O. eperlanus were
present almost year-round and dominated the catches
(relative abundances > 10%) with abundance peaks in
August and November, respectively (Figures 3(b), 5(a), and
5(b)), except for May to July 2021, when O. eperlanus
abundances approached zero (Figure 5(a)). Compared to
only these two species, which occurred rather regularly (min.
75% of all hauls) in the MN, six species were regularly
present in all nets combined: A. anguilla, G. aculeatus,
O. eperlanus, P. flesus, Perca fluviatilis L. 1758 and Abramis
brama (L. 1758). All abundance, length and mass data
gathered from the MN (Table S1) as well as additional
abundance (presence/absence) data from all nets (Table S2)
are available in the supporting information.

4. Discussion

4.1. Patterns in the Fish Community. The recorded species
widely represent the typical upper estuarine fauna in tem-
perate European low-land rivers, mostly characterised by
limnic and diadromous, and to a lesser extent by marine and
estuarine species (e.g., Ems [13, 56, 57]; Elbe [29]; Zeeschelde
[58]; Thames [59]; Severn [60]). In addition, with Carassius
gibelio, Coregonus cf. oxyrinchus (L. 1758), Leucaspius
delineatus (Heckel 1843) and A. baerii, we identified four
freshwater and diadromous species that have not been
recorded in the biannual WFD monitoring within the
previous 10 years [13, 56, 57, 61-71]. Another six species
(Leuciscus aspius (L. 1758), Misgurnus fossilis (L. 1758),
Silurus glanis L. 1758, Tinca tinca (L. 1758), Esox lucius
L.1758 and Petromyzon marinus L. 1758) were only reported
once or twice within the past 10years. Alburnus alburnus
(L. 1758) and P. semilunaris were observed for the first time
within this study and recaptured in 2023 during the WFD
monitoring [62]. The very high sampling coverage and
comparisons to previous studies indicate that we sampled
essentially the entire species community. However, we found
nine more species with quadruple sampling effort and using
a smaller mesh size (AN).

The observed species richness (39 fish species in total)
was considerably higher than the numbers previously re-
ported in single studies of the lower Ems—usually varying
between 14 and 20 species [13, 56, 57]. Species richness is
positively correlated with sampling effort [49, 50], which will
likely account at least partly for the differences between
studies. However, the sample size was usually much higher
in the comparative WFD monitoring scheme (e.g.,
[13, 56, 57]), which underlines that in the present study, the
higher species richness is mostly caused by higher intra-
annual resolution compared to bi- or annual sampling
schemes.
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TaBLE 1: Total catch composition in the analysed stow net (MN) from Nov 2020 to Dec 2021 (57 hauls), sorted by abundance.
. Common . CPUE TL (mm) BM (g)

Species Guild N . .

name (nr/24h/21m”) (%) Mean SD Min Max Mean SD Min  Max
Platichthys flesus (L. 1758) European flounder er. 11822 320 89.8 561 20 400 209 54.6 01 5742
Osmerus eperlanus (L. 1758) European smelt d. 1128.7 305 838 354 36 230 6.1 14.2 0.1 121.1
Pomatoschistus spp. Sand gobies er. 3921 106 409 190 14 89 11 24 <01 430
Lampetra fluviatilis (L. 1758) European river lamprey d. 276.2 7.5 3719 740 280 730 843 202 29.0 1340
Sander lucioperca (L. 1758) Pike-perch f. 172.4 4.7 56.6 224 33 190 2.2 6.2 0.2 60.6
Gasterosteus aculeatus L. 1758 Three-spined stickleback  d. 150.2 41 558 118 22 79 1.8 0.9 0.1 6.4
Anguilla anguilla™ (L. 1758) European eel d. 90.6 2,5 5521 1658 190 1100 3975 360.8 10.0 2970.0
Clupea harengus L. 1758 Atlantic herring m.e.o. 66.7 1.8 917 180 65 200 46 6.4 1.1 59.6
Chelon cf. ramada (Risso 1827) Thinlip grey mullet d. 61.0 1.7 146.8 208 105 230 323 13.2 9.9  109.5
Perca fluviatilis L. 1758 European perch f. 47.7 1.3 649 237 32 140 4.4 5.9 0.3 36.6
Cyprinus carpio L. 1758 Common carp f. 46.7 1.3 573 179 29 103 1679 11422 02 8000.0
Abramis brama (L. 1758) Freshwater bream f. 20.2 06 111.8 663 36 280 27.5 59.9 03  260.0
Alosa fallax (Lacepéde 1803) Twaite shad d. 8.5 02 397.8 61.6 320 510 6099 2420 2856 996.0
Carassius gibelio (Bloch 1782) Prussian carp f. 5.6 0.2 664 223 48 94 5.6 4.6 14 12.3
Tinca tinca (L. 1758) Tench f. 4.1 0.1 895 277 59 124 12.0 11.1 2.1 27.0
Rutilus rutilus (L. 1758) Roach f. 39 0.1 1208 957 37 270 65.6 119.8 0.4 278.7
Sprattus sprattus (L. 1758) European sprat m.e.o. 3.7 0.1 79.0 172 63 101 2.9 2.4 1.3 6.4
Gymnocephalus cernua (L. 1758) Ruffe f. 35 0.1 1147 16.6 97 130 17.9 9.5 8.8 27.8
Silurus glanis L. 1758 Wels catfish f. 2.9 01 993 7.0 92 106 6.5 1.7 4.8 8.3
Pungitius pungitius (L. 1758) Ninespine stickleback d. 2.9 01 373 29 34 39 0.3 0.1 0.3 0.4
Proterorhinus semilunaris (Heckel 1837) Western tubenose goby f., n.n. 1.9 0.1 72.0 7.0 67 80 4.8 1.3 35 6.1
Salmo salar L. 1758 Atlantic salmon d. 1.9 01 1650 495 130 200 55.2 40.9 26.3 84.1
Alburnus alburnus (L. 1758) Bleak f. 1.7 01 1170 NA NA NA 9.3 NA NA NA
Solea solea (L. 1758) Common sole m.e.o. 1.7 <01 2100 283 190 230 958 3.7 734 1182
Leuciscus aspius (L. 1758) Asp f. 1.0 <01 690.0 NA NA NA 269.0 NA NA NA
Coregonus cf. oxyrinchus (L. 1758) Houting d. 1.0 <01 2500 NA NA NA 1213 NA NA NA
Leucaspius delineatus (Heckel 1843) Belica f. 1.0 <01 450 NA NA NA 0.6 NA NA NA
Misgurnus fossilis (L. 1758) Weatherfish f. 0.9 <01 550 NA NA NA 2200 NA NA NA
Salmo trutta® L. 1758 Sea trout d. <01 <01 1600 NA NA NA 469 NA NA NA
Not classified 14.6 0.4 424 NA NA NA NA NA NA NA

Note: Guild refers to the ecological guild after Elliott and Dewailly [3] and Thiel et al. [54] (f. = freshwater, d. = diadromous, e.r. = estuarine resident, m.e.o0. =
marine estuarine opportunist, and n.n. = non-native). CPUE: abundance as number of individuals per 24.24 h haul duration and 21.16 m, net opening
(normalised haul). CPUE values are based on 51 hauls, for which the necessary environmental data existed.

Abbreviations: BM = biomass (wet mass), SD = standard deviation, and TL = total length.

"TL and BM data for Anguilla anguilla were included from a larger sample size, calculated as a weekly average over all five stow nets.

¥Salmo trutta was only caught in one haul, which had to be filtered during normalisation due to a lack of data.

Estuarine fish communities vary spatially, following
longitudinal gradients in abiotic factors, most notably sa-
linity [72]. Towards the coast, marine species become more
frequent and freshwater species disappear; accordingly, the
estuarine species richness is usually considerably higher than
that in the oligohaline area studied here [13, 29, 56, 57]. Since
we identified 39 species in the oligohaline zone alone, fish
species richness also in the entire Ems estuary might be
higher than previously assumed (20-44 species;
[13, 20, 56, 57, 61-71]). For estuaries in this latitude, fish
species richness generally ranges between 40 and 120 species
[19]. For instance, in the nearby Elbe River, it amounts to
about 60 species [23, 29, 72]. Given the afore mentioned
differences in sampling effort and the consistently poor
ecological status of the tidal Ems (e.g., [10, 13, 56, 57]), our
findings likely do not indicate an ecological improvement.

With a Shannon-Wiener index of 1.89 and a few highly
dominant species, evenness in our catches was comparably
low [38]. Among southern North Sea estuaries, patterns of
low evenness were described for the Zeeschelde, Elbe and
Ems (e.g., [13, 23, 29, 56-58]). Which species dominate the
estuarine communities varies greatly among studies; most
prominent in the Elbe and Ems estuaries are O. eperlanus
(up to 98.5%), P. flesus, Pomatoschistus spp., C. harengus and
other clupeids (e.g., [13, 23, 29, 56, 57]).

Significant differences in the monthly catch per unit
effort indicate a cyclical intra-annual variation with catch
rates considerably lower in the first half of the year, an
annual maximum abundance in November, followed by
a winterly decrease in catches during both years. This has
been observed in several previous studies; typically, estua-
rine fish abundance is higher in autumn versus spring (e.g.,
[13, 58])—even though Thiel et al. [72] reported different
trends for the Elbe estuary (with abundance maxima during
summer).

Over the fourteen months studied, we observed signif-
icant changes in the monthly community structure, mainly
caused by fluctuations in the abundances of S. lucioperca,
O. eperlanus, Pomatoschistus spp. and C. cf. ramada. Half of
the intra-annual community variance was statistically
explained by variation in water temperature, DOC, salinity
and atmospheric pressure. Estuaries are inhabited by many
species that undergo diadromous or potamodromous mi-
grations, which are largely driven by environmental varia-
tion, such as seasonal changes in temperate regions
([18, 23, 29, 73, 74]). Abiotic changes caused by anthro-
pogenic drivers may additionally affect community structure
[73, 74]. Although causal coherencies could not be resolved
within this study, the environmental conditions in the Ems
River in 2021 were far from favourable for all species. This
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TaBLE 2: List of species that were detected additionally in the other four stow nets (AN) between April and December 2021 (39 hauls),
including the number of hauls with the presence in at least one of the four nets.

Present in the no.

Family Species Common name Guild of hauls
Acipenseridae Acipenser baerii Brandt 1869 Siberian sturgeon f, n.n. 1
Leuciscidae Blicca bjoerkna (L. 1758) White bream f. 4
Moronidae Dicentrarchus labrax (L. 1758) European seabass m.e.o. 1
Esocidae Esox lucius L. 1758 Northern pike f 1
Liparidae Liparis liparis (L. 1766) Striped seasnail m.e.o. 2
Gobiidae Neogobius melanostomus (Pallas 1814) Round goby f, n.n. 1
Petromyzontidae Petromyzon marinus L. 1758 Sea lamprey d. 4
Pleuronectidae Pleuronectes platessa L. 1758 European plaice m.e.o. 1
Sygnathidae Sygnathus sp. Pipefish er. 1

Note: Guild refers to the ecological guild after Elliott and Dewailly [3] and Thiel et al. [54] (f. =freshwater, d.=diadromous, m.e.0. = marine estuarine
opportunis, e.r. = estuarine resident, and n.n. =nnon-native).
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was demonstrated, for instance, by the complete absence of
O. eperlanus in eleven subsequent hauls from May to July
2021 coinciding with the lowest DOC in the sampling pe-
riod, up to hypoxic conditions (meanpoc=1.98 mg/L;
minpoc=0.24mg/L). O. eperlanus is known to exhibit
a comparatively low tolerance to oxygen depletion [72, 75].
Despite—or because of—these hypoxic conditions, we found
the most distinct community compositions in June and July
2021 with the highest proportions of rare species and peak
abundances of juvenile S. lucioperca. It should be noted that
the shifts in single-species abundance led to shifts in both
evenness and dominance patterns (e.g., Pomatoschistus spp.
in September 2021, L. fluviatilis during single weeks in
November and December 2020), which may partially explain
the differences in dominance among previous studies, which
were usually conducted as single spot-checks (e.g., twice per
year). Dedicated studies of environment- and season-
modulated community change in estuaries, as well as re-
search into the tolerance of single species to environmental
changes are needed to better understand causal relationships
and forecast estuarine community composition under cli-
mate change. This is important regarding single-species
conservation, but also from a broader perspective, as
community structure and diversity critically related to
ecosystem function and services (e.g., [76]).

4.2. Species of Particular Ecological or Scientific Interest.
Several species that were historically frequent and charac-
teristic to northern German estuaries are now rare or
completely absent; particularly mentionable in this regard
are the twaite shad A. fallax, as well as European sturgeon
Acipenser sturio L. 1758, Atlantic salmon Salmo salar L.1758
and Coregonus oxyrinchus [12, 15, 77-80]. On an ecosystem
scale, our results do not change this picture; we made,
however, some notable catches with regard to the conser-
vation or reintroduction of these formerly important and
partly data-limited species [15, 81, 82].

An example is A. fallax, present in the MN with only
nine adult individuals (TL 32-52 cm; seven hauls in May and
June 2021), but 338 additional specimens were recorded
anecdotally between 23 April and 11 June 2021 in AN
(anonymous fisher, pers. comm.). We further recorded at
least three specimens of Coregonus cf. oxyrinchus (one in
MN (TL =25cm, 121.3 g); two subsequent ‘present’ records
in AN, May 2021). Coregonus sp. are stocked in the River
Ems to artificially support its return to the area [9], but they
were not present in any of the recent WFD monitoring
efforts [13, 56, 57, 61-71]. Moreover, we caught at least five
S. salar specimens (two in MN (TL: 13 and 20 cm); three
‘present’ records in AN, May and July 2021). One of the
latter was an ascending adult S. salar measuring a total
length of 107 cm. Salmo salar was fully extinct in this area in
the 1950s and is now again rarely present in the Ems, po-
tentially owing to occasional returnees from reintroduction
measures or straying individuals [80].

Lampetra fluviatilis is another data-limited diadromous
species, protected by European law and endangered or in
decline in most of its habitat [82]. In our catches, L. fluviatilis
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was quite frequent with a relative abundance of 7% (296
individuals in MN). The vast majority was caught from
October to December and consisted of presumable adults
(TL of 30-40cm) on their autumnal upstream spawning
migration [55]. Interestingly, four additional individuals
were caught during two weeks in May 2021 in MN (one of
them exceptionally large with a TL of 70 cm) and the species
was present in AN during all recorded hauls in April and
May 2021. Several other studies (e.g., in Finland, Sweden and
Great Britain) recorded another (smaller) abundance peak in
spring, in the otherwise highly seasonal occurrence. Dif-
ferent authors attribute this spring peak either to local
overwinterers, or a potential second spawning migration
which could occur in some river lamprey populations but
has not been detected in the latest studies in the nearby Elbe
River (reviewed in [55]).

Northern European anadromous O. eperlanus pop-
ulations use estuaries such as the Ems-Dollard as spawning
and nursery areas [21, 83], which was well reflected in this
study. Half of the O. eperlanus catches consisted of pre-
sumable subadults (6-10cm), which were present almost
year-round. Presumable adults (> 10 cm) were caught pri-
marily from November 2020 to March 2021 prior to the
spawning season (mid-February to late March [22]). Very
small individuals (< 6 cm) were present, partly in substantial
shares, from August 2021 until the end of the year. Since
large parts of the historical local spawning grounds are today
considered unsuitable for the successful reproduction of
O. eperlanus [13, 22], these presumable young-of-the-years
(YOY) are noteworthy, but further information such as data
on larval survival would be needed to interpret the ecological
meaning of this finding.

Of particular interest is also the non-native
P. semilunaris, of which at least six individuals were
caught in the study period (two in the MN, March 2021).
Prior to our findings, P. semilunaris has never been recorded
in the Ems in any (publicly available) scientific publications,
nor in the regular WFD monitoring reports
[13, 56, 57, 61, 63-71]. Single findings have been made,
however, in the nearby channel ‘Mittellandkanal’ [88], and
in 2023, additional specimens were recorded for the first
time during the regular WFD monitoring [62]. This suggests
that P. semilunaris might be slowly establishing in the area.
Research on the ecological consequences of non-native
P. semilunaris occurrence is scarce to date. In other west-
ern European river systems, the species has apparently
established only small populations, which has so far limited
its ecological impact [84-86].

4.3. Limitations. As this study was run alongside a moni-
toring study of A. anguilla migration patterns [26, 27], the
data are not suited to answer all ecologically relevant
questions on the fish community structure. Owing to
weather conditions and generally lower species abundance
in winter and spring, these months are undersampled. Catch
sizes also varied strongly among hauls (between 1 and 301
ind./24 h/21 m?), as well as months (17-675 ind./24 h/21 m?),
which is why we chose to refrain from any comparison of



12

univariate alpha diversity measures (e.g., species richness,
evenness) between temporal subsets, as these are particularly
dependent on sample size and coverage [48-50]. While less
pronounced, this does also affect the multivariate compar-
ison of community structure to some extent and should be
kept in mind when working with these data [87].

Notably, our catches are several magnitudes lower than
those of comparable studies in the area (e.g., [13, 62, 64, 65])
which, however, differ in the methodology (e.g., stow net
placement, mesh size in the cod end). Particularly, the mesh
size of 12 mm applied in this study has most likely led to an
underrepresentation of small species (e.g., Gobiidae) and
juvenile individuals in the MN [29]. Based on the com-
parison to previous community studies in the area (see
above) and considering the high temporal resolution and
coverage of this study, we expect that this has not sub-
stantially affected species richness, but it most certainly
reduced the abundance estimates of small specimens.

Moreover, species abundance and population structure
vary greatly between years because of interannual differences
in recruitment, adult survival, or changes in migratory be-
haviour [29]. For example, numbers of P. flesus and adult
O. eperlanus (> 100mm) drastically decreased, whereas
Pomatoschistus spp. were far more abundant in November
2020 vs. November 2021. Such fluctuations greatly affect spot-
check monitoring results, as also evident in the biannual Ems
monitoring scheme [13, 56, 57, 61-71]. To critically investigate
seasonal dynamics in the fish community, such interannual
fluctuations must be clearly distinguished, which would re-
quire more data covering multiple years.

Nevertheless, this depiction of a full annual cycle pro-
vided critical insights on rare and data-limited fish species,
such as salmonids, A. fallax, L. fluviatilis and O. eperlanus. It
may also serve as a base to design or adjust sampling
schemes in the Ems and similar estuaries, depending on the
target species and research question. As adopted in the WFD
monitoring for transitional waters, two samples in spring
(end of April or May) and autumn (September or October)
are crucial to capture most variance [21]. Our results indicate
that a third summer sampling in June or July might be
desirable in studies that aim to analyse the full community.
We also note that community shifts, for instance caused by
migrations, may happen on very short time scales; see, for
instance, the single abundance peak of O. eperlanus in April,
during a presumable spawning migration event. This calls
for extended periods of high-resolution sampling, i.e.,
multiple hauls during at least 3 weeks in spring, summer and
autumn sampling periods. To detect invasive species at an
early stage, sampling times need to be adapted, which was
demonstrated by the highly seasonal occurrence of
P. semilunaris in March and April.
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Scaling 1 as a threshold (r=sqrt(d/p), where d = number of
displayed dimensions and p=number of non-zero eigen-
values). Yellow arrows represent environmental variables;
only significant (following permutation-based forward se-
lection) variables are displayed. Length of arrows indicates
the relative importance of that variable or species to overall
monthly community variance. Scaling 1 (a) Euclidean dis-
tance between samples (months) represents dissimilarity in
community composition (i.e., dots closer to each other share
a more similar species community). Scaling 2: (b) The angle
between arrows relates to correlation (i.e., arrows pointing in
the same direction are positively correlated). WT =water
temperature. PR =atmospheric pressure. DOC = dissolved
oxygen concentration. SAL = salinity. Species are abbrevi-
ated with the first two letters of each genus and species name.

References

[1] K. F. Bowden, “The Mixing Processes in a Tidal Estuary,” Air
and Water Pollution 7 (1963): 343-356.

[2] J. C. Winterwerp, “Fine Sediment Transport by Tidal
Asymmetry in the High-Concentrated Ems River: Indications
for a Regime Shift in Response to Channel Deepening,” Ocean
Dynamics 61, no. 2-3 (2011): 203-215, https://doi.org/
10.1007/s10236-010-0332-0.

[3] M. Elliott and F. Dewailly, “The Structure and Components of
European Estuarine Fish Assemblages,” Netherlands Journal
of Aquatic Ecology 29, no. 3-4 (1995): 397-417, https://doi.org/
10.1007/b£f02084239.

[4] J. G. Wilson, “Productivity, Fisheries and Aquaculture in
Temperate Estuaries,” Estuarine, Coastal and Shelf Science 55,
no. 6 (2002): 953-967, https://doi.org/10.1006/ecss.2002.1038.

[5] D. Bos, H. Biittger, P. Esselink, et al., “The Ecological State of
the Ems Estuary and Options for Restauration,” Programma
Naar Een Rijke Waddenzee. Leeuwarden/Veenwouden:
Altenburg and Wymenga (2012).

[6] B. M. Gillanders, M. N. McMillan, P. Reis-Santos, et al., “Climate
Change and Fishes in Estuaries,” in Fish and Fisheries in Estu-
aries: A Global Perspective, ed. A. K. Whitfield, K. W. Able,
S. J. M. Blaber, and M. Elliott (Wiley, 2022), 380-457.

[7] T. C. Jennerjahn and S. B. Mitchell, “Pressures, Stresses,

Shocks and Trends in Estuarine Ecosystems—An Introduction

and Synthesis,” Estuarine, Coastal and Shelf Science 130

(2013): 1-8, https://doi.org/10.1016/j.ecss.2013.07.008.

W. Leal Filho, G. J. Nagy, F. Martinho, et al., “Influences of

Climate Change and Variability on Estuarine Ecosystems: An

Impact Study in Selected European, South American and

Asian Countries,” International Journal of Environmental

Research and Public Health 19, no. 1 (2022): 585, https://

doi.org/10.3390/ijerph19010585.

[9] S. Wittig and B. Schuchardt, Okosystemleistungen der Tideems
frither, heute und zukiinftig (Bioconsult, Schuchardt and
Scholle GbR, 2018).

[10] S. A. Talke and H. E. de Swart, “Circulation, Sediment
Concentration and Oxygen Depletion in the Tidal Ems River,”
in Aspects of Coastal Research in Contribution to LOICZ in the
Netherlands and Flanders (2002-2010), ed. C. Heip, et al., 38
(LOICZ Research & Studies, 2011), 42-48.

[11] D. S. van Maren, J. C. Winterwerp, and J. Vroom, “Fine
Sediment Transport Into the Hyper-Turbid Lower Ems River:
The Role of Channel Deepening and Sediment-Induced Drag

[8

13

Reduction,” Ocean Dynamics 65, no. 4 (2015): 589-605,
https://doi.org/10.1007/s10236-015-0821-2.

[12] N. W. P. Brevé, L. A. J. Nagelkerke, A. D. Buijse, et al,,
“Historical Reconstruction of Sturgeon (Acipenser spp.)
Spatiotemporal Distribution and Causes for Their Decline in
North-Western Europe,” Biodiversity ¢ Conservation 31,
no. 4 (2022): 1149-1173, https://doi.org/10.1007/s10531-
022-02381-1.

[13] D. Kopetsch and J. Scholle, “Hamenbefischung Unterems
2020 Kurzbericht Fischfaunistische Untersuchung im Rah-
men der Gewisserstandsiiberwachung nach WRRL,” Nie-
dersdchsisches Landesamt Fiir  Verbraucherschutz  Und
Lebensmittelsicherheit (LAVES) (2021).

[14] J. Scholle, D. Kopetsch, P. Rickert, T. Bildstein, and
J. Meyerdirks, “Herstellung der Durchgéngigkeit fiir Fische
und Rundmiuler in den Vorranggewissern der Inter-
nationalen Flussgebietseinheit Ems,” Geschiftsstelle Der
Flussgebietsgemeinschaft Ems (FGG Ems) (2012).

[15] J. Scholle and B. Schuchardt, “A Fish-Based Index of Biotic
Integrity-FAT-TW An Assessment Tool for Transitional
Waters of the Northern German Tidal Estuaries,” Coastline
Reports - The Coastal Union Germany (2012).

[16] European Union, “Directive 2000/60/EC of the European
Parliament and of the Council of 23 October 2000 Establishing
a Framework for Community Action in the Field of Water
Policy,” (2000), http://data.europa.eu/eli/dir/2000/60/0j.

[17] A. K. Whitfield and M. Elliott, “Fishes as Indicators of Envi-
ronmental and Ecological Changes Within Estuaries: A Review of
Progress and Some Suggestions for the Future,” Journal of Fish
Biology 61 (2002): 229-250, https://doi.org/10.1006/jfbi.2002.2079.

[18] M. H. Horn, “Diel and Seasonal Variation in Abundance and
Diversity of Shallow-Water Fish Populations in Morro Bay,
California,” Fishery Bulletin 78, no. 3 (1980): 759-770.

[19] S. Pasquaud, R. P. Vasconcelos, S. Franga, S. Henriques,
M. J. Costa, and H. Cabral, “Worldwide Patterns of Fish
Biodiversity in Estuaries: Effect of Global vs. Local Factors,”
Estuarine, Coastal and Shelf Science 154 (2015): 122-128,
https://doi.org/10.1016/j.ecss.2014.12.050.

[20] Z.]Jager, L.]. Bolle, and B. Diederichs, “Assessing the Status of
Wadden Sea Fish,” Wadden Sea Ecosystem 26 (2010).

[21] J. Scholle, B. Schuchardt, and D. Kraft, Fischbasiertes
Bewertungswerkzeug fiir Ubergangsgewdsser der Norddeut-
schen Astuare (Land Schleswig-Holstein, 2006).

[22] J. Scholle, B. Schuchardt, S. Schulze, and J. Veckenstedt, Situation
of the Smelt (Osmerus eperlanus) in the Ems Estuary With Regard
to the Aspects of Spawning Grounds and Recruitment (RWS-
Rijksinstituut voor Kust en Zee (RWS-RIKZ), 2007).

[23] R. Thiel and I. C. Potter, “The Ichthyofaunal Composition of the
Elbe Estuary: An Analysis in Space and Time,” Marine Biology 138,
no. 3 (2001): 603-616, https://doi.org/10.1007/s002270000491.

[24] E.R. White and A. Hastings, “Seasonality in Ecology: Progress
and Prospects in Theory,” Ecological Complexity 44 (2020):
100867, https://doi.org/10.1016/j.ecocom.2020.100867.

[25] J. R. Tweedley, R. M. Warwick, and L. C. Potter, “The Con-
trasting Ecology of Temperate Macrotidal and Microtidal
Estuaries,” in Oceanography and Marine Biology: An Annual
Review, ed. R. N. Hughes, D. J. Hughes, I. P. Smith, and
A. C. Dale (CRC Press, 2016), 73-171.

[26] L. Hohne, M. Freese, L. Marohn, J.-D. Pohlmann, and
R. Hanel, Blankaalabwanderung in der Niedersichsischen
Ems: Quantitative Untersuchungen zur Verbesserung von
Management, Bewirtschaftung und Schutz des Europdischen
Aals (Balance) (Thiinen-Institut fiir Fischereiokologie, 2023).


http://doi.org/10.1007/s10236-010-0332-0
http://doi.org/10.1007/s10236-010-0332-0
http://doi.org/10.1007/bf02084239
http://doi.org/10.1007/bf02084239
http://doi.org/10.1006/ecss.2002.1038
http://doi.org/10.1016/j.ecss.2013.07.008
http://doi.org/10.3390/ijerph19010585
http://doi.org/10.3390/ijerph19010585
http://doi.org/10.1007/s10236-015-0821-2
http://doi.org/10.1007/s10531-022-02381-1
http://doi.org/10.1007/s10531-022-02381-1
http://data.europa.eu/eli/dir/2000/60/oj
http://doi.org/10.1006/jfbi.2002.2079
http://doi.org/10.1016/j.ecss.2014.12.050
http://doi.org/10.1007/s002270000491
http://doi.org/10.1016/j.ecocom.2020.100867

14

(27]

[28

[29

(30
[31

[32

(33

(34]

(35]

(36]

(37]

(38]

(39]

(40]

(41]

(42]

(43]

(44]

L. Hohne, M. Freese, J.-D. Pohlmann, et al., “Overestimating
Management Progress-Modelled vs. Monitored Silver Eel
Escapement in a North Sea Draining River,” ICES Journal of
Marine Science 80, no. 7 (2023): 1936-1948, https://doi.org/
10.1093/icesjms/fsad122.

C. Nédédlec, Fishing Gear in the European Community
(European Commission, 2000).

D. Eick and R. Thiel, “Fish Assemblage Patterns in the Elbe
Estuary: Guild Composition, Spatial and Temporal Structure,
and Influence of Environmental Factors,” Marine Biodiversity
44, no. 4 (2014): 559-580, https://doi.org/10.1007/s12526-
014-0225-4.

F. W. Tesch, The Eel, 3rd ed. (Blackwell Science Ltd, 2003).

S. F. Altschul, W. Gish, W. Miller, E. W. Myers, and
D.]J. Lipman, “Basic Local Alignment Search Tool,” Journal of
Molecular Biology 215, no. 3 (1990): 403-410, https://doi.org/
10.1016/s0022-2836(05)80360-2.

C. A. Schneider, W. S. Rasband, and K. W. Eliceiri, “NIH
Image to Imagej: 25 Years of Image Analysis,” Nature Methods
9, no. 7 (2012): 671-675, https://doi.org/10.1038/nmeth.2089.
L. Hohne, J. Pohlmann, and M. Freese, “Minimally Invasive
Collection of Biometric Data Including Maturation Stage on
European Eel Using Photography,” Marine and Coastal
Fisheries: Dynamics, Management, and Ecosystem Science 15,
no. 2 (2023): e10239.

G. Grolemund and H. Wickham, “Dates and Times Made
Easy With Lubridate,” Journal of Statistical Software 40, no. 3
(2011): 1-25, https://www.jstatsoft.org/v40/i03/, https://
doi.org/10.18637/jss.v040.i03.

R Core Team, R: A Language and Environment for Statistical
Computing (R Foundation for Statistical Computing, 2023),
https://www.R-project.org/.

H. Wickham, M. Averick, J. Bryan, et al., “Welcome to the
Tidyverse,” Journal of Open Source Software 4, no. 43 (2019):
1686, https://doi.org/10.21105/joss.01686.

H. Wickham, R. Frangois, L. Henry, K. Miiller, and
D. Vaughan, “Dplyr: A Grammar of Data Manipulation, R
Package Version 1.1.2,” (2023), https://CRAN.R-project.org/
package=dplyr.

S. Ortiz-Burgos, “Shannon-Weaver Diversity Index,” in En-
cyclopedia of Estuaries, Encyclopedia of Earth Sciences Series,
ed. M. J. Kennish (Springer Netherlands, 2016), 572-573.

I. F. Spellerberg and P. J. Fedor, “A Tribute to Claude Shannon
(1916-2001) and a Plea for More Rigorous Use of Species
Richness, Species Diversity and the ‘Shannon-Wiener’ Index,”
Global Ecology and Biogeography 12, no. 3 (2003): 177-179,
https://doi.org/10.1046/j.1466-822x.2003.00015.x.

J. Oksanen, G. Simpson, F. Blanchet, et al., (2022), https://
CRAN.R-project.org/package=veganVegan: Community
Ecology Package, R Package Version.

A. Chao and T.-J. Shen, Program SPADE: Species Prediction
and Diversity Estimation (Program and User’s Guide, 2010).
E. Marcon and B. Hérault, “Entropart: An R Package to
Measure and Partition Diversity,” Journal of Statistical
Software 67, no. 8 (2015): 1-26, https://doi.org/10.18637/
j55.v067.08.

Z. Zhang and H. Huang, “Turing’s Formula Revisited,”
Journal of Quantitative Linguistics 14, no. 2-3 (2007): 222-241,
https://doi.org/10.1080/09296170701514189.

J. Fox and S. Weisberg, An R Companion to Applied Re-
gression, 3rd ed. (Sage, 2019), https://socialsciences.mcmaster.
ca/jfox/Books/Companion/.

(45]

(46]

(47]

(48]

(49]

(50]

(51]

(52]

(53]

(54]

(55]

(56]

(57]

(58]

(59]

Journal of Applied Ichthyology

V.K.Y.NgandR. A. Cribbie, “Using the Gamma Generalized
Linear Model for Modeling Continuous, Skewed and Het-
eroscedastic Outcomes in Psychology,” Current Psychology 36,
no. 2 (2017): 225-235, https://doi.org/10.1007/s12144-015-
9404-0.

S. R. Searle, F. M. Speed, and G. A. Milliken, “Population
Marginal Means in the Linear Model: An Alternative to Least
Squares Means,” The American Statistician 34, no. 4 (1980):
216-221, https://doi.org/10.1080/00031305.1980.10483031.

A. Chao, N. J. Gotelli, T. C. Hsieh, et al., “Rarefaction and
Extrapolation With Hill Numbers: A Framework for Sam-
pling and Estimation in Species Diversity Studies,” Ecological
Monographs 84, no. 1 (2014): 45-67, https://doi.org/10.1890/
13-0133.1.

T. C. Hsieh, K. H. Ma, and A. Chao, “Inext: An R Package for
Rarefaction and Extrapolation of Species Diversity (Hill
Numbers),” Methods in Ecology and Evolution 7, no. 12 (2016):
1451-1456, https://doi.org/10.1111/2041-210x.12613.

A. Budka, A. Lacka, and K. Szoszkiewicz, “Estimation of River
Ecosystem Biodiversity Based on the Chao Estimator,” Bio-
diversity & Conservation 27, no. 1 (2018): 205-216, https://
doi.org/10.1007/s10531-017-1429-2.

B.-R. Kim, J. Shin, R. Guevarra, et al., “Deciphering Diversity
Indices for a Better Understanding of Microbial Communities,”
Journal of Microbiology and Biotechnology 27, no. 12 (2017):
2089-2093, https://doi.org/10.4014/jmb.1709.09027.

P. Legendre and D. Borcard, “Box-Cox-Chord Trans-
formations for Community Composition Data Prior to Beta
Diversity Analysis,” Ecography 41, no. 11 (2018): 1820-1824,
https://doi.org/10.1111/ecog.03498.

S. Dray, D. Bauman, G. Blanchet, et al., (2023), https://CRAN.
R-project.org/package=adespatialAdespatial: =~ Multivariate
Multiscale Spatial Analysis, R Package Version 0.3-23.

D. Borcard, F. Gillet, and P. Legendre, Numerical Ecology
With R, 2nd ed. (Springer International Publishing, 2018).
R. Thiel, H. Cabral, and M. Costa, “Composition, Temporal
Changes and Ecological Guild Classification of the Ichthyo-
faunas of Large European Estuaries—A Comparison Between
the Tagus (Portugal) and the Elbe (Germany): Ichthyofaunas
of Large European Estuaries,” Journal of Applied Ichthyology
19, no. 5 (2003): 330-342, https://doi.org/10.1046/j.1439-
0426.2003.00474.x.

R. Thiel and V. Salewski, “Verteilung und Wanderung von
Neunaugen im Elbedstuar (Deutschland),” Limnologica 33, no. 3
(2003): 214-226, https://doi.org/10.1016/s0075-9511(03)80015-4.
D. Kopetsch and J. Scholle, (2017), Stow Net Fishery Ems
2017—Fish Fauna Study Within the Framework of Water
Status Monitoring in Accordance With the WFD, IMARES
BM 17.30.

D. Kopetsch and J. Scholle, Stow Net Fishery Ems 2019—Fish
Fauna Study Within the Framework of Water Status Moni-
toring in Accordance With the WFD (Wageningen Marine
Research, 2020).

J. Maes, P. A. van Damme, A. Taillieu, and F. Ollevier, “Fish
Communities Along an Oxygen-Poor Salinity Gradient
(Zeeschelde Estuary, Belgium),” Journal of Fish Biology 52,
no. 3 (1998): 534-546, https://doi.org/10.1111/j.1095-
8649.1998.tb02015.x.

F. Aratjo, R. G. Bailey, and W. P. Williams, “Spatial and
Temporal Variations in Fish Populations in the Upper Thames
Estuary,” Journal of Fish Biology 55, no. 4 (1999): 836-853,
https://doi.org/10.1006/jfbi.1999.1042.


http://doi.org/10.1093/icesjms/fsad122
http://doi.org/10.1093/icesjms/fsad122
http://doi.org/10.1007/s12526-014-0225-4
http://doi.org/10.1007/s12526-014-0225-4
http://doi.org/10.1016/s0022-2836(05)80360-2
http://doi.org/10.1016/s0022-2836(05)80360-2
http://doi.org/10.1038/nmeth.2089
https://www.jstatsoft.org/v40/i03/
http://doi.org/10.18637/jss.v040.i03
http://doi.org/10.18637/jss.v040.i03
https://www.R-project.org/
http://doi.org/10.21105/joss.01686
https://CRAN.R-project.org/package=dplyr
https://CRAN.R-project.org/package=dplyr
http://doi.org/10.1046/j.1466-822x.2003.00015.x
https://CRAN.R-project.org/package=vegan
https://CRAN.R-project.org/package=vegan
http://doi.org/10.18637/jss.v067.i08
http://doi.org/10.18637/jss.v067.i08
http://doi.org/10.1080/09296170701514189
https://socialsciences.mcmaster.ca/jfox/Books/Companion/
https://socialsciences.mcmaster.ca/jfox/Books/Companion/
http://doi.org/10.1007/s12144-015-9404-0
http://doi.org/10.1007/s12144-015-9404-0
http://doi.org/10.1080/00031305.1980.10483031
http://doi.org/10.1890/13-0133.1
http://doi.org/10.1890/13-0133.1
http://doi.org/10.1111/2041-210x.12613
http://doi.org/10.1007/s10531-017-1429-2
http://doi.org/10.1007/s10531-017-1429-2
http://doi.org/10.4014/jmb.1709.09027
http://doi.org/10.1111/ecog.03498
https://CRAN.R-project.org/package=adespatial
https://CRAN.R-project.org/package=adespatial
http://doi.org/10.1046/j.1439-0426.2003.00474.x
http://doi.org/10.1046/j.1439-0426.2003.00474.x
http://doi.org/10.1016/s0075-9511(03)80015-4
http://doi.org/10.1111/j.1095-8649.1998.tb02015.x
http://doi.org/10.1111/j.1095-8649.1998.tb02015.x
http://doi.org/10.1006/jfbi.1999.1042

Journal of Applied Ichthyology

(60]

(61]

(62]

(63]

(64]

(65]

(66]

(67]

(68]

(69]

(70]

(71]

(72]

(73]

(74]

(75]

P. N. Claridge, I. C. Potter, and M. W. Hardisty, “Seasonal
Changes in Movements, Abundance, Size Composition and
Diversity of the Fish Fauna of the Severn Estuary,” Journal of the
Marine Biological Association of the United Kingdom 66, no. 1
(1986): 229-258, https://doi.org/10.1017/s002531540003976x.

Z. Jager, B. van den Boogaard, W. Lengkeek, and J. Bergsma,
“Stow Net Fishery Ems 2011,” Ecological Quality Assessment of
the Ems Estuary, Based on Fish Monitoring Data (Rijkswa-
terstaat, Waterdienst Netherlands, 2011).

D. Kopetsch, “Stow Net Fishery Ems 2023 Fish Fauna
Monitoring in Accordance With the WFD,” Wageningen
Marine Research BM 23 (2023): 28.

D. Kopetsch and J. Scholle, (2017), Hamenebfischung
Unterems 2016 - Fischfaunistische Untersuchung im Rahmen
der Gewisserstandsiiberwachung nach WRRL.

D. Kopetsch and J. Scholle, “Stow Net Fishery Ems 2021-Fish
Fauna Study Within the Framework of Water Status Moni-
toring in Accordance With the WFD,” Wageningen Marine
Research BM 21 (The Netherlands, 2022): 26.

D. Kopetsch and J. Scholle, “Hamenbefischung Hamenbefi-
schung Unterems 2022 - Kurzbericht Fischfaunistische
Untersuchung im Rahmen der Gewdsserstandsiiberwachung
nach WRRL,” Hannover: Niedersichsisches Landesamt Fiir
Verbraucherschutz  Und  Lebensmittelsicherheit (LAVES)
Dezernat Binnenfischerei (2022).

S. Kopetsch, D. Sevilgen, and J. Scholle, (2016), Stow Net
Fishery Ems 2015—Fish Fauna Study Within the Framework
of Water Status Monitoring in Accordance with the WFD,
IMARES BM 15.

S. Schulze, D. Kopetsch, and J. Scholle, Kurzbericht:
Hamenbefischung Unterems 2012 - Fischfaunistische Unter-
suchung im Rahmen der Gewdsserstandsiiberwachung nach
WRRL (LAVES Hannover, 2013).

S. Schulze, D. Kopetsch, and J. Scholle, Kurzbericht:
Hamenbefischung Unterems 2018 - Fischfaunistische Unter-
suchung im Rahmen der Gewdsserstandsiiberwachung nach
WRRL (LAVES Hannover, 2018).

S. Schulze and J. Scholle, Kurzbericht: Hamenbefischung
Unterems 2010 - Fischfaunistische Untersuchung im Rahmen
der Gewisserstandsiiberwachung nach  WRRL (LAVES
Hannover, 2010).

S. Schulze and J. Scholle, Stow Net Fishery Ems 2013. Fish
Fauna Study Within the Framework of Water Status Moni-
toring in Accordance With WFD (Rijkswaterstaat, Water-
dienst Netherlands, 2013).

S. Schulze and J. Scholle, Kurzbericht: Hamenbefischung
Unterems 2014 - Fischfaunistische Untersuchung im Rahmen
der Gewdsserstandsiiberwachung nach  WRRL (LAVES
Hannover, 2014).

R. Thiel, A. Sepulveda, R. Kafemann, and W. Nellen, “Envi-
ronmental Factors as Forces Structuring the Fish Community
of the Elbe Estuary,” Journal of Fish Biology 46, no. 1 (1995):
47-69, https://doi.org/10.1111/.1095-8649.1995.tb05946 x.

D. Alo, S. N. Lacy, A. Castillo, H. A. Samaniego, and
P. A. Marquet, “The Macroecology of Fish Migration,” Global
Ecology and Biogeography 30, no. 1 (2021): 99-116, https://
doi.org/10.1111/geb.13199.

J. E. Rasmussen and M. C. Belk, “Individual Movement of
Stream Fishes: Linking Ecological Drivers With Evolu-
tionary Processes,” Reviews in Fisheries Science & Aqua-
culture 25, no. 1 (2017): 70-83, https://doi.org/10.1080/
23308249.2016.1232697.

H. Méller and U. Scholz, “Avoidance of Oxygen-Poor Zones
by Fish in the Elbe River,” Journal of Applied Ichthyology 7,

[76]

(77]

(78]

(79]

(80]

(81]

(82]

(83]

(84]

(85]

(86]

(87]

(88]

15

no. 3 (1991): 176-182,
0426.1991.tb00524 x.

B. J. Cardinale, J. E. Duffy, A. Gonzalez, et al., “Biodiversity
Loss and Its Impact on Humanity,” Nature 486, no. 7401
(2012): 59-67, https://doi.org/10.1038/nature11148.

T. Friedrich, R. Reinartz, and ]. Gessner, “Sturgeon Rein-
troduction in the Upper and Middle Danube River Basin,”
Journal of Applied Ichthyology 35, no. 5 (2019): 1059-1068,
https://doi.org/10.1111/jai.13966.

J. Gessner, M. Tautenhahn, S. Spratte, G. M. Arndt, and
H. von Nordheim, “Development of a German Action Plan
for the Restoration of the European Sturgeon Acipenser sturio
L.—Implementing International Commitments on a National
Scale,” Journal of Applied Ichthyology 27, no. 2 (2011): 192-
198, https://doi.org/10.1111/j.1439-0426.2011.01697 x.

F. Kirschbaum, P. Williot, F. Fredrich, R. Tiedemann, and
J. Gessner, “Restoration of the European Sturgeon Acipenser
sturio in Germany,” in Biology and Conservation of the Eu-
ropean Sturgeon Acipenser sturio L. 1758, ed. P. Williot,
E. Rochard, N. Desse-Berset, F. Kirschbaum, and J. Gessner,
1758 (Springer Berlin Heidelberg, 2011), 309-333, https://
doi.org/10.1007/978-3-642-20611-5_21.

U. Monnerjahn, “Atlantic Salmon (Salmo Salar L.) Re-
Introduction in Germany: A Status Report on National Pro-
grammes and Activities,” Journal of Applied Ichthyology 27
(2011): 33-40, https://doi.org/10.1111/j.1439-0426.2011.01849.x.
K. E. Limburg and J. R. Waldman, “Dramatic Declines in
North Atlantic Diadromous Fishes,” BioScience 59, no. 11
(2009): 955-965, https://doi.org/10.1525/bi0.2009.59.11.7.

K. Wilson and L. Veneranta, “Data-Limited Diadromous
Species-Review of European Status (ICES COOPERATIVE
RESEARCH REPORT No. 348),” International Council for the
Exploration of the Sea (2019).

M. Kottelat and J. Freyhof, Handbook of European Freshwater
Fishes (Publications Kottelat, Cornol & Freyhof, 2007).

J. Borcherding, S. Staas, S. Kriiger, M. Ondrackova,
L. Slapansky, and P. Jurajda, “Non-Native Gobiid Species in
the Lower River Rhine (Germany): Recent Range Extensions
and Densities,” Journal of Applied Ichthyology 27, no. 1 (2011):
153-155, https://doi.org/10.1111/j.1439-0426.2010.01662.x.
K. F. Roche, M. Jana¢, and P. Jurajda, “A Review of Gobiid
Expansion Along the Danube-Rhine Corridor-Geopolitical
Change as a Driver for Invasion,” Knowledge and Manage-
ment of Aquatic Ecosystems 411, no. 411 (2013): 01, https://
doi.org/10.1051/kmae/2013066.

C. Staentzel, O. Schlumberger, A. Barillier, A. Valentini,
F. Boyer, and J. N. Beisel, “Trophic Impact of Neogobius
melanostomus in a Restored Site on the Old Rhine River
(France),” Aquatic Sciences 85, no. 2 (2023): 46, https://
doi.org/10.1007/s00027-023-00942-2.

F. L. Forcino, L. R. Leighton, P. Twerdy, and J. F. Cahill, “Re-
Examining Sample Size Requirements for Multivariate,
Abundance-based Community Research: When Resources are
Limited, the Research Does Not Have to be,” PLoS One 10, no. 6
(2015): e0128379, https://doi.org/10.1371/journal.pone.0128379.
https://www.kreiszeitung.de/lokales/niedersachsen/biologen-
entdecken-neue-fischart-marmorgrundel-mittellandkanal-
3922207.htmlBiologen Entdecken Neue Fischart Marmor-
grundel Im Mittellandkanal, 2014, Kreiszeitung.de.

https://doi.org/10.1111/j.1439-


http://doi.org/10.1017/s002531540003976x
http://doi.org/10.1111/j.1095-8649.1995.tb05946.x
http://doi.org/10.1111/geb.13199
http://doi.org/10.1111/geb.13199
http://doi.org/10.1080/23308249.2016.1232697
http://doi.org/10.1080/23308249.2016.1232697
http://doi.org/10.1111/j.1439-0426.1991.tb00524.x
http://doi.org/10.1111/j.1439-0426.1991.tb00524.x
http://doi.org/10.1038/nature11148
http://doi.org/10.1111/jai.13966
http://doi.org/10.1111/j.1439-0426.2011.01697.x
http://doi.org/10.1007/978-3-642-20611-5_21
http://doi.org/10.1007/978-3-642-20611-5_21
http://doi.org/10.1111/j.1439-0426.2011.01849.x
http://doi.org/10.1525/bio.2009.59.11.7
http://doi.org/10.1111/j.1439-0426.2010.01662.x
http://doi.org/10.1051/kmae/2013066
http://doi.org/10.1051/kmae/2013066
http://doi.org/10.1007/s00027-023-00942-2
http://doi.org/10.1007/s00027-023-00942-2
http://doi.org/10.1371/journal.pone.0128379
https://www.kreiszeitung.de/lokales/niedersachsen/biologen-entdecken-neue-fischart-marmorgrundel-mittellandkanal-3922207.html
https://www.kreiszeitung.de/lokales/niedersachsen/biologen-entdecken-neue-fischart-marmorgrundel-mittellandkanal-3922207.html
https://www.kreiszeitung.de/lokales/niedersachsen/biologen-entdecken-neue-fischart-marmorgrundel-mittellandkanal-3922207.html

	Residents and Transients—Fish Community Dynamics in a Highly Anthropised Tidal North Sea Estuary Across the Annual Cycle
	1. Introduction
	2. Methods
	2.1. Study Site
	2.2. Sampling Strategy
	2.3. Species Identification and Biometrics
	2.4. Ethical Statement
	2.5. Data Analysis

	3. Results
	3.1. Total Catch
	3.2. Intra-Annual Trends

	4. Discussion
	4.1. Patterns in the Fish Community
	4.2. Species of Particular Ecological or Scientific Interest
	4.3. Limitations

	Data Availability Statement
	Disclosure
	Conflicts of Interest
	Author Contributions
	Funding
	Acknowledgements
	Supporting Information
	References




