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a b s t r a c t

The benthic communities of soft-sediment intertidal ecosystems trophically underpin the
migration of birds and fish. Within the East Atlantic Flyway, along the coast of West-Africa,
the intertidal mudflats of Banc d’Arguin, Mauritania, host over 2 million migratory wa-
terbirds. Despite the protected status of the Banc d’Arguin, geographical remoteness and
seemingly benign human exploitation, we show that large changes have taken place in the
intertidal benthic macrofauna across an interval of 28 years. We compared the results of
two comparable and spatially comprehensive large-scale benthic surveys in 1986 and
2014. Over this time, the benthos changed from a diverse community to one dominated by
a few species of bivalve, with a loss of polychaete worms. The change was associated with a
twofold increase in the seagrass cover. Our results suggest that the intertidal habitats of
Banc d’Arguin have altered markedly over the last three decades and the estimated benthic
secondary production has decreased by a factor of four. These shifts in community
structure and production may have contributed to declines in some benthivorous migra-
tory shorebirds.
© 2020 The Author(s). Published by Elsevier B.V. This is an open access article under the CC

BY license (http://creativecommons.org/licenses/by/4.0/).
1. Introduction

Due to human development and activities, over the last 100 years the world has lost 64e71% of its wetland habitats
(Davidson, 2014). As a result, seasonal long-distance migratory shorebirds which rely on these wetland habitats during the
nonbreeding season (van de Kam et al., 2004;Mathot et al., 2018) have to rely on the 30% remaining habitats. Recently, further
wetland losses have led to further declines, especially in coastal-living shorebirds across the world (Conklin et al., 2014; van
Roomen et al., 2015). The cause of these declines has been mostly attributed to habitat loss and modification (Kraan et al.,
Groningen, the Netherlands.
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2009; Ma et al., 2014; Piersma et al., 2016; Zhang et al., 2018) directly affecting the survival of wintering waterbirds and the
food ‘fuelling’ long distance migrations (e.g., Rakhimberdiev et al., 2018). In addition to the loss of habitat, the suitability of
coastal wetlands as feeding areas for shorebirds can be expected to vary due to other causes, such as catastrophic storms
(Delany et al., 2009; van Roomen et al., 2015; Oudman et al., 2019), long-term climatic cycles, and internal species-
environment feedbacks (van Gils et al., 2016; Correll et al., 2017). Further, migratory birds depend on series of sites at
every stage of their annual migration. Thus, the current global loss of natural habitat may be removing some of these key sites
along the global flyways, and decreasing the quality of their habitats (Galbraith et al., 2005; Piersma, 2006, 2007).

The Parc National du Banc d’Arguin in Mauritania is a key wintering and staging area for shorebirds along the East Atlantic
Flyway (Altenburg et al., 1982; Wolff and Smit, 1990; Delany et al., 2009; Oudman et al., 2019). The park is by far the largest
and the most important wintering and staging habitat along the Sahara coast, but is quite isolated, with the nearest com-
parable habitat in West Africa (in the Bijag�os Archipelago, Guinea-Bissau) 1000 km towards the south. The discrepancy
between the low abundance of benthic prey (Piersma, 1982; Wolff et al., 1993a) and the large number of shorebird predators
(Altenburg et al., 1982) has attracted scientific interest, especially since some wintering shorebird species at Banc d’Arguin
have shown serious population declines. Further, the main primary producer of the Banc d’Arguin, the dwarf eelgrass Zostera
noltei (van der Zee et al., 2016; Wolff et al., 1993b), has shown tremendous variations in cover over the last few decades
(Littaye and Sidi Cheikh, 2018).

In the Sahel and Saharan West Africa, rainfall is subject to many-decadal cycles (Ahmedou et al., 2008; Shanahan et al.,
2009; Zwarts et al., 2009). Between 1970 and 1995, the region went through a severe drought (the ‘great drought’), with
rainfall reaching the lowest levels in 1984 (Hoerling et al., 2006). The resulting expansion of the Sahara desert had large
implications for westward dust transport, with impacts even noticeable in the Caribbean (Hoerling et al., 2006). Recently, the
rainfall of the Sahel showed an increase indicating a steady recovery toward pre-drought levels (Bichet and Diedhiou, 2018;
Diawara et al., 2016). The ‘great drought’ likely affected the coastal systems of West Africa too, with distress to intertidal
seagrass meadows at Banc d’Arguin through sedimentation and desiccation (de Fouw et al., 2016). Desiccation degrades
seagrass through leaf dehydration (Leuschner et al., 1998). Sedimentation could kill seagrass (1) directly by inducing anoxia
and light limitation (Bradley and Stolt, 2006; Han et al., 2012; Hirst et al., 2017) or (2) indirectly by elevating seagrass patches
(Bos et al., 2007) and thus increase their air-exposure time, which make them more vulnerable to drought and heat stress
(Suykerbuyk et al., 2018; Unsworth et al., 2012). Given the stark differences in macrozoobenthic communities between
seagrass and non-seagrass covered intertidal flats (Honkoop et al., 2008; Bouma et al., 2009), we expected cascading impacts
on the food and abundance of wintering shorebirds (van Gils et al., 2009, 2013, 2016).

In this study, we provide evidence of temporal change in the intertidal benthic macrofauna and seagrass cover of the Banc
d’Arguin ecosystem. We combined a comparison between a large-scale historical benthic survey (1986; closely following the
“great drought”) and a recent survey (2014; “usual drought”) with an analysis of seagrass cover from satellite images. Further,
we identified the most important biophysical correlates of benthic composition (seagrass traits, sediment characteristics and
wave exposure) at the landscape-scale. Finally, we discuss the implications of the change in benthic community structure on
secondary productivity for shorebirds.

2. Materials and methods

The study was conducted at Parc National du Banc d’Arguin, Mauritania (Fig. 1). The Banc d’Arguin intertidal flats cover
453 km2 (calculation based on Murray et al., 2019), of which 80% is covered with seagrasses, mainly Zostera noltei (Altenburg
et al., 1983; Wolff and Smit, 1990; Folmer et al., 2012). The seagrass beds of the area, including Z. noltei, maintain their
aboveground component year-round (El-Hacen et al., 2018) as opposed to themore northern ecotypes that lose their leaves in
winter (Vermaat and Verhagen, 1996). The area borders the Sahara and not affected by rivers (Wolff et al., 1993b) nor human-
waste discharges.

2.1. Macrofauna surveys

Based on the survey byWolff and associates in FebeApr 1986 (Wolff et al.,1993a;Wijnsma et al.,1999) and our survey in Feb
2014, we compared quantitative data on benthic macrofauna between the two years. The first survey (hereafter: ‘historical’)
provided the single available comparison to themost ‘recent’ one. The historic surveywas done 2-years after the driest year of
the great drought, whereas the recent onewas done during a period of normal rainfall. To minimise the seasonal confounding
factor in both benthic abundances and biomasses (see Ahmedou Salemet al., 2014;Wolff andMichaelis, 2008), the two surveys
were performed at the same time of the year (FebeApr). Samples from both surveys were taken during low tide.

Although we copied the survey route around Tidra, the absence of precise GPS locations for the historic survey and a
detailed navigation map for the sampling points, in many cases hindered visiting the exact locations. The spatial confounding
factor was minimised by covering the same general geographical area of the core intertidal system of PNBA (Fig. 1a). The
sampling locations of the historical survey were chosen randomly and so were our sampling sites. In preparation for the
recent survey, the map of the historical survey was georeferenced in ArcMap and the approximate GPS coordinates of the
historical stations were loaded into a navigation device (Trimble Yuma® 2, USA) used to find the sites. In total, 60 mudflats, of
which 40 were from the historical survey, were selected around the island of Tidra, but only 40 of them could be reached with
the modes of transport and time available. On each mudflat, two stations were chosen along an elevation gradient. The
2



Fig. 1. (a) Map of sample locations in the core intertidal flats of Banc d’Arguin, Mauritania. Samples were collected over two surveys, indicated by open symbols
for 1986 and by black dots for 2014 survey. Names indicate places where data loggers were positioned. (b) Photo showing a typical exposed mudflat at low tide,
and (c) a typical shoreline flat. Photos by Han Olff and Jeroen Onrust.
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selection along the elevation gradient was done to account for the lack of habitat descriptions in the historical survey, and to
cover the most prevailing habitat types (i.e., low, mostly dense seagrass vs. high, mostly sparse seagrass or bare sediment). At
every station, a PVC framewas thrown randomly and its landing positionwas selected for sampling. Sebkhas, salt barren flats
above the high-tide marks, and subtidal stations were not considered in our survey. The Baie d’Arguin and Baie de St. Jean
areas were not visited due to remoteness and their relatively small intertidal areas.

A total of 60 historical stations and 40 recent stations located around Tidra were judged compatible and thus used for the
benthic community comparison (Fig. 1a). In the historical survey five cores (10-cm diameter, to a depth of 30 cm, covering
0.039 m2) were collected, pooled together (Wolff et al., 1993a), and sieved through a 0.6-mm mesh to represent a sampled
station. In the recent survey two larger cores (15-cm in diameter, to a depth of 30 cm, covering 0.035 m2) were collected,
pooled together, and sieved through 1-mm mesh to represent a sampling station. All samples were washed fresh and sieved
on the spot with the sea water. We note that the use of different mesh sizes in both surveys is expected to affect the com-
parison, especially density, as the older survey with smaller mesh would have yielded more small bivalves and polychaetes
than the recent one.

Samples of both surveys were sorted in ‘laboratory tents’ in the field, mostly the same day of collection or sometimes the
nextmorning if the low tide occurred late in the afternoon. In both surveys sorted samples were preserved in 5% formalin, and
then brought to The Netherlands for further analyses. In the laboratory, specimens were identified and weighed in a similar
way. All specimens were identified to the species level in the historical survey while worms were only identified to family
level in the recent survey. For this reason, the community comparison was done at the family level. Identification of speci-
mens in the recent survey was based on a field benthic guide developed from the extensive list published in the historical
survey (Wijnsma et al., 1999; Wolff et al., 1993a), and with the aid of the guides by Ardovini and Cossignani (2004) and
Hayward and Ryland (1995). Ash-free dry mass (AFDM) was measured at taxon level per sample by drying to a constant
weight at 60 �C for at least two days and then incinerated at 560 �C for 2 h. The West African bloody cockle Senilia seniliswas
subject to a separate sampling scheme in the historical survey (Wolff et al., 1993a), an effort not repeated here. Hence, bloody
cockles were not included in this comparison. However, the individuals that were retrieved in the coring of 2014 were used in
assessing the effect of environmental variables on benthic community structure.

To be able to make an integrated assessment of the differences in macrobenthic community between the two years, an
integrator with trophic relevance, we computed annual macrofaunal somatic productivity (production/biomass: P/B, yr�1)
and secondary production (P, KJ m�2 yr�1) on the basis of the taxonomic data and general taxon and size relationships using a
recent empirical artificial neural network model (Brey, 2012), see Appendix1 and Fig. S1 for details).
3
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2.2. Seagrass cover change: NDVI calculation

To investigate overall changes in seagrass cover, Google Earth Engine (GEE) platform was used to obtain Normalized
Difference Vegetation Index (NDVI) from 1986 to 2014 (https://earthengine.google.com). The entire Landsat 8-Day com-
posites available from the study region were considered (’LANDSAT/LT05/C01/T1_8DAY_NDVI’, "LANDSAT/LE7_L1T_8-
DAY_NDVI", and "LANDSAT/LC8_L1T_8DAY_NDVI"). Prior to the NDVI computation in GEE, all available scenes were first
inspected for tide levels and atmospheric conditions over the intertidal zone of Banc d’Arguin using LandsatLook Viewer
(https://landsatlook.usgs.gov/), and only low-tide scenes without cloud cover were selected for further analyses. To inves-
tigate the small-scale effect of seagrass cover on benthic communities, NDVI values were computed within a square buffer of
3600 m2 (84.85 m diagonal) around each station. The buffer was large enough (4 pixels) to capture the errors resulting from
the accuracy of the points, yet small enough to maintain the average habitat type around the sampling points. NDVIs were
calculated in ESRI Geographic Information System (ArcMap 10.4) from 30-m spatial resolution Landsat images (scenes: 12/
Jan/1985, Jan-1987, Oct-2013, and 12/Nov/2014) provided by U.S. Geological Survey (USGS). Selected scenes had little cloud
cover (<0.5%) and were subjected to an atmospheric correction following (Vuolo et al., 2015; Young et al., 2017) prior NDVI
calculation. The use of NDVI index from Landsat imagery has proven to be adequate and represent seagrass conditions in our
study area (de Fouw et al., 2016; Folmer et al., 2012; Littaye and Sidi Cheikh, 2018).

2.3. Benthic community structure and environmental descriptors

Correlations between benthic community structure and the most prevailing local biotic (i.e., seagrass) and abiotic (i.e.,
sediment & wave action) properties were assessed for the recent survey. At each benthos-sampling point, a 15-cm diameter
core and two 35.34 cm�3 volumetric syringes were collected to characterise seagrass and sediment properties, respectively
(Bouma et al., 2009). Seagrass below- and aboveground dry biomasses (dried until constant weight at 70 �C for 48 h) were
determined per core (Turner et al., 1999). Leaf and internode (first ten rhizomes) lengths were measured on three fresh intact
shoot-rhizomes (Kiswara et al., 2009; Nicastro and Bishop, 2013). Leaf area (LA) was estimated on photos taken from the
intact shoots with the freely available ImageJ software. Seagrass percentage cover of each sampling point was visually
estimated. Seagrass carbon (%C), nitrogen (%N), d15N and d13C contents were determined with an elemental analyser (Type NA
1500 Carlo Erbo Termo Fisher Science, USA), coupled to a spectrometer (Thermo Finnigan Delta Plus, USA). Total phosphorus
(%P), iron (‰ Fe), and aluminium (%Al) in leaf tissue was measured on an inductivity-coupled-plasma emission spectro-
photometer (ICP) (Spectroflame, Spectro Inc), after digestion of dried material with nitric acid and hydrogen peroxide.
Sediment characteristics such as median grain size (D50) and organic matter content (OM, loss of ignition at 500 �C) were
determined for each sampling point. Wave exposure at each site was calculated with the open source software Wave
Exposure Model (WEMo, Malhotra and Fonseca 2007) developed by NOAA and is implemented in ESRI ArcGIS 9.3. WEMo
incorporates bathymetry, wind, fetch lengths, and shoreline morphology to calculate relative wave energy (J m�1).

2.4. Statistical analyses

All statistical analyses belowwere performed in R software (version 3.4.3, R Development Core Team, 2017). Differences in
taxon’ density and biomass between the historical and recent surveys were tested with t-tests. Linear regressions were used
to assess changes of seagrass cover (NDVI) over time. The relationships between NDVI and the density of the different benthic
taxa in both surveys were assessed with linear regressions. Data were transformed accordingly to meet normality
assumptions.

Biophysical (seagrass traits, sediment characteristics, and wave exposure) variables that were measured in 2014 (Table S1)
were analysed simultaneously to identify which were important in affecting the benthic composition at the landscape-scale.
Conditional Inference Tree (CIT) an extension of ‘random forest’ approach (Breiman, 2001) was used to reduce the number of
predictors and identify the most important factors influencing the benthic community composition (see Appendix 2 for more
details). The explanatory variables used for CIT analysis include taxon abundance, seagrass cover, leaf %N, leaf %P, seagrass
above-to-belowground biomass, leaf length, internode length, relative wave energy, sediment organic matter content, and
sediment median grain size. The outcome of the analysis (Fig. A2) identified seagrass traits (cover, internode length, and leaf %
N) as the most influential environmental factors, thus were subjected to further analysis. Bray-Curtis index of dissimilarity
matrix (Hellinger transformed data) was computed to examine patterns in species compositions along seagrass cover
gradient. Dissimilarities were visualised with a non-metric multidimensional scaling (NMDS) in ‘vegan’ package (Oksanen
et al., 2016).

3. Results

3.1. Macrofauna surveys

In 2014, bivalves (without bloody cockles) and polychaete worms represented 80.5% and 11.5% of the total density of
macrozoobenthic animals and 77.5 and 17% of their total biomass, respectively. The bivalves Loripes orbiculatus, Abra sp.,
Dosinia sp., Diplodonta diaphana and polychaete worms, together accounted for more than 86% of the total density and 81% of
4
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total AFDM. Bivalve biomass and density were significantly higher in the recent survey than in the one of 1986 (biomass:
Fig. 2a, t (98)¼�7.58, P < 0.001; density: Fig. 2b, t (98)¼�4.23, P < 0.001). Gastropod biomass and density were significantly
lower in 2014 than in 1986 (biomass: Fig. 2a, t (98)¼ 4.12, P < 0.001; density: Fig. 2b, t (98)¼ 2.42, P¼ 0.02). The biomass and
density of polychaete worms were also significantly lower in the recent survey than in the historical one (biomass: Fig. 2a, t
(98) ¼ 7.88, P < 0.001; density: Fig. 2b, t (98) ¼ 3.6, P < 0.001). Finally, both secondary production (P/B) and productivity (P)
were significantly lower in the recent survey than in the historical one (Fig. A1; P/B: t (98) ¼ 4.5, P < 0.001; P: t (98) ¼ 8.72,
P < 0.001).
3.2. Seagrass cover and macrofauna densities

Across the study area, the NDVI values of the intertidal flats of Banc d’Arguin have shown a significant increase from 1986
to 2014 (F1,15 ¼ 5.5, R2 ¼ 0.29, P ¼ 0.03, Fig. 3). NDVI significantly predicted bivalve densities for the historical (R2 ¼ 0.1,
P < 0.01, solid line in Fig. 4a) and recent surveys (R2 ¼ 0.3, P < 0.01, dashed line in Fig. 4a). NDVI did not significantly predict
gastropod densities neither for the historical survey nor for the recent one (P > 0.05, Fig. 4b). Polychaete densities, on the
other hand, were only significantly predicted by NDVI in the historical (R2 ¼ 0.1, P < 0.05, solid line in Fig. 4c) survey but not
the recent one (P > 0.05, dashed line in Fig. 4c).
3.3. Benthic community structure and environmental descriptors

In the conditional inference trees (CIT) models, the variables most strongly associated with macrobenthic total abundance
were seagrass rhizome internode length, leaf %N, and seagrass cover (Fig. S2). Differences in species composition along
seagrass cover gradients were fairly represented by a two-dimensional NMDS ordination (stress ¼ 0.17). The seagrass cover
gradient was significantly correlated with the species composition in NMDS space (Fig. 5). Common species tended to group
in few clusters in ordination space: (1) a few species occupying only very dense seagrass beds (Tellina sp., Nassarius sp.); (2) a
larger group of species present at more intermediate cover (Abra sp., Loripes orbiculatus, Prunum amygdala, Diplodonta
diaphana, and Mesalia sp.); (3) a group of species occurring especially in sparser seagrass habitats (Dosinia sp., Isopoda,
Polychaeta, and Bulla adansoni); and (4) one species associated mostly with bare habitat (Senilia senilis).
Fig. 2. Comparisons of the mean (±standard error) biomass (a) and density (b) of the most important benthic taxa in 1986 and 2014. The African bloody cockle
Senilia senilis was not included in the analyses. Comparisons between the two periods were performed using t-test (Significant difference levels, ns ¼ P > 0.05,
* ¼ P < 0.05, ** ¼ P < 0.01, and *** ¼ P < 0.001).
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Fig. 3. (a) and (b) show Maps of changes in NDVI across the Banc d’Arguin in Jan. 1986 (a) and in Nov. 2014 (b). Maps were created based on Landsat imagery
(NASA, scenes of December 11, 1986 and November 25, 2014) provided by USGS at: http://earthexplorer.usgs.gov/. (c) Changes of median NDVI values over time in
Banc d’Arguin intertidal flats. Shaded area shows the 95% CI.
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4. Discussion

We found evidence for a major shift in benthic community composition of the Banc d’Arguin intertidal flats over the last
decades, a shift from polychaete worms to bivalves. The shift was associated with an increase in seagrass cover. Historically,
polychaete worms were the most important taxonomic group in term of biomass and diversity (Piersma 1982; Gillet 1990;
Wolff et al., 1993a). However, in the recent survey, polychaetes were no longer abundant and less numerous than molluscs, in
accord with the findings at a single site near Iwik in 2012 (Ahmedou Salem et al., 2014). This negative relationship between
seagrass cover and the abundance of polychaete worms, especially tube-building ones, has been shown before in intertidal
soft-sediment systems (Barnes, 2019; Cardoso et al., 2004; Ekl€of et al., 2015; Lundquist et al., 2018). For instance, in South
Africa’s premier seagrass site (Knysna Estuary) it has been found that the abundance of polychaetes increased from <50% to
>90% of the total benthic community after the loss of Z. capensis beds (Barnes, 2019). For Arcachon Bay, France, Bostr€om et al.
(2002) reported little change to the benthic community following the disappearance of Z. noltei.Many bivalve species, on the
other hand, seem to benefit from seagrass cover as it increases their survival and provides a refuge for the settlement of spat
(Bostr€om et al., 2002; Irlandi, 1997).

The use of different mesh sizes to sieve the historical (0.6 mm) and recent (1 mm) samples had likely contributed to the
observed changes in benthic community structure. Several studies have compared the effect of sieving with different mesh
sizes, mostly 0.5 mm vs. 1 mm, on macrobenthic community structure and some of them concluded that the use of different
mesh-sizes affected the results (Bachelet, 1990; Couto et al., 2010; Rodrigues et al., 2007; Tanaka and Leite, 1998; Valença and
Dos Santos, 2013). At the same time, other studies suggested that the use of 1 mm sieves resulted in a similar macrobenthic
community structure compared to the use of 0.5 mm sieves (Barba et al., 2008; Hemery et al., 2017; James et al., 1995; Souza
and Barros, 2015; Thompson et al., 2003). The common finding is that amongst the descriptors of macrobenthic communities,
biomass is the least affected simply because the small animals retained by 0.5 mm sieves contribute disproportionally little
(Gage et al., 2002; Morin et al., 2004; Rodrigues et al., 2007; Valença and Dos Santos, 2013). Another general finding is that
polychaete densities decrease with increasing mesh size, as they have a tendency to actively escape through the mesh
(Bachelet, 1990; Gage et al., 2002; James et al., 1995; Souza and Barros, 2015). Thus, it is likely that part of the decrease in
6
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Fig. 4. Relationships of normalized difference vegetation index (NDVI) and the square-root densities of (a) bivalves, (b) gastropods and (c) polychaete collected
from Banc d’Arguin in 1986 (light grey dots with solid lines) and in 2014 (dark grey dots with dashed lines). African bloody cockle Senilia senilis was not included
in the analysis.
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polychaete densities in the recent survey was caused by the use of a coarser mesh, but it is unlikely that this explains the
decrease over time in their total biomass.

The increase in bivalve abundance was due to two species, Loripes orbiculatus and Abra sp. The lucinid bivalve Loripes
orbiculatus, the most abundant species, aids the functioning of seagrass beds by nitrogen fixing (Petersen et al., 2016) and the
uptake of hydrogen-sulphide, which is toxic to both seagrass and birds (van der Heide et al., 2012; van Gils et al., 2013). The
secondmost important species for bivalve-eating shorebirds,Dosinia sp. (Onrust et al., 2013; van Gils et al., 2013), showed first
a marked increase between 1980s (Piersma, 1982; Wolff et al., 1993a) and 2008 (Honkoop et al., 2008), followed by a marked
decrease since then (see Table 1). However, the cause of the observed dynamic of Dosinia is not clear and merits further
research. A recent study by van der Geest et al. (2019) found thatDosiniamostly inhabited seagrass covered areas, thusDosinia
would have been expected to have increased alongwith the increase in seagrass cover. Possibly, Dosinia (a filter feeder) is now
outcompeted for food by Loripes, a facultative mixotroph that could require energy from different sources (van der Heide
et al., 2012; van der Geest et al., 2014). In addition, the giant bloody cockle, another filter feeder known to contribute the
most to molluscan biomass, has shown a tremendous increase in density since the 1980s (Honkoop et al., 2008; Wijnsma
7



Fig. 5. Non-metric multidimensional scaling (NMDS) ordinations showing the BrayeCurtis dissimilarity scores of the most abundant benthic species (indicated
by their genus names) along seagrass cover gradients.

Table 1
Composition of the density (individuals m�1) and biomass (g AFDM m �2) of the main benthic taxa in the Banc d’Arguin between 1986 and 2014.
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et al., 1999) and could also possibly outcompete Dosinia for suspended food material. Competition for food and space is
common among benthic organisms that use similar resources and/or occupy the same ecological niche, and has been shown
to significantly reduce some benthic populations (Galimany et al., 2017; Reise et al., 2017; Strayer and Malcom, 2018;
Thieltges, 2005). Further, the effect of the observed increase in Senilia population on the functioning of seagrass beds in Banc
d’Arguin, especially mollusc assemblages, remains to be properly evaluated.

The observed increase in seagrass cover at Banc d’Arguinwas not caused by humans dredging intertidal areas or removing
seagrass in other ways (e.g., Piersma et al., 2001; Kraan et al., 2007). We suggest that the changes are a function of dust and
sediment dynamics (de Fouw et al., 2016). The Sahelian drought caused huge losses of terrestrial vegetation cover (Niang
et al., 2008; Zwarts et al., 2018). As a consequence, the frequency and intensity of dust storms increased during the peak
of the drought years (Goudie and Middleton, 1992; Prospero and Lamb, 2003). Sediment deposition may cause seagrass
mortality either directly through burial (Han et al., 2012; Hirst et al., 2017), or indirectly through adverse conditions such as
anoxia (Brodersen et al., 2017) and desiccation (de Fouw et al., 2016). We propose that as a result of increasing dust storms,
sediment deposition and desiccation, the seagrass beds in Banc d’Arguin experienced severe die-backs during the Sahel
drought years. The future projection of the Sahel climate predicts an increase in drought and temperature (James and
Washington, 2013), which is most likely going to decrease seagrass cover through heat waves and sediment dynamic (de
Fouw et al., 2016; El-Hacen et al., 2018; Han et al., 2012) and subsequently alter the benthic community (Honkoop et al.,
2008).

An emergent question is how such changes would affect benthic ‘food’ production for shorebirds (Table S2). Although
estimates of P/B based on empirical models should be interpreted with caution as they are based on the means rather than on
thorough long-term population dynamic assessments (size frequency, growth rate, and mortality) (Cusson and Bourget,
2005), we calculated that the change in benthic composition would have been accompanied by a reduction in estimated
secondary production (P/B) by a factor four (Fig. A1). The reduction in P/B is not due to a reduction in the total standing stock
of benthic biomass but rather an increase in bivalves compared to polychaetes (Fig. 2a). The large and slow-growing taxa (and
this includes molluscs and echinoderms) show low P/B ratios (Mistri and Ceccherelli, 1994; Cusson and Bourget, 2005). The
estimated P/B values presented here are in accordance with those found along the East Atlantic Flyway, with various studies
showing P:B ratios to vary from 0.15 to 1.6 y�1 (see Asmus and Asmus 1985; Arias and Drake 1994; Bolam et al., 2010;
Fuhrmann et al., 2015; Degen et al., 2016; Paar et al., 2016). Thus, our estimated historical P/B values (~2) are among the
highest along the East Atlantic Flyway, while the recent values rank among the lowest (~0.5).

The suggested decrease in secondary production adds concern for the shorebirds (Table S2) that even during the times of
the historical surveywere shown to be able to deplete the early winter benthic food (Engelmoer et al., 1984;Wolff et al., 2009;
Wolff and Michaelis, 2008). To sustain the high densities of consumers, the area was presumed to have a benthic community
of species with particularly high P/B ratios (Altenburg et al., 1982). The historical P/B estimation is indeed consistent with this
notion, but the recent estimation suggests that it no longer fits. This could explainwhy several shorebird species (Table S2) are
now in serious decline (van Gils et al., 2013; van Roomen et al., 2015; Oudman et al., 2019). In addition to ongoing changes at
the breeding grounds (i.e., the advancing snow melt probably affecting insect emergence and food conditions for chicks, van
Gils et al., 2016; Rakhimberdiev et al., 2018), our results showed that shorebirds may have been under pressure in the
wintering grounds through changes in food supplies.
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