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Abstract
1. Seagrasses provide an important ecosystem service by creating a stable erosion-

resistant seabed that contributes to effective coastal protection. Variable mor-
phologies and life-history strategies, however, are likely to impact the sediment 
stabilization capacity of different seagrass species. We question how opportun-
istic invasive species and increasing grazing by megaherbivores may alter sedi-
ment stabilization services provided by established seagrass meadows, using the 
Caribbean as a case study.

2. Utilizing two portable field-flumes that simulate unidirectional and oscillatory 
flow regimes, we compared the sediment stabilization capacity of natural sea-
grass meadows in situ under current- and wave-dominated regimes. Monospecific 
patches of a native (Thalassia testudinum) and an invasive (Halophila stipulacea) sea-
grass species were compared, along with the effect of three levels of megaherbi-
vore grazing on T. testudinum: ungrazed, lightly grazed and intensively grazed.

3. For both hydrodynamic regimes, the long-leaved, dense meadows of the cli-
max species, T. testudinum provided the highest stabilization. However, the loss 
of above-ground biomass by intensive grazing reduced the capacity of the na-
tive seagrass to stabilize the surface sediment. Caribbean seagrass meadows are 
presently threatened by the rapid spread of the invasive opportunistic seagrass, 
H. stipulacea. The dense meadows of H. stipulacea were found to accumulate fine 
sediment, and thereby, appear to be effective in reducing bottom shear stress 
during calm periods. This fine sediment within the invasive meadows, however, is 
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1  | INTRODUC TION

Seagrass meadows are well-known for the vital ecosystem ser-
vices that they provide in coastal environments. As primary pro-
ducers, they make up the base of the food web, being utilized as a 
primary food source by reef fish, urchins and turtles (Duarte, 1989; 
Nagelkerken, 2009), while also providing structural complexity 
that can be used as habitat (Gillis et al., 2014; Orth et al., 2006). 
In addition, seagrass meadows provide coastal protection services 
(Christianen et al., 2013; James et al., 2019; Ondiviela et al., 2014; 
Paul, 2018), by attenuating waves (Fonseca & Fisher, 1986; Hansen 
& Reidenbach, 2012; Lei & Nepf, 2019), by reducing tidal currents 
(Gambi, Nowell, & Jumars, 1990; Widdows, Pope, Brinsley, Asmus, 
& Asmus, 2008) and by protecting the seabed from erosion (Gacia 
& Duarte, 2001; Koch & Gust, 1999; Potouroglou et al., 2017). This 
protective effect can be so large that seagrass may even prevent the 
need of sand-nourishments to preserve beaches (James et al., 2019).

The flexible leaves of seagrass sway back and forth as waves 
propagate over them, with the drag forces exerted on the seagrass 
leaves causing a reduction in wave energy (Bouma et al., 2005; 
Bradley & Houser, 2009; Fonseca & Cahalan, 1992; Lei & Nepf, 2019). 
This process can result in a 20% reduction in wave height in shallow 
water (Hansen & Reidenbach, 2012). Within the seagrass canopy 
itself, flows can be 70%–90% lower than that of adjacent unvege-
tated areas (Gambi et al., 1990; Hansen & Reidenbach, 2012; Koch, 
Ackerman, Verduin, & van Keulen, 2006; Koch & Gust, 1999). The 
direct influence that seagrasses have on reducing the water flow 
within and around their meadows, provides a coastal protection ser-
vice by preventing sediment resuspension (Gacia & Duarte, 2001), 
and thus mitigating erosion (James et al., 2019; Paul, 2018; 
Potouroglou et al., 2017). The ability of seagrasses to provide 
coastal protection services is expected to be largely dependent on 
both the species-specific and the grazer-affected morphology of 
the seagrass. With over 60–70 seagrass species worldwide, there is 
a large diversity of morphologies (strap-, paddle-, feather-like) and 

life-history strategies (Kilminster et al., 2015). This morphological 
diversity is likely to result in varying levels of coastal protection pro-
vided by seagrasses (Fonseca, 1989; Mellors, Marsh, Carruthers, & 
Waycott, 2002).

Declining seagrass area in combination with a reduction of apex 
predators, has led megaherbivores (e.g. green turtles Chelonia mydas) 
to intensively graze zones of seagrass in some tropical regions 
(Christianen et al., 2014). Intensive grazing changes the seagrass 
morphology, and thus may affect the coastal protection services of 
seagrass meadows. Indeed, Christianen et al. (2013) showed that the 
coastal protection services of short, intensively grazed canopies of 
Halodule univervis were reduced compared to ungrazed seagrass; 
however, the roots and rhizomes continued to provide some sedi-
ment stabilization by reducing the erodibility of the seabed. A gen-
eral understanding of the role of seagrass morphology, including the 
effect of species-specific differences and grazing induced biomass 
changes, on the sediment-stabilizing services provided by seagrass 
meadows remains lacking. Such knowledge is, however, critical given 
that species-oriented nature conservation strategies may cause in-
creasing megaherbivore grazing pressure (Christianen et al., 2014), 
and biological invasions cause shifts in the species structure of ma-
rine communities to more opportunistic (r-selected) species (Olinger 
et al., 2017; Williams, 2007).

Invasive species are threatening the diversity and natural func-
tioning of seagrass ecosystems in many regions of the world, with ap-
proximately 56 non-native species being introduced within seagrass 
meadows before 2007 (Williams, 2007). One of the most dominant 
invasive seagrass species is Halophila stipulacea, which originates 
from the Red Sea, but invaded the Mediterranean (Lipkin, 1975) and 
then subsequently the Caribbean region (Ruiz & Ballantine, 2004). 
Halophila stipulacea is an opportunistic seagrass (Erftemeijer & 
Shuail, 2012; Kilminster et al., 2015) that can quickly colonize dis-
turbed areas (Smulders, Vonk, Engel, & Christianen, 2017). It has 
spread rapidly throughout the Caribbean (Willette et al., 2014) 
where it forms dense monospecific stands and competes with native 

easily resuspended by hydrodynamic forces, and the low below-ground biomass 
of H. stipulacea make it susceptible to uprooting during storm events, potentially 
leaving large regions vulnerable to erosion. Overall, this present study highlights 
that intensive megaherbivore grazing and opportunistic invasive species threaten 
the coastal protection services provided by mildly grazed native species.

4. Synthesis. Seagrass meadows of dense, long-leaved species stabilize the sediment 
surface and maintain the seabed integrity, thereby contributing to coastal protection. 
These services are threatened by intensive megaherbivore grazing, which reduces the 
stability of the surface sediment, and opportunistic invasive species, which are suscep-
tible to uprooting in storms and thereby can leave the seabed vulnerable to erosion.

K E Y W O R D S

coastal protection, conservation, ecosystem services, exotic species, marine ecology, marine 
vegetation, storm resilience, tropical ecology
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species like Thalassia testudinum and Syringodium filiforme. This in-
vasive species not only threatens the biodiversity of coastal eco-
systems (Olinger et al., 2017), but is rarely grazed upon by turtles, 
thus its spread is likely to have large consequences for ecosystem 
functioning (Christianen et al., 2018). Furthermore, due to its short 
canopy and shallow root system, the replacement of native seagrass 
species by H. stipulacea may impact the coastal protection services 
provided by seagrass in tropical bays, however, this remains to be 
tested.

Understanding the ability of different types of marine vegeta-
tion in providing coastal protection services is vital at this time when 
erosion is being exacerbated by increasing coastal infrastructure, 
sea-level rise and increasing storm intensity (Church et al., 2013; 
Jevrejeva, Jackson, Riva, Grinsted, & Moore, 2016; McGranahan, 
Balk, & Anderson, 2007; Saunders & Lea, 2008). Hence, we test how 
(a) intensifying megaherbivore grazing pressure and (b) species shifts 
(due to invasions) alter the extent to which seagrass meadows pro-
vide erosion protection. To address this question, we directly mea-
sured the sediment stabilization capacity of contrasting seagrass 
patches in situ by deploying two portable field flumes that mimicked 
unidirectional- and oscillatory-flow (Figure 1). We compared three 

levels of megaherbivore grazing (ungrazed, lightly grazed and inten-
sively grazed) on the native climax seagrass, T. testudinum, in addi-
tion to the invasive opportunistic seagrass H. stipulacea, and a bare 
unvegetated patch. As the flume measurements were conducted in 
situ, the sediment dynamics of the naturally formed system could be 
measured, and an absolute measure of the sediment stability in the 
field is obtained. The seagrass patch characteristics of vegetation 
density, canopy bendability and biomass allocation were measured 
to further describe the sediment stabilization ability of the differ-
ent species. It was hypothesized that patches of the long-leaved un-
grazed native turtle grass T. testudinum, will provide more effective 
erosion protection than patches of short-leaved species, like the in-
vasive H. stipulacea and intensively grazed seagrasses.

2  | MATERIAL S AND METHODS

2.1 | Site description

This study was conducted within Lac Bay, Bonaire, Caribbean 
Netherlands (12.108177, −68.226289). Lac Bay is a shallow lagoon 

F I G U R E  1   The TiDyFLOW flume 
(a) consists of a motor unit with two 
propellers that generate a unidirectional 
flow through the clear Perspex tunnel 
that is embedded into the sediment. 
The speed of the propellers is regulated 
to control the flow speed, with an ADV 
positioned in the centre of the tunnel, 
which records the flow velocity. Sediment 
movement is monitored beneath the ADV 
to determine the threshold flow velocity 
at which the sediment begins to move. 
The TiDyWAVE flume (b) mimics the 
oscillatory flow created by an unbreaking 
wave. Wooden wave paddles on either 
end of the flume move back and forth 
by the pneumatic cylinder observed on 
the top of the flume. The speed of the 
movement is controlled by regulating the 
airflow into the pneumatic cylinder. The 
time at which the boards moved back 
and forth in one cycle was calculated to 
be the oscillatory velocity. Clear Perspex 
surrounds the base of the flume allowing 
for the sediment movement within the 
flume to be observed

(a)

(b)
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(<6 m deep) located at the windward eastern coast of Bonaire 
(Figure 2). Extensive seagrass meadows composed of the native 
seagrass species T. testudinum have historically dominated the 
bay. However, more recently the invasive seagrass H. stipulacea 
has expanded rapidly throughout the deeper parts of the bay since 
its first sighting in 2010 (Debrot et al., 2019; Willette et al., 2014) 
and is starting to encroach on the shallower parts (Smulders 
et al., 2017). Lac Bay is a Ramsar Site (wetland designated to be of 
international importance) and has an extensive mangrove forest 
bordering the landward side of the lagoon. A large turtle popu-
lation has developed, which intensively grazes upon the native 
seagrass, creating areas of ungrazed, lightly and intensively grazed 
seagrass patches (Christianen et al., 2018). Calcifying macroalgae 
from the Halimedaceae family are interspersed amongst the sea-
grass and are an important contributor to the calcareous sediment 
within the bay, along with the fringing coral reef. A fringing coral 
reef on the eastern side protects the bay creating a sheltered la-
goon, with a tidal range of <0.3 m. Rainfall is low (<560 mm/year) 
and storms are infrequent within the Bonaire region, with only six 
tropical storms and hurricanes occurring between 1944 and 2010 
(van Dijken, 2011).

2.2 | Sediment stabilization ability of contrasting 
seagrass patch types

The sediment stabilization ability, measured as the critical erosion thresh-
old, of the calcareous sediment within different subtidal seagrass patch 
types was measured in situ with two portable field-flumes developed at 
the Royal Netherlands Institute for Sea Research (NIOZ): TiDyFLOW is 
a unidirectional flow flume and TiDyWAVE is an oscillatory flow flume 
that mimics waves. The field flumes were placed within Lac Bay, Bonaire, 
over the five most dominant patch types (see photos Figure 2): bare (no 
vegetation), intensively grazed T. testudinum (canopy < 50 mm), lightly 
grazed T. testudinum, ungrazed T. testudinum (canopy > 180 mm height) 
and patches of the invasive H. stipulacea, which is rarely grazed by mega-
herbivores (Christianen et al., 2018). Three to four replicate patches of 
each seagrass type were measured; each time moving the flumes to a 
new undisturbed position and conducting duplicate flume runs on each 
position. All but H. stipulacea were available in the first study area, which 
ranged between 1 and 1.3 m depth (Figure 2). Because H. stipulacea has a 
heterogeneous distribution within the bay, it had to be measured further 
away within a second study area, which was slightly deeper at 1.5–2 m 
depth (Figure 2). To test if there was an ‘area’ difference, a neighbouring 

F I G U R E  2   Map of the two study areas within Lac Bay, Bonaire (white circles), with the approximate distribution of the ungrazed 
(yellow) and grazed native seagrass, and the area dominated by invasive Halophila stipulacea (pink) within Lac Bay (distribution obtained 
from Christianen et al., 2018). The majority of the measurements were conducted in study area one, with the invasive H. stipulacea being 
measured in study area two along with an additional three replicates of grazed Thalassia testudinum. Photographs above show the four 
different seagrass patch types that were measured
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intensively grazed T. testudinum patch was also measured in the second 
study area. Due to logistical limitations, only the oscillatory flume could 
be used in the second area.

The TiDyFLOW flume (Figure 1a) uses two motor-driven propel-
lers to generate unidirectional flow up to speeds of 1.0 m/s through a 
1-metre-long clear Perspex tunnel (James et al., 2019). The flow velocity 
within the field flume was continuously measured with an ADV (Nortek 
AS© Vectrino Field Probe) that was suspended 0.25 m above the sea-
grass canopy within the flume tunnel. Divers closely observed the sedi-
ment surface within the flume tunnel, and the critical erosion threshold 
was the velocity at which sediment grains situated beneath the ADV 
began to move along the bed surface. As bed-load transport depends 
on flow velocity to the power of 3, the difference in flow velocity be-
tween stochastic movement of some grains and continuous movement 
of many grains remains small. Therefore, human observations are suffi-
ciently precise to determine critical erosion thresholds. Two divers con-
ducted the sediment observations and training was conducted before 
the measurements to ensure the observations were standardized.

The TiDyWAVE oscillatory channel flume (Figure 1b) was con-
trolled by a pneumatic cylinder that pushed two wooden boards (wave 
paddles) at either end of the flume back and forth in a synchronized 
motion. Although the physics are not exactly the same, the movement 
of the two wave paddles generates an oscillating flow at the sediment 
surface that mimics the oscillatory flow at the seabed when a wave 
passes over. The speed of the movement of the wave paddles was con-
trolled by regulating the airflow into the cylinder. The velocity of the 
wave paddles was used as a measure for the root mean square (rms) 
oscillatory flow velocity, with the period at which the boards moved 
between the outermost positions being timed to give the rms oscil-
latory velocity in m/s. The sediment surface was closely observed by 
divers, and the critical erosion threshold under oscillatory flow condi-
tions was considered to be the speed at which the sediment grains in 
the centre of the flume began to move.

Smaller sediment particles will move easier and at lower bottom 
shear stress values than larger particles (Shields, 1936), therefore, 
the sediment grain size distribution within each patch type was as-
sessed to account for sediment variations between patch types. To 
help with the comparison between the two study areas (Figure 2), 
the sediment grain size distribution was also measured within a bare 
patch in study area 2. Sediment samples of the surface sediment 
were collected in 50 ml sampling containers from each measured 
position directly after the flume measurements. The sediment sam-
ples were freeze-dried and sieved through a 1-mm sieve, sediment 
larger than 1 mm was weighed, while the remaining sediment grain 
size distribution was measured by laser diffraction on a Malvern 
Mastersizer 2000 (McCave, Bryant, Cook, & Coughanowr, 1986).

2.3 | Seagrass meadow characteristics: Vegetation 
density, leaf bendability and biomass allocation

At each flume measurement position, the canopy height was meas-
ured, and photos were taken within a 0.25 m × 0.25 m quadrat to 

estimate seagrass cover. These measurements were utilized to es-
timate seagrass volume (m3), with the per cent benthic cover of the 
seagrass multiplied by the canopy height. Seagrass volume was con-
sidered a comparable measure of the vegetation density across the 
different vegetation patches given the contrasting morphologies.

A seagrass trait that promotes the stabilization of sediment is leaf 
bendability, with the leaves of seagrass bending over the sediment 
surface and deflecting the flow away from the sediment surface 
(Gambi et al., 1990). Thus, bending protects the sediment surface 
from erosion (Peralta, Van Duren, Morris, & Bouma, 2008) while at 
the same time reducing the drag experienced by the seagrass leaves 
(Bouma et al., 2005). Individual shoots of the seagrass T. testudinum 
(grazed and ungrazed) and H. stipulacea were collected with their 
roots attached from Lac Bay (<1.3 m deep) and transported to the 
Netherlands wrapped in moist paper towels (total travel time was 
20 hr). The seagrass shoots were placed in a heated seawater holding 
tank set to 25°C and bubbled continuously with air. Lights were set 
to a 12:12 hr light:dark cycle and the seagrasses were left for 24 hr 
as pre-treatment before measurements. The bendability of ungrazed 
T. testudinum, grazed T. testudinum and H. stipulacea was measured 
within a week of collection. The roots of the seagrass shoots were 
removed directly before the measurements were conducted. The 
seagrass shoots (without roots) were placed within a racetrack flume 
at NIOZ (Yerseke, The Netherlands), which produces a controlled uni-
directional flow. Seagrass shoots were attached with a 3-mm wide 
cable tie to a small platform so they stood upright. One shoot at a time 
was placed within the centre of the flume with the broadest part of 
the leaf positioned adjacent to the flow, to allow for the natural bend-
ing direction of the seagrass. The flow within the flume was increased 
at 0.1 m/s increments, from 0 to 0.5 m/s, and a digital photograph was 
taken of the seagrass shoots at each flow speed. Using ImageJ 1.50i 
(Schneider, Rasband, & Eliceiri, 2012), a straight line was drawn from 
the base of the shoot to the most distal point of the leaves, and the 
angle of this line was recorded as the bending angle of the seagrass 
shoot. Bending angles are presented relative to the angle of the shoot 
at 0 m/s. These measurements were repeated three to five times for 
each seagrass species/type, each time with a new healthy shoot.

Biomass allocation to above- and below-ground structures can 
be used to identify the robustness of the seagrass patches to storm 
events (Cruz-Palacios & Van Tussenbroek, 2005; van Tussenbroek, 
Barba Santos, van Dijk, Sanabria Alcaraz, & Téllez Calderón, 2008), 
and thereby their ability to provide long-term sediment stabilization 
services. Five replicate cores of 0.15-m diameter and length were 
taken from within the ungrazed and intensively grazed T. testudinum 
patches and 0.1-m diameter and length within the H. stipulacea 
seagrass patches. As lightly grazed T. testudinum patches were a 
mix of grazed and ungrazed T. testudinum, biomass measurements 
within this patch type were deemed unnecessary, and therefore 
damage to the seagrass meadow from taking cores could be min-
imized. Sediment was washed from the biomass, and the biomass 
was separated into above-ground biomass (leaves and sheath), and 
below-ground biomass (roots and rhizomes). The biomass was dried 
in a 60°C drying oven and weighed.
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2.4 | Statistical analyses

To firstly test if there were significant differences in the critical ero-
sion threshold and median grain size between the seagrass patch 
types, one-way ANOVAs and Tukey HSD pair-wise comparisons 
were conducted with R version 3.6.1 (R Core Team, 2017) for each 
water motion type (unidirectional and oscillatory). A linear regression 
was subsequently used to identify the effect of the seagrass volume 
and grain size on the critical erosion threshold in the unidirectional 
and oscillatory flow regimes. Due to the oscillatory flow measure-
ments being conducted within the two study areas (Figure 2), so that 
H. stipulacea patches could be measured, area was also included as a 
factor in the linear regression for the oscillatory flow measurements. 
Residual scatter plots were examined to ensure homoscedasticity 
and a Shapiro–Wilk test was conducted to test normality, with the 
data passing these assumptions. 95% confidence intervals (CI) were 
calculated for all data and are presented throughout the results text.

Biomass and leaf bendability were not included in the regres-
sion analyses due to their strong correlation with seagrass volume 
and because the biomass samples were not taken directly within the 
flume measurement positions. These measurements were therefore 
used to describe the observed relationships.

3  | RESULTS

3.1 | Vegetation effects on critical erosion threshold

The critical erosion threshold varied significantly between the 
different seagrass patch types in both the unidirectional flow 

regime (one-way ANOVA: F3,9 = 40.16, p < 0.01, Supporting 
Information S1a) and the oscillatory flow regime (one-way 
ANOVA: F5,13 = 11.07, p < 0.01, Supporting Information S1b). 
In bare areas with no seagrass cover, the median grain size was 
295.84 ± 4.00 µm (n = 3; Figure 4), with 41% of the grains meas-
uring between 250 and 500 µm. This bare sediment began mov-
ing at an average unidirectional flow speed of 0.11 ± 0.02 m/s 
(95% CI, n = 3; Figure 3a), and at an rms oscillatory flow veloc-
ity of 0.11 ± 0.02 m/s (95% CI, n = 3; Figure 3b). Contrastingly, 
in areas where ungrazed T. testudinum is present, the volume of 
seagrass is the highest at 0.17 ± 0.03 m3 (n = 7), and a strong 
unidirectional flow of 0.50 ± 0.08 m/s (n = 4; Figure 3a) or an rms 
oscillatory flow velocity of 0.17 ± 0.03 m/s (n = 3; Figure 3b) were 
required to move the sediment beneath the ungrazed canopy.  
A post-hoc Tukey test showed that the critical erosion threshold 
was significantly greater within the ungrazed T. testudinum patches 
compared to bare areas, under both a unidirectional flow regime 
(Δ = 0.39, p < 0.01, Supporting Information S1a) and an oscilla-
tory flow regime (Δ = 0.06, p = 0.01, Supporting Information S1b). 
The sediment grain size did not significantly differ from that of 
bare areas, with a median grain size of 355.57 ± 48.97 µm (n = 3; 
Figure 4). Ungrazed T. testudinum had the longest leaves, with an 
average canopy height of 0.20 ± 0.02 m tall (n = 7; Figure 5a), and 
a benthic area coverage of 82.86 ± 5.60% (n = 7; Figure 5c). These 
long leaves bent over immediately in a unidirectional flow, and by a 
flow velocity of 0.40 m/s, the leaf of T. testudinum reached a maxi-
mum bending angle of 64.43 ± 25.74° (n = 3; Figure 5d). The dense 
cover of T. testudinum translated into a below-ground biomass 
of 298.34 ± 89.24 gdwt/m2 (n = 5) and an above-ground biomass 
(leaves and sheath) of 420.18 ± 126.11 gdwt/m2 (n = 5; Figure 5b).

F I G U R E  3   The critical erosion threshold (m/s) versus seagrass volume (area cover of seagrass × canopy height) under unidirectional  
(a) and oscillatory flow (b) conditions produced by portable field flumes. The five studied patch types are represented by different symbols, 
in (b) there are three additional measurements of grazed Thalassia testudinum conducted in area 2 (open diamonds) to coincide with the 
invasive Halophila stipulacea (black stars) measurements. The fitted line demonstrates the relationship between seagrass volume and 
the critical erosion threshold (unidirectional: p(SG volume) < 0.001, R2

(adj) = 0.833; oscillatory: p(SG volume) < 0.01, R2
(adj) = 0.64; Supporting 

Information S1c and S1d). Note the different y-axis scales
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3.2 | Influence of megaherbivore grazing on 
sediment stabilization by seagrass

Intensive megaherbivore grazing of T. testudinum in some areas re-
duced the volume of seagrass to 0.01 ± 0.01 m3 (n = 10) and the 
canopy height of T. testudinum by 80% to 0.04 ± 0.01 m (n = 10; 
Figure 5a). This corresponded with a 70% reduction in the above-
ground biomass to 125.17 ± 16.69 gdwt/m2 (n = 5) and a 31% re-
duction in below-ground biomass to 205.19 ± 58.70 gdwt/m2 (n = 5; 
Figure 5b) when compared to ungrazed areas of T. testudinum. The in-
tensive grazing of T. testudinum decreased its influence on the critical 

erosion threshold significantly in both flow regimes (Tukey test: 
Δunidirectional = 0.33, p < 0.01; Δoscillatory = 0.09, p < 0.01, Supporting 
Information S1a and S1b), so that the critical erosion threshold 
within the intensively grazed patches did not significantly vary from 
that of bare sediment. The critical erosion threshold within the 
grazed T. testudinum patches under the oscillatory flow regime did 
not significantly differ between the two study areas (Figure 2), and 
the sediment began moving at 0.08 ± 0.02 m/s (n = 6; Figure 3b) in 
both study areas. The median sediment grain size in grazed patches 
did not significantly differ from that of the ungrazed T. testudinum 
and bare patches (Figure 4). Between the two study areas, there was 

F I G U R E  4   The median grain size and grain size distribution of the sediment within the two study areas and each seagrass patch type 
where the critical erosion threshold measurements were conducted. Most seagrass patch types existed within the same area (study area 1,  
see Figure 2), however, the invasive Halophila stipulacea and an additional grazed Thalassia testudinum were measured in study area 2. To 
help with the comparison of the two study areas, the grain size distribution of bare sediment within study area 2 was also measured. Bars 
and points represent mean values ± 95% CI (n = 3). Different capital letters above points indicate a significant difference tested with Tukey 
HSD pair-wise comparisons (Supporting Information S1e), p < 0.05 are considered statistically significant
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almost double the proportion of silt grains (<63 µm) within area 2 
(10.07 ± 1.90%; n = 5) compared with area 1 (5.55 ± 2.54%; n = 3), 
however, there was no significant difference in the median grain size 
in both areas (Figure 4). The bending angle of grazed T. testudinum 
was restricted by its shortness, and grazed leaves bent by only 
14.20 ± 8.35° (n = 3) at the strongest flow of 0.5 m/s (Figure 5d).

Lightly grazed T. testudinum was a mix of grazed and ungrazed 
leaves, resulting in a seagrass volume 42% less than in completely un-
grazed areas (0.10 ± 0.02 m3; n = 6). The lightly grazed T. testudinum 
still provided protection to the sediment layer under a unidirectional 
flow regime, with a flow speed of 0.41 ± 0.01 m/s (n = 3; Figure 3a) 
required to move the sediment beneath the canopy, which was signifi-
cantly greater than the sediment in bare patches (Tukey test: Δ = 0.30, 
p < 0.01, Supporting Information S1a). However, under a wave regime, 
the critical erosion threshold did not significantly differ to that of bare 
areas (0.10 ± 0.01, n = 3; Figure 3b) and was significantly less than 
the ungrazed T. testudinum patches (Tukey test: Δ = 0.07, p < 0.01, 
Supporting Information S1b).

3.3 | Effect of invasive H. stipulacea on sediment 
stabilization

Halophila stipulacea had a high benthic cover of 86.67 ± 6.53% (Figure 5c). 
However, the short canopy height (0.04 ± 0.01 m, n = 3; Figure 5a) meant 
that the calculated seagrass volume was only 0.04 ± 0.01 m3 for areas 
inhabited by H. stipulacea (n = 3). H. stipulacea only occurred within the 
deeper second study area (Figure 2). The median grain size between the 
bare patches in the two opposing study areas did not significantly differ, 
however, the bare sediment within study area 2 had a greater proportion of 
fine grains (<125 µm) compared to the bare sediment within study area 1  
(Figure 4). The sediment within patches of invasive seagrass H. stipulacea, 
was however, significantly distinct to the sediment within all other sea-
grass patch types (one-way ANOVA; F6,17 = 6.43, p < 0.01; Supporting 
Information S1e). The median grain size within the H. stipulacea patches 
was the lowest observed at 167.10 ± 124.59 µm (n = 3), and the domi-
nant proportion of the sediment was very fine calcareous grains (<63 µm, 
Figure 4). Tukey pairwise comparisons showed that the median grain size 
within H. stipulacea patches was significantly finer than the sediment within 
the neighbouring grazed T. testudinum that was also in the second study 
area (Δ = −217.93, p < 0.01). The mean critical erosion threshold within the 
H. stipulacea patches under an oscillatory flow was 0.08 ± 0.01 m/s (n = 3; 
Figure 3b). The low canopy height of H. stipulacea contributed to it only 
having a mean above-ground biomass of 41.92 ± 10.11 g/m2 (n = 5), with 
a higher below-ground biomass of 98.77 ± 25.36 g/m2 (n = 5; Figure 5b). 
The short leaf of invasive H. stipulacea bent up to 33.48 ± 14.86° (n = 5) at 
flow speeds of 0.5 m/s (Figure 5d).

3.4 | Importance of meadow characteristics

The volume of seagrass within the different patch types exhibited a 
significant positive relationship with the critical erosion threshold in 

both the unidirectional flow (Linear regression: β = 7.55, tdf = 9 = 2.71, 
p = 0.02; Figure 3a) and the oscillatory flow regime (Linear regression: 
β = −2.14, tdf = 14 = −2.37, p = 0.03; Figure 3b). However, within the os-
cillatory flow regime, there was a significant interaction between the 
seagrass volume and sediment grain size (Linear regression: β = 0.01, 
tdf = 14 = 2.80, p = 0.01). The study area did not significantly affect 
the critical erosion threshold in the oscillatory flow measurements.

4  | DISCUSSION

The capacity of tropical seagrasses to stabilize the sediment surface 
and the influence of megaherbivore grazing on this sediment stabili-
zation was directly measured in situ, using two portable field flumes. 
Seagrass meadow morphology strongly affected the sediment stabi-
lization services, with seagrass patches that have a high seagrass vol-
ume, such as the tall and dense canopies of ungrazed T. testudinum, 
effectively protecting the sandy sediment surface from erosion in 
both unidirectional and oscillatory flow regimes. By reducing the 
seagrass canopy volume, megaherbivore grazing had a strong nega-
tive effect on the erosion-protection ecosystem service of the na-
tive T. testudinum meadows and increased the likelihood of erosion 
of the sediment surface. The sediment within the short canopy of 
H. stipulacea was also easily eroded, with only slow flows required 
to cause sediment resuspension within the invasive patches. The 
higher proportion of fine sediment within the H. stipulacea patches, 
however, has to be considered when evaluating the sediment stabili-
zation capacity of this invasive seagrass.

4.1 | Vegetation properties affect critical erosion 
threshold under flow and waves

In a unidirectional flow environment, the long, bendable, strap-like 
leaves of T. testudinum create a tightly packed barrier that deflects 
the main flow over the canopy rather than along the sediment sur-
face (Koch et al., 2006; Koch & Gust, 1999). This long, strap-like leaf 
morphology was also demonstrated to be advantageous in provid-
ing effective sediment stabilization by Widdows et al. (2008), who 
showed that in high flow conditions, sediment stability was in-
creased 10-fold within dense beds of Zostera marina compared to 
unvegetated sediments. Contrastingly, the short canopy of grazed 
T. testudinum scarcely bends, and as a result, sediment within the 
intensively grazed patches begins to move at similar flow velocities 
as in unvegetated areas.

The ability of dense ungrazed seagrass meadows to stabilize the 
surface sediment in oscillatory flow conditions still persists, but its 
effectiveness is reduced over twofold compared to unidirectional 
flow conditions. The loss of only a small amount of the canopy to 
light grazing reduced the sediment protection ability of T. testudinum 
to an extent that the seagrass had no significant effect on the critical 
erosion threshold. Strong unidirectional flow can create a skimming 
effect, which reduces the mixing between the bulk water and the 
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water inside the seagrass canopy (Koch & Gust, 1999), and thus re-
duces bottom shear. Contrastingly, oscillatory motion creates a more 
turbulent environment. Seagrass leaves sway back and forth with 
the oscillatory motion, leading to increased flow penetration and 
thereby allowing the flow to exert greater drag and lift forces on 
the seabed (Koch & Gust, 1999; Lowe, Koseff, & Monismith, 2005; 
Luhar, Coutu, Infantes, Fox, & Nepf, 2010). This turbulence and 
greater penetration of flow into the seagrass canopy results in 
smaller boundary layers at the seabed (Luhar et al., 2010; Tinoco & 
Coco, 2018), and increases the likelihood of sediment resuspension. 
In addition, stiff structures (i.e. seagrass shoots) increase turbulence 
inside the boundary layer (Tinoco & Coco, 2018), which can lead to 
enhanced erosion when flow reduction by leaves is inhibited due to, 
for example, grazing.

4.2 | Megaherbivore grazing lowers critical 
erosion threshold

The significant loss of above-ground biomass from megaherbivore 
grazing, lessens the amount of protection given by the seagrass to 
the sediment surface layer, and thus the erosion protection. A great 
effort has been put into the conservation of large herbivores, and 
is resulting in a recovery of green turtle populations (Chaloupka 
et al., 2008). This effort, unfortunately, has largely not extended to 
the conservation of the native seagrass populations that they are 
dependent upon, which are generally in decline (Orth et al., 2006). 
The high number of turtles residing within Lac Bay has led to 78% of 
the seagrass area being grazed (Christianen et al., 2018), significantly 
reducing the biomass of the native seagrass species T. testudinum.

Even though the above-ground biomass is reduced by grazing, 
which creates a more unstable surface sediment layer, the extensive 
root network of T. testudinum should continue to cement the deeper 
layers of sediment together, reducing its erodibility and helping to 
maintain the overall seabed (Christianen et al., 2013). The root net-
work of T. testudinum is robust and is resistant to extreme hydrody-
namic conditions (Cabaço, Santos, & Duarte, 2008; van Tussenbroek 
et al., 2008). This resilience to uprooting during storms thereby al-
lows T. testudinum to continue to provide erosion protection over a 
prolonged period. However, a high megaherbivore grazing pressure 
eventually impacts the below-ground biomass of seagrass, as the 
plants have to reallocate energy to photosynthetic tissue rather than 
roots (Dahl et al., 2016; Hemminga, 1998). A reduction in the root 
biomass of T. testudinum following grazing was observed in this pres-
ent study as well as by Christianen et al. (2014) and has the potential 
to create a ‘runaway feedback’ (Suykerbuyk et al., 2016). Further re-
ductions in the below-ground seagrass biomass could compromise 
the long-term stability of the sediment bed, and thereby, discour-
age the growth of native seagrass species. In addition, the voracity 
of the spread of H. stipulacea is hampering the self-regeneration of 
the native seagrass species, which threatens the natural ecosystem 
functioning of Caribbean seagrass meadows. Overall, there is urgent 
need to match the conservation of large herbivores with an equally 

strong conservation of their preferred grazing habitats of native sea-
grass (Christianen et al., 2018).

4.3 | Effects of invasive H. stipulacea on coastal 
protection services

Preferential grazing of native seagrass species by turtles within the 
deeper areas of the bay (<2 m), creates large areas of cropped, sparse 
vegetation, which has subsequently become overgrown by the in-
vasive H. stipulacea (Christianen et al., 2018). The sediment within 
the invasive seagrass patches was composed of a significantly higher 
proportion of fine grains compared to all other seagrass patches 
studied. More fine sediment grains are expected to accumulate in 
deeper regions compared with the shallows due to the reduction 
in wave forces reaching the seabed (Swift & Niedoroda, 1985). It is 
however noted that this cannot be the only reason for H. stipulacea 
having finer sediments, as the sediment within the H. stipulacea 
patch was even finer than the neighbouring grazed T. testudinum and 
bare patches that were present in the deeper site (study area 2).

The effect of the significantly smaller grain size in the H. stipulacea 
meadows must be considered in relation to its erosion protection 
of the seabed. Smaller unconsolidated sediment particles will move 
easier and at lower bottom shear stress values than larger particles 
(Shields, 1936). In our experiments, the oscillatory flow velocity at 
which the (smaller) calcareous grains within the invasive H. stipulacea  
patches were put in motion, did not significantly differ from the veloc-
ity observed for the larger grains in grazed T. testudinum (Figure 3b).  
As both populations are subject to similar physical conditions, it is 
not surprising to find that the sediment grains present in the mead-
ows start moving at a similar current velocity. A seagrass meadow 
would not be able to collect finer grains, such as is observed in  
H. stipulacea, if these were resuspended and carried away during 
normal physical conditions The critical erosion threshold of an rms 
oscillatory flow of around 0.08 m/s must therefore correspond to 
conditions that are sufficiently rare within the deeper regions of Lac 
Bay for the meadows to collect sediment of a grain size that is stable 
under conditions below this threshold.

As the erosion threshold and volume of seagrass is similar in the 
H. stipulacea and grazed T. testudinum patches within study area 2, the 
difference in grain size between these two patch types is intriguing. 
The high-density canopy of H. stipulacea, which is close to the sea-
bed, must effectively reduce the shear stress inside its canopy up to 
oscillatory flow velocities of 0.08 m/s, thereby preventing sediment 
resuspension and allowing for the accumulation of fine grains. In the 
same deeper region, the sparse shoot density of grazed T. testudinum 
does little to reduce the bed shear stress, and the sediment grain size 
distribution does not significantly differ to that of bare patches.

On occasions when the oscillatory flow at the seabed is >0.08 m/s 
in areas where H. stipulacea is present, such as during storm events, 
the presence of H. stipulacea constitutes a vulnerability for the sys-
tem. H. stipulacea is an opportunistic species, and although it is able 
to rapidly colonize bare areas (Hernández-Delgado et al., 2020), the 
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low below-ground biomass of H. stipulacea makes it vulnerable to up-
rooting (Malm, 2006). Large meadows of H. stipulacea were uprooted 
in 10-m deep waters within Oranjestad Bay, St Eustatius (Caribbean) 
after category 5 Hurricane Irma in 2017 (Pers. obser. 2017, Supporting 
Information S2). Contrastingly, meadows of T. testudinum on the 
neighbouring island of St Martin, were unaffected even though they 
were in the direct path of the same hurricane. The replacement of 
T. testudinum by H. stipulacea, which is susceptible to uprooting during 
strong hydrodynamic events, could potentially leave vast areas of the 
seabed bare and exposed, hence vulnerable to erosion for periods of 
time after severe storms.

4.4 | Storm resilience of seagrass ecosystems

We postulate that the storm resilience of a seagrass ecosystem can be 
determined by the erosion resilience and uprooting resilience of the 
seagrass meadow (Figure 6). In this way, ungrazed T. testudinum mead-
ows increase the storm resilience of the tropical seagrass ecosystem, 
by stabilizing the sediment surface under strong oscillatory flow at the 
seabed (i.e. between 0.15 and 0.2 m/s), and through the extensive root 
network that ensures the meadow and seabed remains intact even 
during strong storm events (van Tussenbroek et al., 2008; Figure 6). 
Intensive megaherbivore grazing has a strong negative effect on the 
storm resilience during storms through the loss of above-ground bio-
mass, and thereby, reduction in sediment stabilization. The robust root 
network of the climax seagrass, however, helps to maintain the seabed 

integrity even when grazed (Figure 6). Intensive grazing also facilitates 
the spread of opportunistic seagrass species that can quickly colonize 
the bare sediment (Christianen et al., 2018). Seagrasses with more op-
portunistic life strategies allocate less energy into the development 
of their below-ground biomass, and are therefore, more vulnerable to 
uprooting in storms (Preen, Lee Long, & Coles, 1995; van Tussenbroek 
et al., 2008). This susceptibility to uprooting reduces the overall storm 
resilience of the seagrass ecosystem, and potentially accelerates the 
spread of H. stipulacea by dispersing vegetative propagules (Smulders 
et al., 2017).

4.5 | Mechanistic study of sediment dynamics

Observational studies examining the effect of seagrass meadows and 
grazing on sediment stability highlight the variability of the sediment 
dynamics between sites. Intertidal seagrass meadows of T. hemprichii 
experienced significant erosion after the above-ground biomass was 
clipped to mimic grazing (Dahl et al., 2016; Githaiga, Frouws, Kairo, & 
Huxham, 2019). Contrastingly, Johnson, Gulick, Bolten, and Bjorndal 
(2019) reported no significant difference in the sediment level be-
tween grazed and ungrazed plots of T. testudinum over a 3-month 
experiment. The opposing observations between sites are likely to 
be caused by variations in the hydrodynamic regime, depth, seagrass 
morphology, sediment characteristics and sediment supply. Because 
the sediment dynamics of a site depend upon a range of local pro-
cesses, it is difficult to directly compare observations between sites. 

F I G U R E  6   The resilience of the ecosystem to storms can be demonstrated by the below-ground biomass of the seagrass (a proxy for 
uprooting resilience) and the critical erosion threshold under oscillatory flow (a proxy for erosion resilience). High below-ground biomass and 
effective sediment stabilization by ungrazed Thalassia testudinum (green circles) provides an ecosystem resilient to storm conditions. Heavy 
grazing of T. testudinum (blue circles) reduces the sediment stability. Invasion by Halophila stipulacea (red circles) results in a sediment surface 
vulnerable to erosion, while the low below-ground biomass of the invasive species makes it vulnerable to uprooting, potentially leading to 
bare areas after storms. Bare (yellow) areas have no vegetated biomass to protect the sediment, leaving these areas vulnerable to erosion 
during storms. Solid circles represent raw data, while larger shaded areas indicate the groupings of the different seagrass patch types. 
Seagrass illustrations obtained from IAN images (Collier 2019; Saxby 2019)
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A sheltered site with a steady sediment supply is unlikely to erode, 
even if the seagrass canopy is lost. In contrast, sites experiencing 
stronger hydrodynamic forces, such as in the intertidal zone, are 
highly likely to display a strong erosional response when the seagrass 
canopy is removed. Using field flumes, we provide mechanistic insight 
into the erosion protection provided by seagrass meadows. Although 
the absolute erosion threshold values are likely to differ between 
seagrass meadows depending upon the local sediment grain size, 
the mechanistic trends that are revealed remain the same, irrespec-
tive of local conditions. That is, (a) seagrass meadows provide less 
erosion protection under an oscillatory flow regime compared to a 
unidirectional flow regime and (b) the level of erosion protection is 
positively correlated to the volume (density and canopy height) of the 
seagrass canopy. By understanding the mechanisms of a key process 
of the ecosystem functioning, we can improve the development of 
ecosystem models, and thereby, make more robust predictions for 
the future of coastal ecosystems in this changing world.

4.6 | Ecosystem services under threat?

When examining the mechanisms that affect the erosion protection 
capacity of seagrass meadows, it is evident that the effectiveness 
of the erosion protection declines within a disturbed and degraded 
system. This decline in the provision of ecosystem services has been 
observed in other ecosystems too. The accumulation of peat is nega-
tively impacted by reduced growth of Sphagnum species in peatlands 
(Dieleman, Branfireun, Mclaughlin, & Lindo, 2015), and hydrology 
processes are affected by the loss of soil crusts in dryland commu-
nities (Ferrenberg, Reed, Belnap, & Schlesinger, 2015). Furthermore, 
community shifts towards more fast-growing opportunistic species 
disrupts the natural functioning of the ecosystem and may signifi-
cantly impact the ecosystem services provided. We see this in the 
alteration in the erosion protection services provided by the invasive 
opportunistic H. stipulacea, but this is also in line with other ecosys-
tems. Nutrification in grassland communities leads to species-shifts in 
both the plant community and also the associated pollinators (Habel 
et al., 2016), while shifts towards a turfing-algae dominated reef sys-
tems in the coastal environment impacts the abundance and composi-
tion of mussels (Sorte et al., 2017) and reef fish species (Bellwood, 
Hoey, Ackerman, & Depczynski, 2006). Ultimately, a shift in the bio-
logical community could cause a shift in the ecosystem services pro-
vided by that community. Further investigation is required to quantify 
the extent that ecosystem services are affected within different eco-
system types with global change, and the consequences that changing 
ecosystem services have on the associated communities.

The strong seabed stabilization by native climax seagrass species 
provides a vital coastal protection service throughout the Caribbean, 
by reducing erosion and maintaining a stable beach foreshore, even 
under storm conditions. Intensive grazing and opportunistic invasive 
species are not only threatening the abundance of native seagrass 
species but are also threatening the important coastal protection 
services that are provided by the native climax species.

ACKNOWLEDG EMENTS
This work was primarily funded by the NWO ‘Caribbean Research: a 
Multidisciplinary Approach' grant, which was awarded to the SCENES 
project (grant number 858.14.063). M.J.A.C. was supported by NWO 
(016.Veni.181.002). We would like to thank STINAPA Bonaire for al-
lowing us to conduct research within the Bonaire National Marine Park 
and to Sabine Engel for her support in the field. All work was conducted 
under permit from the ‘Openbaar Lichaam Bonaire' nr. 558/2015-
2015007762. We would also like to thank Jana Dewenter for her help 
with the data collection presented in Supporting Information S2. The 
authors declare that there are no conflicts of interest.

AUTHORS'  CONTRIBUTIONS
T.J.B., R.K.J. and M.J.A.C. conceived and designed the study; R.K.J., 
M.J.A.C., M.M.v.K., J.C.d.S., E.S.B. and T.J.B. performed the data 
collection; R.K.J. conducted the data analysis; R.K.J., M.J.A.C., 
M.M.v.K., P.M.J.H. and T.J.B. wrote the manuscript with contribu-
tion from all authors; P.M.J.H. and T.J.B. supervised the project and 
provided critical feedback.

DATA AVAIL ABILIT Y S TATEMENT
Data available from the Dryad Digital Repository: https://doi.
org/10.5061/dryad.hmgqn k9d2 (James et al., 2020).

ORCID
Rebecca K. James  https://orcid.org/0000-0002-3679-8531 
Marjolijn J. A. Christianen  https://orcid.org/0000-0001-5839-2981 
Marieke M. van Katwijk  https://orcid.org/0000-0002-4482-5835 
Jaco C. de Smit  https://orcid.org/0000-0003-1039-0383 
Elisabeth S. Bakker  https://orcid.org/0000-0002-5900-9136 
Peter M. J. Herman  https://orcid.org/0000-0003-2188-6341 
Tjeerd J. Bouma  https://orcid.org/0000-0001-7824-7546 

R E FE R E N C E S
Bellwood, D. R., Hoey, A. S., Ackerman, J. L., & Depczynski, M. (2006). 

Coral bleaching, reef fish community phase shifts and the resilience 
of coral reefs. Global Change Biology, 12(9), 1587–1594. https://doi.
org/10.1111/j.1365-2486.2006.01204.x

Bouma, T. J., De Vries, M. B., Low, E., Peralta, G., Tánczos, I. C., Van De 
Koppel, J., & Herman, P. M. J. (2005). Trade-offs related to ecosys-
tem engineering: A case study on stiffness of emerging macrophytes. 
Ecology, 86, 2187–2199. https://doi.org/10.1890/04-1588

Bradley, K., & Houser, C. (2009). Relative velocity of seagrass blades: 
Implications for wave attenuation in low-energy environments. 
Journal of Geophysical Research: Earth Surface, 114(1), 1–13. https://
doi.org/10.1029/2007J F000951

Cabaço, S., Santos, R., & Duarte, C. M. (2008). The impact of sediment 
burial and erosion on seagrasses: A review. Estuarine, Coastal and Shelf 
Science, 79(3), 354–366. https://doi.org/10.1016/j.ecss.2008.04.021

Chaloupka, M., Bjorndal, K. A., Balazs, G. H., Bolten, A. B., Ehrhart, 
L. M., Limpus, C. J., … Yamaguchi, M. (2008). Encouraging out-
look for recovery of a once severely exploited marine megaherbi-
vore. Global Ecology and Biogeography, 17(2), 297–304. https://doi.
org/10.1111/j.1466-8238.2007.00367.x

Christianen, M. J. A., Herman, P. M. J., Bouma, T. J., Lamers, L. P. M., van 
Katwijk, M. M., van der Heide, T., … van de Koppel, J. (2014). Habitat 
collapse due to overgrazing threatens turtle conservation in marine 

https://doi.org/10.5061/dryad.hmgqnk9d2
https://doi.org/10.5061/dryad.hmgqnk9d2
https://orcid.org/0000-0002-3679-8531
https://orcid.org/0000-0002-3679-8531
https://orcid.org/0000-0001-5839-2981
https://orcid.org/0000-0001-5839-2981
https://orcid.org/0000-0002-4482-5835
https://orcid.org/0000-0002-4482-5835
https://orcid.org/0000-0003-1039-0383
https://orcid.org/0000-0003-1039-0383
https://orcid.org/0000-0002-5900-9136
https://orcid.org/0000-0002-5900-9136
https://orcid.org/0000-0003-2188-6341
https://orcid.org/0000-0003-2188-6341
https://orcid.org/0000-0001-7824-7546
https://orcid.org/0000-0001-7824-7546
https://doi.org/10.1111/j.1365-2486.2006.01204.x
https://doi.org/10.1111/j.1365-2486.2006.01204.x
https://doi.org/10.1890/04-1588
https://doi.org/10.1029/2007JF000951
https://doi.org/10.1029/2007JF000951
https://doi.org/10.1016/j.ecss.2008.04.021
https://doi.org/10.1111/j.1466-8238.2007.00367.x
https://doi.org/10.1111/j.1466-8238.2007.00367.x


12  |    Journal of Ecology JAMES Et Al.

protected areas. Proceedings of the Royal Society B: Biological Sciences, 
281(1777), 20132890. https://doi.org/10.1098/rspb.2013.2890

Christianen, M. J. A., Smulders, F. O. H., Engel, M. S., Nava, M. I., Willis, 
S., Debrot, A. O., … Becking, L. E. (2018). Megaherbivores may impact 
expansion of invasive seagrass in the Caribbean. Journal of Ecology, 
107(1), 45–57. https://doi.org/10.1111/1365-2745.13021

Christianen, M. J. A., van Belzen, J., Herman, P. M. J., van Katwijk, M. 
M., Lamers, L. P. M., van Leent, P. J. M., & Bouma, T. J. (2013). Low-
canopy seagrass beds still provide important coastal protection 
services. PLoS ONE, 8(5), e62413. https://doi.org/10.1371/journ al. 
pone.0062413

Church, J. A., Clark, P. U., Cazenave, A., Gregory, J. M., Jevrejeva, S., 
Levermann, A., … Unnikrishnan, A. S. (2013). Sea level change. In T. F. 
Stocker, D. Qin, G.-K. Plattner, M. Tignor, S. K. Allen, J. Boschung, & 
P. M. Midgley (Eds.), Climate change 2013 – The physical science basis. 
Contribution of Working Group I to the Fifth Assessment Report 
of the Intergovernmental Panel on Climate Change. https://doi.
org/10.1017/CB097 81107 415315.026

Cruz-Palacios, V., & Van Tussenbroek, B. I. (2005). Simulation of 
hurricane-like disturbances on a Caribbean seagrass bed. Journal 
of Experimental Marine Biology and Ecology, 324, 44–60. https://doi.
org/10.1016/j.jembe.2005.04.002

Dahl, M., Deyanova, D., Lyimo, L. D., Näslund, J., Samuelsson, G. S.,  
Mtolera, M. S. P., … Gullström, M. (2016). Effects of shading and 
simulated grazing on carbon sequestration in a tropical sea-
grass meadow. Journal of Ecology, 104, 654–664. https://doi.org/ 
10.1111/1365-2745.12564

Debrot, A. O., Hylkema, A., Vogelaar, W., Prud'homme van Reine, W. F., Engel, 
M. S., van Hateren, J. A., & Meesters, E. H. (2019). Patterns of distribu-
tion and drivers of change in shallow seagrass and algal assemblages of 
a non-estuarine Southern Caribbean mangrove lagoon. Aquatic Botany, 
159(January), 103148. https://doi.org/10.1016/j.aquab ot.2019.103148

Dieleman, C. M., Branfireun, B. A., Mclaughlin, J. W., & Lindo, Z. (2015). 
Climate change drives a shift in peatland ecosystem plant commu-
nity: Implications for ecosystem function and stability. Global Change 
Biology, 21(1), 388–395. https://doi.org/10.1111/gcb.12643

Duarte, C. (1989). Temporal biomass variability and production/biomass 
relationships of seagrass communities. Marine Ecology Progress Series, 
51(February 1989), 269–276. https://doi.org/10.3354/meps0 51269

Erftemeijer, P. L. A., & Shuail, D. A. (2012). Seagrass habitats in the 
arabian gulf: Distribution, tolerance thresholds and threats. 
Aquatic Ecosystem Health and Management, 15, 73–83. https://doi.
org/10.1080/14634 988.2012.668479

Ferrenberg, S., Reed, S. C., Belnap, J., & Schlesinger, W. H. (2015). Climate 
change and physical disturbance cause similar community shifts in 
biological soil crusts. Proceedings of the National Academy of Sciences 
of the United States of America, 112(39), 12116–12121. https://doi.
org/10.1073/pnas.15091 50112

Fonseca, M. S. (1989). Sediment stabilization by Halophila decipiens in 
comparison to other seagrasses. Estuarine, Coastal and Shelf Science, 
29(5), 501–507. https://doi.org/10.1016/0272-7714(89)90083 -8

Fonseca, M. S., & Cahalan, J. A. (1992). A preliminary evaluation of wave at-
tenuation by four species of seagrass. Estuarine, Coastal and Shelf Science, 
35(6), 565–576. https://doi.org/10.1016/S0272 -7714(05)80039 -3

Fonseca, M. S., & Fisher, J. S. (1986). A comparison of canopy friction and 
sediment movement between four species of seagrass with refer-
ence to their ecology and restoration. Marine Ecology Progress Series, 
29, 15–22. https://doi.org/10.3354/meps0 29015

Gacia, E., & Duarte, C. M. (2001). Sediment retention by a Mediterranean 
Posidonia oceanica meadow: The balance between deposition and 
resuspension. Estuarine, Coastal and Shelf Science, 52(4), 505–514. 
https://doi.org/10.1006/ecss.2000.0753

Gambi, M., Nowell, A., & Jumars, P. (1990). Flume observations on flow 
dynamics in Zostera marina (eelgrass) beds. Marine Ecology Progress 
Series, 61, 159–169. https://doi.org/10.3354/meps0 61159

Gillis, L. G., Bouma, T. J., Jones, C. G., van Katwijk, M. M., Nagelkerken, I., 
Jeuken, C., … Ziegler, A. D. (2014). Potential for landscape-scale pos-
itive interactions among tropical marine ecosystems. Marine Ecology 
Progress Series, 503, 289–303. https://doi.org/10.3354/meps1 0716

Githaiga, M. N., Frouws, A. M., Kairo, J. G., & Huxham, M. (2019). Seagrass 
removal leads to rapid changes in fauna and loss of carbon. Frontiers 
in Ecology and Evolution, 7(March), 1–12. https://doi.org/10.3389/
fevo.2019.00062

Habel, J. C., Segerer, A., Ulrich, W., Torchyk, O., Weisser, W. W., & 
Schmitt, T. (2016). Butterfly community shifts over two centuries. 
Conservation Biology: The Journal of the Society for Conservation 
Biology, 30(4), 754–762. https://doi.org/10.1111/cobi.12656

Hansen, J. C. R., & Reidenbach, M. A. (2012). Wave and tidally driven 
flows in eelgrass beds and their effect on sediment suspension. Marine 
Ecology Progress Series, 448, 271–287. https://doi.org/10.3354/ 
meps0 9225

Hemminga, M. A. (1998). The root/rhizome system of seagrasses: 
An asset and a burden. Journal of Sea Research, 39(3–4), 183–196. 
https://doi.org/10.1016/S1385 -1101(98)00004 -5

Hernández-Delgado, E. A., Toledo-Hernández, C., Ruíz-Díaz, C. P., 
Gómez-Andújar, N., Medina-Muñiz, J. L., Canals-Silander, M. F., & 
Suleimán-Ramos, S. E. (2020). Hurricane impacts and the resilience 
of the invasive sea vine, Halophila stipulacea: A case study from 
Puerto Rico. Estuaries and Coasts. https://doi.org/10.1007/s1223 7- 
019-00673 -4

James, R. K., Christianen, M. J. A., van Katwijk, M. M., de Smit, J. C., 
Bakker, E. S., Herman, P. M. J., & Bouma, T. J. (2020). Data from: 
Seagrass coastal protection services reduced by invasive species ex-
pansion and megaherbivore grazing. Dryad Digital Repository, https://
doi.org/10.5061/dryad.hmgqn k9d2

James, R. K., Silva, R., van Tussenbroek, B. I., Escudero-Castillo, M., 
Mariño-Tapia, I., Dijkstra, H. A., … Bouma, T. J. (2019). Maintaining 
tropical beaches with seagrass and algae: A promising alterna-
tive to engineering solutions. BioScience, 69, 136–142. https://doi.
org/10.1093/biosc i/biy154

Jevrejeva, S., Jackson, L. P., Riva, R. E. M., Grinsted, A., & Moore, J. C. 
(2016). Coastal sea level rise with warming above 2°C. Proceedings 
of the National Academy of Sciences of the United States of America, 
113(47), 13342–13347. https://doi.org/10.1073/pnas.16053 12113

Johnson, R. A., Gulick, A. G., Bolten, A. B., & Bjorndal, K. A. (2019). Rates 
of sediment resuspension and erosion following green turtle graz-
ing in a shallow Caribbean Thalassia testudinum meadow. Ecosystems, 
22(8), 1787–1802. https://doi.org/10.1007/s1002 1-019-00372 -y

Kilminster, K., McMahon, K., Waycott, M., Kendrick, G. A., Scanes, P., 
McKenzie, L., … Udy, J. (2015). Unravelling complexity in seagrass 
systems for management: Australia as a microcosm. Science of the 
Total Environment, 534, 97–109. https://doi.org/10.1016/j.scito 
tenv.2015.04.061

Koch, E. W., Ackerman, J. D., Verduin, J., & van Keulen, M. (2006). Fluid 
dynamics in seagrass ecology – from molecules to ecosystems. 
In A. W. D. Larkum, R. J. Orth, & C. M. Duarte (Eds.), Seagrasses: 
Biology, ecology and conservation (pp. 193–225). https://doi.org/ 
10.1007/978-1-4020-2983-7

Koch, E. W., & Gust, G. (1999). Water flow in tide and wave dominated 
beds of the seagrass Thalassia testudinum. Marine Ecology-Progress 
Series, 184, 63–72. https://doi.org/10.3354/meps1 84063

Lei, J., & Nepf, H. (2019). Wave damping by flexible vegetation: 
Connecting individual blade dynamics to the meadow scale. Coastal 
Engineering, 147(February 2018), 138–148. https://doi.org/10.1016/ 
j.coast aleng.2019.01.008

Lipkin, Y. (1975). Halophila stipulacea, a review of a successful immigra-
tion. Aquatic Botany, 1, 203–215. https://doi.org/10.1016/0304-
3770(75)90023 -6

Lowe, R. J., Koseff, J. R., & Monismith, S. G. (2005). Oscillatory flow 
through submerged canopies: 1. Velocity structure. Journal of 

https://doi.org/10.1098/rspb.2013.2890
https://doi.org/10.1111/1365-2745.13021
https://doi.org/10.1371/journal.pone.0062413
https://doi.org/10.1371/journal.pone.0062413
https://doi.org/10.1017/CB09781107415315.026
https://doi.org/10.1017/CB09781107415315.026
https://doi.org/10.1016/j.jembe.2005.04.002
https://doi.org/10.1016/j.jembe.2005.04.002
https://doi.org/10.1111/1365-2745.12564
https://doi.org/10.1111/1365-2745.12564
https://doi.org/10.1016/j.aquabot.2019.103148
https://doi.org/10.1111/gcb.12643
https://doi.org/10.3354/meps051269
https://doi.org/10.1080/14634988.2012.668479
https://doi.org/10.1080/14634988.2012.668479
https://doi.org/10.1073/pnas.1509150112
https://doi.org/10.1073/pnas.1509150112
https://doi.org/10.1016/0272-7714(89)90083-8
https://doi.org/10.1016/S0272-7714(05)80039-3
https://doi.org/10.3354/meps029015
https://doi.org/10.1006/ecss.2000.0753
https://doi.org/10.3354/meps061159
https://doi.org/10.3354/meps10716
https://doi.org/10.3389/fevo.2019.00062
https://doi.org/10.3389/fevo.2019.00062
https://doi.org/10.1111/cobi.12656
https://doi.org/10.3354/meps09225
https://doi.org/10.3354/meps09225
https://doi.org/10.1016/S1385-1101(98)00004-5
https://doi.org/10.1007/s12237-019-00673-4
https://doi.org/10.1007/s12237-019-00673-4
https://doi.org/10.5061/dryad.hmgqnk9d2
https://doi.org/10.5061/dryad.hmgqnk9d2
https://doi.org/10.1093/biosci/biy154
https://doi.org/10.1093/biosci/biy154
https://doi.org/10.1073/pnas.1605312113
https://doi.org/10.1007/s10021-019-00372-y
https://doi.org/10.1016/j.scitotenv.2015.04.061
https://doi.org/10.1016/j.scitotenv.2015.04.061
https://doi.org/10.1007/978-1-4020-2983-7
https://doi.org/10.1007/978-1-4020-2983-7
https://doi.org/10.3354/meps184063
https://doi.org/10.1016/j.coastaleng.2019.01.008
https://doi.org/10.1016/j.coastaleng.2019.01.008
https://doi.org/10.1016/0304-3770(75)90023-6
https://doi.org/10.1016/0304-3770(75)90023-6


     |  13Journal of EcologyJAMES Et Al.

Geophysical Research: Oceans, 110(10), 1–17. https://doi.org/10.1029/ 
2004J C002788

Luhar, M., Coutu, S., Infantes, E., Fox, S., & Nepf, H. (2010). Wave-induced 
velocities inside a model seagrass bed. Journal of Geophysical Research: 
Oceans, 115(12), 1–15. https://doi.org/10.1029/2010J C006345

Malm, T. (2006). Reproduction and recruitment of the seagrass Halophila 
stipulacea. Aquatic Botany, 85, 345–349. https://doi.org/10.1016/ 
j.aquab ot.2006.05.008

McCave, I. N., Bryant, R. J., Cook, H. F., & Coughanowr, C. A. (1986). 
Evaluation of a laser-diffraction-size analyzer for use with natural 
sediments. Journal of Sedimentary Research, 56, 561–564. https://doi.
org/10.1306/212F8 9CC-2B24-11D7-86480 00102 C1865D

McGranahan, G., Balk, D. L., & Anderson, B. (2007). The rising tide: 
Assessing the risks of climate change and human settlements in low 
elevation coastal zones. Environment and Urbanization, 19(1), 17–37. 
https://doi.org/10.1177/09562 47807 076960

Mellors, J., Marsh, H., Carruthers, T. J. B., & Waycott, M. (2002). Testing 
the sediment-trapping paradigm of seagrass: Do seagrasses influ-
ence nutrient status and sediment structure in tropical intertidal en-
vironments? Bulletin of Marine Science, 71(3), 1215–1226.

Nagelkerken, I. (2009). Evaluation of nursery function of mangroves and 
seagrass beds for tropical decapods and reef fishes: Patterns and under-
lying mechanisms. In Ecological connectivity among tropical coastal ecosys-
tems (pp. 357–399). https://doi.org/10.1007/978-90-481-2406-0_10

Olinger, L. K., Heidmann, S. L., Durdall, A. N., Howe, C., Ramseyer, T., 
Thomas, S. G., … Brandt, M. (2017). Altered juvenile fish communities 
associated with invasive Halophila stipulacea seagrass habitats in the 
U.S. Virgin Islands. PLoS ONE, 12(11), 1–21. https://doi.org/10.1371/
journ al.pone.0188386

Ondiviela, B., Losada, I. J., Lara, J. L., Maza, M., Galván, C., Bouma, T. J., 
& van Belzen, J. (2014). The role of seagrasses in coastal protection 
in a changing climate. Coastal Engineering, 87, 158–168. https://doi.
org/10.1016/j.coast aleng.2013.11.005

Orth, R. J., Carruthers, T. J. B., Dennison, W. C., Duarte, C. M., 
Fourqurean, J. W., Heck, K. L., … Williams, S. L. (2006). A global crisis 
for seagrass ecosystems. BioScience, 56(12), 987–996. https://doi.or
g/10.1641/0006-3568(2006)56[987:agcfs e]2.0.co;2

Paul, M. (2018). The protection of sandy shores – Can we afford to ignore 
the contribution of seagrass? Marine Pollution Bulletin, 134, 152–159. 
https://doi.org/10.1016/j.marpo lbul.2017.08.012

Peralta, G., Van Duren, L. A., Morris, E. P., & Bouma, T. J. (2008). 
Consequences of shoot density and stiffness for ecosystem engi-
neering by benthic macrophytes in flow dominated areas: A hydro-
dynamic flume study. Marine Ecology Progress Series, 368, 103–115. 
https://doi.org/10.3354/meps0 7574

Potouroglou, M., Bull, J. C., Krauss, K. W., Kennedy, H. A., Fusi, M., 
Daffonchio, D., … Huxham, M. (2017). Measuring the role of sea-
grasses in regulating sediment surface elevation. Scientific Reports, 
7(1), 1–11. https://doi.org/10.1038/s4159 8-017-12354 -y

Preen, A. R., Lee Long, W. J., & Coles, R. G. (1995). Flood and cyclone 
related loss, and partial recovery, of more than 1000 km2 of seagrass 
in Hervey Bay, Queensland, Australia. Aquatic Botany, 52(1–2), 3–17. 
https://doi.org/10.1016/0304-3770(95)00491 -H

R Core Team. (2017). R: A language and environment for statistical comput-
ing. Vienna, Austra: R Foundation for Statistical Computing.

Ruiz, H., & Ballantine, D. L. (2004). Occurrence of the seagrass Halophila 
stipulacea in the tropical west Atlantic. Bulletin of Marine Science, 
75(1), 131–135.

Saunders, M. A., & Lea, A. S. (2008). Large contribution of sea surface 
warming to recent increase in Atlantic hurricane activity. Nature, 451, 
557–560. https://doi.org/10.1038/natur e06422

Schneider, C. A., Rasband, W. S., & Eliceiri, K. W. (2012). NIH Image to 
ImageJ: 25 years of image analysis. Nature Methods, 9(7), 671–675. 
https://doi.org/10.1038/nmeth.2089

Shields, I. A. (1936). Section 2. In W. P. Ott & J. C. van Uchelen (Eds.), 
(Translators), Anwendung der Aehnlichkeitsmechanik under der 
Turbulenzforschung auf die Geschiebebewegung, (pp. 10–20). Berlin, 
Germany: Preussischen Versuchsanstalt Fur Wasserbau and 
Schiffbau.

Smulders, F. O. H., Vonk, J. A., Engel, M. S., & Christianen, M. J. 
(2017). Expansion and fragment settlement of the non-native 
seagrass Halophila stipulacea in a Caribbean bay. Marine Biology 
Research, 13(9), 967–974. https://doi.org/10.1080/17451 000.2017. 
1333620

Sorte, C. J. B., Davidson, V. E., Franklin, M. C., Benes, K. M., Doellman, 
M. M., Etter, R. J., … Menge, B. A. (2017). Long-term declines in an 
intertidal foundation species parallel shifts in community composi-
tion. Global Change Biology, 23(1), 341–352. https://doi.org/10.1111/
gcb.13425

Suykerbuyk, W., Bouma, T. J., Govers, L. L., Giesen, K., de Jong, D. J., 
Herman, P., … van Katwijk, M. M. (2016). Surviving in changing sea-
scapes: Sediment dynamics as bottleneck for long-term seagrass 
presence. Ecosystems, 19(2), 296–310. https://doi.org/10.1007/
s1002 1-015-9932-3

Swift, D. J. P., & Niedoroda, A. (1985). Fluid and sediment dynamics on 
continental shelves. In R. W. Tillman, D. J. Swift, & R. G. Walker 
(Eds.), Shelf sands and sandstone reservoirs (pp. 1–49). https://doi.
org/10.2110/scn.85.13.0047

Tinoco, R. O., & Coco, G. (2018). Turbulence as the main driver of re-
suspension in oscillatory flow through vegetation. Journal of 
Geophysical Research: Earth Surface, 123(5), 891–904. https://doi.
org/10.1002/2017J F004504

van Dijken, G. (2011). Caribbean hurricane network. Retrieved from 
https://storm carib.com

van Tussenbroek, B. I., Barba Santos, M. G., van Dijk, J. K., Sanabria 
Alcaraz, S. N. M., & Téllez Calderón, M. L. (2008). Selective elimi-
nation of rooted plants from a tropical seagrass bed in a back-reef 
lagoon: A hypothesis tested by Hurricane Wilma (2005). Journal 
of Coastal Research, 241, 278–281. https://doi.org/10.2112/06- 
0777.1

Widdows, J., Pope, N. D., Brinsley, M. D., Asmus, H., & Asmus, R. M. 
(2008). Effects of seagrass beds (Zostera noltii and Z. marina) on 
near-bed hydrodynamics and sediment resuspension. Marine Ecology 
Progress Series, 358(April 2008), 125–136. https://doi.org/10.3354/
meps0 7338

Willette, D. A., Chalifour, J., Debrot, A. O. D., Engel, M. S., Miller, J., 
Oxenford, H. A., … Védie, F. (2014). Continued expansion of the 
trans-Atlantic invasive marine angiosperm Halophila stipulacea in 
the Eastern Caribbean. Aquatic Botany, 112, 98–102. https://doi.
org/10.1016/j.aquab ot.2013.10.001

Williams, S. L. (2007). Introduced species in seagrass ecosystems: Status 
and concerns. Journal of Experimental Marine Biology and Ecology, 
350(1–2), 89–110. https://doi.org/10.1016/j.jembe.2007.05.032

SUPPORTING INFORMATION
Additional supporting information may be found online in the 
Supporting Information section.

How to cite this article: James RK, Christianen MJA, van 
Katwijk MM, et al. Seagrass coastal protection services 
reduced by invasive species expansion and megaherbivore 
grazing. J Ecol. 2020;00:1–13. https://doi.org/10.1111/1365-
2745.13411

https://doi.org/10.1029/2004JC002788
https://doi.org/10.1029/2004JC002788
https://doi.org/10.1029/2010JC006345
https://doi.org/10.1016/j.aquabot.2006.05.008
https://doi.org/10.1016/j.aquabot.2006.05.008
https://doi.org/10.1306/212F89CC-2B24-11D7-8648000102C1865D
https://doi.org/10.1306/212F89CC-2B24-11D7-8648000102C1865D
https://doi.org/10.1177/0956247807076960
https://doi.org/10.1007/978-90-481-2406-0_10
https://doi.org/10.1371/journal.pone.0188386
https://doi.org/10.1371/journal.pone.0188386
https://doi.org/10.1016/j.coastaleng.2013.11.005
https://doi.org/10.1016/j.coastaleng.2013.11.005
https://doi.org/10.1641/0006-3568(2006)56[987:agcfse]2.0.co;2
https://doi.org/10.1641/0006-3568(2006)56[987:agcfse]2.0.co;2
https://doi.org/10.1016/j.marpolbul.2017.08.012
https://doi.org/10.3354/meps07574
https://doi.org/10.1038/s41598-017-12354-y
https://doi.org/10.1016/0304-3770(95)00491-H
https://doi.org/10.1038/nature06422
https://doi.org/10.1038/nmeth.2089
https://doi.org/10.1080/17451000.2017.1333620
https://doi.org/10.1080/17451000.2017.1333620
https://doi.org/10.1111/gcb.13425
https://doi.org/10.1111/gcb.13425
https://doi.org/10.1007/s10021-015-9932-3
https://doi.org/10.1007/s10021-015-9932-3
https://doi.org/10.2110/scn.85.13.0047
https://doi.org/10.2110/scn.85.13.0047
https://doi.org/10.1002/2017JF004504
https://doi.org/10.1002/2017JF004504
https://stormcarib.com
https://doi.org/10.2112/06-0777.1
https://doi.org/10.2112/06-0777.1
https://doi.org/10.3354/meps07338
https://doi.org/10.3354/meps07338
https://doi.org/10.1016/j.aquabot.2013.10.001
https://doi.org/10.1016/j.aquabot.2013.10.001
https://doi.org/10.1016/j.jembe.2007.05.032
https://doi.org/10.1111/1365-2745.13411
https://doi.org/10.1111/1365-2745.13411

