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Abstract 

The rapid rates of global biodiversity loss and the serious anthropogenic pressures 
currently affecting our marine ecosystems have increased the interest in and 
importance of understanding the role of biodiversity for ecosystem functioning. It 
is well known that biodiversity contributes to a plethora of ecosystem functions, 
and that benthic macrofauna have an influence on several functions that 
sedimentary ecosystems provide. Biodiversity-ecosystem function relationships 
can however be very context dependent, which complicates our ability to 
generalize on the role of biodiversity and to predict the consequences of 
environmental change for ecosystem functions and services. 

In this thesis, biodiversity-ecosystem functioning (BEF) relationships were 
examined in a variety of field studies in different ecosystems to elucidate the 
context-dependence of these relationships in heterogeneous real-world coastal 
zones. This included testing the effects of hypoxia, habitat characteristics and 
background biodiversity on the link between the fauna and the functioning in 
terms of benthic nutrient recycling. 

Hypoxia is a serious threat both in open and coastal waters, and its consequences 
for the benthic macrofauna-function link was investigated through sampling along 
natural gradients of increasing hypoxia, in a low-diversity as well as a higher-
diversity coastal system. In both systems, the benthic macrofaunal communities 
were clearly decimated with declining oxygen conditions, although some species 
did show a higher tolerance of low oxygen concentrations. These species were 
likely important for the solute fluxes as long as the species could prevail, but 
during severe hypoxia and anoxia nutrient recycling processes were heavily 
altered, with markedly larger effluxes of ammonium and phosphate. A large 
variation in macrofaunal communities and solute fluxes was also observed 
between normoxic sites, with indications that even small variations in sediment 
organic material content and carbon/nitrogen ratio affected the relationships. 

The effects of environmental context in mediating ecosystem functioning were 
further assessed through sampling 18 sites on a gradient of grain size, from coarse 
sand to silty sediments, with varying organic material content and vegetation. 
Benthic macrofaunal community abundance, biomass and species richness was 
higher in coarser sediments and in habitats with more vegetation. Biomass and 
abundance of a few dominant species together with organic content, amount of 
roots and vegetation were indicated to contribute to nutrient recycling processes 
across the sedimentary gradient. Closer analyses suggested that the benthic 
macrofauna had a stronger influence on the ecosystem functions in muddy and 
medium sediments than in sandy sediment, despite the richer communities in the 
sandy sediments.  



Species redundancy is hypothesised to be important for the stability of 
ecosystems. Therefore redundancy patterns over space and their ability to reflect 
natural biodiversity-ecosystem function relationships across an extensive sandflat 
were explored. Redundancy over space was observed within the investigated 
functional groups, but the dominant species were indicated to drive the spatial 
distribution of the functional groups and the ecosystem functioning.  

In summary, these correlative field studies indicated that abundance and biomass 
of benthic macrofauna are important for nutrient recycling processes at the 
sediment-water interface, but the relationships are significantly mediated by 
environmental context. Hypoxic conditions in coastal zones are especially 
problematic because the heavily altered nutrient recycling processes and 
decimated macrofauna communities, can have severe consequences for overall 
functioning of the ecosystems. Furthermore, a few dominating species were 
suggested to be especially important for the investigated ecosystem functions 
regardless of large variations in species richness across studies. Hence, it is 
important to consider natural variability, as well as several measures of 
biodiversity, not only species richness, in BEF studies in order to obtain a more 
realistic understanding of the biodiversity-ecosystem function relationships in 
heterogeneous coastal areas. An improved understanding of the complex links 
within coastal ecosystems is a prerequisite for improved management and 
conservation. 

 

Key words: coastal zone, biodiversity-ecosystem functioning, benthic 
macrofauna, nutrient recycling, solute fluxes, spatial heterogeneity, hypoxia, 
fjords, Baltic Sea, New Zealand 
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1. Introduction 

Coastal zones are very important areas due to the plethora of ecosystem functions, 
such as primary and secondary production and nutrient recycling, and services, 
such as food provision, transport routes and recreational opportunities, they 
provide (Levin et al., 2001; Barbier et al., 2011). Consequently coastal areas have 
been favourable areas for human settlement throughout history. The integrity of 
coastal ecosystems is however under threat due to centuries of overexploitation, 
habitat alterations, and changed land use which affect runoff of pollutants and 
nutrients. Many biotic communities are impaired, biodiversity is lost and 
ecosystem functions may be altered (Levin et al., 2001; Lotze et al., 2006; Worm 
et al., 2006; Breitburg et al., 2018).  

The rapid rates of global biodiversity loss and the serious anthropogenic pressures 
currently affecting our ecosystems have increased the interest in understanding 
the role of biodiversity for ecosystem functioning (Vitousek et al., 1997; Halpern 
et al., 2008; Cardinale et al., 2012). The environmental contexts can however 
modify the way biodiversity contributes to ecosystem functioning, which is 
complicating our ability to generalize on the role of the biodiversity or predict 
subsequent consequences of environmental change (Snelgrove et al., 2014). 
Currently biodiversity ecosystem function research is strong in theory, but 
comparatively poor in practical application that can support conservation and 
management of natural ecosystems. A better-developed understanding of 
biodiversity-ecosystem function relationships would help develop appropriate 
management strategies for our coastal waters and is hence an urgent matter. The 
overall aim with this thesis was therefore to investigate biodiversity-ecosystem 
function relationships in field settings and thus contribute to a better 
understanding of the context-dependence of BEF relationships. I examined the 
role of benthic macrofauna for nutrient recycling processes in contrasting coastal 
habitats, taking into consideration the vast habitat heterogeneity there is within 
benthic ecosystems and the consequences of hypoxia as a specific disturbance. 

 

1.1 Biodiversity and ecosystem functioning 

There is a lot of evidence of positive relationships between biodiversity and 
ecosystem functioning, but the patterns are often context-dependent and equivocal 
(Reiss et al., 2009; Snelgrove et al., 2014; Gamfeldt et al., 2015). The research 
questions have, however, developed from whether biodiversity has an effect at all 
to how biodiversity-ecosystem function relationships change in space, time or 
under specific environmental conditions. It is a challenge to assess the relative 
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effects of biodiversity and environmental variables for ecosystem functioning in 
natural ecosystems, because the functioning is regulated by many abiotic and 
biotic factors that are tightly coupled and therefore difficult to separate and 
experimentally control. A recent meta-analysis did, however, conclude that 
species loss can indeed be a driving factor and have effects comparable to other 
environmental changes, such as climate warming and acidification, on some 
ecosystem functions (Hooper et al., 2012). The general knowledge we have today 
regarding biodiversity-ecosystem function relationships is to a large extent based 
on small-scale laboratory experiments, which means that effects of natural 
interactions, as well as spatial and temporal variation in biotic and abiotic factors 
often are neglected (e.g. Snelgrove et al., 2014; Gamfeldt et al., 2015). Studies 
have reported that both temporal (Tilman et al., 2001; Cardinale et al., 2007; 
Stachowicz et al., 2008a) and spatial scales (Dimitrakopoulos and Schmid, 2004; 
Raffaelli, 2006; Dyson et al., 2007; Griffin et al., 2009; Cardinale et al., 2011; 
Godbold et al., 2011) have an impact on investigated relationships, emphasising 
the need to consider larger scales that encompass natural variability across 
landscapes in studies of BEF relationships. Additionally, it would be valuable to 
consider a variety of different ecosystem functions because many functions are 
tightly coupled and the biotic and abiotic factors may simultaneously regulate 
several functions (e.g. Hector and Bagchi, 2007; Cardinale et al., 2013; Snelgrove 
et al., 2014). It has even been suggested that considering multiple functions 
simultaneously (i.e. ecosystem multifunctionality) may facilitate detection of 
ecosystem degradation at an earlier stage than if single functions would be 
examined (Villnäs et al., 2013). Ecosystem functions are generally defined as 
quantifiable changes in energy and matter over time and space that are modulated 
by biological activity, as well as by interactions with abiotic factors (i.e. physical 
and chemical, Reiss et al., 2009). A number of ecosystem functions have 
commonly been used as response variables in BEF studies, for example primary 
and secondary production, decomposition, and nutrient recycling. In this thesis I 
focused on nutrient recycling because it is a fundamental function that has an 
enormously important role in global biogeochemical cycles (see e.g. Snelgrove et 
al., 2018). 

Estuaries and coasts are transition zones between land, freshwater habitats and the 
open ocean, and can be described as a coastal filter (e.g. Levin et al., 2001; Asmala 
et al., 2017). These areas are hotspots of organic material input and nutrient 
recycling, and they are among the most productive natural systems and maintain 
high biomasses of plants and animals (Levin et al., 2001). The species richness 
can however be relatively low due to large fluctuations in environmental 
conditions. For example, the salinity, temperature, and oxygen concentration 
generally vary a lot depending on precipitation, runoff, tides, waves, and winds. 
In these shallow areas the nutrient recycling processes are however effective, and 
the so called benthic-pelagic coupling is strong (Boynton et al., 2018). The sinking 
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primary production and organic material is remineralised at the seafloor and the 
nutrients are recycled back to the water column supporting continued primary 
production; this cycle is thus vital for the functioning of marine ecosystems 
(Griffiths et al., 2017). 

The benthic macrofauna plays an important role for the nutrient recycling 
processes within soft sediments. The microbial-driven biogeochemical processes 
responsible for the nutrient recycling in sediments are greatly affected by the 
activities of benthic macrofauna (e.g. Bertics and Ziebis, 2010). For instance, due 
to their movement through the sediment in search for food or building and 
maintenance of burrows, they induce transport of particles and solutes, 
consequently affecting the distribution of resources for the microbial community 
and also affecting the oxygen and redox conditions within the sediments (Aller 
and Aller, 1998; Glud, 2008; Kristensen et al., 2012). Furthermore, the 
macrofauna have direct effects on the mineralisation of organic material and 
nutrient recycling due to feeding, egestion and excretion (Gibbs et al., 2005; 
Sereda and Hudson, 2011; Vanni and McIntyre, 2016).  

The influence of benthic macrofauna communities on nutrient recycling processes 
is, however, likely to vary between habitats and with changing environmental 
conditions, although this has not been well quantified on larger scales including 
the heterogeneity across landscapes. The activities of the macrofauna 
communities depend on the resident species and the community structure, which 
may be modified with for example, changes in grain size and organic material 
input (Pearson and Rosenberg, 1978; Thrush et al., 2003; Pratt et al., 2014), and 
vegetation cover (Boström and Bonsdorff, 1997; Fredriksen et al., 2010; Bernard 
et al., 2014). Furthermore, their interaction with the surrounding environment is 
also likely to influence their contribution to nutrient recycling processes. Species 
can express different behaviours in different sedimentary habitats, depending on 
e.g. grain size and organic content (Needham et al., 2011) or food supply (Riisgård 
and Kamermans, 2001), as well as the density of the macrovegetation (Bernard et 
al., 2014). Furthermore, the same behaviour, but in different sediment types has 
been shown to have different effects due to the differences in physical water flow 
in cohesive and non-cohesive sediments (Mermillod-Blondin and Rosenberg, 
2006). In addition to fluctuating environmental conditions and heterogeneous 
seascapes of coastal ecosystems, this strong context dependence make prediction 
of biodiversity-ecosystem function relationships very challenging. The study 
reported in publication III was therefore performed to examine the variability in 
the role of the macrofauna communities for nutrient recycling processes along a 
natural gradient of grain size and organic content, also taking into account the 
variation in vegetation cover. 

A large number of biodiversity-ecosystem functioning studies have described 
biodiversity as only species richness, but other attributes of biodiversity, such as 
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dominance patterns, species identity or traits like body size, might be as important 
or even more important for ecosystem functioning (Norkko et al., 2013; Pratt et 
al., 2014; Lohrer et al., 2015). Additionally, it is important to consider both 
structural and functional features of biodiversity because communities will most 
likely undergo structural changes before a species will go extinct due to any 
disturbance (Chapin et al., 2000; Hillebrand et al., 2008; Villnäs et al., 2011; 
Villnäs et al., 2012). The use of functional traits has been useful in advancing the 
understanding of a variety of biodiversity-ecosystem function relationships. Traits 
are broadly defined as any measurable morphological, physiological, 
phenological or behavioural attribute on a level of individuals that describe their 
characteristics (Violle et al., 2007). The concept of functional traits takes into 
account that species may have different roles for ecosystem functions, while the 
use of just the number of species suggests that all species have equal roles for the 
functioning (Walker, 1992; Bengtsson, 1998). It has been demonstrated that 
functional trait compositions of different taxonomic communities can be relatively 
consistent over large scales (e.g. Bremner et al., 2006; Hewitt et al., 2008), but 
also sensitive to environmental change and disturbance (Mouillot et al., 2013; 
Villnäs et al., 2013). Furthermore, functional traits are often used as surrogates for 
ecosystem functioning, especially when larger areas are examined and logistics 
make it difficult to measure ecosystem functions directly. Quantitative links 
between specific traits and ecosystem functions are however not always that well 
established (Murray et al., 2014; Snelgrove et al., 2014), and species appearing to 
be redundant might actually play different roles depending on the surrounding 
conditions (Walker, 1992; Wellnitz and Poff, 2001; Vaughn et al., 2007; Needham 
et al., 2011). 

Biological communities with a high diversity are hypothesised to contain a high 
level of functional redundancy, because a number of species in a diverse 
community possibly express similar traits, thus they may be complementary and 
able to maintain ecosystem functions even if one species is lost (i.e. insurance 
hypothesis, Yachi and Loreau, 1999). In studies with functional groups, the 
redundancy may, however, depend on the number and specificity of the traits used 
to construct the groups, as this will define the number of species that contribute 
(Micheli and Halpern, 2005). The variability in species abundance and occurrence 
can be large across heterogeneous seascapes (Walker, 1992; Wellnitz and Poff, 
2001; Hewitt et al., 2008), which implies that redundancy within functional groups 
is also affected by spatial variation in species composition and thus spatial scales 
(Naeem et al., 2012). Additionally, a functional group containing low species 
richness and low abundance would not necessarily be considered to contain 
redundancy but if the group is occurring widely over a landscape it might still be 
important for the stability of the ecosystem (Greenfield et al., 2016). Publication 
IV in this thesis examined how redundancy across space can occur and how 
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functional groups containing redundancy may reflect the real-world ecosystem 
functioning.  

 

1.2 Hypoxia in coastal zones 

Hypoxia is a problem in many coastal waters around the world, with severe 
consequences for the biota and ecosystem functioning (Diaz and Rosenberg, 
2008). Hypoxia is generally defined as oxygen concentrations below 2 mg l-1 in 
the bottom water. These low oxygen concentrations are often a result of excessive 
nutrient loading in areas with semi-enclosed hydrogeomorphology and 
stratification of the water column that restricts water exchange (Rabalais et al., 
2002; Diaz and Rosenberg, 2008; Gilbert et al., 2010; Carstensen et al., 2014). 
Naturally occurring oxygen minimum zones along continental margins in 
upwelling areas are also commonly occurring (Levin et al., 2009), but that type of 
hypoxia is not further considered here. The severity of hypoxic events depends on 
the duration and extent of the oxygen deficiency (e.g. Norkko et al., 2006; Villnäs 
et al., 2012; Villnäs et al., 2013), but areas with seasonal hypoxia, due to salinity 
and temperature stratification, often experience alternating periods of disturbance 
and recovery (Conley et al., 2009). 

Declining oxygen concentrations have a large effect on benthic macrofauna 
communities, generally through a gradual shift from large, deep-dwelling species 
to a community dominated by smaller, fast-growing species, and finally anoxia 
will eliminate the macrofauna (Pearson and Rosenberg, 1978; Diaz and 
Rosenberg, 1995; Levin et al., 2009). There is, however, a significant variation in 
tolerance of hypoxia between macrofauna species, and many species show stress 
responses or even die at much higher oxygen concentrations than the most often 
used threshold of 2 mg l-1 (Vaquer-Sunyer and Duarte, 2008; Levin et al., 2009). 
Hypoxia-induced changes in macrofauna communities, including changes in 
species density and richness, size structure, and species behaviour, are likely to 
alter or impair ecosystem functioning (Karlson et al., 2007; Norkko et al., 2013; 
Norkko et al., 2015). The bioturbation and bioirrigation activities of macrofauna 
that affect the distribution of organic material and solutes, as well as the oxygen 
penetration depth within the sediments (Glud, 2008; Josefson et al., 2012), will 
consequently be altered. Thus, all oxygen-dependent processes within the 
sediment, including mineralisation of organic material through stimulation of 
microbial activity, and nutrient transformation and retention processes (Aller and 
Aller, 1998; Kristensen, 2000) will be impacted by the changes in benthic 
macrofauna communities due to hypoxia. 

Oxygen concentration in the bottom water also has a direct effect on the 
biogeochemical processes at the sediment-water interface and the release of 
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especially ammonium and phosphate is markedly increased during hypoxic events 
(Mortimer, 1941; Cowan and Boynton, 1996; Kemp et al., 2009; Mort et al., 2010; 
Howarth et al., 2011). The released nutrients are then available for primary 
producers in the water column, which puts the ecosystem in a continued vicious 
circle of eutrophication, through re-enforcement of the production-decomposition 
cycle that causes hypoxia (Vahtera et al., 2007). Climate change is predicted to 
further aggravate eutrophication and hypoxia in coastal waters due to increased 
precipitation with subsequent increased nutrient delivery (Breitburg et al., 2018). 
Additionally, rising temperatures leads to decreased oxygen solubility in water, 
increased oxygen consumption due to higher respiration rates, and stronger 
stratification of water columns that further impede oxygenation through mixing.   

As hypoxia is a global problem (Diaz and Rosenberg, 2008; Rabalais et al., 2010; 
Breitburg et al., 2018), it would be of utmost importance to develop and 
implement appropriate management strategies to counteract the deterioration of 
our coastal ecosystems. In order to achieve this, we need to increase the 
understanding of the links between biodiversity and ecosystem functioning in 
field settings and on larger scales (Snelgrove et al., 2014). To date, much of our 
knowledge is based on small-scale laboratory experiments including simplified 
macrofauna assemblages (e.g. Marinelli and Williams, 2003; Ieno et al., 2006; 
Karlson et al., 2007; Norling et al., 2007), which omits possible feedback 
mechanisms between organisms and environment that drive ecosystem functions 
(Braeckman et al., 2014; Lohrer et al., 2015). Therefore, the aim of publication I 
and II included in this thesis was to investigate the links between benthic 
macrofauna and nutrient recycling processes along natural gradients of increasing 
hypoxia. It is challenging to assign causality in field studies, but they can however 
provide valuable insight regarding the context-dependent effects of disturbance 
on natural communities and ecosystem functioning (Pearson and Rosenberg, 
1978; Larsen et al., 2005; Villnäs et al., 2012; Norkko et al., 2015).  
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2. Aim of the thesis 

The overall aim of this thesis was to investigate and quantify the role of the benthic 
macrofauna communities for ecosystem functioning across heterogeneous coastal 
habitats. 

The main questions explored were: 

1. How does hypoxia affect biodiversity-ecosystem function relationships? 
(I & II) 

2. How does environmental context affect biodiversity-ecosystem function 
relationships? (III) 

3. Is there functional redundancy across space and how well does it reflect 
the spatial variability of biodiversity-ecosystem function relationships? 
(IV) 

In order to increase knowledge regarding these questions in the real world, all 
studies included in this thesis were based on field data. The studies explored the 
role of the benthic macrofauna communities for nutrient transformation and 
retention processes on the seafloor, while taking into account various 
environmental conditions that occur in coastal ecosystems. Publication I and II 
explored the relationships between benthic macrofauna communities and 
ecosystem functions along gradients of increasing hypoxia in contrasting 
ecosystems (cf. salinity and species richness). Publication III investigated how the 
role of the benthic macrofauna in shallow productive habitats was affected by 
environmental context (i.e. grain size and other habitat characteristics). 
Publication IV considered the use of functional trait combinations and how 
redundancy over space can occur, and additionally how the potential redundancy 
by species reflect ecosystem functioning across an extensive sandflat. 
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3. Methods 

3.1 Study areas 

The studies were conducted in three areas (Fig. 1); the effects of hypoxia were 
investigated in coastal environments of Southwestern Finland (I) and in the 
Havstensfjord-Askeröfjord fjord system on the Swedish west coast (II), while the 
study on spatial variability in biodiversity-ecosystem function relationships was 
conducted across a mud to sand gradient in the coastal zone of Southwestern 
Finland (III) and the spatial functional trait redundancy was investigated on a 
sandflat in Kaipara Harbour in New Zealand (IV). 

 

Figure 1. Maps illustrating the location of the three study areas. Map A) shows 
the location of the two study areas in the Baltic Sea and Swedish west coast; B) is 
the archipelago area in Southwestern Finland (publication I & III), while C) is the 
fjord system on the Swedish west coast (publication II). Map D) shows the 
location of Kaipara Harbour in New Zealand (publication IV).  
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3.1.1 The coastal zone of Southwestern Finland (publication I & III) 

The collection of samples for publication I and III was performed in the coastal 
area around the Tvärminne Zoological Station on the Hanko peninsula. This area 
is a complex shallow archipelago with a labyrinth of bays and sounds. Thus it 
forms a mosaic seascape of different habitats, from very exposed to very sheltered 
areas, with rocky habitats interspersed by sandy and muddy substrates, and 
varying types of aquatic macrovegetation. The water depths in the archipelago 
area are generally below 40 m, including also very shallow areas (<5 m), which 
are the most productive. The salinity is generally around 6 in the sampled area. A 
total of 21 taxa of benthic macrofauna were encountered in these two studies, but 
the communities are dominated by the bivalve Macoma balthica, polychaetes 
Marenzelleria spp., Hediste diversicolor, and Pygospio elegans, gastropods of the 
family Hydrobiidae, and amphipods Monoporeia affinis.  

Seasonally hypoxic bottom water has been observed in many bays and archipelago 
areas along the Finnish south coast, mostly resulting from eutrophication and 
upwelling, but also as a result of water column stratification and topography that 
prevents circulation and oxygenation of the bottom water (Vallius, 2006; Conley 
et al., 2011). Enclosed bays and sounds with partly deeper areas are thus more 
prone to seasonal hypoxia than more open areas with swifter currents. The 
sampling for publication I was conducted in a sound with a deeper part where 
seasonal stratification was strong and hypoxia and anoxia occurred during the 
most productive period in late summer.  

Publication I thus focused on deeper (9–33 m) muddy sites along a gradient from 
anoxia to normoxia (O2 0–8 mg l-1), whereas publication III focused on 
encompassing the heterogeneity in shallow (<4 m) habitats (all well oxygenated), 
through sampling along a gradient of grain size (D50 21–845 μm) and organic 
material contents (LOI 0.2–17%), with varying vegetation cover. 

 

3.1.2 Havstensfjord-Askeröfjord (publication II) 

The Havstensfjord is a narrow fjord on the Swedish west coast and part of the 
Orust fjord system. The fjord extends about 25 km from north to south with its 
main connection to the sea further south through Askeröfjord. The fjord has 
suffered from seasonal hypoxia since the 1950s (Nilsson and Rosenberg, 1997), 
and particularly the deeper waters in the northern parts may be anoxic for long 
periods of the year. This part of the fjord is usually ventilated once per year in late 
winter or early spring (Hansson et al., 2013). The mean depth is 17 m, with a max 
depth of 45 m, and at the sill in the south entrance of the fjord the depth is 19 m. 
The southern part of the fjord is often more well-mixed, due to the proximity of 
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the inlet, but seasonal hypoxia also occurs here. In this study we sampled sites 
with muddy sediments at depths of 23–39 m on a gradient from anoxic to oxic 
conditions (O2 0–4 mg l-1). The salinity in the bottom water ranged from 25 to 32. 
The species richness was consequently much higher here than in the investigated 
Baltic Sea area, with up to 40 species observed in one grab sample. The dominant 
species in the fjord were the bivalves Abra nitida and Thyasira flexuosa, the 
polychaete Scalibregma inflatum and the brittle star Amphiura filiformis. 

 

3.1.3 Kaipara Harbour (publication IV) 

Kaipara Harbour is a large estuary situated on the north-western coast of the North 
Island of New Zealand. The samples were collected from the Tapora Bank, which 
is a wide intertidal sandflat with permeable sandy sediments and a tidal range of 
approximately 2 m. The flat is exposed to wind-wave disturbance and the 
sampling area included variability in community composition of benthic 
macrofauna, sediment mud content and macrovegetation (Zostera muelleri) cover 
(Kraan et al., 2015). The salinity is around 33–35. In this study 113 species were 
observed and the most abundant species were the polychaete Aonides trifida, and 
the bivalves Macomona liliana, Paphies australis, Soletellina siliqua and 
Austrovenus stutchburyi. 

 

3.2 Data collection and analyses 

3.2.1 Solute fluxes 

Oxygen consumption and various solute fluxes (NOx, NH4, PO4, Si, Fe, Mn) 
across the sediment-water interface in intact sediments cores were used as a proxy 
for nutrient recycling processes (ecosystem functioning) in all studies (Table 1). 
Solute fluxes is a measure of net effect of physical, biogeochemical, plant and 
animal processes that have an impact on solute exchange at the sediment-water 
interface, and oxygen consumption is thus often used as a proxy for total benthic 
carbon mineralisation (Glud 2008). Even if slightly different sampling methods 
were used in the different studies, the same principles were followed. 
Additionally, the absolute flux rates were never compared between studies, 
relative comparisons were only made within studies and the focus was on 
biodiversity-ecosystem function relationships. Intact sediment cores were 
collected in the field from various types of sediments and environmental 
conditions depending on the research questions addressed in the different studies 
(see below). After the cores had been collected in the field they were taken into 
the laboratory for incubations (2–4 hours) in darkness and at in situ temperatures. 
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The same principles were applied in publication IV except that the incubation 
chambers were placed in situ on the sandflat. Overlying water in the cores was 
stirred during the incubations, manually or automatically, ensuring sufficient 
mixing while avoiding sediment resuspension in the finer sediments or inducing 
porewater advection in the coarser sediments. The oxygen concentration in each 
incubation chamber did preferably not change >20% from the initial concentration 
during the incubations. Water samples were taken at the start and the end of the 
incubations to measure solute concentrations (C), and together with the known 
water volume (V), surface area (A) and incubation time (T), the solute fluxes were 
calculated as (Cend – Cinitial) x V/A x T. Thus a positive flux indicates a flux out of 
the sediment, while a negative flux indicates a flux into the sediment. 

 

3.2.2 Benthic macrofauna communities 

After the flux incubations, the cores were sieved and the fauna preserved (0.5-mm 
sieve, 70% ethanol) to obtain core-specific benthic macrofauna data. In 
publication IV cores were taken adjacent to the in situ-incubation chambers to 
obtain macrofauna data, and additional cores were collected from a larger area to 
obtain a larger spatial data set on macrofauna distributions. In publication I and II 
grab samples were taken in addition to the cores, to provide a more robust 
assessment of the benthic macrofauna communities. Animals were determined to 
the lowest practical taxon, counted and weighed (dwt or wwt; Table 1). In 
publication I and III, shell lengths of bivalves and gastropods, and the width of 
the 10th setiger of dominant polychaetes were additionally measured to obtain 
some information on species size distributions within the communities. 

In publication IV the benthic macrofauna communities were additionally 
described by biological trait combinations and modalities, in order to explore 
potential functional redundancy over space and the ability of trait combinations 
and modalities to explain ecosystem functioning. A combination of traits is often 
used when a functional group is formed to describe a certain function the biota 
provide, and the use of modalities (i.e. sub-categories of traits) allows for a more 
detailed distinction between species’ attributes. Functional traits that were related 
to sediment particle and solute movement, creation of sediment topographic 
features, body size and degree of motility were examined. These traits were 
expected to have an effect on solute fluxes in the sediment by moving sediment 
particles and organic material and solutes (Volkenborn et al., 2012; Woodin et al., 
2016; Thrush et al., 2017). Fuzzy coding was used to assign species to modalities 
(Chevenet et al., 1994), to account for the fact that species can exhibit attributes 
of several modalities within one trait (allocations summing to 1 within each trait). 
After every species was assigned a trait value, the values were abundance 



14 

weighted and a sum across species was calculated to result in a single value for 
each trait combination and included modality in each sample. 

 

3.2.3 Sampling strategy in the individual studies 

Publication I & II – Biodiversity-ecosystem function relationships across 
gradients of increasing hypoxia 

To investigate the consequences of hypoxia for the links between macrofauna 
community structure and ecosystem functioning, samples along oxygen gradients 
were collected in two contrasting ecosystems (cf. salinity and biodiversity). To 
coincide with the peak distribution of seasonal hypoxia, sampling at nine sites on 
a gradient of oxygen concentration (0–8 mg l-1) was conducted in late summer 
(August 2010) in the archipelago area of Southwestern Finland (publication I). 
Three of the sampling sites experienced anoxia/severe hypoxia, two were 
indicated to be intermittently hypoxic due to the adjacent severe hypoxic waters, 
and four sites were normoxic all year around. The selected sites had similar 
sediment properties to emphasise the role of the variation in the macrofauna 
communities and oxygen concentrations on ecosystem functions. In the 
Havstensfjord-Askeröfjord fjord system (publication II), 11 sites were sampled on 
a gradient from anoxic to oxic (O2 0–4 mg l-1) conditions also in late summer 
(September 2011). These sites were similarly selected based on their muddy 
sediments at similar depths to highlight the consequences of variable macrofauna 
and hypoxia. In this study sediment profile images (SPI) were used to illustrate 
structures above the sediment surface and within the sediment. Samples for 
meiofauna were also collected, but I focus on the results of the macrofauna 
communities. 

 

Publication III – Environmental context mediates the biodiversity-ecosystem 
function relationships 

Biodiversity–ecosystem function relationships across habitat types were 
examined through sampling benthic macrofauna and oxygen and nutrient fluxes 
at 18 sites, spread over a distance of approximately 20 km. The sampling was 
conducted in late summer, August–September 2014, at the peak of the productive 
season. The sites were selected to encompass the natural variability of habitats in 
the complex archipelago area, thus the samples encompassed sites with muddy to 
sandy sediments with a corresponding variation in organic material. Within the 
sites, the sediment cores were collected from different patches (bare/vegetated) to 
include the maximum within-site variation. The habitat around every core was 
therefore thoroughly characterised to enable core-specific links between 
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environment, benthic macrofauna and solute fluxes. Surface sediment samples 
were collected with cut-off syringes around each core (0–0.5 cm analysed for 
organic material and chlorophyll a concentration (Chl a), and 0–3 cm analysed for 
grain size). Each sampled patch was additionally filmed, to allow characterisation 
of the vegetation [total cover, species-specific cover, maximum shoot height, 
distance to next patch, visible cover of microphytobenthos and drifting algae, 
amount of shell fragments on the sediment surface (classified 1–3)] over 
increasing spatial scales (0.25, 0.75, 1.25, 1.75, 2.25 m2) around each core. In 
addition to analysing the macrofauna communities from each core, all items larger 
than 8 mm present in the cores were retained for additional characterisation of the 
sedimentary habitat. All items were sorted into roots (dead or alive roots and 
rhizomes, as well as other plant detritus), shells or pebbles and their volume was 
quantified through liquid displacement. 

 

Publication IV – redundancy across landscapes and biodiversity-ecosystem 
functioning 

The analyses of distribution patterns of species, modalities and trait combinations, 
and the potential redundancy over space, were based on a data set of 400 
macrofauna samples collected in April 2012. The samples were collected on a grid 
(1000 x 300 m), containing four transects (1000 m long, 100 m between transects) 
with a repeated sequence of sampling intervals (0.3, 1, 5, 10, 20 and 50 m) along 
each transect, which enabled identification of spatial patterns at multiple scales 
(e.g. Greenfield et al., 2016). Environmental variables were also measured, but 
are not further presented in this thesis (but see e.g. Kraan et al., 2015). From the 
extensive survey data, 28 experimental locations were selected, and at these 
locations solute fluxes and benthic macrofauna communities were measured in 
March 2014. The locations were selected to encompass a variety of macrofaunal 
community abundance and species richness. These locations correspond to the 
control plots in the experiment described in Thrush et al. (2017). The measured 
solute fluxes were combined and used as a measure of ecosystem 
multifunctionality when linked to the investigated macrofauna species, modalities 
and trait combinations. 
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Table 1. Overview of data types and methods applied in publications I–IV. 

Equipment type I II III IV 

Core sampling Gemax 
twin corer 

Gemax 
twin corer 

Coring by hand,  
SCUBA diving 

In situ chambers, 
coring by hand 

Surface area 0.006 m2 0.006 m2 0.006 m2 0.25 m2 

Sites 9 11 18 1 

Replicates 5 5 5 28 + 400* 

Benthic fauna     

Abundance x x x x 
Biomass 
(including shells) dwt wwt wwt  

Number of 
species x x x x 

Additional grab 
samples 

Box core  
(0.04 m2) 

Smith-
McIntyre 
(0.1 m2) 

  

Ecosystem functions    

O2 flux x x x x 

PO4
3- flux x x x x 

NH4
+ flux x x x x 

NO2
- + NO3

- flux x x x  

Si flux x x x  

Fe flux x    

Mn flux x    

Environmental variables   ** 

Grain size x x x  
OM  
(Loss on ignition) x x x  

Chl a x x x  

C/N ratio x x   

Other   x#  

* solute fluxes were measured in 28 in situ-incubation chambers and 
corresponding fauna samples were collected, whereas within the survey data 400 
macrofauna samples were collected 
** environmental variables were analysed but not presented in this thesis (for 
results see Kraan et al., 2015) 
# numerous environmental variables were quantified, see description above and 
in publication III 
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3.2.4 Statistical analyses 

Primarily multivariate statistical methods were used to analyse the sets of field 
data throughout the thesis. Non-metric multidimensional scaling (nMDS) was 
used to describe benthic macrofaunal communities, whereas environmental 
variables were explored through principal component analysis (PCA). The 
resemblance matrices were based on Bray-Curtis similarities for community data 
and on Euclidean distances for environmental data.  Data transformations and 
inclusion of dummy species were performed if necessary. Cluster analyses, with 
the similarity profile test for statistical validity (SIMPROF), were used to examine 
groupings within data sets. To identify differences in multivariate data clouds 
between sites or other groups, analysis of similarities (ANOSIM) or permutational 
ANOVA (PERMANOVA) was used. Taxa contributing to dissimilarities between 
groups were examined with the similarity percentage (SIMPER) procedure.  

Distance-based linear models (DistLM) were used to analyse the relationships 
between benthic macrofauna communities, environmental variables and 
ecosystem functioning, as well as between benthic macrofauna communities and 
environmental variables. DistLM is in essence a multiple linear regression model 
performed on multivariate response data in order to determine how much of the 
variation can be explained by predictor variables. Some non-linearity was 
included by using data transformations such as log transformations and 
polynomials. To obtain the best models an AICc stopping criterion was applied 
and selection procedures, backward, forward, or stepwise was used. The stopping 
criterion AICc was used, rather than the less conservative AIC, due to the high 
numbers of predictor variables included in most analyses. Marginal tests identified 
significant predictors irrespective of other variables, while sequential tests 
identified the best combination of significant predictors that explained the largest 
proportion of the variance in the multivariate response variables. Distance-based 
redundancy analysis (dbRDA) was used to illustrate the relationships between the 
selected predictors and the response variables in the multivariate space.  

The spatial distribution patterns of species, modalities and trait combinations in 
publication IV were analysed using Moran’s I coefficients describing spatial 
autocorrelation. Moran’s I coefficient examines the degree of correlation between 
samples within a certain distance from each other, and thus identifies average 
patch sizes on different scales. Autocorrelograms provide information on average 
spatial patterns but do not indicate spatial locations (Sokal and Oden, 1978). 
Therefore, to further investigate the patch locations of the modalities and species 
included in the two investigated trait combinations, Spearman correlations were 
used to compare the dissimilarity matrices of the variables across the sandflat. 
High positive Spearman rho coefficients of two variables exhibiting spatial 
patchiness suggests that the spatial location of the patches coincide, high negative 
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coefficients suggest avoidance, and low coefficients suggest that there is no 
relationship. The results focus on the strength of the correlations, and due to the 
number of correlations conducted on non-independent variables, p-values are not 
reported. Supporting maps showing the locations were also examined.  

The multivariate analyses were performed within the PRIMER software (Clarke 
and Gorley, 2015) with the add-on PERMANOVA+ package (Anderson et al., 
2008), while the analyses of spatial autocorrelation were performed within the 
program Spatial Analysis in Macroecology (SAM; Rangel et al., 2010).   
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4. Results and discussion 

In this thesis I examined relationships between benthic macrofauna and solute 
fluxes across habitats and environmental gradients, and the results demonstrated 
how different components of biodiversity, such as macrofauna community 
abundance, biomass and dominant species, can have an important contribution to 
nutrient transformation processes. It is well known that functional diversity has an 
influence on ecosystem functions (e.g. Gamfeldt et al., 2015), but there is a lack 
of knowledge of the context dependence of these effects and how relationships 
change across heterogeneous seascapes and environmental disturbance gradients. 
The need for field studies over larger scales, which include natural communities 
and variations in environmental drivers, has been emphasised because theoretical 
advances in our understanding of marine biodiversity-ecosystem functioning 
relationships have outpaced verification in the field (Snelgrove et al., 2014). 
Therefore, the research in this thesis focused on exploring the role of natural 
benthic macrofauna communities for nutrient recycling processes at the sediment-
water interface in a number of environmental conditions and contexts in 
contrasting coastal environments. The main questions that will be discussed below 
are: how hypoxia affects the biodiversity-ecosystem function relationships 
(publication I, II); how the role of the benthic macrofauna varies in different 
shallow oxygenated habitats (publication III); and how spatial redundancy is 
expressed, and whether it reflects real-world biodiversity-ecosystem function 
relationships (publication IV). 
 

4.1 Main findings of the thesis 

The results showed that benthic macrofauna communities were severely 
decimated during hypoxic conditions, with lower community abundance, biomass 
and species richness. Some species, however, indicated a higher tolerance to 
hypoxia and these species are most likely important for the ecosystem functioning 
and system recovery as long as they can prevail. The solute fluxes were changed 
markedly along the hypoxic gradients, with especially higher ammonium and 
phosphate effluxes during severe hypoxic and anoxic conditions. Oxygen 
concentration in the bottom water had the largest effect on the solute fluxes, but 
after accounting for the oxygen concentration, the benthic macrofauna 
nevertheless had an influence on the ecosystem functions in both systems. 
Interestingly, macrofauna community abundance and biomass, not diversity was 
indicated to influence the solute fluxes. There was large variability in fauna 
communities and solute fluxes even between sites with normoxic conditions and 
similar muddy sediments, which suggests that the variability is even larger in more 
heterogeneous areas, with a larger span of environmental conditions and habitat 
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types. To further investigate the context-dependent role of benthic macrofauna, 
biodiversity-ecosystem function relationships were examined in a shallow (<4 m) 
coastal area with a mosaic of different habitats. Sampling was conducted in fine 
muddy to sandy sediments, with corresponding sediment organic content and 
variable vegetation cover. The results indicated that benthic macrofauna had a 
stronger influence on solute fluxes in muddy and medium sediments than in sandy 
sediments, even if the sandy sediments contained higher abundances and 
biomasses compared to the muddy sediments. In the sandy sediments other habitat 
describing variables, such as root structures and vegetation cover were indicated 
to have an important effect. In publication IV, redundancy patterns in functional 
traits across space and how spatial redundancy reflect natural biodiversity-
ecosystem function relationships across an extensive sandflat were explored. 
Redundancy over space was found in the two functional groups that were 
examined, but the redundancy did however not reflect the natural biodiversity-
ecosystem function relationships in all cases. There were strong implications that 
a few dominant species were dominating ecosystem functioning, as well as the 
spatial distribution patterns of the functional groups. All studies included in this 
thesis thus indicated that the benthic macrofauna communities were important for 
nutrient transformation and retention processes at the sediment-water interface, 
albeit with variable relationships depending on environmental context (Fig. 2). 
The dominant species were, however, indicated to be especially important, 
regardless of different levels of background species richness within the 
investigated ecosystems. 
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Figure 2. Summary of the environmental and biodiversity predictors that 
significantly contributed to ecosystem functioning, in terms of oxygen and 
nutrient fluxes, in each study. 
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4.2 Hypoxia – consequences for benthos and ecosystem functioning 

The consequences of coastal hypoxia for biodiversity-ecosystem function 
relationships were investigated in two contrasting ecosystems; an archipelago area 
in the Northern Baltic Sea with low salinity and species richness (publication I) 
and a fjord system on the Swedish west coast with higher salinity and species 
diversity (publication II). Both areas are affected by seasonal hypoxia and anoxia, 
mostly due to restricted water exchange and strong stratification of the water 
column. Due to the higher species richness and hence potentially a higher 
functional redundancy in the fjord system, the effects of hypoxia on the 
contribution of macrofauna to ecosystem functioning were predicted to be smaller 
in this area. A high diversity system could potentially contain species with a higher 
variety of responses to low oxygen concentrations (Vaquer-Sunyer and Duarte, 
2008), thus more species would potentially persist longer along the gradient of 
increasing hypoxia in the fjord system.  
 
As expected, the benthic macrofaunal communities were severely decimated with 
increasing hypoxia (Fig. 3), and the nutrient fluxes at the sediment-water interface 
were modified. The sampled gradients varied slightly in oxygen concentrations, 
0–4 mg/l O2 in the bottom-water of the fjord system compared to 0–8 mg/l O2 in 
the archipelago area (I: Table 1, II: Table 1). The abundance and number of 
species were much higher in the fjord system even at the lower oxygen 
concentrations, which suggests that many species were tolerant towards hypoxia 
(II: Table 2), compared to generally two species in the archipelago area at 
corresponding oxygen concentrations, Macoma balthica and Marenzelleria spp. 
(I: Table 2). The degradation of macrofauna communities was also clearly 
illustrated by the sediment profile images (SPI) collected at the sites in the fjord 
system (II: Fig. 3). At the oxic site tubes were visible at the highly bioturbated 
sediment surface as well as some vertical burrows that were oxidised, whereas 
with decreasing oxygen concentrations the depth of the aRPD (apparent redox 
potential discontinuity) was decreasing and some vertical black patches were 
possibly indicating dead animals. Based on SPI, bioturbation activities were 
clearly reduced along the hypoxic gradient and finally, at the almost anoxic site, 
the whole sediment column was reduced and a large amount of faecal pellets could 
be seen at the sediment surface. 
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Figure 3. Macrofauna species richness, abundance and biomass (per Smith-
McIntyre grab, 0.1 m2) in relation to bottom-water oxygen concentration (ml l-1) 
along the hypoxic gradient in the Havstensfjord-Askeröfjord area on the Swedish 
west coast. Figure modified from manuscript II. 
 

Eutrophication and hypoxia typically alter the processes and the pathways of 
nutrients and energy within benthic ecosystems (e.g. Diaz and Rosenberg, 1995; 
Conley et al., 2011). Publication I and II showed that the oxygen consumption and 
solute fluxes varied strongly between sites within each study, but with similar 
patterns of markedly larger effluxes of especially phosphate and ammonium at the 
severely hypoxic and anoxic sites (Fig. 4, I: Table 4). The poor oxygen conditions 
in the bottom water consequently resulted in an enhanced internal nutrient 
recycling, i.e., decreased absorption of phosphorous and decreased removal of 
nitrogen, which may lead to further eutrophication and hypoxic conditions 
(Mortimer, 1941; Smith and Hollibaugh, 1989; Hietanen and Lukkari, 2007; 
Vahtera et al., 2007; Mort et al., 2010). In publication I, the altered mineralisation 
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processes were also indicated by high content of organic material and chlorophyll 
a in the surface sediment at the hypoxic and anoxic sites (I: Table 1). In anoxic 
systems the mineralisation of organic material is performed by anaerobic 
processes and there are no macrofauna to bury or modify the organic material 
(Bianchi et al., 2000; Sun and Dai, 2005; Woulds et al., 2007; Josefson et al., 
2012). Consequently, undegraded organic material and reduced inorganic 
metabolites accumulate and may cause an oxygen debt within the sediment, which 
leads to an impaired capacity for buffering and possibility for recovery in anoxic 
and hypoxic ecosystems (Conley et al., 2007).  
 

 
Figure 4. Sediment oxygen consumption (SOC) and effluxes of NH4

+ and PO4
3- 

(average ±SD) along the hypoxic gradient in the Havstensfjord-Askeröfjord area 
on the Swedish west coast. The data is split into the site groupings identified based 
on multivariate analyses of macrofaunal abundances (II: Fig. 5). Group 1 = 
severely hypoxic (O2 = 0.9–1 ml l-1), Group 2 & 3 = hypoxic (O2 = 1–1.3 ml l-1), 
and Group 4 = oxic (O2 = 1.4–2.9 ml l-1). In addition, data from the almost anoxic 
site (site A, O2 = 0.1 ml l-1) is included. Figure modified from manuscript II. 
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As predicted, the benthic macrofauna communities had a large influence on the 
solute fluxes during normoxic conditions (I: Table 5). Along each gradient of 
increasing hypoxia, the oxygen concentration in the bottom water was however 
the predictor that accounted for the largest part of the variation. Nevertheless, after 
accounting for the oxygen concentration, the benthic macrofauna (abundance and 
biomass) still explained a significant proportion of the variance in the ecosystem 
functions (I: Table 5, II: Table 5). Interestingly, species diversity (number of 
species (I) or Shannon diversity H’ (II)) was not indicated to be a significant 
predictor in either of the studies despite the large contrast in observed species 
diversity (cf. coastal Baltic Sea (I) 5–7 species and the fjord system (II) up to 40 
species per site). The abundance of macrofauna was also indicated to explain 
similar proportions of the variance in the solute fluxes in both studies (marginal 
tests; Baltic 31% and fjord system 10–41%). This was contrary to the predictions 
that the effect of hypoxia on the fauna-function relationships would be smaller in 
an ecosystem with a higher biodiversity. It has, however, been suggested that a 
few dominant species with key functions might be more important than species 
richness for ecosystem functioning, and this might be particularly important in 
ecosystems with a naturally low biodiversity like the Baltic Sea (Chapin III et al., 
1997; Elmgren and Hill, 1997; Josefson et al., 2012; Norkko and Reed et al., 2012; 
Norkko et al., 2013). The abundance of the numerically dominant polychaete 
species Marenzelleria spp. was alone clearly the strongest biological predictor of 
the variation in the solute fluxes within the study in the coastal Baltic Sea (I), and 
similar results have previously been reported from the open Baltic Sea by Norkko 
et al. (2015). Consequently, a loss of dominating species may have large 
consequences for ecosystem functioning (Norkko and Bonsdorff, 1996; Levin et 
al., 2001; Smith and Knapp, 2003). The invasive polychaete Marenzelleria spp. 
has become a particularly dominant member of numerous benthic macrofauna 
communities in the Baltic Sea (Kauppi et al., 2015), and due to its deep-burrowing 
characteristics (Renz and Forster, 2013), modeling has suggested that 
Marenzelleria spp., may hence facilitate long-term retention of phosphorous in 
the sediment (Norkko and Reed et al., 2012). Thus it can potentially counteract 
internal nutrient recycling. Furthermore, Marenzelleria spp. has been showed to 
bury settling phytodetritus deeper into the sediments, which could slow down 
decomposition processes and the immediate oxygen consumption at the sediment 
surface (Josefson et al., 2012). 

Interestingly, the abundance of meiofauna did not decrease along the gradient of 
hypoxia in the same way as the macrofauna communities (II: Fig. 4). Meiofauna 
can also have an influence on nutrient fluxes (Aller and Aller, 1992; Nascimento 
et al., 2012; Bonaglia et al., 2014) and they are found to be less affected by low 
oxygen concentrations (Elmgren, 1975; Josefson and Widbom, 1988; Levin et al., 
2002). Consequently, the meiofauna might have a proportionately larger influence 
on nutrient fluxes during hypoxic conditions. In the study from the fjord system 
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abundance of meiofauna was indicated to significantly influence the ammonium 
and phosphate fluxes (II: Table 5). 

It is challenging to tie structural community changes to quantifiable changes in 
ecosystem functioning, but some inferences can nevertheless be made. When the 
macrofauna has been lost due to anoxic conditions, they cannot have any influence 
on nutrient recycling processes, thus geochemical reactions, modulated by 
microbes drive the nutrient recycling during anoxic conditions. Furthermore, as 
the macrofauna is stressed or the communities are decimated with declining 
oxygen concentrations their influence on nutrient fluxes is most likely reduced, 
although the tolerance of hypoxia varies depending on species (Vaquer-Sunyer 
and Duarte, 2008). The results reported in publication I further indicated that even 
small variations in environmental variables, such as organic material and C/N 
ratios could modify the link between benthic macrofauna and nutrient fluxes 
during normoxic conditions (I: Table 5). This implies a complex context 
dependence of biodiversity-ecosystem functioning patterns. While causality 
cannot be assigned in correlative field studies, measurements in different 
environmental contexts including natural communities can be very valuable in 
developing a realistic understanding of the generality of biodiversity-ecosystem 
function relationships in heterogeneous marine ecosystems. 

 
4.3 Environmental context mediates benthic biodiversity-ecosystem 

function relationships 

In order to investigate the extent of the variability in biodiversity-ecosystem 
function relationships and their context dependence, ecosystem functioning 
(solute fluxes) in relation to environmental and biological factors was examined 
across natural habitats in a complex and heterogeneous coastal area (publication 
III). Samples were collected from a wide gradient of sediment grain size and 
organic material, from fine muddy sediments to coarse sand with corresponding 
organic contents (LOI: 0.2–17%, III: Table 1). Great efforts were made to 
encompass the variability in habitat characteristics, and at each site the variable 
macrovegetation was also taken into account (i.e. patchiness and species 
composition).  

The macrofauna communities changed along the grain size gradient, with richer 
communities (higher abundance, biomass and species richness) found in coarser 
sediments, characterised by lower organic content and denser vegetation cover 
(III: Table 1). This was expected and in consensus with earlier studies (e.g. 
Boström and Bonsdorff, 1997; Thrush et al., 2003; Fredriksen et al., 2010; 
Bernard et al., 2014; Pratt et al., 2014). The solute fluxes on the other hand were 
very variable between sites, and significant differences between the sediment 
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types (coarse, medium and fine) were only found in the oxygen and phosphate 
flux (III: Fig. 4). These fluxes were significantly higher in the fine sediments, 
likely due to higher organic content in the finer sediments (Glud, 2008; Aller, 
2014). The oxygen consumption within the coarser sediments may however be 
underestimated due to the lack of natural water currents and thus advective water 
flow in the cores (McGinnis et al., 2014). 

The results suggested that the benthic biodiversity-ecosystem function 
relationships were markedly variable between habitat types. The macrofauna 
communities, especially a few key species, had a large influence on the combined 
solute fluxes along the grain size gradient, they accounted for 25% of the 
explained variance in the combined solute fluxes (Table 2). Further analyses 
within the different sediment types indicated that certain macrofauna species had 
a larger influence on the solute fluxes in the medium (69%) and fine (51%) 
sediments compared to the coarse sediments (19% of the variance explained). 
These results support the general consensus that benthic macrofauna is important 
for ecosystem functioning, and especially for the nutrient transformation and 
retention processes at the sediment-water interface through their role as ecosystem 
engineers. Additionally, the results support the hypothesis that the bioturbation 
activities have larger effects on the mineralisation processes in diffusion-
dominated sediments, whereas the natural physical water flow masks the faunal 
effects in more advection-dominated sediments (e.g. Kristensen and Kostka, 
2005; Mermillod-Blondin and Rosenberg, 2006; Braeckman et al., 2014; Huettel 
et al., 2014). Bioturbation metrics measured along the same sedimentary gradient 
(publication III) also showed that the benthic macrofauna could explain a large 
proportion of the variance in the bioturbation within cohesive sediments, but a 
markedly lower proportion within non-cohesive sediments (authors’ unpublished 
data). In the non-cohesive sediments environmental factors such as grain size, 
organic content and buried plant material explained a larger part of the variance 
in bioturbation metrics. The total variance explained was also much lower in the 
non-cohesive sediments. These results thus indicated that the bioturbation 
activities of benthic macrofauna were strongly modified by environmental 
context. Other ecosystem processes have also been shown to change along a 
similar sedimentary gradient; Joensuu et al. (2018) showed that both biotic and 
abiotic habitat characteristics influenced sediment erodibility and sediment 
resuspension. Sediment grain size and density had the largest effects, but benthic 
macrofauna were indicated to influence the resuspension potential especially in 
the finer sediments, and to some extent also in the coarser sediments together with 
other environmental factors, such as vegetation cover. 
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Table 2. Distance-based Linear Model results between environmental and 
biological predictors and the combined solute fluxes (O2, NH4

+, PO4
3-, Si) as a 

measure of ecosystem functioning for i) all cores (n = 85), ii) coarse sediments (n 
= 51), iii) medium sediments (n = 14) and iv) fine sediments (n = 19). Marginal 
tests indicate the proportion of variation explained by predictors when fitted 
individually, while the sequential tests indicate the proportion of variation 
explained by the predictors when fitted sequentially. Table modified from 
publication III. 

  Proportion of variation explained 

  Marginal 
test 

Sequential 
test 

Cumulative 
proportion 

i) All cores    
 Biomass H. diversicolor 0.205*** 0.205*** 0.205 
 Temperature 0.049* 0.059** 0.263 
 Roots 0.056* 0.046** 0.309 
 OM 0.038* 0.046** 0.355 
 Vegetation cover 0.020 0.031* 0.386 

 Biomass of small  
C. glaucum 0.019 0.023* 0.409 

 Abundance of large  
M. balthica 0.017 0.021* 0.430 

 Drifting algae 0.011 0.020 0.450 
ii) Coarse sediment    
 Roots 0.224*** 0.224*** 0.224 
 Biomass H. diversicolor 0.128*** 0.121*** 0.345 
 Depth 0.054 0.064** 0.409 
 Vegetation cover 0.059* 0.043* 0.452 

 Abundance of small  
M. balthica 0.007 0.035* 0.487 

 Biomass  
Marenzelleria spp. 0.006 0.029 0.516 

iii) Medium sediment    

 Abundance  
H. diversicolor 0.508*** 0.508*** 0.508 

 Abundance of small  
M. balthica 0.042 0.178** 0.686 

iv) Fine sediment    
 Biomass H. diversicolor 0.436*** 0.436*** 0.436 
 Microphytobenthos cover 0.251*** 0.251*** 0.688 
 Biomass Hydrobiidae 0.075** 0.075** 0.762 

***p < 0.001, **p < 0.01, *p < 0.05 
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Although the inclusion of environmental and habitat-describing variables in the 
models demonstrated high context dependence, grain size was not the only 
environmental factor to drive differences in the biodiversity-ecosystem function 
relationships. Across the whole grain size gradient and in the coarse sediments, 
the amount of root structures and plant parts, organic material, and vegetation 
cover, as well as temperature and depth accounted for a proportion of the variance 
explained (Table 2). Temperature and organic material directly influence 
microbial processes and faunal activities, thus also the solute fluxes. Moreover, 
organic material contributes to the pool of raw material for mineralisation 
processes in the sediments (Moodley et al., 2005). The amount of root structures 
and macrovegetation cover, may however have complex effects, both direct and 
indirect, on the nutrient processes at the sediment-water interface. While not 
measured in this study, plant nutrient uptake and oxygenation of bottom water and 
sediments naturally have direct effects on nutrient recycling (Caffrey and Kemp, 
1991), as also reported from the same archipelago area by Gustafsson and Norkko 
(2016). The above-ground structures of the vegetation, in turn, may function as a 
trap of suspended particles, consequently increasing the organic material input in 
vegetated habitats (Fonseca and Fisher, 1986; Meadows et al., 2012). This 
entrapment of suspended particles, together with increased decay of plant detritus, 
also contributes to a stable and abundant food source for macrofauna, thus the 
vegetation may also have an effect on the structure of macrofauna communities 
(Castel et al., 1989; Reise, 2002; Bernard et al., 2014). Furthermore, measures of 
bioturbation activities have been reported to be lower in vegetated habitats, for 
example due to sediment compaction or below-ground structures that limit the 
movement of large bioturbators (e.g. Berkenbusch et al., 2007; Bernard et al., 
2014). In the coarse sediment in publication III, the amount of roots and plant 
parts accounted for a large proportion of the variation explained in the solute 
fluxes. The same variable was also an important predictor of bioturbation metrics 
that were measured concurrently at the same sites (authors’ unpublished data), 
which may suggest that the roots had indirect effects on the solute fluxes through, 
for example, spatially limiting the activities of the macrofauna (Bernard et al., 
2014).  

In these shallow habitats that were examined, biomass and abundance of only a 
few of the dominant species contributed to the best models. The contributing 
species were essentially the key bioturbation species that are widely distributed in 
all shallow habitats, thus the same main species were indicated important for the 
measured ecosystem functioning both on a larger scale across all habitats and 
within the different sediment types. The abundant polychaete Hediste diversicolor 
played the main role, together with the bivalves Macoma balthica and 
Cerastoderma glaucum. H. diversicolor is a gallery diffusor that has been 
described as a carnivore and a scavenger, and being able to switch between 
suspension and surface-deposit feeding modes depending on the surrounding 
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conditions (Riisgård and Kamermans, 2001). M. balthica is a biodiffusor that also 
has been reported to switch between suspension and deposit feeding (Riisgård and 
Kamermans, 2001), while C. galucum is a filtering biodiffusor mainly located in 
the surface sediments (Urban-Malinga et al., 2014). The polychaete H. 
diversicolor, in particular, is an efficient bioirrigator and particle reworker with 
effects on the biogeochemical processes and conditions within the sediments (e.g. 
Christensen et al., 2000; Hedman et al., 2011; Urban-Malinga et al., 2014). 
Interestingly, the number of species did not add any explanatory power to the 
models in this study. It has, however, been suggested that the role of species 
richness increases with time (Cardinale et al., 2007; Stachowicz et al., 2008b; 
Reich et al., 2012), and depending on the number of functions that are investigated 
(e.g. Gamfeldt et al., 2008; but see also Gamfeldt and Roger, 2017). Additionally, 
species richness and potential species redundancy is theoretically important in 
case of species loss, since the success of continued ecosystem functioning is 
dependent on the remaining communities (Mouillot et al., 2013; O'Connor et al., 
2015).  
 

4.4 Spatial redundancy within functional groups 

As discussed above, ecosystem functioning and macrofauna communities can be 
very variable across the seascapes in coastal zones and some level of species 
redundancy might be important for the stability of the functions that the fauna 
provide within these variable ecosystems. Functional groups used to elucidate the 
role of the macrofauna for ecosystem functioning most often include some 
redundancy. It is however unclear if there is redundancy across space, and if there 
is, how well does it reflect the natural spatial patterns of ecosystem functioning. 
In publication IV, spatial patterns of two trait combinations, the included 
modalities and species were investigated in order to examine the occurrence of 
redundancy over space. Furthermore, the effect of redundancy on spatial patterns 
of the trait combinations and modalities was explored, and also whether species 
redundancy subsequently affected the ability of the trait combinations and 
modalities to reflect ecosystem functioning across a seascape. The hypothesis was 
that species distributions would show heterogeneous small patch patterns, while 
that of the modalities and trait combinations would show larger and more 
homogeneous spatial patterns (i.e. smoother patterns than the individual species) 
because they represent a collection of many species distributions. If the loss of 
spatial patchiness, due to the smoothing effect, would not alter their ability to 
predict ecosystem functioning over larger scales, the species exhibiting the traits 
would potentially provide functional redundancy.  
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The two trait combinations that were investigated as examples, were proven to be 
important for nutrient recycling processes (measured as solute fluxes) at the 
sediment-water interface (IV: Table 1). One trait combination described the 
potential for vertical movement of particles and solutes by large macrofauna 
species, and the other trait combination described structures that the macrofauna 
creates at the sediment surface. The modalities (i.e. sub-categories of traits) 
described the direction of the vertical movement of particles and solutes, and the 
specific structures the species creates at the sediment-water interface. They thus 
described different attributes of the included species, but all described an effect 
on the surrounding conditions, which consequently has an effect on the 
biogeochemical processes and thus the nutrient recycling within the sediments. 
These traits were expected to influence the solute fluxes by moving sediment 
particles and organic material, pumping water and changing the topography of the 
sediment (Volkenborn et al., 2012; Woodin et al., 2016; Thrush et al., 2017). 

Potential redundancy was indicated in both trait combinations and in the included 
modalities by the fact that several species contributed to each trait combination 
and modality. Furthermore, the distribution patterns of the species within each 
trait combination and modality were not strongly correlated with each other, thus 
there were indications of functional redundancy to occur over space (IV: Table 2, 
Appendix 5). The results of spatial autocorrelation analyses, further showed the 
great variability there can be in spatial patterns of species across a sandflat (IV: 
Appendix 4), and that some spatial variability might be lost when the species are 
combined on the level of modalities and trait combinations (IV: Appendix 3). 
Each trait combination includes a number of modalities (i.e. sub-categories of 
traits), trait combinations thus include all species that are included in each 
modalities. The extent to which the spatial patterns were smoothed out did, 
however, not depend on the number of species contributing to a modality or trait 
combination. Instead of finding a relationship between the amount of smoothing 
and number of species (redundancy) contributing to a modality or trait 
combination, as was hypothesised, a reliance on the dominance patterns of the 
species included in each modality or trait combination was indicated. For 
example, the trait combination including more species (70 species, IV: Fig. 2) 
indicated a higher level of patchiness compared to the other trait combination 
(including 9 species, Fig. 5). This pattern was likely observed due to some spatial 
overlap between the two modalities included in the trait combination with lower 
number of species and that the modalities had many species in common. 
Additionally, the two most abundant species, Austrovenus stutchburyi and 
Macomona liliana, were strong drivers of the spatial patterns of the modalities 
and thus also of the spatial patterns of the trait combination. Similar indications 
could also be observed in the modalities of the trait combination including more 
species. In two of the five modalities contributing to the second trait combination, 
the smoothed patterns were indicated to be driven by their dominant species, but 
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in two other modalities all species expressed a high patchiness and many species 
were included and/or the species had more even abundances, which resulted in 
patchy spatial patterns in the modalities (IV: Appendix 3).  

Figure 5. Maps of the spatial density distribution across the sandflat (on the left) 
and spatial autocorrelograms (on the right) of A) the trait combination including 
9 species (the trait combination describing vertical particle and solute movement 
by large taxa; mixing*L), B) the modality surface to depth and C) the modality 
depth to surface. The maps illustrates the patch patterns and locations of the 
patches across the sandflat (1 km x 0.3 km), while the correlograms indicates the 
scales of the patches within the trait combination and the two modalities. The data 
in the maps are normalized to run from 0 to 1 and filled symbols in the 
correlograms indicate significant values. The modality surface to depth (B) 
showed patches on multiple scales (50 m within 300 m), while the modality depth 
to surface (C) was distributed in one large patch (300 m). The patch locations of 
the two modalities were correlated (rs=0.6) and when combined within the trait 
combination (A) only one large patch pattern (300 m) was expressed. Some spatial 
heterogeneity was thus lost when the modalities were combined within the trait 
combination. Figure modified from manuscript IV. 

 

Some individual modalities and species were indicated to explain more or equal 
proportions of the variation in the combined solute fluxes as the single trait 
combinations (Table 3), implying that the ecosystem functioning is sensitive to 
variations in specific modalities or species abundances. The ability of a few 
species and individual modalities to explain the variability in the measured 
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multifunction is most likely due to a favourable combination of characteristics 
some species express for the specific functions investigated (particularly 
Austrovenus stutchburyi in this case). Functional groups are useful for example 
when potential functionality and resilience are described across larger scales and 
environmental gradients (e.g. Greenfield et al., 2016; Villnäs et al., 2018). Here 
the trait combinations did however not reflect the natural variability in ecosystem 
functioning that well, as they only explained a low proportion of the measured 
functions. This outcome might furthermore be more common than generally 
expected. In Norkko et al. (2015) similar results were reported; the bioturbation 
potential index (Solan et al., 2004) was indicated to not capture the variance within 
solute fluxes across hypoxic gradients, instead the variation was better explained 
by individual species both under hypoxic and oxic conditions.  

 
Table 3. Results from the marginal tests in DistLM analyses, marginal tests 
indicate the proportion of the variance each predictor accounts for in terms of 
multifunction, i.e. the combined phosphate (PO4

3-), ammonium (NH4
+) and 

oxygen (O2) fluxes (n = 24). Only significant (p < 0.05) results are presented. 
Table modified from manuscript IV. 

 Marginal tests Pseudo-F p Proportion 
explained 

Trait combinations    
 Mixing*L 6.68 <0.001 0.23 
 Surface modification 3.09 0.030 0.12 
Modalities    
 Surface to depth    
 Depth to surface    
 Permanent burrow    
 Tube structure 6.43 <0.001 0.23 
 Simple hole or pit 5.75  0.001 0.21 
 Mound    
 Trough 5.64 0.001 0.20 
 Large 4.64 0.007 0.17 
Species    
 Austrovenus stutchburyi 7.78 <0.001 0.26 
 Paphies australis 2.74 0.049 0.11 
 Owenia petersonae 3.62 0.018 0.14 
 Pseudopolydora thin 5.86 0.001 0.21 
 Macroclymenella stewartensis 6.16 0.001 0.22 
 Armandia maculata 3.49 0.022 0.14 
 Austrominius modestus 3.65 0.019 0.14 
 Nemertean sp. 2.74 0.049 0.11 
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Thus the results indicated that even if there is functional redundancy, the identity 
of some species may play a major role for ecosystem functioning (e.g. Smith and 
Knapp, 2003; Sandwell et al., 2009). In this study across a large sandflat area, 
especially Austrovenus stutchburyi (a large suspension-feeding bivalve) and also 
Macomona liliana (a large deposit-feeding bivalve) were abundant, and they are 
typically among the most abundant and biomass dominant species living in New 
Zealand sandflats, and they have been shown in several studies to have an effect 
on their surrounding environment and ecosystem functioning (Thrush et al., 2006; 
Sandwell et al., 2009; Jones et al., 2011; Pratt et al., 2015). Interestingly, M. liliana 
although abundant was not a significant predictor for this particular combination 
of solute fluxes. The high abundance of this shellfish can be driven by high 
juvenile density, skewing the importance of abundance relative to size and adult 
living position in the sediment. High abundance of a species does not 
automatically translate into a large influence on ecosystem functioning. However, 
as also discussed in the other studies, significant identity effects on ecosystem 
functioning have been demonstrated in numerous studies (Stachowicz et al., 
2007), indicating that the composition of species may be equally or even more 
important drivers than species richness (e.g. Bruno et al., 2005; Gustafsson and 
Boström, 2009). For example, Bruno et al. (2005) reported markedly stronger 
effects of macroalgal species composition than effects of species richness on 
primary production measured as net photosynthetic rates and biomass production. 
A study conducted by Smith and Knapp (2003), further experimentally examined 
the consequences of a non-random loss of common and rare species in a grassland 
ecosystem. They showed that the net primary production declined with reductions 
in abundance of the dominant species, but the production was unaffected by a 
large reduction in the number of rare species. The dominant species were even 
able to compensate for the lost productivity of the rare species. These results thus 
suggested that the dominant species are influential drivers of ecosystem 
functioning and may provide resistance against some level of species loss. 
However, the loss of complementary interactions between the rare species, may 
contribute to further species loss and in turn to altered ecosystem functioning over 
longer time scales. Every species that is lost from a system is likely to reduce the 
redundancy to some extent (Walker, 1992; Ehrlich and Walker, 1998), and it is 
also hypothesised that when a higher number of ecosystem functions are 
considered a higher number of species are needed to support the multifunctionality 
(Hector and Bagchi, 2007; Gamfeldt et al., 2008; Zavaleta et al., 2010; Isbell et 
al., 2011). Thus, even if a few species are dominating drivers of a specific 
function, it is important to maintain a high biodiversity in order to maintain a high 
level of the multiple ecosystem functions and services we all depend upon in the 
real world.  
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5. Conclusions and implications for future research 

The overall aim of this thesis was to further elucidate the relationships between 
benthic macrofauna and nutrient transformation and retention processes in the 
heterogeneous conditions of coastal zones. Along the investigated gradients of 
declining oxygen conditions, the benthic macrofauna communities were 
decimated and the solute fluxes were changed, with especially large effluxes of 
nitrogen and phosphorous during severe hypoxia. The benthic macrofauna had an 
influence on the ecosystem functions as long as they could prevail. However, the 
influence was clearly decreasing with the deteriorating oxygen conditions, even if 
some species had a higher tolerance to hypoxia. The biodiversity-ecosystem 
function relationships were also shown to vary with the environmental conditions, 
suggesting a large context dependence even during normoxic conditions. This 
together with the highly variable conditions, both in time and space, in coastal 
zones make predictions of biodiversity-ecosystem function relationships very 
difficult in these important areas. 

Interestingly, the results from all studies suggested that community abundance and 
biomass, and especially a few dominant species had the largest influence on the 
measured ecosystem functions independent of potential redundancy, regardless of 
large variations in species richness across the studies. It has indeed been suggested 
that species identity and dominance of a few species are important factors for 
ecosystem functioning (Chapin III et al., 1997; Emmerson et al., 2001; Pratt et al., 
2014; Lohrer et al., 2015), consequently an ecosystem might not be dependent on 
a high number of species but every system needs a sufficient number of 
individuals or groups with functionally important attributes to maintain the 
ecosystem functioning (Elmgren and Hill, 1997; Levin et al., 2001; Norkko et al., 
2013). In order to get a broader understanding of the complex biodiversity-
ecosystem function relationships it would, however, be important to consider a 
variety of ecosystem functions since different species might be important for 
different functions, as well as some species most likely affects several functions 
simultaneously (Hector and Bagchi, 2007; Gamfeldt et al., 2008; Cardinale et al., 
2013; Murray et al., 2014; Gamfeldt and Roger, 2017). Furthermore, the 
importance of different measures of biodiversity for ecosystem properties might 
change with altered environmental conditions. For example, a recent study by 
Thrush et al. (2017) showed that benthic macrofauna community measures, and 
particularly the abundance of a few key species, and functional diversity 
influenced the ecosystem function indicators that were investigated, which in this 
case were associated with sediment nitrogen processing. The relative importance 
of the different biodiversity predictors did however vary with changed 
environmental conditions, i.e. increased nitrogen concentrations within the 
sediment. Additionally, a functional group including species with traits that were 
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hypothesised to be important for the ecosystem functioning, did not significantly 
contribute to the functioning. These results thus suggest that a variety of 
biodiversity descriptors are needed to describe the complex BEF relationships and 
it is important to assess the links between functions and specific biodiversity 
descriptors because the relationships can significantly change with environmental 
conditions.  

Marine ecosystems and their functioning have been shown to vary between 
regions (e.g. Norkko et al., 2015; Bourgeois et al., 2017), habitat types (Needham 
et al., 2011; Braeckman et al., 2014; Attard et al., 2015) and seasons (Bourgeois 
et al., 2017; Kauppi et al., 2017; Attard et al., 2019), as well as with changing 
environmental conditions (for example, climate change, sedimentation, 
eutrophication, and hypoxia, Lohrer et al., 2004; Gibbs et al., 2005; Norkko et al., 
2015), which makes it very challenging to generalize and predict ecosystem 
functioning patterns in nature. Ecosystem management decisions are today to a 
large extent based on model predictions of vital ecosystem processes. Hence, a 
sufficient understanding of biodiversity-ecosystem function relationships is vital 
for correctly specifying the models. Adequate information is however not always 
available, and for example the models used for nutrient management for the Baltic 
Sea area (BALTSEM; Savchuk et al. 2012) do currently not include any data on 
benthic macrofauna, which may seriously affect  the predictability of the 
consequences of eutrophication and hypoxia for the ecosystems. In order to 
increase the understanding of the relationships and to refine predictive models, 
several research approaches need to be combined; monitoring data over large 
spatial and temporal scales and targeted, observational field studies need to be 
combined with manipulative laboratory experiments that can elucidate specific 
mechanisms (Snelgrove et al., 2014; Breitburg et al., 2018). Combining these 
methods could facilitate generalisations across scales and hence contribute with 
information on scales relevant to society and policy makers.  However, the results 
from the correlative field studies presented in this thesis provided many insights 
into the large variation there can be within biodiversity-ecosystem functioning 
relationships in the heterogeneous coastal zones. Major environmental gradients 
were documented and their importance for biodiversity and ecosystem functioning 
were quantified.  The results indicated that environmental context strongly 
mediates the role of biodiversity for ecosystem functioning. Consequently, it is of 
utmost importance to consider natural heterogeneity across landscapes, and based 
on these studies it would be valuable for future studies to also include seasonal 
changes in biodiversity-ecosystem functioning studies. Such information would 
be essential for further development of conservation and management strategies. 
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