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Summary 

The work and findings described by this thesis aim to develop technologies and approaches 

relevant to bivalve aquaculture, focusing on non-invasive sensing to monitor bivalve 

shellfish, primarily the Pacific oyster (Magallana gigas). Following the introduction, Chapter 2 

presents an overview of the Non-Invasive Oyster Sensor (NOSy), a sensor developed at the 

University of Essex that records bivalve openness (gape). NOSy was conceived to 

automatically detect spawning as an aid to oyster growers and has proved useful in field and 

laboratory, work which underpins three chapters in this thesis. NOSy remains under 

development, and has potential for use in aquaculture, monitoring and research. 

Chapter 3 assesses the role of salinity in driving estuarine oyster behaviour. We replicated 

an estuarine tidal salinity cycle and recorded the gape of oysters exposed to it. Behaviours 

during the experiment did not resemble those in the estuary, suggesting that salinity alone 

does not drive estuarine oyster behaviour. We also discuss the challenges of controlling 

salinity in a laboratory, and suggest it is an under-studied area. 

Chapter 4 discusses land-based systems for young oyster growing. Land-based systems 

have the potential to improve growth, condition and survival while reducing labour and 

maintenance costs. We trialled a system over three summers, with promising results. 

Reduction of localised densities improved growth rate and uniformity. Cost forecasts suggest 

that adoption of land-based growing systems could result in substantial savings. 

Chapter 5 presents gaping records from an area where Blue mussels (Mytilus edulis) have 

become non-harvestable in recent years due to contamination. We used NOSy to assess 

gaping patterns of the mussel population to evaluate how their behaviours affect their 

vulnerability to contamination. Mussels in the bay closed over low tide as a response to 

extremely low salinity, inferring protection from contamination by limiting the mussel’s 

exposure. 
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1 Global and Fishery Background 

1.1 Global Aquaculture 

The global human population currently stands at over 7.7 billion, and the United Nations 

Department for Economics and Social Affairs forecasts that it will reach 8.5 billion by 2030 

(DESA, 2022). The global per capita intake of fish and seafood has more than doubled since 

the 1960s (from 9 kg in 1961 to 20.2 kg in 2020), and now represents approximately 

17 percent of global animal protein consumption (FAO, 2022). Fisheries and aquaculture will 

therefore play a key role in feeding this growing population. Ensuring that this role is carried 

out sustainably is a key challenge for global development, as highlighted by the UN 2030 

Agenda for Sustainable Development (UN, 2015). 

The importance of the aquaculture sector for meeting increased demand grows year on 

year. Whereas wild capture fishery production has remained effectively static since the late 

1980s, aquaculture is one of the fastest-growing sectors of food-production and has 

contributed the majority of seafood for human consumption since 2014 (FAO, 2022). In 2020 

the aquaculture sector produced 122.6 million tonnes, including algae and ornamentals, with 

a total farm gate value of $281.5 billion (FAO, 2022). Table 1.1 provides a breakdown of the 

animal species produced. The non-fed aquaculture subsector produced 24.3 million tonnes 

in 2020, of which 8.2 million tonnes were filter-feeding finfish and the rest aquatic 

invertebrates. However, the relative contribution of the subsector has declined markedly, 

from 43.9 percent in 2000 to 27.8 percent in 2020 (FAO, 2022). 

Table 1.1 Global breakdown of food fish aquaculture production (in thousands of tonnes) in 
2020 (FAO, 2022)  

Category Africa Americas Asia Europe Oceania World 

Finfish 2 236 2 420 50 000 2 674 101 57 461 

Crustacea 8 1 266 9 951 4 9 11 237 

Molluscs 6 688 16 351 578 116 17 740 

Other aquatic animals 0 0 1 052 7 3 1 062 

Total 2 250 4 375 77 384 3 262 229 87 501 
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The growth of aquaculture seen in recent years is forecast to continue (Figure 1.1), and by 

2030 it is expected that two thirds of human fish consumption for food will be aquaculture 

derived (World Bank, 2013). This expansion presents an opportunity for sustainable food 

production, contributing to global health and nutrition in line with the UN Sustainable 

Development Goals (UN, 2015) as well as regional and national development frameworks, 

such as the EU-led multiannual national development plans for aquaculture (DEFRA, 2015). 

Growing of bivalves, molluscs that are encased between two hard shells, is likely to be a key 

component of this growth, and is the focus of this thesis. 

Figure 1.1: Wild-capture (blue line) and aquaculture (orange line) fishery landings tonnages 
since 1990, forecast to 2030. Modified from FAO (2020). 

1.2 Bivalve Aquaculture  

Bivalve aquaculture takes place virtually exclusively in coastal and nearshore waters, where 

growing operations are often relatively small-scale and provide employment in areas where 

opportunities for locals may be limited (Krause et al., 2019; Lucas and Southgate, 2012). 

The industry also supplies a nutritionally valuable food to the human supply chain, bivalves 

are an excellent source of vitamins and minerals, high in protein and low in carbohydrates 

and fat (Wright et al., 2018).  
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Many different methodologies are employed by the industry, from large-scale mussel culture 

operations using sophisticated anchored dropper rope systems (Figure 1.2A) to the 

managed intertidal seabed or ‘layings’ where Essex oystermen farm (Figure 1.2B). Despite 

the wide range of approaches, all bivalve aquaculture (other than some hatchery processes) 

has an important commonality; reliance on the local environment to provide a sufficient 

quality and quantity of food to sustain growth of the stock (Lucas and Southgate, 2012). 

Figure 1.2: Images of example bivalve cultivation methods. (A) New Zealand Greenlip 
Mussel (Perna canaliculus) cultivation in the Hauraki Gulf, New Zealand on a longline 

system. (B) Pacific oyster (Magallana (Crassostrea) gigas) cultivation on intertidal ‘layings’, 
managed areas of extensive seabed culture, on the Mersea Island coast, Essex. 

The use of naturally occurring food, rather than the manufactured feeds common to finfish 

and crustacean aquaculture, results in an innately low impact on the local and global 

environment (Coen et al., 2007; van der Schatte Olivier et al., 2018). Non-fed aquaculture 

therefore has the potential to provide economic and environmental benefits not seen in other 

forms of aquatic food production, including nitrogen drawdown and provision of habitat for 

other species (Barrett et al., 2022). 

Bivalve populations, both commercial and natural, are associated with a wide range of 

ecosystem services including phytoplankton bloom control, refugia provision and seston 

filtration (Coen et al., 2007). Other authors have shown that bivalve populations aid in: 

carbon sequestration (Filgueira et al., 2015), water quality improvement and nutrient cycle 

control (Carmichael et al., 2012b; Clements and Comeau, 2019b; Lindahl et al., 2005; Zu 
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Ermgassen et al., 2013), pathogen filtration (van der Schatte Olivier et al., 2018), shoreline 

stabilisation (La Peyre et al., 2015) and linking primary production and epibenthic consumers 

(Beukema et al., 2010). 

Despite its relatively low impact, there is inevitably the chance of negative effects of bivalve 

culture (Forrest et al., 2009). In the case of European oyster culture there have been issues 

associated with non-native species introductions (reviewed in Herbert et al., 2016). Harvest 

methods, particularly dredging, have the potential to physically disrupt and damage the 

seabed, leading to reduced biodiversity, altered species composition and reduced sediment 

grain size (Thurstan et al., 2013; reviewed in Wilber and Clarke, 2001). In extreme cases, 

where excessive stocking densities are achieved in a restricted flow area, as happened 

around Prince Edward Island, Canada, the water column can be stripped of food, negatively 

impacting on the ecology of the area (Cranford et al., 2003; Jiang et al., 2019). Nevertheless, 

bivalve culture is one of the most sustainable industrial forms of animal protein production 

(Shumway et al., 2003). 

1.3 Oyster Aquaculture 

This thesis focuses on bivalve aquaculture, particularly the culture of the Pacific oyster, 

Magallana (Crassostrea) gigas (Figure 1.3). The primary area of focus is the River Colne, an 

estuarine system on the Essex coast of the UK, where the industrial partner to this project, 

Colchester Oyster Fishery (COF) are based (Figure 1.4). COF are an oyster fishery and 

seafood wholesaler based on Mersea Island, just off the south Essex coast. The company is 

the current leaseholder of the historic Colchester fishery, which was bestowed to Colchester 

by Royal Charter from Richard I in 1189, meaning that it has exclusive rights to the 

shellfishery in the River Colne (Baggs et al., 1994). 



- 6 - 

Figure 1.3: An adult Pacific oyster (Magallana (Crassostrea) gigas) viewed from the dorsal 
aspect. The hinge is to the right of the image. 

The British oyster fishery is historically important: Archaeological records date back several 

thousand years, fishing rights to areas of the Colne are recorded from 1189, and over 3 

million oysters were landed from the Colne annually during the late 19th century (Baggs et 

al., 1994; Goodsall, 1965; Laing et al., 2006). The historic British oyster fishery was of the 

Native oyster (Ostrea edulis), but a combination of overfishing, invasive species, 

environmental challenges and novel pathogenic threats (particularly the haplosporidian 

parasite Bonamia ostreae) decimated stocks, collapsing the fishery in the mid-20th century 

(Axiak et al., 1995; Laing et al., 2006, 2014). 

In recent years efforts have been made to restore O. edulis populations around the 

European coast (Pogoda et al., 2019). Given the level of stock loss that occurred in the 19th 

and 20th centuries this will not be a rapid process, but partnerships between academia, 
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industry and other stakeholders in the shape of organisations such as the Essex Native 

Oyster Restoration Initiative (ENORI, 2023) and the Native Oyster Network UK & Ireland 

(Native Oyster Network, 2023), are facilitating the process. 

Figure 1.4: Map of the River Colne and surrounding areas. The extents of the River Colne 
are highlighted in dark blue. The location of Colchester Oyster Fishery, the CASE partner of 

this PhD project is indicated by the black cross (51.803N, 0.989E). 

Following the functional extinction of the Native oyster, M. gigas was introduced to the British 

coast in an effort to re-establish a commercially viable oyster fishery, with the first 

large-scale efforts taking place in 1965 and 1972 (Spencer et al., 1994; Syvret et al., 2008; 

Utting and Spencer, 1992). The species has a number of advantages over O. edulis from a 

commercial perspective, it is faster growing, simpler to produce spat and resistant to 

endemic parasites (Humphreys et al., 2014). At the time, it was thought that the species 

would be unable to spawn in the comparatively cool coastal waters of the UK, reducing the 

chance of naturalisation and causing growers to rely on hatcheries to supply their stock 
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(Utting and Spencer, 1992). However, likely assisted by warming of marine waters in recent 

decades, the species has now naturalised in many areas of the British coastline and 

dominates the UK oyster market, as well as many others globally (FAO, 2019; Lallias et al., 

2015; Ruesink et al., 2005).  

Whilst there is no doubt that oyster culture is a relatively sustainable method of food 

production, as discussed in section 1.2, the potential negative impacts M. gigas as an 

invasive non-native species are considerable, wide ranging and complex. M. gigas culture 

was initially only permitted under a general licence excepting the species from the prohibition 

on non-native species release in British law (e.g. the Wildlife and Countryside Act (1981)). 

The species has the potential to create extensive hard shell reefs due to the preference of 

M. gigas larvae to settle on or near other oysters, acting as an ‘ecosystem engineer’ and 

considerably altering the environment in which it settles (Gutiérrez et al., 2003; Herbert et al., 

2016). The impacts are reviewed by Herbert et al. (2016), with the primary issues raised 

including: biodiversity loss; alterations to community structure and interruptions to ecosystem 

processes. 

There is a clear friction between the socioeconomic benefits of a successful M. gigas fishery 

and its environmental impacts, particularly when the species encroaches on marine 

protected areas (Humphreys et al., 2014). However, whilst the species is spreading around 

the British coastline, and will likely do so at an increasing rate under warming conditions, the 

evidence to date suggest that the negative effects remain relatively local (Herbert et al., 

2016). 

Humphreys et al. (2014) assessed the economic contribution of M. gigas fisheries to the UK 

economy taking added value into account, rather than the more usual first sale price. These 

figures suggest that the overall value of the British fishery was over £13 million in 2011/12, 

since when the sector’s landings have nearly doubled (FAO, 2021). 
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The relative scarcity and perceived better taste of O. edulis means that they command a 

higher market price than M. gigas, and as such remain valuable as a harvest (P Harding, 

Colchester Oyster Fishery, personal communication). At Colchester Oyster Fishery (COF), 

the CASE partner for this project, O. edulis harvests of opportunity are organised as part of 

day-to-day harvest operations. Specific areas of the fishery are also dedicated to O. edulis, 

with targeted harvests taking place when the need arises (P Harding, Colchester Oyster 

Fishery, personal communication). There is scope for the methodologies developed in this 

study to also apply to O. edulis stocks. 

2 Biology, Behaviours and Environmental Responses of 

Magallana gigas 

2.1 Phylogeny 

M. gigas is a ‘true’ or edible oyster. This taxa of oysters sit within the family Ostreidae, class 

Bivalvia, phylum Mollusca (Horton et al., 2019). A number of other species are commonly 

referred to as oysters but these exist outside of this taxonomic grouping (Bayne, 2017a). M 

gigas sits within the Crassostreinae subfamily, as does the Eastern oyster (Crassostrea 

virginica), which is also referenced throughout this thesis. Members of this taxa are 

broadcast spawners. In comparison the Ostreinae subfamily, of which O. edulis is a 

member, brood their larvae. A simplified phylogenetic tree illustrating this is provided in 

Figure 2.1. 

There is an ongoing debate around the classification of M. gigas, which was historically 

referred to as Crassostrea gigas. Genetic taxonomic analysis led to suggestions of this 

reclassification, and subsequent alterations have been made to the WoRMS database 

(Horton et al., 2019; Salvi et al., 2014; Salvi and Mariottini, 2017). Strongly dissenting views 

are held by many in the field and discussions remain open (Bayne et al., 2017). We will 

follow the current classification on WoRMS and use Magallana gigas throughout. 
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Figure 2.1: Schematic phylogeny illustrating the relationships between M. gigas, C virginica 
and O. edulis, the three oyster species most important to this thesis. After Horton et al. 

(2019). 

2.2 Growth and Survival  

Growth and survival of oysters has a substantial genetic component (Gutierrez et al., 2018), 

and is affected by a range of external factors, salinity and disease are of particular 

importance and are discussed separately below. Food availability and composition have a 

significant impact on the growth and survival of larval and settled bivalves (Hendriks et al., 

2003; Marshall et al., 2010). Plentiful and high quality food results in high growth and 

survival rates throughout an oyster’s lifespan, whereas insufficient or nutrient deficient foods 

have been shown to result in poor body condition, low growth rates and mortality (Fan et al., 

2021; His et al., 1989).  

Hypoxic conditions can also have significant impacts on growth and survival in bivalves. In 

larval Bay scallops (Argopecten irradians) and Hard-shell clams (Mercenaria mercenaria) 

low oxygen reduces growth by <50% (Gobler et al., 2014). Stevens and Gobler (2018) 

studied the effect of hypoxia on recently settled C. virginica, showing significantly reduced 

shell growth and tissue weights as a result of low oxygen conditions. The ability of 

C. virginica to feed is reduced under hypoxic conditions due to a protective closing response, 

likely contributing to a reduction in growth rates (Porter and Breitburg, 2016) 
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Whilst larger scale environmental factors, such as nutrient levels and eutrophication events, 

will impact on food availability and oxygen levels, local population density can have a 

substantial further impact. Large numbers of bivalves in a location can significantly increase 

the likelihood of reduced food availability, resulting in reduced growth in the centre of large 

farms, as well as impacting other organisms in the areas (Cranford et al., 2003; Jiang et al., 

2019, M Moy, North Island Mussels Ltd, personal communication). High density can also 

alter competition regimes in the population, exacerbating the influence of dominant 

individuals (Begon et al., 2012). 

In bivalve hatcheries, stocking density can have a significant impact on growth and survival, 

both of which are reduced above a threshold density, which is variable between species and 

hatchery practices (Ramos et al., 2021; Yan et al., 2006). Ramos et al. (2021) suggest a 

range of potential mechanisms for this, including reduced food availability due to competition 

between individuals. Similar issues arise in culture operations: for example the growth, 

survival and immune function of Noble scallop (Chlamys nobilis) are all reduced by high 

stocking densities in lantern nets (Liu et al., 2019). 

Culture operations are not purely concerned about growth rates. The appearance and shape 

of animals, which can be significantly affected by culture practices, can also impact the 

market price of a product (Marshall and Dunham, 2013; Thomas et al., 2019). Growers of 

M. gigas in the intertidal zone of the Essex coast regularly ‘knock back’ oysters as they grow, 

by dragging chain netting over the stock. Oysters that undergo this treatment develop a 

deeper ventral valve in comparison to oysters that are left untouched during the growing 

process, and as a result are considered a more desirable product (G Baker, Colchester 

Oyster Fishery, personal communication). 

Marshall and Dunham (2013) showed that high stocking density of M. gigas in a suspended 

(floating basket) culture system resulted in a reduced shell depth, and therefore reduced 

consumer desirability, of the oysters. Lower growth and survival were also seen at high 
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densities. The authors trialled the addition of clay or lava rock alongside the oysters, which 

resulted in reduced biofouling on the oysters in the system, reducing processing costs and 

further increasing the desirability of the product, with potential for an increased market value. 

2.3 Response to Salinity 

Salinity is the primary environmental factor influencing the structural and functional 

characteristics of estuarine organisms (Telesh and Khlebovich, 2010). Estuarine organisms 

are exposed to variations in salinity over every tidal cycle, with longer-term variations also 

occurring as a result of seasonal changes in precipitation patterns (Telesh and Khlebovich, 

2010). 

Oysters are euryhaline, tolerant of a wide salinity range, and broadly osmoconforming, 

unable to osmotically regulate their intracellular fluid (Shumway, 1977). The physiological 

optimum of M. gigas is between 22 and 35 salinity (Shatkin et al., 1997). Variations in 

external salinity result in an osmotic gradient across the cell membranes, rapid salinity 

changes and strong gradients lead to stress and in extreme situations mortality (La Peyre et 

al., 2013). M. gigas are able to manage the effects of changing external salinities to some 

extent, by regulating cell volume via amino acid concentration, but it is the limits of this ability 

that determine their physiological tolerance range (Bayne, 2017b). 

The exact physiological mechanisms by which non-optimal salinities impact marine bivalves 

are not fully understood (Casas et al., 2018). Loss of metabolic enzyme activity and 

lysosomal membrane destabilisation have both been observed in bivalves exposed to low 

salinity (Ballantyne and Berges, 1991; Méthé et al., 2015; Moore et al., 1980). Intracellular 

ion and acid base regulation, as well as cellular metabolism, are also negatively impacted 

(Ballantyne and Berges, 1991; Moore et al., 1980). 

Management techniques used in response to the Deepwater Horizon oil spill in 2010 led to 

low salinities (<3) throughout August in the Breton Sound off the coast of Louisiana, USA (La 
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Peyre et al., 2013). Typical salinities in the sound during this period ranged from 5 to 8, 

dependent on location, well outside the optimal range of the local oyster species, C. virginica 

(Casas et al., 2018; Dean and Paparo, 1983; La Peyre et al., 2013). The following year, 

significant flooding of the Mississippi River caused a similar magnitude, but shorter duration, 

low salinity event in the spring. La Peyre et al. (2013) studied the effects of these events on 

the C. virginica population in the sound. Recruitment, survival and growth in 2010 were 

significantly reduced, which the authors suggest was a result of the event’s extended 

duration and high water temperatures (>25 °C) at the time. 

The 2011 event had minimal impact on mortality and growth, although recruitment was again 

low, possibly as a result of the poor season in 2010 and declining stocks in the area. Levels 

of osmolarity (solute concentration) in oyster plasma did not match surrounding waters 

during the 2010 event, suggesting that the oysters closed their valves for an extended period 

during the event. By responding in this way the oysters would have reduced the impact of 

salinity shock, but at the cost of reduced feeding and gas/waste exchange opportunities, and 

possible asphyxiation. The authors suggest that this may have had a role in the high 

mortality. During the shorter 2011 event, oysters in the area appeared to osmoconform 

throughout (La Peyre et al., 2013). 

Verdelhos et al. (2015) showed that two estuarine bivalves, Scrobicularia plana and 

Cerastoderma edule are similarly impacted by low salinities. Study animals exposed to a 

range of salinities (0 to 35) for 120 hours show 100% mortality below a critical salinity (5 and 

10 for S. plana and C. edule respectively). No mortality occurs above respective salinities of 

10 and 15. Activity levels, (quantified by assessing burrowing, siphon activity, foot muscle 

activity and response to mechanical stimuli) were also highly responsive to salinity levels, 

with peak activity occurring at a salinity of around 25, dropping off significantly with change 

in either direction for both species. 
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Salinity also has a significant impact on larval recruitment, survival and growth rates. The 

optimal salinity for M. gigas larvae is around 30, His et al. (1989) showed that growth rates of 

young (from fertilisation to 7 day old) larvae are significantly reduced below a salinity of 25 

(Figure 2.2). Similar patterns are shown in other studies (His et al., 1989; Nell and Holliday, 

1988; Pauley et al., 1988). 

Figure 2.2. Mean size (height in µm ± 95% CI) of M. gigas larvae on the seventh day after 
fertilisation after exposure to 4 discrete salinity conditions. Modified from His et al. (1989) 

2.4 Feeding Behaviours 
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Oysters filter large volumes of water when feeding, aggregating particles and providing an 

important pathway for particulate transfer from the water column to the benthos (Dame et al., 

1984). Food resources that bivalves are able to exploit include: phytoplankton, resuspended 

benthic microalgae and bacteria (Cranford et al., 2005; Grant et al., 1997; Marín Leal et al., 

2008). 

Bivalve feeding behaviours are affected by a number of external factors. These include: the 

characteristics and quantity of the particulate matter in the water column (Bayne, 2002; 

Galimany et al., 2013; Higgins, 1980a, 1980b); algal blooms (Beninger and St-Jean, 1997; 

Comeau et al., 2012; Nagai et al., 2006); temperature and salinity (Galimany et al., 2017; 

Guzmán-Agüero et al., 2013). 

Table 2.1 Parameters used to investigate and quantify feeding in bivalves and their definitions. 
(Galimany et al., 2017) 

Parameter Definition 

Clearance rate Volume of water cleared of suspended particles per unit time 
Filtration rate Proportion of particulate matter in the water retained on gills per 

unit time 
Absorption efficiency Proportion of organic matter removed from the water that is 

ingested 
Particle rejection rate Proportion of organic matter retained on gills that is then returned 

to the water 

A number of studies have investigated the impact of salinity on various aspects of bivalve 

feeding, detailed in Table 2.1. The response of these parameters to salinity generally follows 

a typical environmental response curve, with rate and efficiency peaking at an optimal level 

(Casas et al., 2018; Galimany et al., 2017; Guzmán-Agüero et al., 2013).  

Casas et al. (2018) used HFNI (high-frequency non-invasive) sensor technology to examine 

the impact of various constant salinities between 3 and 25 on the feeding behaviour of C. 

virginica, showing that the oysters spent more time with open valves, and had a greater 

amplitude of opening, at higher salinities. These differences were not significant, with only 4 

individuals studied at each salinity, for only four hours following a feeding event. For oysters 

at salinities of between 6 and 25, time spent open during fed periods was lower (50-60% in 
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comparison to 93-95%) than shown by Higgins (1980a), possibly as a result of the lower 

feed concentrations used. Oysters in a salinity of 3 only opened for ~33% of the time, with 

smaller gape (degree of openness). This is a similar proportion to that shown in unfed 

oysters by Higgins (1980a), and possibly reflects basal metabolic requirements. 

Galimany et al. (2017) showed that C. virginica in a shallow estuarine environment have a 

higher absorption efficiency in high salinity (~33) in comparison to mid salinity (~21) 

environments. Similarly, Casas et al. (2018) also found that clearance rates were positively 

correlated with salinity (within the range investigated), peaking at a salinity of 15 in winter 

conditions (17 oC) and at 15 and 25 in summer conditions (27 oC). This may, however, have 

been due to the organisms studied by Casas et al. having been taken from an environment 

with a relatively high salinity (~29) without a sufficient acclimation period, and the results 

therefore may be an acclimation artefact. Future work should ensure that a suitable 

acclimation process is planned into the methodology. 

Higgins (1980a, 1980b) utilised strain gauges to record the openness (gape) of juvenile 

(~10g) C. virginica, showing that gaping behaviour is responsive to the levels of food 

available in the water. Under constant high feed (~5×104 cells ml-1) conditions, the oysters 

were open for an average of 94.3% of the time, whereas unfed oysters were open 35.1% of 

the time. Oysters fed discontinuously (12 hours fed, 12 unfed) showed a similar pattern, 

open 95.7% of the time when fed and 60% when unfed, reacting within 30 minutes to the 

introduction of feed. Clearance rates during the experiment showed a significant variation, 

even during periods when valves were open, with higher clearance rates at the beginning of 

activity periods.  

Gaping behaviours can also respond to the presence of non-food substances. Akoya pearl 

oysters (Pinctada fucata) respond to the presence of the toxic dinoflagellate Heterocapsa 

circularisquama (Dinophyceae, Myzozoa) by closing their valves (Nagai et al., 2006). Higher 

concentrations of H. circularisquama result in greater frequencies of closing, with prolonged 
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closures taking place at the highest experimental levels (100 cells ml-1). The oysters 

returned to normal behaviour almost immediately once the dinoflagellate was removed. 

C. virginica clearance rates decrease in ‘brown tide’ conditions (harmful levels of the alga 

Aureoumbra lagunensis; Pelagophycea, Ochrophyta) (Galimany et al., 2017; Gobler et al., 

2013). A. lagunensis is non-toxic, however the cells are covered in a mucous layer which 

may serve to reduce palatability or inhibit cilial transport (Galimany et al., 2017; Liu and 

Buskey, 2000). 

2.5 Spawning Behaviour 

M. gigas is a protandric sequential hermaphrodite (Amemiya, 1929). Young Crassostreinid 

oysters are predominantly male, with sex-change occurring as the oyster grows. Unlike 

oysters of the Ostreinae subfamily, this change is not typically reversed (Bayne, 2017c). The 

net result of this is an increasing percentage of females as cohorts age, from <30% in young 

oysters to >80% towards the end of their approximately 10-year lifespan (Dinamani, 1974; 

Lango-Reynoso et al., 2006). Variation in these ratios is driven by a number of factors 

including genetic differences, food availability and temperature (Guo et al., 1998; Quayle, 

1988; Santerre et al., 2013). 

M. gigas spawning is a seasonal event and tends to occur with a high degree of synchrony 

throughout a population (Bernard et al., 2016). The timing of spawning is predominantly 

driven by temperature (Helm et al., 2004; Lango-Reynoso et al., 2006; Mann, 1979; Robins 

et al., 2017; Syvret et al., 2008). Spawning condition is reached after between 350 and 600 

cumulative degree days above a ‘biological zero’ (b0) temperature, below which gonadal 

development ceases (Helm et al., 2004; Robins et al., 2017; Syvret et al., 2008). For 

M. gigas b0 is between 8 °C and 12 °C, and was more precisely identified as 10.55°C by 

Mann (1979). 
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Lango-Reynoso et al. (2006) describe the seasonal pattern of M. gigas spawning on the 

French Atlantic coast. In this pattern, gamete generation takes place after summer spawning 

and the gametes remain dormant throughout winter. As temperatures rise through 13 °C and 

up to >21°C the oocytes grow and mature, after which spawning takes place. Oocytes not 

expelled during spawning are reabsorbed once temperatures fall below ~12 °C in the 

autumn. Other investigations show similar patterns with minor local differences in trigger 

temperatures. Bimodal spawning, where two events occur in the season, is not uncommon 

under poorer conditions (Dutertre et al., 2009; Enríquez-Díaz et al., 2008; Ubertini et al., 

2017) 

Other factors that influence the timing and magnitude of oyster spawning events include: 

phytoplankton abundance and community assemblage (Enríquez-Díaz et al., 2008; Ubertini 

et al., 2017); turbidity (Dutertre et al., 2009); photoperiod (Fabioux et al., 2005) and lunar 

phase (Ubertini et al., 2017). Aranda et al. (2014) show that C. virginica respond to 

environmental conditions by employing either a seasonal and synchronous or continuous 

and asynchronous spawning strategy. They hypothesise that the former strategy occurs in 

good conditions, whereas the latter is a more opportunistic strategy suited to poorer (e.g. 

food-limited) conditions. 

Post-spawning larval duration, closely linked to survival, is also a function of temperature, 

while nutrition plays a further role (Helm and Millican, 1977; Syvret et al., 2008). Pauley et al. 

(1988) and Syvret et al. (2008) present a range of degree days to first recruitment in M. 

gigas larvae, ranging from 224 to 350, although Syvret et al. (2008) question the higher 

value. Low temperatures have a significant impact on overall recruitment, with values of 

below 15 °C resulting in a marked decrease in settlement.  

2.6 Disease 
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The exposed nature of most culture sites and potential for rapid spread of pathogens in the 

aquatic environment means that prediction, management and control of infectious diseases 

in an aquaculture setting is challenging (King et al., 2019; McCallum et al., 2003). Disease 

threats are considered to be greater at lower latitudes due to the associated higher 

temperatures, therefore warming waters have the potential to increase the magnitude of the 

threats (Harvell et al., 2002; Leung and Bates, 2013). The vulnerability of an oyster stock to 

pathogenic threats is a result of a complex suite of biotic and abiotic factors, summarised in 

Figure 2.3. 

Figure 2.3 King et al.’s (2019) summary of the synergistic factors causing oyster disease. (1) 
The host’s innate reactions and ability to combat disease. (2) The biotic elements of the 

environment. (3) Local scale abiotic factors that influence both 1 and 2. (4) Large/medium 
scale environmental changes which impact all other factors. 
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King et al. (2019) summarise the primary disease threats to cultured M. gigas (Table 2.2). Of 

most concern to European culture operations are Vibriosis and Ostreid herpesvirus-1 

(OsHV-1). 

Vibriosis is a bacterial disease, caused by a number of different Vibrio species (King et al. 

2019). Whilst the condition primarily affects larvae and spat it has been shown to induce 

mortality in adults under experimental conditions (Go et al., 2017). Vibrio infections are also 

commonly found alongside OsHV-1, with some authors suggesting a degree of synergy 

between the two (De Lorgeril et al., 2018). Vibrio species are ubiquitous in the aquatic 

environment (Hsieh et al., 2008). Infection therefore tends to be opportunistic, as in the 

suggested synergy with OsHV-1, occurring only when the oyster immune system is 

suppressed as a result of environmental stress or disease challenge (De Lorgeril et al., 

2018; King et al., 2019). King et al. (2019) suggest that the bacteria may occur naturally in 

the oyster microbiome, causing a problem only under stress. 

Given the ubiquity of Vibrio species, management and prevention of vibriosis is challenging 

for oyster culture operations. Monitoring of conditions, forecasting of likely outbreaks and 

removing oysters if possible may aid in prevention, as will ensuring that the overall health of 

the stock is high enough to resist infections (King et al., 2019) 

OsHV-1 is the most commercially significant viral disease of oysters. It has been connected 

with multiple large mortality events internationally, with increasing levels of incidence under 

modern temperature regimes and the emergence of new varieties (Friedman et al., 2005; 

Mortensen et al., 2016; Renault et al., 2014; Segarra et al., 2010). Other viruses that can 

affect oysters include irido-like viruses which cause gill necrosis and oyster velar virus 

disease which effects which can infect hatchery reared spat (Renault and Novoa, 2004) 

Outbreaks of OsHV-1 occur above 18 °C for most strains of the disease (Petton et al., 2015; 

Renault et al., 2014). In the last decade a novel strain (OsHV-1 µVar) has become more 
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widespread, outbreaks of which can occur at 16 °C (Petton et al., 2013). The disease 

disproportionately affects spat and young oysters, which is possibly a function of size not 

age (de Kantzow et al., 2017; Dégremont, 2013; Hick et al., 2018).  

The route of transmission and reservoirs of OsHV-1 are not fully understood. It is currently 

thought that previously infected individuals may act as reservoirs, possibly long after they 

appear to be recovered (Evans et al., 2017; Whittington et al., 2018). Whittington et al. 

(2015b) suggest that transmission between oysters relies on a particulate vector as very fine 

(5 µm) filtration and the use of settling tanks to reduce particulate content significantly 

reduces mortality in 2.5 to 6.5 month old spat. Epidemiological analysis of outbreaks in 

Australia suggest that plankton is the vector (Paul-Pont et al., 2013). 

Relatively successful mitigation of OsHV-1 has been accomplished in a number of ways. 

Resistant strains have been developed that show significant reductions in mortality, which is 

promising for operations relying on hatchery produced spat (Dégremont, 2011, 2013; 

Dégremont et al., 2010). In an enclosed or semi-enclosed system, such as a hatchery, the 

above mentioned impact of suitable water filtration can also offer a degree of protection 

(Whittington et al., 2015b). 

Petton et al. (2013) show that exposure to low temperatures (13 °C) for 40 days can mitigate 

the effect of OsHV-1, although this may prove challenging to achieve in a commercial culture 

operation. Perhaps more realistic is the suggestion that a reduction in handling, particularly 

of juvenile oysters, during periods of greatest OsHV-1 threat, may result in reduced stress 

and therefore greater immune function (de Kantzow et al., 2017; Peeler et al., 2012). Peeler 

et al. (2012) suggest that a reduction in immersion time, and therefore potential exposure to 

the pathogen, may aid in mortality reduction, although this would also result in reductions in 

feeding and therefore growth. 
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Table 2.2: Summary of the major disease threats to cultured M. gigas, the affected life stage, pathology and geographical distribution. After King 
et al. (2019) 

Disease/pathogen (agent) Affected life  

stage 

Pathology Geographical distribution Mortality 

range (%) 

Denman Island disease/Mikrocytos 

mackini (Protozoan) 

Adult Green pustules, ulcers and abscesses 

on oyster tissues 

USA Northwest Coast and Canadian 

Southwest Coast 

17-53 

Nocardiosis/Nocardia crassostreae 

(Bacterium) 

Adult Green pustules and lesions on oyster 

tissues 

USA Northwest Coast and Canadian 

Southwest Coast 

47-50 

Vibriosis (Bacillary necrosis)/Vibrio 

spp. (Bacterium) 

Larvae, spat Abnormal swimming, necrosis, lesions Worldwide 79-100 

Pacific Oyster Mortality Syndrome/ 

OsHV-1 and OsHV-1 μ variant 

(Virus) 

Larvae, spat Lesions and cells with viral inclusions 

and hypertrophied nuclei. Reduced 

feeding and impaired swimming in 

larvae 

USA East Coast, Australia, New 

Zealand, France, Sweden and 

Norway 

40-100 

Summer Mortality/Unknown or 

multifactorial 

All stages Ill defined, characterised by high level 

mortalities during the warmer months 

USA, France, Australia, Japan, 

Germany, Ireland, Sweden and 

Norway 

30-100 
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3 Colchester Oyster Fishery  

3.1 Harvesting Procedures 

Of interest to this review are the processes in use at COF. The fishery has exclusive rights to 

the bed of the Colne Estuary on the South Essex coast (Figure 1.4). Oysters are grown to 

harvest size on ‘layings’, marked areas of the seabed that are managed to ensure a suitable 

environment for culture of market quality oysters. This involves regular turning over of the 

seabed, either by dredging or harrowing. This serves to remove fine sediment and ‘knock 

back’ the oysters, encouraging thicker shell growth and a deeper shape, which are desirable 

qualities for the consumer. 

Harvesting on the farm takes place either by dredging or hand picking at low tide. Dredging 

is a non-discriminate method, necessitating that the crew sort the catch on deck, selecting 

suitably sized oysters (and other organisms present in the estuary such as the Hard-shell 

Clam (Mercenaria mercenaria) and Palourde/Manilla Clam (Ruditapes philippinarum) and 

returning the rest of the material to the laying. 

3.2 Larval Retention 

The oyster population in the estuary spawns naturally each summer. Maximising retention of 

the resultant larvae reduces COF’s outlay on seed. In order to do so, the layings are 

prepared with ‘cultch’, shell and gravel material which attracts the larval oysters when they 

are ready to settle (Laing and Bopp, 2019). Optimal timing of cultching is key, too late and 

the larvae will settle outside the layings or perish, too early and the cultch will be covered up 

or washed away (P Harding, Colchester Oyster Fishery, personal communication, 

Luckenbach et al., 1999; Morales-Alamo and Mann, 1990). 

Correct timing of cultching is particularly key in M. gigas culture given the seasonal pattern of 

spawning. In the past, environmental cues, such as blossoming of chestnut trees, have been 

used to predict when best to lay cultch, (F Gouzer, personal communication). However, the 
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use of indirect cues was likely never to have been particularly accurate, and as global 

temperature regimes become more variable under climate change will only become less so. 

Monitoring of the gonadal condition of the stock and larval counts of local water can inform 

the decision, although these require lethal sampling in the first instance and are not species 

specific in the second without advanced methods being employed. The use of technology, 

as discussed in Chapter 3, to replace these methods would allow culture operations to 

gather more accurate, species specific, information whilst avoiding the time costs and stock 

loss currently experienced. 

3.3 Spat Ongrowing 

The majority (>90%) of oysters sold by COF are originally sourced from hatcheries as small 

‘seed’ oysters. This represents a significant capital cost, so it is key that growth rates and 

survival are maximised. Growth uniformity is also an important factor, seed stocks with 

uneven growth patterns result in significantly more work for farm crew (G Baker, Colchester 

Oyster Fishery, personal communication). 

COF’s standard procedure for ongrowing of bought in oysters is to house the seed in large 

cages that are placed around the Colne and Pyefleet, in which the oysters grow until they 

are a suitable size (>2 g) to be distributed on the fishery’s layings (Figure 3.1A). In some 

locations large barrels are used to float the cages, but the majority are sunk to the riverbed. 

Mesh bags, made from the largest possible mesh for the size of oyster, are used to house 

the oysters (Figure 3.1B). Where necessary, the seed are spread out between bags after a 

period of growing. This allows transfer to a larger mesh if appropriate and offers an 

opportunity to assess the seed, but is labour intensive and often requires that the seed are 

returned to shore for processing. This method has been used for many years and is broadly 

effective, but has several inherent drawbacks. 
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High water quality and consistent food supply are required to optimise seed growth rates. 

However, the mesh sacks are prone to clogging with pseudofeces, settled sediment and 

fouling organisms, which substantially reduces water flow, and therefore food supply, 

through the bags and crowds the oysters. This limits growth, often forcing them to grow into 

the mesh, deforms shells and can even suffocate them. Using larger mesh sizes mitigates 

this to a degree, but limits the minimum size of seed that can be bought in without losing it 

through the mesh. It is possible to minimise the impact of clogging with regular cleaning, but 

typically it becomes limiting once oysters reach 3 to 4 grams (G Baker, Colchester Oyster 

Fishery, personal communication). 

 

Figure 3.1 The cages (A) and mesh bags (B) used as part of the current seed ongrowing 
protocols at COF. The cages are constructed of steel ‘rebar’ by staff at the fishery. Bags 
made of two different sized mesh are shown in image B, these are selected to maximise 

mesh size, resulting in higher water flows, whilst not allowing oysters to fall out. 
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Cleaning requires a large boat with a deck-mounted crane to lift the cages, each of which 

contains over 50 bags of oysters when fully stocked. Several crew are required to remove 

and clean the bags, a process that takes a full day when seed stocks are high, reducing 

harvest opportunities substantially. A high pressure hose is used to wash the accumulated 

sediment off the oysters, which likely induces a substantial handling stress in the oysters. In 

peak season cleaning should be done once a week, although operational pressures 

regularly prevent the crew from doing so. 

Placing the cages in the estuary also exposes the oysters to threats associated with the 

natural environment, including pathogenic, environmental and predatory challenges. 

Similarly to the clogging issue, this limits the minimum size of the seed that can be used, as 

larger (>1 g, 10-15mm long) seed are typically more resilient to these threats (Hick et al., 

2018; Paul-Pont et al., 2013).  

Larger seed have a higher unit cost, so stocking the cages is a compromise between limiting 

capital outlay, maximising growth and survival and reducing labour costs where possible. 

Seed supply is also not totally reliable, as hatchery issues can result in seed arriving that is 

not precisely as ordered (P Harding, Colchester Oyster Fishery, personal communication). 

Land-based systems offer an alternative to the cages as currently used, offering protection 

from some natural threats, reducing the time and energy costs of maintenance and 

increasing ease of access. Chapter 4 tests the feasibility of using such systems in a 

commercial bivalve aquaculture setting. 

3.4 Depuration 

The relatively non-discriminate feeding behaviour and typically raw consumption of oysters 

means that they present a greater risk of illness than most other food, although it is the gut 

contents, rather than the flesh itself, that present risk to the consumer (Leal Diego et al., 

2013; Lee et al., 2008; Martinez et al., 2009). A list of the potentially pathogenic organisms 
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that can be transmitted to the consumer is provided in Lee and Younger (2002), primary 

threats include the noroviruses and Escherichia coli. United Nations Food and Agriculture 

Organisation (FAO) guidelines are that relatively simple purification procedures, commonly 

referred to as depuration, are sufficient to reduce this risk to an acceptable level (Lee et al., 

2008). In areas where shellfish is harvested from pristine or near pristine waters there is no 

need for any depuration (Lee et al., 2008). 

There are three classifications of UK waters where shellfish are harvested; A, B and C, 

which are classified firstly by levels of E. coli in the live flesh of the shellfish. Shellfish from 

Class A waters can be harvested for direct human consumption. Those from Classes B and 

C require either relaying in a cleaner area, cooking or depuration (The Water Environment 

(Water Framework Directive) (England and Wales) Regulations, 2017). The area in which 

COF grow their oysters is classified as Class B, and therefore they are required to undergo 

depuration. 

Depuration typically involves keeping harvested shellfish in recirculating water at a suitable 

temperature and salinity for a defined period of time (42 hours under current UK regulations), 

during which the water passes through ultra-violet (UV) or ozone filtration (e.g. Error! 

Reference source not found.). The filtration system sterilises the water passing through it, 

removing the pathogens and rendering the harvest safe for human consumption (Lee et al., 

2008). The process relies on the shellfish being active for a sufficient proportion of the time 

they are in the system for any potentially harmful substances or organisms in their gut to be 

expelled and filtered from the water. In the UK the specifics of the depuration process are set 

out in the Food Safety (Fishery Products and Live Shellfish) (Hygiene) Regulations 1998 

(The Food Safety (Fishery Products and Live Shellfish) (Hygiene) Regulations, 1998) 
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Figure 3.2: The FAO example depuration unit, in which a suitable biomass of shellfish are 
stored on trays for purification. Clean water is introduced at the start of each cycle, and 

continually recirculated through an ultraviolet filter, neutralising any pathogenic threats from 
the wild-grown harvest (Lee et al., 2008). 

  

 

Oyster trays 
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4 Animal Monitoring and Sensor Technology 

4.1 Monitoring in Aquaculture 

Monitoring of animal stocks is a crucial part of the farming process (Segner et al., 2012). 

Well designed and implemented monitoring programs allow producers to make informed 

decisions about a myriad of factors that can influence the health, wellbeing and quality of 

their stock, ultimately having a significant impact on the output of an operation. In 

aquaculture, however, there are significant impediments to this.  The animals spend a large 

proportion of their lives out of sight under the surface of the water, sometimes in the 

benthos. Accessing the culture site can be expensive, often requiring use of a boat and is 

challenging in poor weather. Furthermore, the flesh of bivalves is encased between hard 

closable valves, as a result of which bivalve stock monitoring has historically required direct 

disturbance of animals (Andrewartha et al., 2015; Lucas and Beninger, 1985) 

Even non-invasive sampling events can result in a degree of handling stress, and repeated 

measurements of individuals or populations have potential to impact on the accuracy of the 

data (Segner et al., 2012). In many instances, such as checking bivalve gonadal 

development to assess spawning condition, lethal sampling is required. Growth monitoring of 

rope-grown mussel stocks involves the removal of stock from the ropes, after which they are 

unable to reattach and are therefore lost as a product (M Moy, North Island Mussels Ltd, 

personal communication). Spawning condition analysis of M. gigas requires opening of the 

animals to allow visual inspection of the gonads. Monitoring is also a time-consuming 

process, presenting a cost to producers in both labour hours and lost stock. Consequently, a 

compromise is necessitated between gathering of useful information from a representative 

number of animals and time points, and the costs of doing so. 

In recent years remote sensing technology has become an increasingly common tool for 

monitoring of animal stocks, in both agri- and aquacultural settings (Chopra et al., 2020; 

Kramer and Foekema, 2001; Rutten et al., 2013). Gape sensors monitor the distance 
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between valves as a proxy for bivalve openness and are the most commonly used in the 

study and monitoring of bivalves. Their use, known as valvometry, has become increasingly 

widespread in recent years, and inferences about a wide range of behaviours can be made 

from the data (Section 4.3).  

In valvometry studies, sensor attachment is the only part of the process requiring 

disturbance of the subject animal and the devices are typically small enough that once 

attached they present no impediment to an animal’s behaviour. The systems are capable of 

recording at relatively high frequencies (up to 10 Hz) over extended (multiple months up to 

years) deployments with remote data transmission (Ballesta-Artero et al., 2017; Sow et al., 

2011). Use of sensors therefore eliminates handling-associated stresses and provides a long 

term, high frequency dataset for each attached animal, and as such they are often referred 

to as High Frequency, Non-Invasive (HFNI) systems. 

4.2 Gape Sensing Approaches 

There are a range of methods that can be used to record gaping, some of which are 

summarised here. Comprehensive histories are available in Kramer and Foekema (2001) 

and Fox (2022). 

Accounts of bivalve gape sensing studies date back to the early 20th century, when smoked 

glazed paper was used to trace the openness of bivalves (Marceau, 1909). A similar 

approach was used by Galtsoff (1961) who attached C. virginica to a kymograph, a 

mechanical device with a rotating drum that records movement over time, to record 

spawning behaviours.  Higgins (1980a, 1980b) studied C. virginica gaping behaviours by 

gluing animals down and fixing a strain gauge to their dorsal valves which allowed their 

gaping behaviour to be electronically recorded. 

More modern equipment began to be developed in the late 20th century. One of the first of 

these systems mentioned in the literature was the Dreissena-Monitor which was first used 
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circa 1992 to monitor the behaviour of Zebra mussels (Dreissena polymorpha). 

(Borcherding, 2006) The system uses reed switches and magnets attached to up to 42 

individual mussels split between two flow channels, one with natural, potentially 

contaminated, water and the other with water of a known high quality. An on-board computer 

classifies each mussel as open or closed every second, and a running average of the 

number of open mussels in each channel is calculated. The system compares the two 

channels, with alarms raised if the difference between them is above a previously 

determined threshold value. 

The reduction of gaping behaviour to a binary value suits the purpose of systems like the 

Dreissena-Monitor but does not allow for examination of more nuanced behaviours. The 

MosselMonitor, and Valvomètre are two systems, both first used in the early 2000s, that 

utilise electromagnetic coils glued to a bivalve to semi-continuously record the distance 

between valves. A high frequency current passed through one coil generates a magnetic 

field, which in turn generates a current in the second coil of proportional strength to the gape 

of the subject (Kramer and Foekema, 2001; Tran et al., 2003). 

Use of Hall-Effect sensors is another approach in gape sensor design, one which was taken 

when designing the NOSy (Non-Invasive Oyster Sensor) system, a primary data collection 

tool for this thesis that is examined in detail in Chapter 2. Hall-Effect sensors are a form of 

variable resistor in which the voltage that passes through is a function of the local magnetic 

field strength (Ramsden, 2006). Hall-Effect based systems therefore allow for the use of 

passive magnets on one valve of the subject animal. Similar sensors were in use in the 

1990s to examine bird pecking (Allan, 1992) and systems of this kind began to be used in 

bivalve study in the early 2000s (Moody, 2003). Measurement frequency and data resolution 

are comparable between the two approaches to magnetic sensor design, but Hall-Effect 

sensors are the most commonly used approach in the field of valvometry (Fox, 2022). 
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Non-magnetic sensing approaches include fibre-optic sensors (Frank et al., 2007), 3D-

printed strain gauges (Wu et al., 2022), accelerometers (e.g. Valve-Trek, TechnoSmArt, 

Rome, Italy) and video recording (de Vargas Guterres et al., 2020). These approaches may 

become more widespread in future, but as it stands their use is substantially less common. 

4.3 Uses of Gape Data 

Gape data can be used to study a diverse range of bivalve behaviours, an illustrative but not 

exhaustive list of examples is provided in Table 4.1. 
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Table 4.1: Example uses of valvometric data from the literature, detailing the study species and research topic. 

Study Species Research Topics Authors 

Akoya pearl oyster 

(Pinctada fucata) 

Detection of harmful algal species. Nagai et al., 2006 

Asiatic clam 

(Corbicula fluminea) 

Use of bivalves as a biosensor for cadmium detection Tran et al., 2003  

Blue mussel 

(Mytilus edulis) 

Copper exposure impacts on gaping behaviour. Curtis et al., 2000 

Annual growth patterns Tran et al., 2020 

Feeding behaviour and predation risk. Robson et al., 2010  

Oil dispersant impact quantification Durier et al., 2021 

Detection of harmful algal blooms Durier et al., 2022 

Eastern oyster 

(Crassostrea virginica) 

Salinity and seasonal impacts of clearance rates Casas et al., 2018 

Siltation impacts on gaping behaviours.  Poirier et al., 2021 

Feeding responses to food availability levels. Higgins, 1980a, 1980b 

Hypoxic response Porter and Breitburg, 2016 

Giant clam 

(Hippopus hippopus) 

Long-term growth monitoring in relation to temperature regime. Schwartzmann et al., 2011 
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Study Species Research Topics Authors 

Icelandic scallop 

(Chlamys icelandica) 

Diurnal behaviour patterns. Berge et al., 2015 

Annual growth patterns. Tran et al., 2020 

Mediterranean mussel 

(Mytilus galloprovincialis) 

Circadian gaping behaviours on a long-line mussel farm Comeau et al., 2018 

Predator response behaviours Clements et al., 2020 

Ocean quahog 

(Arctica islandica) 

Environmental regulation of gaping activity. Ballesta-Artero et al., 2017 

Pacific oyster 

(Magallana 

(Crassostrea) gigas) 

Bio-monitoring in an aquaculture setting. Andrewartha et al., 2015 

Automated spawning detection Ahmed et al., 2016 

Quantification of stress impacts Ahmed et al., 2017 

Water quality assessment Sow et al., 2011 

Assessment of the synergistic impacts of heatwaves and toxic algae Funesto, 2023 

Investigation of submarine noise impacts Charifi et al., 2017 

Razor clam 

(Ensis leei) 

Siltation impacts on growth dynamics. Witbaard et al., 2012 

Sea scallop 

(Placopecten magellanicus) 

Feeding responses to flocculation and sedimentation Cranford et al., 2005 

Zebra mussels (Dreissena 

polymorpha) 

Water quality monitoring Borcherding, 2006 
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4.4 Bivalves in Sensor Networks 

Biological early warning systems (BEWS) utilise an animal’s ability to sense and react to 

potentially hazardous environmental changes. BEWS are a familiar concept, perhaps the 

most well-known illustration being the canary in the coal mine. Vereycken and Aldridge 

(2022) suggest that bivalves are almost uniquely well suited for use in aquatic BEWS due to 

their sessile nature, widespread and high abundance and high bioaccumulation ability. In 

effect, they can function as broad spectrum, highly sensitive, water quality sensors. Typically 

speaking, prolonged and synchronised closures in a population indicate a potential water 

quality concern (Barile et al., 2016). 

The Dreissena-Monitor (section 4.2) was developed as one such system, and as of 2006 

was deployed at 13 sites on the Rhine and Elbe in Germany. Several municipalities employ 

an array of freshwater bivalves, typically clams or mussels, as a first line of defence against 

poor water quality (McGuire, 2019; Micu, 2023). One example is the Gruba Kaśka (Fat 

Kathy) water pumping system in Warsaw, Poland. This system pumps water from the Wisla, 

a river that flows through an area with a history of heavy industry, and is therefore at 

particular risk of heavy metal contamination. Eight clams are attached to a sensing system 

(Figure 4.1) in the water intake of the pumping system and when four or more close the 

pump is shut off, preventing ingress of contaminated water to the municipal supply (Pelka, 

2019; Micu, 2023). 

Andrewartha et al. (2015) tailor the BEWS concept for aquaculture. They suggest that the 

deployment of sensors onto a small number of ‘sentinel animals’ within a stock can provide 

information about the stock’s well-being and environmental responses, allowing informed 

decisions on stock management to be made. Similar networks have been suggested as a 

tool for in situ monitoring of wild populations, where the potential for long-term remote 

assessments of bivalve populations could substantially increase the resolution of available 

water quality data (Andrade et al., 2016) 
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Figure 4.1: A freshwater clam attached to a magnet as used in the ‘Fat Kathy’ municipal 
water pumping system. An array of eight clams are attached at any one time and situated in 

the water intake. If more than four clams close at any one time it is assumed that this 
indicates excessive toxin levels in the water and the pump is switched off whilst further 

investigations take place (Micu, 2023). 

The utility of bio-sensor networks is dependent on the quality of the sensors and ability to 

interpret the data. As discussed above, sensor technology has advanced considerably in 

recent decades, but the challenge of precisely characterising gaping behaviours as a 

function of their cause is considerable. Some behaviours, such as spawning in M. gigas and 

the response of the freshwater clam Corbicula fluminea to mercury, are highly characteristic 

and relatively simple to detect (Ahmed et al., 2016; Tran et al., 2007), but responses to 

contamination or stress in bivalves are often less obvious. The use of bivalves in municipal 

water systems for example uses a precautionary interpretation of the data, closing supply 

down when data suggests there may be an issue without requiring a precise identification of 

the nature of the problem. 
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With further work it may be possible to refine analysis protocols to a point where the precise 

cause of behavioural perturbation can be identified. Substantial efforts have been made to 

identify bivalve gaping responses to many potential stressors, including but not limited to; 

toxic algae (Bertolini et al., 2022; Durier et al., 2022; Funesto, 2023), heavy metals (Tran et 

al., 2007, 2003) and heatwaves (Clements et al., 2018; Funesto, 2023). Vereycken and 

Aldridge (2022) state that significant further work in this field is required. Truly high quality 

BEWS systems are likely to involve the integration of other sensing technologies, such as 

cardiac monitors, and use a multi-specific array of bivalves. Nevertheless, there is a high 

degree of potential for the use of bivalves as biomonitors, and valvometry will play an 

important role. 

5 Climatic/Environmental Changes and Challenges 

Aquaculture relies on suitable environmental conditions for success. Bivalve aquaculture, 

dependent on the environment for food supply and with sessile stock, is particularly 

vulnerable to deviation from these conditions. Short term challenges, such as algal blooms, 

and more chronic issues such as climate change present notable potential problems for 

successful culture operations (Galappaththi et al., 2020). 

The most recent Inter-Governmental Panel on Climate Change summary report predicts that 

the global mean surface temperature will rise by between 1.4 °C and 4.4 °C by the end of 

the 21st century (IPCC, 2023). An increase in the frequency of terrestrial and marine 

heatwaves, greater numbers of extreme storm events and considerable alterations in 

precipitation patterns will also occur in the same time frame (IPCC, 2023; Oliver et al., 2019). 

These changes, among others, have several potential direct impacts on bivalve aquaculture, 

summarised below. 

5.1 Temperature Increases 
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All organisms have an optimal thermal condition, with a thermal tolerance range above and 

below this (Bayne, 2017d). Rising global temperatures and an increased frequency of 

heatwaves will therefore have major ecological impacts, particularly on organisms already 

inhabiting areas at the high end of their tolerance or which are adapted to a narrow thermal 

range (Pearson and Dawson, 2003; Walther et al., 2002).  

Ferreira et al. (2008) suggest that M. gigas production will be comparatively resilient to the 

effects of climate change, particularly as many of the areas it has been introduced to are 

cooler than the species’ native range. However under a 4 °C warming scenario their models 

still forecast reduced productivity, weight and size of farmed oysters. While the thermal 

tolerance range of farmed bivalve species is relatively wide, a sustained increase in sea 

temperatures will increase the vulnerability of stocks to extreme events such as heatwaves 

(Rodrigues et al., 2015). Heatwaves themselves can significantly alter the behaviour and 

reduce the fitness of bivalves (Funesto, 2023; Peruzza et al., 2023). For oysters cultured in 

the intertidal, air exposure at low tide further complicates the thermal regime, with factors 

such as evaporative cooling and radiative heating playing varying roles depending on 

organism size and the prevailing conditions (Helmuth, 1998). 

5.2 Changes in Precipitation Patterns. 

Climate change is forecast to dramatically alter global precipitation patterns. Summers will 

become drier, with more drought events, whilst storm events will increase in number and 

produce more intense precipitation, resulting in an increase in flooding (Trenberth, 2011). 

Higher peak flood discharges cause increases in turbidity, nutrient loads and contamination 

(Callaway et al., 2012). Flood events are frequently associated with bypassing of standard 

sewage treatment works, although bypass is becoming an increasingly common practice 

around the UK coast in the absence of extreme conditions (BBC, 2023). Nutrient peaks 

resulting from raw sewage discharge can cause a variety of harmful effects, including 

hypoxic/anoxic events, zoonotic disease outbreaks and habitat degradation (Howarth, 2008). 
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Bivalve aquaculture faces a further threat from sewage-related pollution as it is typically 

associated with peaks in diseases such as norovirus, requiring further purification of 

harvested stock or even fisheries closures in extreme cases (Miossec et al., 2000). 

Flood events can cause rapid salinity changes in the estuarine environment (La Peyre et al., 

2013; Telesh and Khlebovich, 2010). As previously discussed (section 2.2), this type of 

salinity change has the potential to induce stress, inhibiting growth and immune function of 

the stock and potentially causing mortality. Increasing rates of flooding may therefore create 

an additional pressure to estuarine aquaculture operations, placing further restraints on site 

and stock selection. 

5.3 Pollution 

There are a number of historic and current pollutants that impact estuarine ecosystems. 

Notable are agricultural runoff and persistent metallic pollutants from industrial and marine 

applications (Alzieu, 2000; Antizar-Ladislao, 2008; Carmichael et al., 2012a; Matthiessen, 

2019, 2013). 

Nutrient enrichment, primarily from agricultural runoff, can result in eutrophication events in 

coastal waters. The resultant increase in algal production, organic matter accumulation and 

increased nitrogen (N) concentrations in water and sediment can lead to widespread anoxic 

events, and major ecosystem damage (Carmichael et al., 2012a; Cloern, 2001; Desprez et 

al., 1992). Eutrophication events in the Bay of Somme in Northern France during the 1980s 

caused high mortality in local benthic bivalve communities, resulting in a collapse of the local 

cockle fishery (Desprez et al., 1992). However, in less extreme eutrophic events, the 

increased food supply can result in increased bivalve growth and, as mentioned in Section 

1.2, bivalve feeding can result in high levels of nitrogen drawdown, reducing the impact of 

nutrient enrichment (Carmichael et al., 2012b; Kirby and Miller, 2005; Lindahl et al., 2005). 
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Persistently high runoff, or a high frequency of point events such as flooding, can result in 

previously productive shellfish waters becoming unsuitable for harvest. In some instances 

this is due to the stocks being unable to survive in contaminated areas, but this can also be 

as a result of the increased processing and purification costs associated with shellfish 

harvest from non-pristine waters (H Moore, Agri-Food and Biosciences Institute, personal 

communication). 

5.4 Storm Damage 

Estuarine environments are particularly vulnerable to marine flooding (Chaumillon et al., 

2017). As such, the increase in storm activity that is forecast to result from climate change 

will have a disproportionate impact on some key areas for bivalve aquaculture, resulting in 

infrastructure damage, loss of stock from the seabed and increased stock stress (Callaway 

et al., 2012; Epstein, 2001; Mölter et al., 2016). Non local storm events can also cause 

damage via increased freshwater flows, as mentioned in the previous section (5.2) this has 

the potential to cause a number of issues in bivalve populations.  

5.5 Disease and Harmful Algal Threats 

Sea temperature increases will have an indirect impact on bivalve stocks through alterations 

in the abundance of, and susceptibility to, pathogenic threats. Turner et al. (2016) show a 

significant interactive effect between climate change effects and bivalve immune response in 

the Asian green mussel Perna viridis. Likely climate change scenarios and exposure to 

harmful organisms amplify the effects of both. The authors further show that exposure to two 

harmful organisms serves to reduce the impact of both, highlighting the complexity of 

immune-environment interactions, even in a controlled laboratory setting. 

In general it is expected that the increased sea temperatures, altered salinity and variation in 

water chemistry associated with climate change will increase the prevalence of, and 

therefore infection risk from, bacterial and viral pathogens (reviewed in King et al., 2019). As 
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discussed in section 2.6 the mortality caused by OsHV-1 is temperature dependent, and is 

therefore likely to become a greater threat under warmer temperature regimes. 

Strategies are available to combat the threat: selective breeding for OsHV-1 resistance has 

proven successful in reducing mortality (Dégremont, 2011; Dégremont et al., 2010, 2007); 

culture practices such as increasing emersion times have been shown to reduce the risk of 

infection at the cost of reduced growth (Evans et al., 2019; Peeler et al., 2012) and various 

water treatment methods can prevent juveniles in a hatchery environment being exposed to 

disease (Paul-Pont et al., 2013; Whittington et al., 2015b) 

Harmful algal blooms (HABs) present an additional threat to bivalve populations. HABs 

consist of a variety of algal species, some of which produce toxic compounds that can affect 

both shellfish and human consumers, with effects on humans including paralysis, diarrhesis 

and amnesia (Castrec et al., 2019; Hallegraeff, 2004). It is expected that climate change, as 

well as water quality issues, will bring about a change in algal community composition and 

increased prevalence of harmful algal blooms around the British coast (Hinder et al., 2011; 

Wells et al., 2015). Management and monitoring of this issue is likely to be problematic 

around Britain due to the complex shoreline morphology and regular cloud cover that 

precludes effective satellite monitoring, biosensor networks may be a useful tool in this effort 

(Callaway et al., 2012; Vereycken and Aldridge, 2022).  

6 Contribution to Scientific Knowledge 

This overarching aim of this thesis was to develop technologies and approaches with 

potential to improve our understanding of bivalve biology, with a primary focus on oyster 

production methods. Cooperation with our industrial partner Colchester Oyster Fishery 

underpinned the project. There were three strands to the work contributing to this thesis, 

which will be separated into four data chapters (Chapters 2 – 5), each with specific aims that 

can be described as follows. 
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Chapter 2 first aims to provide a methodological overview of the NOSy sensor, detailing the 

principles of its construction and how the data it records is processed and analysed. 

Secondly a record of the work carried out with the sensor to date is provided alongside 

example results from field and laboratory work. Finally we aim to discuss the potential and 

challenges of the NOSy system, and future plans to ensure the system has utility across the 

aquaculture, monitoring and research sectors. 

Chapter 3 builds on data recorded by a NOSy unit monitoring M. gigas in an estuarine 

environment, in which patterns of gaping behaviour were semi-synchronous with the tidal 

cycle. This laboratory study aimed to isolate one aspect of the estuarine tidal cycle, salinity, 

and examine its importance as a driver of oyster gaping behaviour. 

Chapter 4 aimed to investigate the utility of a new method for on-growing of seed oysters 

purchased from a hatchery. Land-based systems were constructed and trialled over three 

summers, during which the system design and husbandry protocols were iteratively 

improved and a range of oyster sizes, stocking density and patterns were trialled. 

Chapter 5 resulted from a collaboration with colleagues at the Northern-Irish Agri-Food and 

Biosciences Institute and focused on the gaping behaviours of Blue mussel (Mytilus edulis). 

Work for this chapter had two aims, the first was the trial of NOSy on a novel (to the sensor) 

species, enabling us to further develop our processes. Secondly we aimed to record the 

behavioural responses of M. edulis to their environment, and assess how these may affect 

their vulnerability to waterborne contamination. I was the primary analyst and author for this 

work, and am the first author on the associated publication in Aquaculture Reports.
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Chapter 2 

 

Development and Trial of the 

Non-Invasive Oyster Sensor 
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Summary 

This chapter details the concepts and design underlying the Non-Invasive Oyster Sensor 

(NOSy), a valvometric sensor developed at the University of Essex. NOSy was initially 

designed as a method to automatically detect spawning of the Pacific oyster, a process 

which is accompanied by a characteristic pattern of valve movement. Precise knowledge of 

when spawning has taken place aids allows growers to maximise retention of the naturally 

spawned oysters, reducing outlay on oysters from hatcheries. NOSy has been extensively 

trialled in the field and laboratory, recording high quality data suitable for in-depth study of 

bivalve behaviour. Spawning has been detected in the laboratory, but automatic detection in 

the field is yet to be accomplished. A detailed methodology for use of the NOSy system is 

presented along with example data from trials, including from an induced spawning in the 

laboratory. We conclude with an account of the challenges encountered when developing 

NOSy, and a plan for future work to develop the system into a viable commercial product. 

1 Introduction 

Oyster spawning, as detailed in Chapter 1, Section 2.5, takes place with a relatively high 

degree of synchrony throughout the population (Bernard et al., 2016). Larval settlement 

patterns are complex, and controlled in large part by current regimes (Bayne, 2017c). 

However, larvae are able to exert significant influence on their final settlement location, a 

choice driven primarily by chemical stimuli (Coon et al., 1990). Calcium carbonate, the 

primary component of bivalve shell, is the main attractant to larval oysters (Soniat and 

Burton, 2005). Provision of suitable substrate, such as recycled shell, gravel or lime coated 

materiel, in areas where larvae are naturally produced can therefore significantly increase 

settlement rates, reducing long-term outlay on seed oysters from hatcheries (Soniat and 

Burton, 2005; Taylor Goelz et al., 2020). 

As discussed in Chapter 1, Section 3.2, cultching, the deposition of shell material onto areas 

where a culture operation wishes to encourage larval settlement, is therefore a key process 
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in many oyster farm’s annual calendars (Laing and Bopp, 2019). Timing of the process is 

vital for maximising settlement. Historically useful temperature cues, such as tree 

blossoming, are becoming less reliable as a result of climate change, and direct stock 

monitoring is labour intensive and wasteful. Water temperature monitoring can assist in 

estimation of when the oyster stock is likely to spawn, as detailed in Chapter 1, Section 2.5, 

but can only provide an estimate of spawning time. 

In female Crassostreinae oysters there is a distinct pattern of valve movement (Figure 1.1) 

associated with gamete release, which takes place over a relatively short time period of 1 to 

2 h (Ahmed et al., 2016; Galtsoff, 1961). The NOSy sensor was conceived to be able to 

detect this pattern by continually recording oyster openness and alert users to the fact that a 

confirmed spawning event has taken place. 

Larval duration in the water column (discussed in Chapter 1, Section 2.5) is primarily a 

function of water temperature (Syvret et al., 2008). Typically it is in the order of 14 days, 

real-time confirmation of spawning therefore would provide ample time for an operation to 

lay cultch, with a low risk of it being smothered or washed away, maximising larval retention 

and reducing future outlay on seed oysters from a hatchery. 

The Non-Invasive Oyster Sensor (NOSy) is a high frequency, non-invasive (HFNI) 

valvometric sensor developed at the University of Essex, in collaboration with Colchester 

Oyster Fishery, designed to record the gape of up to 16 bivalves simultaneously. The NOSy 

project was conceived with the principal aim of developing a system capable of detecting 

M. gigas spawning events and automatically alerting oyster culture operations in improving 

farm management protocols. Gape sensing data can also be used to study many other 

behaviours, detailed in Chapter 1, Section 4.3, the NOSy system is designed to be capable 

of providing data for these investigations as well. 
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Figure 1.1. Relative gape readings taken with a kymograph, (a mechanical device with a 
rotating drum that records movement over time) of Crassostrea virginica during spawning. A 

Male oyster, B and C females. It is not clear from the source whether open or closed is 
indicated by an increase in position on the y-axis, but comparison with other sources 

suggest that it is closed. Modified from Galtsoff (1961) 

2 Methods  

2.1 Development of the NOSy System  

The NOSy system uses passive permanent magnets and a Hall-Effect sensor, a form of 

variable resistor through which the voltage varies depending on the strength of the local 

magnetic field. These are each glued onto the subject animal on opposite valves and record 

gaping at 3.7 Hz. One unit can monitor up to 16 animals and is ruggedised for extended field 

deployments. The overall design is similar to that detailed in Nagai et al. (2006). 

The first generation of prototype NOSy field units was a single unit constructed for use in 

summer 2019. This was housed in a 60 cm × 50 cm × 23 cm pelicase (Storm Case iM 2700, 

Pelican Products, Inc., Torrance, CA, USA), the top of which was fully covered with a solar 

panel. External waterproof plugs were used to attach sensor cables to this unit, which 

proved slightly prone to corrosion. Five ‘second-generation’ field units were constructed for 
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use in 2020. These were housed in slightly smaller (47 cm × 35 cm × 15 cm) generic 

waterproof boxes, with smaller solar panels and waterproof grommets that the sensor cables 

passed through to be attached to an internal circuit board via choc-blocks. There was no 

difference in the data output format between the two generations of instrument. 

The inside of a second-generation is shown in Figure 2.1. Units are powered by a 12V 

battery (e.g. RS Pro 12V 13Ah, RS Pro, Corby, UK), supplemented by a solar panel on the 

unit case. Sensor management, power and data storage are carried out by a BeagleBone 

Black (BeagleBoard.org, Michigan, USA) and a custom-printed circuit board. The system 

generates just under 40MB of data per day. In principle the unit is capable of remote data 

transfer via cellular networks, but to date this has not been realised and a USB connection 

used instead, via the ‘Terminal’ program on a laptop with a Linux operating system. 
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Figure 2.1: The inside of a second-generation NOSy unit. Shown are the 12 V battery and 
connectors (A), charge controller for the solar panel (B), custom-printed circuit board with 

choc-blocks (green) for sensor attachment (C), BeagleBone Black with USB connection for 
data download (D) and the waterproof grommets for sensor cables to pass through (E) 

2.2 Sensor Construction and Magnet Preparation 

An image of a sensor prepared for use is shown in Figure 2.2. Hall-Effect sensors (SS495A, 

Honeywell International Inc, Wabash, USA) were soldered onto < 5 m of 3-core 0.14 mm2 

signal and data transmission wire (PP002620 Multicomp Pro, Farnell UK, Leeds, UK). The 

wires were sheathed in custom silicon tubing (supplied by A Littlejohn, Cowbridge, UK), over 

the full 5 m length for field deployments, or ~1.5 m for laboratory use. The ends of the tubing 

were sealed using flexible silicon sealant (Elastosil E43, Wacker, Munich, Germany). To 

ensure that the sensor remained in place, ~1 cm from the end with its face as close to the 

wall of the tubing as possible, it was clamped whilst the sealant cured, using a clothes peg or 
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similar. At the non-sensor end of the wire ~10 cm was left un-sheathed for attachment to the 

choc-block in the control unit. 

Figure 2.2: Close-up of a sensor prepared for use with a NOSy system. Note the flattened 
end that aids in obtaining a good signal strength. Air bubbles remain in the silicon sealant 
after injection and care must be taken when preparing sensors to ensure that these do not 

compromise the waterproof seal. 

Neodymium magnets (e.g. 724-3875, Eclipse Magnetics, Sheffield, UK) were preferred for 

use with the NOSy sensor as they have a strong magnetic field for their size. Stronger fields 

resulted in a higher response from the sensor, and therefore reduced the signal-to-noise 

ratio. Larger magnets also have stronger fields but can be difficult to site effectively on the 

subject organism. Magnets were typically coated in a two-part epoxy resin (UHU+ Endfest, 

Bolton Adhesives, Milan, Italy) prior to deployment to protect them from corrosion.  

2.3 Sensor Attachment 

The collection of high quality data with NOSy relied on the selection of suitably shaped 

animals and an optimal sensor attachment site. Animals with particularly thick or uneven 

valve edges were challenging to effectively attach sensors to. Attachment sites generally 

needed cleaning, particularly when freshly collected from the field, typically using a soft 

brush, e.g. toothbrush. If necessary, the attachment site was cleaned with a rough brush or 

abrasive material, taking care not to harm or overly stress the animal. 

Sensors were attached utilising the setup mode of the NOSy unit, which provided a live 

waterfall display of the sensor data. Using this it was possible to identify a point on the 

animal where the magnet and sensor can be glued, one on each valve, as close together as 

possible (without impeding the animal’s ability to open). Sensors were attached with the 
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sensor unit facing towards the valve, and magnets orientated so that the output numbers fall 

with increasing proximity to the sensor. As the units are currently designed, a sensor free of 

magnetic influence gives a readout of approximately 1450 on the waterfall display. A sensor 

attachment site where a fully closed animal gives a reading of <1100 provides suitable data, 

but the difference between closed and open readings should be maximised to reduce data 

noise 

For field deployments a UV-curing fibreglass resin (Solarez Ding Repair, Vista, CA, USA) 

was used. Sensor attachment was carried out in shaded areas as this resin cures in natural 

bright light (UV light) within minutes. For long duration deployments sensors are prepared for 

attachment by closing 2 small cable ties tightly around the cable, 2 to 4 cm from the sensor, 

providing a grab site that increases the strength of the adhesive bond (Figure 2.3).  

For laboratory use a two part epoxy putty (Milliput, The Milliput Company, Gwynedd, UK) 

was used. This was preferred for two reasons, firstly the resin used for field deployments can 

release solvents into the water unless 100% cured, potentially harming anything in the tank, 

whereas the putty is aquarium safe. Secondly it was slightly easier to remove without 

accidentally damaging the oyster, allowing for sensors to be swapped between animals 

during short duration experiments. Historically Milliput was liable to release hormone analogs 

into the water, potentially affecting reproductive behaviours, but the modern formulation no 

longer appears to do so. 

Whilst the adhesive cured a rubber band or similar was used to hold the sensor in place, this 

ensures that the signal strength remained high when the animal is deployed (Figure 2.3). 

Care was taken throughout the attachment process to ensure that the valves were not glued 

together. Typically, sensors were attached first and the adhesive left to cure sufficiently that 

the sensor was fully fixed in place. Magnets were then attached to the valve, utilising the live 

readout again to ensure maximal signal strength. 
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Figure 2.3: A Blue mussel during the sensor attachment process with UV-curing fibreglass 
reinforced resin. Note the small cable ties to provide extra grip to the adhesive, and rubber 

band to keep the sensor stationary whilst the adhesive cures. 

2.4 Data Processing 

Data processing protocols were developed alongside the units, utilising Python (v3.9) and 

several associated packages, as detailed below.  

1. The output of the sensor unit is raw data in the form of 18 column text (*.txt) files, 

each 122 kb file covering approximately 4 min, an example is provided in Figure 2.4 

below. 

Figure 2.4. Exemplar ‘waterfall’ sensor data from a NOSy unit showing the raw output as 
seen during setup, including datetime values, readings from 16 sensors and the system 

voltage. 
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2. The files were concatenated using the Windows Command Prompt. The amount of 

data concatenated into a single file depends on the purpose of the study, typically a 

maximum of 10 days was included per file in order to keep file sizes manageable. 

a. Long term (>10 day) files require the use of high-performance computing to 

process in a reasonable time frame. 

3. With the extant NOSy firmware it was necessary at this point to correct two things: 

i. Dates were stored in dd/mm/yy format, but the current firmware 

processed them as dd/mm/yyyy, meaning that data recorded in both 

2020 and 2021 are stored as xx/xx/20. 

ii. The column separator between the date and first sensor was an 

underscore rather than the comma used for the rest of the columns 

a. Data from 01/01/2021 was stored as 01/01/20, with an incorrect separator 

after. The find and replace function was used on the concatenated file, in this 

instance replacing ‘”/20_” with “/21,”. 

4. Files were then imported into Python (v 3.9), and processed utilising the NumPy and 

pandas packages (Harris et al., 2020; McKinney, 2010). As a first step the time 

column was classified as a datetime object and set as an index. 

5. A first check of the data was then carried out. The NOSy unit was liable to output 

spikes (as zeroes and erratically high values), thought to be as a result of power 

supply or sensor-connection issues (Figure 2.5A). Data from each sensor were 

plotted as a time series, at which point it was clear whether spikes were present. A 

filter was applied where necessary to set any spike values to nan, removing them 

from the analysis (Figure 2.5B). This process was not conducted by default, as a 

result of high variation in raw values and spikes between units and over time. 

6. Once cleaned the data were time averaged to either the second or the minute, 

depending on the time resolution of the behaviour of interest. This accomplished two 

primary objectives, reducing the noisiness of the data, and minimising the file size, 

allowing faster processing and file sharing. 
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a. The use of NOSy for growth monitoring does not require a time averaging 

stage, instead a weekly minimum value was used to track changes in 

sensor/magnet proximity. 

7. The data were then normalised such that 0 represents the most closed and 1 the 

most open values for each individual, at which point they were ready for analysis. 

a. For data covering a relatively short (<10 day) time the normalisation function 

of the Python package sklearn (Pedregosa et al., 2011) was used. 

b. When data covered longer periods, there was a risk that the subject animal 

had grown sufficiently to skew the normalised values by increasing the 

minimum distance between sensor and magnet, which would appear as if the 

animal had ceased to close fully. In these instances, a custom function was 

used, which applied a rolling window of a week in length to the normalisation, 

eliminating the effects of growth. This was both computationally intensive and 

resulted in the loss of a week’s data from the beginning of the dataset, hence 

the preference for sklearn for datasets of short duration. 

8. Depending on the purpose of the monitoring project, behavioural indices were 

calculated, including ‘time open’ and ‘closure rates’. For both indices a threshold 

value of 0.2 was set as the boundary between open and closed, as described by 

Tonk et al. (2023). 

a. For time open this value was used to classify each NOSy sample point as 

open or closed, and the percentage of time that the subject animal spent 

open was calculated. 

b. Closure rate was calculated by 

i. Applying an automatic detection, classifying when gape readings 

decrease from > 0.2 to < 0.2. These data were manually processed in 

order to avoid overestimating the number of events. e.g. when second 

averaged data are used closures within a minute of the previous are 

declassified.  
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ii. Normalising the number of closures to an average number of events 

per day over the time period of interest. 

iii. Using this procedure closures were calculated and openings were the 

same values ± 1. 

9. Automated detection of spawning behaviours is in development. Others have 

developed algorithms that identify data that indicates a high likelihood of a spawning 

event using similar sensors (Ahmed et al., 2016)  

Figure 2.5. (A) Unprocessed NOSy data with clear erroneous high and low value data spikes 
resulting from power supply or sensor connection issues. (B) The same data after being 

passed through a de-spiking filter.  

Some of our prototype units developed issues when exporting data. In some cases, this 

resulted in >16 columns of data being exported, and, in others, the sensor readings were 

often altered by an order of magnitude. These errors were inconsistent and required 

extensive manual processing to remove erroneous data. The memory on the units was also 

unreliable and appeared, in some cases, to fill even when files were deleted. Regular visits 

and data downloads were therefore required. However, this also provided opportunity to 

check battery charge levels and carry out replacements when needed. 
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2.5 NOSy Deployments 

NOSy has been used extensively since 2019, in both the field and laboratory (Table 2.1). 

Table 2.1: Details of deployments/experiment that have utilised the NOSy system since 2019. 
Rows in bold contributed to the research described in this thesis and the relevant chapter 

numbers are detailed. 

Date Deployment 

Location 

Number of Units 

(Generation) 

Details 

Jun-Sep  2019  COF 1 (1) Field trials: 16 M. gigas  

Jan-Mar 2020 University of 

Essex 

1 (1) Lab Experiment: Effect of salinity 

on M. gigas behaviour (Chapter 3) 

Jun-Sep 2020 COF 2 (2) Field trials: 28 M. gigas, 4 O. edulis 

Sep 2020 Dundrum Bay, 

Northern 

Ireland 

1 (2) Field experiment: M. edulis 

monitoring for contamination 

vulnerability (Chapter 5) 

May 2021 AFBI, Belfast, 

Northern Ireland 

1 (2) Lab Experiment: M. edulis and 

M. gigas feeding trials 

Jul-Sep 2021 COF 2 (2) Field trial: 16 M. gigas (units not 

deployed simultaneously). 

Jul & Jun 2022 University of 

Essex 

1(2) Lab Experiment: Investigation of the 

impact of harmful algae species on 

M. gigas behaviour. 

Jul 2022 University of 

Essex 

1 (2) Lab Experiment: Spawning 

induction of M. gigas  

Jul 2022 University of 

Essex 

1(1) Lab Experiment: Investigation of the 

impact of harmful algae species on 

M. gigas behaviour. 

Jul-Aug 2022 COF 1 (2) Field trial: M. gigas growth 

monitoring 

Feb-Mar 2023 University of 

Essex 

1 (1) Lab Experiment: Effect of salinity 

on M. gigas behaviour (Chapter 3) 

    

2.6 Laboratory Spawning Induction 

As part of the NOSy trial and development process a short-duration spawning induction 

experiment was carried out in July 2022. This study aimed to confirm that the NOSy unit, 

and accompanying data processing methodologies, were able to detect spawning 

behaviours in M. gigas. 



- 57 - 

 

  

COF staff reported on 06/07/22, that M. gigas on their layings were close to reaching 

spawning condition. 40 freshly dredged adult oysters were therefore brought into the 

laboratory at the University of Essex, where they were kept in a recirculating aquarium stack 

of three 30 L tanks (total system volume including sump was 150 L) filled with full-salinity 

natural seawater and maintained at 17°C. They were fed a commercial shellfish feed 

(Shellfish Diet 1800, Reed Mariculture, Campbell, CA, USA) at the rates recommended by 

the manufacturers. After a short (6 day) acclimation sensors were attached to 16 of the most 

suitably shaped oysters and logging commenced. 

Data were processed as per section 2.4 above, with second-averaged NOSy data used due 

to the short duration movements of spawning behaviour. 

2.7 Field Deployment Methodologies 

The majority of NOSy field deployments took place on a floating raft in The Pyefleet, a creek 

off the Colne Estuary that forms part of COF’s grounds (Figure 2.6). The raft provided a dry 

platform for mounting the units and a secure underwater area where oysters were attached 

within easy reach whilst remaining submerged at all states of the tide (Figure 2.7). Other 

NOSy field deployments have utilised similar floating platforms to mount the unit, as detailed 

in Chapter 5, Section 2.3. 

For trials in the Pyefleet, temperature and light loggers (HOBO Pendant MX, Onset, Bourne, 

USA) were attached next to the oysters for all deployments. When available a sonde with 

conductivity and dissolved oxygen meters (YSI EXO1 Sonde, Xylem, Yellow Springs, USA) 

was also attached to the raft. 

A comprehensive temperature record for the Colne and Pyefleet was collected from 

28/01/20 to 02/10/20. As detailed in Chapter 1, Section 2.5 these data were used to 

calculate average cumulative temperature degree days (above b0) for the estuary to 

estimate when spawning was likely to be imminent. 
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Figure 2.6. Location of the NOSy field trials at COF (51.810N, 0.959E). The location of the 
raft used to mount the sensor and oysters is indicated by the black cross and Pyefleet Creek 

is highlighted in dark blue. 

Regular visits were necessary during deployments to ensure the units remained powered 

and fully functional. During these visits NOSy, HOBO and sonde data were downloaded, 

solar panels were cleaned and batteries swapped out when necessary. Failed sensors or 

dead oysters were replaced where needed. 

Data from all field deployments were processed as per section 2.4 above, with 

second-averaged NOSy data used due to the short duration movements of spawning 

behaviour. 
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Figure 2.7. Two NOSy units deployed on the raft at COF, with the unit on the right open for 
data download. Note the metal ‘cage’ structure visible above the water behind the walkway 

which was used as an attachment site for the study animals. 

2.8 Spawning Condition Monitoring 

Spawning condition monitoring was carried out as a method of verifying the general 

spawning condition of the M. gigas population in the area. Between 13/07 and 10/09/20 

13 samples of between 12 and 26 M. gigas from around Mersea Island, 7 of which were 

from the Colne or Pyefleet, were monitored for their spawning condition. These oysters were 

shucked and visually inspected for the presence of ripe gonadal tissue, oysters were 

measured and classified as un-spawned or spawned, based on guide images (Figure 2.8) 
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Figure 2.8. Guide images for M. gigas spawning condition analysis. (A) An unspawned 
oyster with ripe gonadal tissue highlighted with red arrow. (B) A post-spawning, or non 

gonadally developed, oyster. 

3 Results 

3.1 Laboratory Experiments 

Spawning was successfully induced overnight on the 12/07/22. It was detected in 4 oysters, 

demonstrating that the NOSy unit and data processing protocols are suitable for spawning 

detection (Figure 3.1). Microscopic analysis of water samples confirmed the presence of 

newly fertilised bivalve larvae. The spawning events lasted between 1 and 2 hours and the 

observed gaping behaviours were very similar in nature to those captured by other 

investigators (Figure 1.1) (Ahmed et al., 2016; Galtsoff, 1961). 
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Figure 3.1. Normalised gape time series from five M. gigas kept in the laboratory on the 
night of 12/07/22, times were not concurrent for each event, but all took place within three 

hours of each other. A normalised gape value of 1 indicates maximum opening and 0 
indicates minimum opening. A-D: Spawning behaviour traces from four different oysters E: 
Non-spawning behaviour, from a separate oyster at the same time as the trace in panel D. 

A repeated pattern of a rapid closure followed by re-opening over ~1 min was clear in 10-

minute subsamples from the middle of each spawning window (Figure 3.2). All 4 oysters 

returned to virtually full gape, but minimum gape is variable, ranging from 0.24 to 0.55 

(excluding the single nearly full closure (0.03) in panel C at 64 minutes).  
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Figure 3.2. 10 minute time series of gape from the same oysters shown in Figure 3.1 during 
the time period in which they were spawning. A normalised gape value of 1 indicates 

maximum opening and 0 indicates minimum opening. These traces show the consistent 
~1 min closure/re-opening behaviour characteristic of spawning in M. gigas. 

3.2 Field Trials 

3.2.1 Behavioural Analysis 

The most-prolonged deployment of NOSy units was during summer 2020, with two units 

deployed for 78 days. In the summer of 2021, one unit was deployed for 73 days. Full time 

series from these deployments are not provided here, but example data from relevant 

windows are. 

Attempts to capture and identify spawning behaviour in M. gigas in the field were 

unsuccessful. Power supply issues presented a major challenge, limiting data coverage to 

70% of the deployment in 2020 and 83% in 2021.  

Data were visually inspected for apparent spawning behaviours, but given the length of 

deployments and relatively short duration of spawning this is not the preferred method, and 
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may have missed any events that did take place. The use of automated detection via 

specific algorithms (e.g. Ahmed et al., 2016) could provide a useful future avenue to 

progress with the development of fully autonomous systems that alert bivalve likely 

spawning events are detected. 

The data that were gathered were however of consistently high quality, and once processed 

were suitable for analysis of gaping behaviours. An example of the data that were collected, 

from July 2020, is provided alongside tidal height data in Figure 3.3. These plots show 

patterns in gaping that appeared to be semi-synchronous with the tidal cycle, closing on or 

around most high tides. Figure 3.3 details the behaviour of 5 oysters over an 8-day period, 

as well as the average gape from all oysters connected to the NOSy unit at the time, but this 

pattern was consistent throughout most NOSy field trials.  
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Figure 3.3. Exemplar data from NOSy field deployments showing eight days of normalised 
gape data from 5 M. gigas attached to a NOSy unit in July 2020. A normalised gape value of 

1 indicates maximum opening and 0 indicates minimum opening. Panels A-E show data 
from five individual oysters, panel F is the averaged data (± SD) from all live oysters 

attached to the unit (n=16). Tidal height (green line) for the area is also shown in all panels. 
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3.2.2 Species Characterisations 

Species comparisons, both graphical (Figure 3.4) and using behavioural indices (Table 3.1) 

showed clear differences between M. gigas and O. edulis. Both species had a similar 

average gape, 0.81 and 0.89 for M. gigas and O. edulis respectively. Closure rate in 

M. gigas was nearly 3.5 times greater than in O. edulis, and time open was 7.5 percentage 

points lower. 

Table 3.1 Behavioural index comparison between M. gigas and O. edulis for the individuals 
detailed in Figure 3.4 (n=3). Data collected from the River Colne in July 2020 

Behavioural Index M. gigas (average ± SD) O. edulis (average ± SD) 

Time Open (%) 91.7 (± 1.6) 99.2 (± 0.5) 

Closure Rate (Events d-1) 5.3 (± 1.8) 1.6 (± 0.4) 

Average Gape 0.81 (± 0.06) 0.89 (± 0.01) 
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Figure 3.4. Four days of normalised gape data from June 2020 for three M. gigas (A-C) and 
three O. edulis (D-F). A normalised gape value of 1 indicates maximum opening and 0 

indicates minimum opening. 

  

 



- 67 - 

 

  

3.2.3 Growth Tracking 

The use of NOSy for growth tracking purposes has not been fully developed. However, 

example weekly minimum raw readings from an M. gigas monitored throughout the 2020 

field trials (Figure 3.5) increased from 1196 to 1388 (16%) over 78 days. This is not linearly 

relative to growth, nor is it an absolute quantification of it, but indicates that the gap between 

sensor and magnet when the oyster is fully closed substantially increased over the summer. 

Figure 3.5.Three months of weekly minimum raw gape values from an example M. gigas in 
2020. The increase in minimum values indicates that a degree of growth has taken place 
over the deployment, as the sensor and magnet become progressively further apart when 

the oyster was fully closed. The gap in the data is due to power failure in the NOSy unit that 
the sensor was attached to. 
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3.2.4 Temperature and Spawning Condition Monitoring 

Corrected (above b0) cumulative degree days (as described in Chapter 2, Section 2.5) 

calculated from average daily river temperatures in 2020 reached over 350 on 24/06/20 and 

over 600 on the 25/07/20 (Figure 3.6). Spawning was therefore theoretically likely to have 

taken place between these two dates, and settlement 14 to 21 days later. 

The later dates of spawning estimated from the degree day calculations somewhat align with 

the spawning condition analysis (Figure 3.6), which showed that prior to the readings taken 

on 27/07/20 less than 10% of sampled oysters had spawned, a proportion which increased 

as the summer went on, reaching 79% by 9/9/20. 

Figure 3.6. Combined plot showing corrected cumulative degree days (above b0 of 10.55°C) 
calculated from Colne and Pyefleet average temperatures in summer 2020. The grey region 
indicates the published value for cumulative degree days when spawning is likely. Secondly, 
results of the M. gigas spawning condition analysis carried out on oysters collected from the 

Colne and Pyefleet from 13/07 to 10/09/20 are shown, indicating the percentage of the 
collected sample which had spawned at the time of collection. 

4 Discussion 

Since 2019 NOSy units have been extensively trialled, collecting large amounts of high 

quality data. The ability of the unit to detect spawning, the primary aim when developing 

NOSy, has been successfully demonstrated, proving the potential of the technology to meet 
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its aims. Use of NOSy in the laboratory underpins the work in Chapter 3, as well as other 

research at the University of Essex (Funesto, 2023). Other work with NOSy in the field has 

resulted in a soon to be published study as presented in Chapter 5, and the potential of the 

unit for growth measurement via monitoring of minimum gape has also been demonstrated. 

However, attempts to detect and automatically alert users of spawning events in the wild, 

were unsuccessful. In 2020 river temperature and spawning condition monitoring results 

show that the M. gigas population in the area spawned. In 2021 the monitoring of the river 

was less comprehensive but reports from staff at COF confirmed that spawning took place. It 

is very likely that at least some of the M. gigas monitored in 2020 and 2021 would have 

spawned, but no evidence of this has been found in the data. 

Due to power supply issues, there were 30% and 15% coverage losses in 2020 and 2021 

respectively, and, therefore, a possibility that the oysters being monitored spawned but data 

were not captured. Consistent, and ongoing, efforts were made to improve the unit’s 

reliability and to reduce power consumption. The next technological development step is 

ongoing, with the view to bring the units into commercial use. 

Data access and quality became issues of concern with some second-generation units 

denying access. Three of the units developed issues with the quality of exported data, as 

discussed in Section 2.4. At least one second-generation unit has a severely diminished 

storage capacity, filling up within days of data deletion when there should be sufficient 

storage for over 400 days of data. Given the prototype nature of the NOSy system, these 

issues are not surprising but there is a considerable level of improvement required before 

the system would be suitable for commercial use. 

HFNI valvometry sensors can be based on a range of technologies, as discussed in Chapter 

1, Section 4.3. The use of passive, unpowered magnets underpins the potential for NOSy in 

long-term and remote deployments. In contrast to the use of powered electromagnets in 
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some comparable systems (Andrade et al., 2016; Clements and Comeau, 2019a; Tran et al., 

2003) NOSy is simpler and has reduced power requirements in the sensors. For example, 

the system used by the research group at the University of Bordeaux, discussed in detail by 

Andrade et al. (2016) uses up to 1 Watt of power, and would therefore use a fully charged 

13 amp-hour battery in 13 hours when measuring 16 animals at 0.6  Hz each. The same 

battery sustains a NOSy system for several days without charging, monitoring each 

individual at 3.7 Hz. With the addition of external power sources and batteries this duration 

can be substantially extended. Powered magnets have the advantage of being able to be 

‘tuned’, which may enable a signal of higher quality, although with careful sensor attachment 

we have not yet found sensor signal quality to be an issue of concern. 

Minimum raw gape values can be used to infer growth, a concept also discussed by 

Andrade et al. (2016) (Figure 3.5). The use of Hall-Effect sensors as a distance/proximity 

measurement tool is well established (Jezný and Čurilla, 2013). However, procedures to turn 

NOSy readings into absolute measurements will be complex to develop. Hall-Effect sensor 

readings reflect the strength of a magnetic field, which is both non-linear and directional 

(Weir et al., 2020). Distance calculation is therefore complicated by several factors, including 

the initial distance/orientation between sensor and magnet, the changing orientation as gape 

increases and the change in minimum distance with growth. Models have been successfully 

developed to quantify Great scallop (Pecten maximus) gaping distance using magnetic gape 

sensors (Guarini et al., 2020), suggesting that growth monitoring using the NOSy system is 

certainly feasible. 

Future generations of NOSy could be designed with increased and higher quality on-board 

power-storage capacity. A wider range of power generation options could be explored, 

including tidal and wind-turbine units that will reduce the need for regular visits to check and 

replace batteries. Remote transmission of data would also substantially increase the user 

friendliness of the units, although this is a relatively high power-consumption activity. A 
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crucial step in development is therefore the addition of sufficient processing power to the 

units to make them able to recognise when behaviours of interest have occurred before 

triggering communication, as this is the only point at which data transfer would actually be 

needed. 

The focus of automatic detection will initially be spawning, the potential for which was 

demonstrated by Ahmed et al. (2016). In principle it is possible, once baseline ‘normal’ 

behaviours have been established for a species or population, to design a system that 

automatically detects any deviation (Andrade et al., 2016; Vereycken and Aldridge, 2022). 

Other forms of sensors, such as the heartbeat monitors developed by Electric Blue (2020) 

and Miller et al. (2022), can be combined with valvometry to increase data richness and 

accuracy of behavioural monitoring, e.g. the MusselMonitor (Kramer and Foekema, 2001). 

Sensors that can detect abnormal behaviour have potential within and outside the 

aquaculture industry, particularly given their potential for long-term and remote deployments. 

The wide-ranging sensitivity of bivalves to perturbations in the environment, such as harmful 

algal species, heatwaves and the presence of heavy metals (Durier et al., 2022; Funesto, 

2023; Nagai et al., 2006) means that they can, in effect, function as broad-spectrum sensors, 

aligning with the sentinel animal and biological early warning system concepts discussed in 

Chapter 1, Section 4.4.  

Morbidity and mortality in bivalves are accompanied, in most cases, by increased gape due 

to failure of the adductor muscle and are, therefore, clear in a gape sensor signal (Figure 

4.1). Bivalve gaping behaviours associated with the onset of diseases, such as OsHV-1 and 

vibriosis, are under-studied, but with sufficient development sensors may be able to warn of 

disease outbreaks before mass-mortality occurs. For operations that are able to re-site their 

stock, such as trestle-based oyster farms, early warning systems could enable growers to 

move stock into safer areas until more normal conditions return. Even farms where stock 
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cannot be moved could utilise such knowledge, either to reduce operations around highly 

stressed populations or to target harvest at healthier stocks. 

Figure 4.1: M. gigas gaping behaviour plot from laboratory work in 2023, showing a 
morbidity signal after ~2.5 days followed by mortality after ~3.5 days. Note that when dead 

the oyster’s gape was greater than at any point at which was alive, due to the total relaxation 
of the adductor mussel. 

5 Conclusion  

We have demonstrated the potential for the NOSy system for use in bivalve culture 

operations, as a research tool and as part of sensor networks. We have shown that the 

system generates high-resolution signals capable of providing insight into bivalve 

behaviours. The basic principles of the sensor are strong, and the use of unpowered 

magnets in particular will reduce the challenges of long-term deployments. We believe that 

the planned additions of improved battery capacity, field power generation and on-board 

processing power will enhance the units to a point where they are a viable product for use 

across bivalve aquaculture, as part of large-scale biosensor networks and in research. 
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Chapter 3 

 

The Role of Salinity as a Driver of 

Pacific Oyster (Magallana gigas) 

Gaping Behaviours  
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Abstract 

Recorded gaping behaviours of Magallana (Crassotrea) gigas in an estuarine system were 

semi-synchronous with the tidal cycle. In order to establish the role of salinity as an 

exogenous control on the observed behaviours we exposed M. gigas to varying salinity 

regimes that replicated estuarine cycles in a laboratory, monitoring gape throughout. We 

were unable to replicate the behaviours seen in wild oysters and conclude that salinity is not 

the primary driver of the observed gape patterns. Controlled replication of tidal salinity cycles 

whilst maintaining all other conditions in a constant state, was a considerable challenge, and 

we suggest that development of such methodologies would prove useful in further study of 

estuarine bivalve behaviours. 

1 Introduction 

Estuaries are complex and dynamic environments where many biologically important 

parameters change over the tidal cycle. These include but are not limited to: water 

temperature, seston quality and quantity, predator activity, water chemistry and salinity 

(Bayne, 2017b; Dutertre et al., 2009; Guzmán-Agüero et al., 2013; Hawkins et al., 1998; 

Malham et al., 2009). Of these parameters, salinity is possibly the most significant in an 

estuarine environment, playing a large role in determining the structure and function of the 

ecosystem (Bayne, 2017b; Grabowski et al., 2004; Telesh and Khlebovich, 2010; Verdelhos 

et al., 2015). 

Oysters are euryhaline osmoconformers, requiring substantial metabolic activity to combat 

osmotic pressures and maintain cellular volume during periods of salinity change (Bayne, 

2017b; Shumway, 1977; Sokolov and Sokolova, 2019). Outside of an optimal salinity range, 

22-35 for adult Magallana (Crassotrea) gigas (M. gigas), oysters are able to survive but with 

reduced growth, feeding and reproductive efficiency (Pollack et al., 2011; Shatkin et al., 

1997). Oysters are also capable of closing their valves fully under salinity stress, a behaviour 
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that likely offers protection from extremes in salinity variation (Shumway, 1977; Shumway 

and Youngson, 1979). 

M. gigas monitored during NOSy sensor development trials exhibited semi-synchronous 

patterns of gaping behaviours that appeared related to tidal cycles (Chapter 2, Figure 3.3). 

Typically, oysters closed during a flooding or at high tide and were most fully opened during 

periods of low water. Tidally entrained rhythms of gaping behaviour have been demonstrated 

in wild M. gigas populations elsewhere, with increased valve opening occurring over high 

water periods (Tran et al., 2011). However, laboratory trials assessing the influence of 

salinity on rhythmicity in oyster, or other bivalve, behaviour are lacking, and where it has 

been studied static salinity conditions have been used (Casas et al., 2018). 

In this experiment we aimed to establish whether the gaping patterns observed in the field 

resulted from a response to salinity variation. We exposed M. gigas in the laboratory to a 

salinity variation that replicated a complete natural tidal cycle, whilst all other conditions 

remained constant. Identical gape-sensing equipment to the field trials was attached to 

oysters, allowing them to be monitored over multiple simulated tidal cycles. 

2 Materials and Methods 

2.1 Experimental Summary 

Two separate experiments were carried out for this study, the first in 2020 and the second in 

2023. Each consisted of three runs, or blocks, with separate oysters used in each. Four 

treatments with varying salinity regimes were used in each experiment, each with three 

replicates per run. 

2.2 Experimental Animals 

Oysters for both experiments were supplied by Colchester Oyster Fishery. Two batches of 

24 were collected on 27/01/20 and 24/01/20, and a single batch of 42 on 25/01/23. All 
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oysters were graded to ‘AA’ size (~90-110 mm height) and of hatchery origin, i.e. not locally 

seeded. 

On arrival oysters were stored in a three-tank recirculating stack system (total volume 150 L, 

tank size 30 L). In 2020 this was filled with artificial seawater at 30 salinity and 12°C, which 

was as close to the river temperature of 7°C as possible. In 2023 the stack was filled with 

natural seawater, diluted to 27 salinity and chilled to 7°C, the temperature in the river at the 

time. Temperatures were increased by 1.5 – 2°C per day until the tanks reached an ambient 

temperature, 16.5°C in 2020 and 19°C in 2023. 

In 2020 oysters were then haphazardously sorted into three 30 L tanks of filtered artificial 

seawater made from RO water and aquarium salt (H2Ocean Salt, D-D The Aquarium 

Solution, Ilford, UK) at salinities of 26, 30 and 34, where they were acclimated to the 

experimental condition they would be used in. Oyster IDs were designated using run 

number, treatment code, individual ID and year. e.g. R1EA_20 designated an oyster from 

run 1, experimental treatment, replicate ‘A’ and 2020. 

Acclimation periods were between 35 and 42 days in 2020, and between 26 and 40 days in 

2023, dependent on which run the oysters were used in. During this period oysters were fed 

regularly, daily by hand in 2020 and using a dosing pump at half hour intervals in 2023. A 

commercial shellfish feed (Shellfish Diet 1800, Reed Mariculture, Campbell, CA, USA) was 

fed at just over recommended levels throughout the acclimation period. 

Sensors and magnets were attached to the oysters using Milliput epoxy (The Milliput 

Company, Gwynedd, UK). These were attached on arrival for oysters used in the first run of 

each experiment, and between runs to oysters in subsequent runs. Following attachment, 

oysters were returned to acclimation tanks. The attachment process took around 3 h, during 

which the oysters were out the water to allow the adhesive to cure 
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2.3 Salinity Regimes and Control Protocols 

Salinities were cycled between 26 and <34 for both experiments, depending on the 

treatment’s salinity regime. These values were chosen to reflect the maximum and minimum 

values logged at the NOSy trial site during summer 2020. 

2.3.1 2020 

Oysters were housed in 1 L chambers, three in each experimental treatment (Table 2.1). 

Salinity variation in the experimental treatment was continual throughout each run. Flow to 

all chambers was controlled by a 16-channel peristaltic pump (205U/CA16, Watson Marlow 

Fluid Technology Solutions, Falmouth, UK), ensuring that the flow rate in all chambers was 

identical and even throughout the experimental run at 2.76 mL min-1 to 2.77 mL min-1. 

Table 2.1: Details for the treatments used in the 2020 experiment. n = 3 in each treatment for 
each of the three experimental runs. 

Treatment Treatment ID Salinity Range/Salinity 

Experimental E 26 – 34 

Low-salinity control LC 26 

Mid-salinity control MC 30 

High-salinity control HC 34 

Replication of a tidal salinity cycle in the experimental chambers was achieved using a 

‘Victorian Plumbing’ system (Figure 2.1A). Four vessels of different salinities were connected 

with a network of fluid bridges, air bridges and siphons. Experimental chambers started with 

a salinity of 26 in all chambers. They were initially fed from vessel D, linked to C by a fluid 

bridge, resulting in a gradual increase in salinity in the outflowing water over the 6 h it took to 

empty the two vessels. Mixing in vessel D was aided by bubbling. The control chambers 

were fed by separate header tanks of the appropriate salinities. Figure 2.1B details the 

salinity curve produced by the system, as measured in an experimental chamber. 

Vessels A and B were prevented from emptying during this period as they were gastight. 

Once vessels C and D were empty, air ingress to B was made possible by an air bridge at 
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the base of vessel D, triggering the siphon between vessels B and D. A and B were 

connected by fluid and air bridges, resulting in a gradual lowering of the salinity as these 

vessels emptied into D and from there into the experimental chambers. Mixing in vessel C 

was aided by a low-speed magnetic stirrer. 

Each refill of the system replicated a single tidal cycle, from 26 salinity to 34 and back to 26 

over 12 hours. The system was restarted every 12 hours for the duration of each 

experimental run. Artificial seawater was prepared at each required salinity, allowed to mix 

for over 6 hours and retested prior to use. 
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Figure 2.1. (A) Schematic of the ‘Victorian Plumbing’ system developed for the 2020 
experiment. Vessel IDs (A-D) and the starting salinities for each repetition of the 12 h cycle 

are shown in each vessel. (B) An example 36 h salinity curve produced by the system. 
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2.3.2 2023 

Oysters were housed as in 2020, with altered salinity regime treatments (Table 2.2) Salinity 

variation in 2023 was for 12 h per day and oysters were kept at a salinity of 26 overnight. 

Flow to all chambers was controlled by the same pump as 2020 at a flow rate of 1ml.min-1 

throughout. Separate header tanks were used for each experimental chamber. 

Table 2.2 Details for the treatments used in the 2023 experiment. n = 3 in each treatment for 
each of the three experimental runs. 

Treatment Treatment ID Salinity Range 

Control C 26 

Low-variation experimental L 26 – 28.6 

Mid-variation experimental M 26 – 31.3 

High-variation experimental H 26 – 34 

Salinity control for the chambers with variation was achieved by the continuous addition of 

high-salinity water (34.5, 43.6 and 52.5 for the L, M and H treatments respectively) for 6 h, 

followed by low-salinity water (19.8, 14 and 7.5 for the L, M and H treatments respectively) 

for the following 6 h, approximating the salinity variation of a tidal cycle. Overnight, a single 

header tank with 26 salinity water was used. All experiments began with an initial salinity of 

26 in the chambers.  
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Figure 2.2  (A) Schematic of the salinity control system used for the 2023 experiment. Water 
supply was switched between the high and low-salinity header tanks after 6 h, with differing 

salinities (as detailed in Section 2.3.2) dependent on the treatment. (B) An example 36 h 
salinity curve produced by the system. 
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2.4 Experimental Set-up 

Oysters were fed using a commercial shellfish feed throughout the experiments at slightly 

over the recommended levels to ensure that food limitation did not occur. In 2020 food was 

provided from a single separate header tank, in which the feed was stored in artificial 

seawater (30 salinity) at a 250-fold dilution and fed at a slow drip of 0.1 mL min-1 directly into 

each chamber by a separate, but identical, peristaltic pump to the one used for primary flow 

management. In 2023 all header tanks were dosed with feed. 

Twelve separate 1 L tanks were used as experimental chambers. These had an overflow 

drilled to ensure a constant level of 1 L of water throughout the experiment and drained into 

a sump tank fitted with a pump for emptying as required. Fluid and feed ingress to the 

chambers was mounted at the opposite end to the overflow, with mixing aided by gentle 

bubbling. 

In 2020 the experiment was carried out in a fully dark room in which there was minimal 

disturbance. Red light was used when entering the room for experimental maintenance. In 

2023 this space was unavailable, and a larger laboratory was used. In order to maintain 

constant conditions the light remained on 24/7, with the oysters kept under an opaque 

tarpaulin throughout each experimental run. In both years experiments were conducted at 

the same ambient temperatures as the acclimation period, 16.5 and 19 °C in 2020 and 2023 

respectively. 

Three experimental runs were successfully completed in each year. In 2020 each 

commenced at 1900 h and ran for 5 d, in 2023 each commenced at 0700 h and ran for 4 d. 

  



- 83 - 

 

  

2.5 Sensing Equipment 

2.5.1 Salinity 

Salinity data in 2020 were measured for oysters E1 and E2 at 15 min intervals using a 

desktop laboratory meter (HQ440D desktop meter, Hach, Colorado, USA) equipped with two 

conductivity probes (Intellical CDC401, Hach, Colorado, USA). Salinity for E3 oysters was 

measured at 5 minute intervals using a handheld multiparameter water quality meter (YSI 

ProDSS equipped with ProDSS conductivity and temperature sensor). 

2.6 Gape Sensing and Data Normalisation 

The NOSy unit was used in both years, procedures for setup and data normalisation were as 

described in Chapter 2, Section 2.4. Second averaged data were used for these analysis as 

the relatively short run durations meant that data files would not become large enough to be 

computationally limiting. 

2.7 Data Treatment, Plotting and Statistical Analyses 

Excel 2016, Python (v3.9) and the pandas (McKinney, 2010) and NumPy (Harris et al., 

2020) packages were used for all data processing. Plotting utilised the matplotlib (Hunter, 

2007) and Seaborn packages (Waskom, 2021) 

2.7.1 Oyster Mortality, Sensor Failure and Non-Experimental Hours 

In instances of sensor failure and oyster mortality all data for that oyster were excluded from 

the analysis in order to ensure that potentially unreliable data did not influence the analysis. 

In instances where an oyster was dead at the end of an experimental run it was not possible 

to confirm that sensor failure had not occurred prior to mortality, so death and sensor failure 

were treated as indistinguishable events. Additionally, data collected overnight during 2023, 

when all oysters were kept in a control salinity, were excluded from the analysis. 
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2.7.2 Behavioural Indices 

Two behavioural indices were used to classify oyster behaviour, the percentage of time 

spent open and closure rate as closure events per day. These were calculated for each 

individual oyster using 0.2 gape as the threshold for closure, as described in Chapter 2, 

Section 2.4.  

2.7.3 Processing of Salinity Data 

Salinity data from 2020 were linearly interpolated between sampled data points (detailed in 

section 2.5.1) to calculate equivalent data points for the minute averaged gape data. In 

instances where sensor failure occurred, salinity data from the following cycle were 

substituted. n.b. during day 3 of Run 1 in 2020 the sump tank flooded the experimental 

chambers, resulting in all chambers staying at a salinity of ~30 for ~10 hours. 

2023 salinity data were estimated for each minute using modelled data based on flow rates, 

volumes and salinity of incoming water. 

All gape data were classified as from either increasing or decreasing salinities, based on 

when they were logged within the simulated tidal cycle. Increasing data modelled the flood 

tide, and decreasing modelled the ebb. 

2.7.4 Plotting 

Gaping plots were presented as individual line plots for each oyster, with relevant salinity 

data also shown on the plots. Behavioural index results were presented as standard 

boxplots, showing the median value, quartiles and full range in the box and whiskers. 

Outliers, as calculated by default Seaborn procedure, were presented as shaded diamonds, 

these were not excluded from the statistical analysis. Mean values (white dots) and sample 

sizes were also shown. 
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2.7.5 Statistical Analysis 

Due to the high sensor failure/mortality rates in some treatments, resulting in small and 

uneven sample sizes, a non-parametric approach to analysis was taken. 

Other than for comparison of behavioural indices between the two experiments data from the 

2020 and 2023 experiments were treated entirely separately. Selected results are presented 

in the main text, a full tabular breakdown of all statistical testing is shown in Appendix 1. 

2.7.5.1 Comparisons between years, treatment and runs 

Time spent open and closure rate was calculated for all oysters for the duration of each 

experimental run. Kruskal-Wallis tests were then carried out between years, treatments and 

runs using the Pingouin Python package (Vallat, 2018). 

2.7.5.2 Comparison between salinity directions 

Data were split by salinity direction, time spent open and closure rates were then calculated 

for each oyster for each salinity direction. Analysis was then carried out as per section 

2.7.5.1. 

2.7.5.3 Comparison between binned salinities 

Only data from experimental oysters in 2020 (RxEx_20) and the high salinity variation in 

2023 (RxHx_23) were used for this analysis. Salinities were classified into 4 bins, <28, 

28-30, 30-32 and >32. Time spent open and closure rates were then calculated for each 

oyster/salinity bin. Analysis was then carried out as per section 2.7.5.1. 
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3 Results 

In total 13 oysters were excluded from the results, due to either sensor failure or mortality, 

and summarised in Table 3.1. Three were excluded in 2020, and 10 in 2023, a full list is 

provided in Appendix 2. 

Table 3.1: Summary of oysters excluded from the final analysis of this experiment. All 
treatments began with 3 oysters per run (9 in total per condition) 

Year Condition Number of Oysters Excluded 

2020 
Experimental 2 

Low salinity control 1 

2023 

Low-variation 2 

Mid-variation 4 

High-variation 4 

3.1 Gape and Salinity Data 

Example normalised gape plots, also detailing salinity, from each year are shown in Figure 

3.1. Equivalent plots for every oyster are provided in Appendix 3. 
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Figure 3.1: Example plots showing salinity (blue line) and normalised gape (black line) over 
the duration of an experiment for oysters from a 2020 experimental run (R2EB_20), a 2020 

low-salinity control run (R1LCC_20), a 2023 high-variation run (R3HA_23) and a 2023 
control run (R3CC_23). The grey dotted line indicates the gape level below which oysters 

were considered closed. 

Behavioural indices for the oysters in Figure 3.1 are provided in Table 3.2. 

Table 3.2. Example behavioural index results for the oysters included in Figure 3.1. These are 
included as illustrative data to contextualise the plots and indicate the processing procedures 

used throughout. 

Oyster Experimental Condition Time open (%) Closure rate (closures d-1) 

R2EB_20 Experimental 57.2 5.7 

R1LCC_20 Low-salinity control 65.8 3 

R3HA_23 High-variation 16.1 6 

R3CC_23 Control 28.1 0.5 
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3.2 Behavioural Indices 

3.2.1 Differences Between Years 

Oyster behaviour across all treatments was significantly different between the two 

experiments for both behavioural indices (Figure 3.2). Oysters spent more time open 

(Kruskal-Wallis, H1 = 6.12, p = 0.01) and had a higher closure rate (Kruskal-Wallis, H1 = 

5.97, p = 0.01) in 2020. 
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Figure 3.2: Boxplots showing time open (A) and closure rate (B) for all oysters in 
experiments conducted in 2020 and 2023. Median, quartiles and full range are shown by the 

box and whiskers, outliers by shaded diamonds and the mean values by white circles. 
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3.2.2 Effect of Experimental Condition 

In 2020 there was no significant difference found in either behavioural index between 

conditions (Figure 3.3). The difference in median time open was not statistically significant 

(Kruskal-Wallis, H3 = 7.48, p = 0.06), however experimental oysters spent the most time 

open (median = 67%). Median closure rates were within 1.3 closures d-1 between conditions. 

Figure 3.3 Boxplots showing time open (A) and closure rate (B) in each experimental 
condition in 2020. The conditions are E – experimental, LC – low salinity control, MC – mid 
salinity control and HC – high salinity control. Median, quartiles and full range are shown by 
the box and whiskers, outliers by shaded diamonds and the mean values by white circles. 
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In 2023 there was no significant difference found in either behavioural index between 

conditions (Figure 3.4). The difference in median time open was not significant (Kruskal-

Wallis, H3 = 6.9, p = 0.08), although high variation oysters spent 10 percentage points less 

time open than mid variation oysters, the next least open group. Median closure rates were 

within 1.3 closures d-1 between conditions.  

Figure 3.4 Boxplots showing time open (A) and closure rate (B) in each experimental 
condition in 2023. The conditions are C – control, L - low salinity variation, M - mid salinity 
variation and H - high salinity variation. Median, quartiles and full range are shown by the 

box and whiskers, outliers by shaded diamonds and the mean values by white circles. 
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3.2.3 Differences Between Runs 

In 2020 there was no significant difference found in either time open or closure rate across 

all treatments between runs (Figure 3.5). The median time open differed by under 12 

percentage points and median closure rate by 0.6 closures d-1.  

Figure 3.5 Boxplots showing time open (A) and closure rate (B) in each run in 2020. Median, 
quartiles and full range are shown by the box and whiskers, outliers by shaded diamonds 

and the mean values by white circles. 
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Time open across all treatments differed significantly (Kruskal-Wallis, H2 = 9.06, p = 0.01) 

between runs in 2023 (Figure 3.6A). Oysters in run 1 spent the most time open, there was a 

difference of between 10 and 36 percentage points in the time spent open between run 1 

and runs 2 and 3 respectively. The difference in median closure rate was insignificant 

between runs, with all rates within 1.8 closures d-1 (Figure 3.6B).  

Figure 3.6 Boxplots showing time open (A) and closure rate (B) in each run in 2023. Median, 
quartiles and full range are shown by the box and whiskers, outliers by shaded diamonds 

and the mean values by white circles. 
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3.2.4 Effect of Salinity Direction 

There was no significant difference in either behavioural index between salinity directions in 

2020 or 2023. This remained the case when only 2020E and 2023H populations were 

analysed. 

3.2.5 Difference Between Salinity Bins – 2020E and 2023H Only 

There was no significant difference in either behavioural index in oysters from the 

experimental condition between the 4 salinity bins in 2020, although there was a trend of 

reduced time spent open with increasing salinity, from 60.1% in the lowest salinity bin to 

40.1% in the highest. Variability in time spent open also increased with salinity, with an 

interquartile range of 11 and 23 percentage points in the lowest and highest salinity bins 

respectively (Figure 3.7A). Median closure rates were higher, at 7.2 closures d-1, in the 

lowest salinity bin than the rest which ranged from 4.1 to 4.4 closures d-1 (Figure 3.7B) 
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Figure 3.7 Boxplots showing time open (A) and closure rate (B) for experimental treatment 
oysters between each salinity bin in 2020. Median, quartiles and full range are shown by the 

box and whiskers, outliers by shaded diamonds and the mean values by white circles. 
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There was no significant difference in either behavioural index in oysters from the high 

salinity variation condition between the 4 salinity bins in 2023. Similarly to 2020, there was a 

trend of reducing median time spent open with increasing salinity (Figure 3.8A), from 30.5% 

in the lowest bin to 8.5% in the highest. Variability was also greatest in the highest salinity 

bin, with an interquartile range of 45 percentage points, this ranged from 9 to 16 percentage 

points in the other salinity bins. Median closure rates also reduced with salinity, from 7.2 

closures d-1 in the lowest salinity bin to 4.4 in the highest (Figure 3.8B). 
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Figure 3.8 Boxplots showing time open (A) and closure rate (B) for high variation treatment 
oysters between each salinity bin in 2023. Median, quartiles and full range are shown by the 

box and whiskers, outliers by shaded diamonds and the mean values by white circles. 
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4 Discussion 

Neither of the two experiments showed a significant impact of variation in salinity on either 

behavioural index. We are confident that our sensing equipment functioned properly and 

was sensitive enough to have detected relevant oyster behaviours, having done so in field 

trials. However, high mortality rates, particularly in 2023, resulted in small and uneven 

sample sizes.  

Replication of salinity cycles in the laboratory also proved challenging. The 

‘Victorian-Plumbing’ system used in 2020 was very effective, but was extremely sensitive to 

small user errors (Figure 2.1A). Mistakes such as incorrectly positioning an airtight valve by 

<1 mm could lead to early release of water from vessels, altering the salinity cycle and 

nullifying 24 hours of experimental data. As a result a number of runs of the experiment were 

unusable and the decision was taken to redesign the system. 

Initially the redesigned system was conceived to use two peristaltic pumps with programmed 

cycles, the first delivering a constant flow of feed-dosed ~20 salinity water at a high rate. The 

other a low rate of hyper-saline water at a changing rate to provide salinity variation. In 

principle this would have been an effective design. However, whilst the engineers at 

Watson-Marlow assured us it was possible to program an Arduino to control the pumps, we 

did not succeed in doing so. One of the pumps also failed, and the cost of fixing it was 

prohibitive. 

As a result the system as used in 2023 was designed, initially for use in 2022. This design 

had two significant drawbacks. Firstly it was not practical to run for 24 hours, as it required 

the hoses to be swapped over every 6 hours, meaning that oysters were left in a control 

salinity overnight. Secondly the replicated cycle was linear, rather than sinusoidal, and not a 

true replication of a typical tidal cycle (Figure 2.2B). Use of this system was also delayed by 

safety concerns around the use of standard voltage electronic pumps in aquaria at the 

University of Essex, which were needed for circulation in the header tanks. This meant that 
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only 3 runs of the system were possible in the available time. Further work is required to 

integrate the use of high-precision, low-volume and programmable pumps into this 

experimental methodology, but to date no suitable product has been identified. 

It is perhaps not surprising that we did not detect significant impacts of salinity, given that all 

values examined were within M. gigas’ optimal range (Shatkin et al., 1997). However, some 

non-significant trends and results (e.g. sections 3.2.2 and 3.2.5) were sufficient to suggest 

that salinity has some impact on M. gigas behaviours, even within their optimal range. 

Where these trends were seen they were broadly in line with the patterns of reduced 

opening at higher salinities observed in the field (Chapter 2, Figure 3.3). This indicates that 

greater sample sizes (either with more oysters or longer term experiments), or a greater 

salinity variation would clarify the impact of relatively fine-scale salinity variation on M. gigas 

behaviours. 

The difference in time spent open between runs in 2023 (Figure 3.6) suggests that there 

may have been a loss of condition during the longer acclimation period for runs 2 and 3, 

despite food levels being kept in excess and regular water changes taking place. No such 

difference was seen in 2020, although the acclimation period was of a similar length and 

oysters were taken from the river at a similar time of year. The significant difference in 

results between the two years (Figure 3.2) confirms that the two experiments were 

sufficiently different to require totally separate analysis, although the broad conclusions from 

both are the same. 

These experiments, which replicated the observed tidal salinity variation from the site of the 

field trials, show that the observed behaviours in M. gigas in the Pyefleet are likely as a 

result of factors other than salinity. Some authors have suggested that gaping in bivalves 

has an endogenous circadian rhythmicity, driven by internal cues. For example, Bertolini et 

al. (2021) monitored the gape of wild Mediterranean mussels (Mytilus galloprovincialis) in 

Venice Lagoon for 6 months, demonstrating periodic rhythms on both 12 and 24 hour cycles, 



- 100 - 

 

  

with a seasonally differing dominance between the two. In this case, the authors concluded 

that the rhythm seen was endogenous. Retailleau et al. (2023) showed that Great scallops 

(Pecten maximus) have significantly greater gaping overnight, although they suggest that 

these patterns are driven by light intensity rather than internal rhythms. 

Studies with M. gigas however suggest that their circadian rhythms are highly plastic, and 

apparently entrained by external cycles, primarily the twice-daily tidal cycle, photoperiod on a 

24h cycle and lunar cycles of 27-29 days, (Mat et al., 2014, 2012; Tran et al., 2011). This 

suggests that behavioural rhythmicity in M. gigas is primarily exogenous, driven by external 

cues. More recently Tran et al. (2020b) examined gaping activity and the activity of circadian 

clock and clock-associated genes in M. gigas, the organisms they examined exhibited clear 

endogenous cycles, in both gene expression and behaviours. Behavioural rhythms in marine 

organisms are highly complex, in this case the authors conclude that whilst endogenous 

cycles exist in M. gigas, external cues are capable of entraining these cycles. They suggest 

photoperiod and current direction as candidates for this, but there are many other 

possibilities. 

The relationship between gape and feeding behaviour is indirect but well established in 

bivalves (Ballesta-Artero et al., 2017; Riisgård and Larsen, 2015; Williams and Pilditch, 

1997). Blue mussel (Mytilus edulis) gape increases and decreases relatively quickly (<1 h) in 

response to increasing and decreasing availability of food (Riisgård et al., 2006). Higgins 

(1980a, 1980b) demonstrates that juvenile Easter oysters (Crassostrea) virginica are 

significantly more open in the presence of food, reacting within 30 min to the introduction of 

algal cells, clearance rates were greatest immediately after valve opening and, even in the 

presence of constant food volumes, decreased thereafter, indicating that satiation may take 

place. 

Suspended particulate matter (SPM) concentration in estuaries, a proxy for bivalve food 

availability, varies considerably over a tidal cycle (Lindsay et al., 1996). Whilst the patterns of 
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variation in the Colne are not well characterised, in the Tay Estuary the highest 

concentrations are found near mudflats, such as those found on the banks of the Colne and 

Pyefleet (McManus, 2005). Fegley et al. (1992) analysed seston quantity and quality near 

the benthic boundary layer over the tidal cycle in Great Sound, New Jersey. They showed 

that intra-cycle variability was nearly as large as intra-annual variability. Huang et al. (2003) 

showed similar patterns in the seston in saltmarshes around Delaware Bay, USA. 

Without further in-depth study of local patterns of SPM concentrations over the tidal cycle it 

is not possible to draw firm conclusions, but there is the possibility that the observed patterns 

in the NOSy data collected in the field are as a result of variation in SPM/seston levels, as 

these are closely correlated to food availability for the filter feeding M. gigas. 

Temperature must also be considered as a possible influence on M. gigas gaping behaviour, 

although during the period highlighted in Chapter 2, Figure 3.3 the temperature remained 

between 18 and 22 °C, comfortably within the optimal range for M. gigas (Bayne, 2017e). 

Further work in the laboratory, as well as an in-depth analysis of temperature and gaping 

patterns in the field, would be required to address whether tidally linked temperature 

variations are significant in determining gaping patterns in oysters around the Essex coast. 

Predator presence can also affect gaping behaviour in bivalves, even without direct 

disturbance (Carroll and Clements, 2019; Clements et al., 2020; Dzierżyńska-Białończyk et 

al., 2019). Predator presence induces rapid closures in M. edulis, at the cost of reduced 

feeding and respiratory opportunity (Robson et al., 2010). This cost can be significant, 

Hard-shell clam populations have significantly higher mortality when indirectly exposed to 

Blue crabs (Callinectes sapidus) for extended durations (Smee and Weissburg, 2006). C. 

virginica on a natural bed in North Carolina, USA, close in the presence of C. sapidus, 

remaining so for ~5 min after the crabs have departed. 
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Shore crabs (Carcinas maenas) prey on oysters of all size classes and are the predator 

species most commonly observed in the presence of M. gigas at the NOSy study site (Miron 

et al., 2005). C. maenas, particularly males larger than 35 mm carapace width, migrate with 

the tide, moving inshore with the flood and departing with the ebb. If C. maenas in the Colne 

follow this pattern, then there is likely to be an increased predation pressure at high water, 

concurrent with the high closure rates observed in the field. 

The changing chemical balance of estuarine water over a tidal cycle may also be a factor, 

the patterns of which are extremely variable between estuaries (Middelburg and Herman, 

2007). Bivalve gape is known to be responsive to chemical cues, e.g. heavy metal 

concentrations (Kelleghan et al., 2023). It is therefore possible that tidally synchronous water 

chemistry patterns may play a role, but patterns in the Colne are insufficiently characterised 

to suggest a direct relationship. 

5 Conclusion 

We were unable to reproduce the behavioural patterns of M. gigas observed during NOSy 

field trials via salinity manipulation. Whilst the observed trends suggest that salinity plays a 

role in these patterns there were no significant impacts of salinity on the behaviour of 

experimental oysters and we conclude that other factors also influence the gaping behaviour 

of M. gigas in the Pyefleet. 

Replicating salinity cycles, whilst keeping all other conditions constant, is challenging in a 

laboratory. It is surprising that we were unable to find an established laboratory methodology 

for manipulating salinity in a controlled environment, but the protocols established during this 

investigation were relatively effective. Further optimisation of the methodologies we 

developed for these experiments has clear potential in studying the impact of controlled 

salinity variation on aquatic organisms, something which is underrepresented in the 

literature. Greater understanding of the factors that influence gaping behaviours could also 

have practical benefits in enhancing the efficiency of depuration protocols, as well as enable 
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producers to make more informed decisions about optimal stock locations in estuarine 

environments. 

Future work to build on these experiments would require two avenues of investigation. Firstly 

in the laboratory, where methodological refinement would increase the efficiency of 

experimentation and expansion of the salinity range could clarify the relationship between 

tidal-scale salinity variation and M. gigas gaping behaviour. Secondly, further field 

deployments of the NOSy unit, accompanied by comprehensive water monitoring and 

sampling, would allow a wider range of potential influencing factors to be monitored and 

analysed. 
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Chapter 4 

 

Trial of a Land-Based Oyster Nursery 

System for Commercial Use
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Abstract 

The majority of oysters grown by Colchester Oyster Fishery are originally purchased from 

hatcheries, representing a considerable annual cost. The current methods of growing these 

purchased oysters (seed) to a size at which they are sufficiently likely to survive in the 

company’s main growing areas are labour intensive and expose the oysters to a high degree 

of risk. In this study an alternative, land-based, upwelling system was trialled over the course 

of three summers (2020-2022). 

In 2020 the systems were stocked at two densities (n = 3), initially 90 and 110 % of hatchery 

recommended levels. The system was only operational for 34 days due to technical failure, 

but within that time significant differences in growth rates were seen between the two 

densities. In 2021 stocking levels were dropped by 90 % due to low seed availability and the 

system was stocked with oysters that were 80 % smaller than in 2020. Two different 

densities, at the same ratios as in 2020, were trialled, with no impact (n = 3) on averaged 

growth. Growth uniformity was notably different between the two densities; double the 

number (23%) of oysters in the high density treatment remained below 0.2 g throughout the 

177 day trial. In 2023 stocking densities were uniform and a layered container system was 

introduced in one treatment (n = 3). In the layered treatment overall growth rates and growth 

uniformity were significantly improved in relation to the non-layered treatment. We suggest 

that lowering the localised density reduced competitive asymmetry, preventing larger 

individuals dominating and allowing all the oysters in the population sufficient access to 

resources. The trials demonstrated the feasibility of land-based on-growing systems, and the 

significant impact of simple improvements in stocking protocols. 

1 Introduction 

1.1 Seed Oyster Growing Systems 

Bivalve aquaculture facilities rely on two main sources of seed (juveniles) to be grown to 

market size; natural settlement and from hatcheries, over 90 % of the oysters currently 
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harvested for sale by Colchester Oyster Fishery were originally purchased from hatcheries 

(P Harding, Colchester Oyster Fishery, personal communication). Naturally settled oysters 

are a substantially cheaper option for growers, cultching (discussed in Chapter 1, Section 

3.2) is the only cost involved. However, interannual variation in naturally settled seed 

numbers can pose a challenge to culture operations, which must ensure that sufficient 

numbers of high quality animals are recruited to their stock each year to maintain supply to 

the market. 

Many operations therefore rely on bringing in seed from hatcheries, a more controllable seed 

source, albeit one requiring capital investment. In order to maximise the return on this 

investment it is important that on-farm mortality is minimised and growth maximised. Seed 

purchased by COF are typically too small to be laid out directly on the company’s grounds 

and must be grown on until they reach a minimum 2 g. The current river-based 

methodologies for ongrowing of seed at COF, and their significant drawbacks, are discussed 

in detail in Chapter 2, Section 3.4. In short, the river-based method requires the use of 

relatively large, and therefore costly, seed and relies on regular cleaning visits by large 

vessels and crew to keep the oysters healthy. 

Land-based systems are an alternative method for seed ongrowing with potential to address 

some of the issues with current COF methodologies. These systems require a capital 

investment and manufacturing time. They also do not negate the need for regular cleaning of 

the oysters, as pseudofeces build-up, sediment deposition and biofouling still occur. 

However, as they are situated on land these operations can be carried out at a fraction of the 

time and vessel cost of the current river-based system. This in turn means that cleaning 

events can be far more frequent, and as a result smaller mesh sizes than are currently used 

in the river-based methods at COF are practicable. 

The pump that provides water to such systems acts as a crude mechanical filter, preventing 

ingress of nearly all predators, any that do get into the stock (as larvae for example) are 
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simply removed once spotted as the systems are easily accessible. Whittington et al. 

(2015a, 2015b) also demonstrated that the use of standing water to supply upwelling 

systems can confer a degree of protection from pathogens, to which small oysters are 

particularly vulnerable (Dégremont, 2013). These factors combine to mean that it is possible 

to stock the system with far smaller seed (0.15 g versus >1 g in the floating cages) without 

increasing mortality, a saving of ~50 % in seed price. 

Siting equipment on land has the further benefit of reduced exposure to harsh weather 

conditions. Extreme weather events are forecast to become more frequent, which presents a 

significant challenge to equipment and vessels in the marine environment (Mölter et al., 

2016). Land-based systems are not fully shielded from the impact of these events, but have 

a substantially reduced vulnerability compared to equipment kept in coastal and estuarine 

waters. Poor weather conditions are also less likely to prevent growers accessing their 

systems for prolonged periods, making maintenance and husbandry less problematic.  

An example design for a land-based unit, as used in these trials, is shown in Figure 1.1. The 

illustrated system is a semi-recirculating ‘upweller’ design, in which a constant flow of water, 

and therefore food and oxygen, is passed up through the oyster seed before being returned 

a reservoir. Upwelling systems are commonly used in hatcheries, but are a novel approach 

at COF (Allan and Burnell, 2013). 
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Figure 1.1: Schematic representation of the 200 L land-based upwelling nursery system 
developed for this study. Water enters at a rate of approximately 1 L s-1 through the pipe at 

the bottom of the unit, flows through the oysters, which sit in a mesh basket, and exits 
through an overflow drain near the top of the unit. 
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1.2 The Effect of Stocking Density 

1.2.1 Competitive Symmetry 

Asymmetric competition, where groups or individuals dominate others within an area or 

population, causes size variation in monospecific populations and is more pronounced in 

resource-limited conditions (Begon et al., 2012; Keddy, 2001; Lawton and Hassell, 1981). A 

positive feedback loop, in which dominant individuals outcompete subordinate ones, grow 

faster and increase in dominance, can arise (Cameron et al., 2007; Lekve et al., 2002; 

Schmitt et al., 1987; Weiner, 1990).  

The impacts of competition in such regimes can be significantly more pronounced on the 

subordinate individuals within the population, which in extreme cases may fail to grow at all 

(Ziemba and Collins, 1999). Dominant individuals are not unaffected by competition 

however, limitation of resources can still impact their growth, even when they are 

outcompeting other individuals, reducing overall population growth (Keddy, 2001). 

In contrast, where resources are less limiting, or dominant animals are removed from the 

environment, competition is more symmetric and growth is typically much more consistent 

between individuals (Obeid et al., 1967). Resource limitation is in part a function of 

population density, increasing biomass (through growth or recruitment) increases the degree 

of limitation in a system with constant supply, such as the upwelling units. 

1.2.2 Density and Competition in Bivalves 

The impact of competition increases in line with stocking density and has a major impact on 

growth in bivalve hatcheries (Fan et al., 2021), farms (Carlucci et al., 2010; Cubillo et al., 

2012) and wild populations (Vincent et al., 1994). Competition in these populations is 

primarily for food, although it can be for physical space, sufficiently close proximity between 

bivalves can impede valve opening enough to reduce food intake (Jørgensen et al., 1988). In 

commercial culture operations the working stocking density is a compromise between a 
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need to grow as many individuals as possible in a cycle, and maintaining a low enough 

stocking density that competition does not significantly reduce growth or condition (Fan et 

al., 2021).  

The degree to which density-influenced competition affects growth rates can be moderated 

by several factors, Vincent et al. (1994) showed that growth of intertidal Macoma balthica is 

significantly more impacted by stocking density in areas with lower immersion time, a proxy 

for food availability. Competition regimes also change over time as a result of the growth of 

individuals within the stock increasing the population’s overall food requirements; 

competition in rope-grown Mediterranean mussels does not become significant until they 

reach over 60 mm length, regardless of stocking density (Cubillo et al., 2012). Bivalve 

hatcheries control for this by stocking relative to total biomass and water flow (K Thompson, 

Morecambe Bay Oysters, personal communication). 

1.3 Aims and Objectives 

The aim of this study was to carry out the first phase of a trial to assess the economic 

feasibility of upwelling land-based ongrowing systems of M. gigas seed oysters in 

comparison to the current methods used at COF. The primary objective was to optimise 

stocking practices of hatchery-supplied M. gigas in a small-scale, but commercially practical, 

land-based nursery system. Our intention was to make the most efficient possible use of 

purchased seed by obtaining high growth rates and low mortality whilst using as little energy, 

water and space as possible. 

Growth, survival, growth uniformity and shell shape of oysters are impacted by a range of 

factors, discussed in detail in Chapter 2, Sections 2.2 and 3.4. Food limitation and hypoxia, 

both of which are functions of overcrowding in circulating systems, are perhaps the most 

relevant, so stocking density will be the first factor considered. Results from the 2020 trial 
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suggested that stocking pattern also has an impact, trials in 2022 therefore tested the impact 

of reducing localised density by spreading oysters out within a system. 

2 Materials and Methods 

2.1 System Design 

All work for this chapter took place on-site at COF (Chapter 2, Figure 1.4) The system built 

to trial this method (Figure 1.1 and Figure 2.1) was constructed from six ~200 litre food-safe 

plastic barrels, with a constant pumped flow (~200 L min-1) of marine water from an on-site 

reservoir of approximately 2.5 million L. The reservoir also supplies the main fishery building 

and tanks at COF and is replenished every fortnight, on spring high tides. Oysters were 

stocked in mesh baskets, allowing for easy changes in mesh size, and therefore optimal flow 

through the stock at all sizes. 

The system consisted of six virtually identical barrels with a 60 cm diameter and ~170 L 

working capacity (Figure 2.1). Water entered via an inlet pipe near the bottom of the barrel. 

A 90° elbow directed the flow downwards into the bottom of the unit in order to reduce the 

impact of relatively high pressure water hitting the oysters, as well as induce a degree of 

turbulence with the aim of reducing sediment settlement on the base of the units. The water 

then drained by overflow at the top for return to the reservoir. 

The units were fed via a manifold from a single submersible electronic pump (Nova 600, 

DAB Pumps, Mestrino Padova, Italy) submerged in the reservoir, which supplied 

~200 L min-1, the residence time of water in each unit was between 3 and 6 minutes. In this 

system flow rates were constant throughout each trial. Due to the single manifold 

construction, flow was not identical between the barrels, the central units received slightly 

more water than the ones on the outside. The magnitude of this difference varied between 

pumps and over time as fouling built up. Experimental treatments were placed in alternate 
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units (i.e. treatment A in units 1, 3 and 5 and treatment B in units 2, 4 and 6) to control for 

the impact of flow variation.  

Figure 2.1: The trial upweller system in operation at COF. Shown are: The six individual 
units (A), equipment and spares storage (B), the inlet and drain hoses (C), the River Colne 

(D) and the marine reservoir that supplies the units (E). Not shown is the pump, which is 
submerged to the right of the image 

There was no non-return valve fitted to the inlet hose, this meant that in the event of pump or 

power failure the units would drain, preventing stagnation of the relatively small volume of 

water in the barrels. In 2021 a 4G enabled solar powered security camera (Go-Plus, ReoLink 

Hong Kong) was mounted near the drain hose and checked remotely twice-daily, on top of 

on-site staff carrying out sporadic checks when convenient. This meant that in the event of 

pump or power failure the oysters in the system could be transferred to the reservoir within a 

few hours until the failure could be rectified. 

The system was partly redesigned in 2022, with the addition of layers within the units to 

allow the stock to be spread (Figure 2.2). 
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Figure 2.2 Schematic representation of the 200 L land-based upwelling nursery system 
developed for this study showing the additional layers added to the upweller units for the 

2022 trial. Water enters at a rate of approximately 1 L s-1 through the pipe at the bottom of 
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the unit, flows through the oysters, which are distributed between the three layers, and exits 
through an overflow drain near the top of the unit. 
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2.2  Check-In Procedure 

The size and quantity of the oysters used to stock the units were determined by COF, who 

contributed part of their seed order to the project. In 2021 a specific request was made to the 

hatchery for small seed, which was used in the upwelling units. A similar request was made 

in 2022, but none were available. 

On arrival of the seed oysters, 1000 oysters were haphazardously selected and weighed to 

establish an initial average oyster weight. The stocking program for each year is summarised 

in Table 2.1. 

Table 2.1: Stocking summary for each trial of the land-based upwelling units, summarising 
oyster weights, experimental treatments and stocking biomass and number per unit. 

Parameter 2020 2021 2022 

Estimated individual weight (g) 0.28 0.06 1.12 

Stocking density/pattern High Low High Low Single Layered 

Initial unit total biomass (kg) 4.4 3.6 0.41 0.34 1 × 2.44 3 × 0.82 

Initial unit stocking number 16 000 13 000 6 400 5 200 2 200 3 × 700 

2.2.1 Experimental Set-Up - 2020  

The aim of the 2020 trial was to assess the impact of stocking density on growth and 

survival, as such the units were split into high and low density treatments. 

Oysters for 2020 were delivered from Morecambe Bay Oysters, UK as part of the COF 

primary seed order on the 29th of July. COF allowed us access to as many as necessary to 

stock the units. Initial stocking of the units was at 90 % and 110 % of the 

hatchery-recommended level of 10 L min-1 kg-1 oyster; 3.6 kg and 4.4 kg respectively. 

Experimental treatments were placed in alternate units to distribute them between potential 

flow rate variations. 

A further 3 samples of 3.6 kg were placed in mesh bags on a floating raft in the river 

(Chapter 2, Figures 2.6 and 2.7) for comparison to the land-based units. However, after two 
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weeks, likely as a result of two very hot days with midday slack waters, all oysters on the 

floating raft died. 

2.2.2 Experimental Set-Up - 2021  

The aim of the 2021 trial was also to assess the impact of stocking density on growth and 

survival using the same pattern of treatment but with much smaller oysters than in 2020. 

Oysters were delivered on the 28th of April 2021 from Morecambe Bay Oysters, UK. A 

separate order was made specifically for this trial in order to test smaller oysters in the 

system, a limited quantity of these were delivered, resulting in a stocking density 90 % lower 

than the previous year. Stocking was carried out at 90 % and 110 % of an even division 

between the units (336 and 410 g in the high and low stocking density treatments 

respectively) and distributed in the same way as in 2020. 

2.2.3 Experimental Set-Up - 2022 

The aim of the 2022 trial was to assess the impact of stocking pattern on growth and 

survival. The stocking density was uniform in all 6 units, but in three there was a layered 

treatment, in which the oysters were spread out over three layers. A single layer was used in 

the other three units. 

Oysters for 2022 were shipped from the France Naissain hatchery, France, arriving at COF 

on the 16th of March 2022 (day -28). The seed were in poor condition, with >10 % dead on 

arrival. Accurately assessing the mortality status of a small oyster is very difficult as they can 

be dead but remain fully closed for some time. It was therefore decided to portion the oysters 

evenly between the upweller units and allow them to settle for 4 weeks. 

On the 13th of April (day 0) a second check in was carried, out. Each oyster was inspected 

and a further ~10 % were discarded, leaving ~13 100 individuals. The units were then 

stocked with six even divisions of the total weight of oysters. Three of the units were stocked 
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as a single layer of ~2 200 oysters whilst three were further split into three even vertical 

layers of ~700 oysters within the same upwelling unit. The position of oysters within the 

layered treatments remained consistent throughout the trial. 

Nine oysters per unit (3 per layer where applicable) where glued to a plastic strip with UV 

curing fibreglass resin (Solarez Ding Repair, Vista, CA, USA) for ongoing size (height and 

length) monitoring. Unfortunately these oysters experienced high (>50 %) mortality, so the 

data were not usable. 

2.3 Ongoing Data Collection and Maintenance Procedures 

At each data collection event oysters were removed from the units and cleaned of settled 

sediment, pseudofeces and fouling organisms. They were then allowed to drain and weighed 

as a full sample. During this period the units were cleaned of any built up sediment. 

Once the water flow through the units was restored, a triplicate water sample was taken and 

a known volume filtered through a GF/F filter (Whatman UK; poresize 0.45 µm). The filtrate 

(~45 ml) was retained and frozen from each of the three samples for later nutrient analysis, 

which was carried out using a Seal AA3 colorimetric autoanalyser. See Table 2.2 below. 

Table 2.2 Details of the nutrient analysis methods used to analyse water samples taken during 
the trials of the land-based upwelling units (SEAL, 2020) 

Analyte Seal Method Detection Limit Coefficient of Variation 

Ammonia G-327-05 Rev. 6 0.003 µmol/L 0.3 % 

Nitrate and Nitrite G-172-97 Rev. 13 0.015 µmol/L 0.21 % 

Silicate G-177-96 Rev. 10 0.030 µmol/L 0.5 % 

A temperature logger (HOBO Pendant MX, Onset, Bourne, USA) was submerged in one of 

the units throughout each deployment. The logger recorded temperature every 15 minutes. 
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2.3.1 2020 

Data collection in 2020 took place roughly weekly, depending on availability of personnel. All 

procedures followed those described above. 

2.3.2 2021 

As in 2020, data collection took place on roughly a weekly basis. Cleaning and weighing 

procedures were as in 2020. In addition a haphazardously selected 10 oysters were 

measured for height. After two months, the samples were graded and separated (see 

section 2.4) and both grades returned to the units.  

From the first grading onwards, the two grades were treated separately at each data 

collection event. Further to this 10 oysters per unit, 5 from each size grade, were tagged for 

ongoing individual size tracking. These were measured for height and length at each 

data-collection event. However, the tagging method was ineffective, and too many tags 

came unstuck from the oyster, rendering the data unusable. 

2.3.3 2022 

Data collections were reduced to fortnightly intervals in 2022. The units were drained and 

samples allowed to drip dry before weighing. Each layer was treated as a separate sample 

when weighing. Individual tracking was again attempted, but high mortality meant that these 

data were unusable. 

Cleaning and water sampling took place on the same occasions, water sample analysis was 

carried out as per previous years. 
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2.4 Grading  

2.4.1 2021 

Grading is the process of separating the stock by size, removing larger individuals to prevent 

them dominating the population. The method used for this trial was to sieve the entire 

population of each upweller through a 15mm square mesh, which retained oysters at ~2 g, 

the size at which they are deemed sufficiently likely to survive from a commercial point of 

view. Oysters which passed through the mesh were placed back in the unit they came from, 

those which were retained were removed from the system, other than the first grading event 

when they were placed back in the unit in a separate mesh container for 24 days. 

The first grading event took place on the 2nd of July (day 66), the large oysters were then 

removed on the 26th of July (day 90). Further grading events took place on the 18th of August 

(day 112) and the 13th of September (day 139), when the large oysters were removed from 

the units. Removed oysters were kept in a marine water tank and then taken to a marked 

area of the intertidal for ongrowing on the 22nd of September (day 148). 

The oysters graded out of each unit were drained and weighed as a full sample. One 

hundred haphazardously selected individuals were weighed, and an estimated average 

individual weight established for each group. This was used to estimate the number of 

individuals removed and remaining in each unit. 

Oysters were graded following the same procedure in the final processing on the 22nd of 

October (day 178). Additionally the small grade oysters were passed through another, 

smaller, mesh at ~0.7 g grade, quantifying small and medium size classes. 

2.4.2 2022 

The grading procedure used was as per 2021. The first grading took place on the 25th of 

May (day 42). Each grade was weighed and the large oysters were removed from the 
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system, the small ones were returned to their original location. The same procedure was 

used in the final processing on the 6th of July (day 84). A final mortality count was carried out 

by individually inspecting all oysters left in the small grade by inserting and gently twisting a 

fingernail between the valves at the umbo. Live oysters remained shut under this pressure 

while dead ones opened. 

2.5 Post-Upweller Monitoring 

The marked area of the intertidal oysters where oysters were laid out on to in 2021 was 

initially free of other oysters of the same size class. Oysters were placed on the area at a 

known density. A visit was planned in spring 2022 to assess growth and survival of the 

oysters. However, severe storms in early 2022 washed a large proportion of COF’s stock 

away from its original position, so it was not possible to carry out the planned monitoring. 

2.6 Oyster Shape Tracking 

On 27th of May (day 44) 20 haphazardously selected oysters from the layered units and 20 

oysters from the same batch of seed that had been in a cage in the Pyefleet were measured 

(height, length and depth) using callipers. Average height to depth and length to depth ratios 

were calculated for each sample group to compare shape. 

2.7 Costing 

The forecast cost per oyster was modelled for a number of grow-out scenarios in order to 

assess the economic viability of using a land-based nursery system at COF. The model 

accounted for the cost of labour, fuel, vessel usage, energy consumption and seed oysters 

at various sizes.  

Ongoing (labour, fuel and vessel usage) costs were estimated for the current river cage 

system based on values from COF and assumed that the cages would be visited for a full 

day (1 vessel with 2 crew) once a week in order to maintain high quality husbandry. Ongoing 
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costs for the upwelling systems were estimated based on energy usage and an hour per day 

of labour. 

Energy consumption calculations were based on (historically high) October 2022 energy 

costs and data supplied by pump manufacturers on the energy required to pump a given 

volume of water. The required volume was calculated by using hatchery recommended flow 

rates, initial stocking weights and estimated growth rates to estimate the required flow rate, 

and therefore energy cost, for each day. 

Ongoing costs for both systems were calculated on a per day basis, and the number of days 

required was then estimated based on the weight of oysters at stocking and an averaged 

growth rate from all runs of the upwellers (2% d-1). This was likely to have been conservative 

given the optimisation of stocking techniques that took place over the trials. 

Seed costs for the model were Morecambe Bay Oyster’s anticipated 2023 prices for oysters 

at various weights at the time of model creation, October 2022. Seed was the only capital 

cost accounted for in the model, the estimated cost of setting up an upwelling system of the 

required size is £55 000. The final output of the model was the price per oyster at 3 g, the 

size at which COF preferentially lay oysters out onto their layings, based on stocking 

300 000 oysters. Four scenarios were modelled: 

A Stocking river cages with 0.5 g oysters (the current practice) 

B Stocking upwellers with 0.1 g oysters using mains power 

C Stocking upwellers with 0.5 g oysters using mains power 

D Stocking upwellers with 0.1 g oysters using 90% on-site generated renewable power 
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2.8 Data Processing and Plotting 

Data processing, plotting and analysis were carried out using Microsoft Excel and Python 

(v 3.9) the packages NumPy (Harris et al., 2020) and pandas (McKinney, 2010) were also 

used. 

Mortality was calculated as the difference between initial estimated sample sizes and 

estimated numbers at the final processing. Daily temperature averages, maxima and minima 

were calculated for each deployment. 

Growth rates were calculated using the change in full drained sample weights. These were 

used to estimate a daily percentage change for the time period since the prior measurement. 

Grading events were observed to result in a quantity of shell fragments being knocked off 

the oysters, which would have resulted in an unavoidable underestimate of growth. Any 

negative mass gains were corrected to 0.  

Growth rates were averaged per treatment and compared between stocking densities, 

stocking patterns and layers where appropriate using repeated measures ANOVA, or 

Friedman’s test where assumptions of parametric tests were not met. Data were checked for 

normality using SciPy Shapiro-Wilk testing (Virtanen et al., 2020) and sphericity with 

Pingouin Mauchly testing (Vallat, 2018).  

In 2021, the year with the most grading events, treatment averages for the percentage 

removed at grading and average weight of graded out oyster at each grading were also 

calculated, and tested using the same procedures used for growth rates. 

Estimated growth rates, population sizes and temperature traces were plotted using 

Matplotlib (Caswell et al., 2022) and Seaborn (Waskom, 2021).  
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3 Results 

3.1 2020 

The 2020 start date was delayed by COVID-19 and the pump supplying the units failed after 

34 days, on the 29/08/20. The pump was replaced by COF staff with a less powerful unit and 

this was not communicated immediately. Sourcing a replacement pump was complicated by 

University of Essex pandemic shutdown resulting in total mortality by 07/09/20. 

Growth rate data from the 2020 trial are presented in Figure 3.1. Growth rates (n = 5) in the 

low-density units averaged 2.1 ± 0.6 % d-1, significantly higher than the 1.7 ± 0.7 % d-1 in the 

high-density units (R-M ANOVA, (F(1,2) = 19.88, p = 0.047). 

Treatment averaged growth rates ranged from 1.4 ± 0.2 to 2.9 ± 0.4 % d-1 in the low-density 

units, and from 0.7 ± 0.2 to 2.4 ± 0.2 % d-1 in the high-density unit.
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Figure 3.1: Treatment averaged estimated daily growth rates (mean ± SD), average treatment/unit population size and temperature readings 
from a logger in one of the units for the 2020 trial. Pump failure is indicated by the dotted vertical line. Plots are offset along the time axis for 

clarity. 
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3.2 2021 

Despite issues with power supply early in the run monitoring by security camera ensured 

that the oysters were protected from any adverse effects of pump failure by temporary 

storage in the reservoir. Mortality throughout the 177 day run was negligible (<10%). 

Growth rate data from 2021 are summarised in Figure 3.2. Splitting and grading events are 

shown by a decrease in the population levels. Treatment average growth rates (n = 24) were 

2.1 ± 1.0 and 1.8 ± 1.0 % d-1 in the low and high-density treatments respectively. There was 

no significant difference between the stocking treatments for any of the three tested 

parameters: growth rate (Friedman’s test, X2(1) = 0.33, p = 0.56), percentage graded out 

(R-M ANOVA, (F(1,2) = 5.87, p = 0.14) and average weight of graded-out oyster (R-M 

ANOVA, (F(1,2) = 0.79, p = 0.47). 

Treatment averaged growth rates between the 30/06/22 and 03/07/22 had a notably high 

variance. This was driven by a single unit with particularly high (>6 % d-1) growth in each 

treatment. The two units were adjacent, so these differences may have been caused by an 

issue with flow through the manifold, possibly blocking other units and providing more water 

to the units with high growth. The difference in growth rates between the treatments remains 

insignificant when these data are excluded from the analysis (Friedman’s test, Χ2(1) = 3, 

p = 0.08). 

Treatment average growth rates varied from 0 to 4.9 ± 0.6 % d-1 in the high-density units, 

and from 0 to 5.1 ± 0.5 % d-1 in the low-density units. 

At the final processing, 13% of oysters from the low-stock treatments were classified as 

small (<0.2 g), compared to 26% in the high-density treatments, a random sample of 20 of 

these oysters were checked for mortality, and all were alive. In total 68% of oysters in the 

low-density treatment reached a high-grade size (>2 g), compared to 50% in the 

high-density treatment.
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Figure 3.2: Treatment averaged estimated daily growth rates (mean ± SD), average treatment/unit population size and temperature readings from a 
logger in one of the units for the 2021 trial. Plots are offset along the time axis for clarity. Note that the first grading event took place on the 26/06/21 but 

large oysters were not removed until 27/07/21, these were counted in the unit population until that point, but excluded from growth-rate calculations 
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3.3 2022 

Mortality was higher in 2022 than the two previous trials, at 36 and 37 % in the layered and 

single-stocking pattern treatments respectively. 

3.3.1 Layered vs Single Stocking 

Growth rate data compared between stocking pattern treatment from 2022 are summarised 

in Figure 3.3. Growth rates in the layered units averaged 2.8 ± 1.6 % d-1, significantly higher 

than the 1.1 ± 0.4 d-1  in the single units (Friedman’s test, χ2(1) = 3.0, p = 0.01). Treatment 

average growth rates varied from 1.0 ± 0.3 to 5.5 ± 0.3 % d-1 in the layered units, and from 

0.6 ± 0.5 to 1.8 ± 1.1 % d-1 in the single units. 

The differences in grading between the two treatments are summarised in Table 3.1. More 

and heavier oysters were removed from the layered stocking treatment in both grading 

events. The average weight of oysters remaining after the first grading was very similar 

between the treatments, 0.96 ± 0.1 g in the layered and 0.94 ± >0.1 g in the single stocking. 

Table 3.1. Comparison between the grading results (% graded out and average weight of 
graded-out oysters) at grading and final processing events between treatments in 2022. 

Treatment Event 

% graded out 

(treatment average) 

Average weight of graded 

out oysters (g) 

Layered Grading 1 47 ± 2.0 4.4 ± 0.4 

Single Grading 1 36 ± 8.4 2.8 ± 0.3 

Layered Final processing 98 ± 0.9 6.4 ± 0.7 

Single Final processing 45 ± 15 4.5 ± 1.0 
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Figure 3.3: Treatment averaged estimated daily growth rates (mean ± SD), average treatment/unit population size and temperature readings 
from a logger in one of the units for the 2022 trial. Plots are offset along the time axis for clarity. 
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3.3.2 Layer Comparisons 

Average growth rate data from the three layers in the layered stocking pattern units are 

summarised in Figure 3.4. There was no significant difference in growth rates between the 

layers (R-M ANOVA, F(2,4) = 0.74, p = 0.53). 

Table 3.2: Percentage graded out and average weight of large-grade oysters from the first 
grading and final processing in 2022. 

Layer Population Graded Out (%) (±SD) Average weight (g) (±SD) 

Grading 1 Final Grading 1 Final 

Top 45 ± 3.3 30 ± 6.8 4.8 ± 0.3 6.0 ± 1.1 

Middle 41 ± 2.1 34 ± 7.9 4.5 ± 0.8 5.7 ± 0.5 

Bottom 55 ± 2.4 28 ± 5.7 4.0 ± 0.3 7.5 ± 1.6  

Table 3.2 summarises the differences in proportion and size of graded-out oysters in 2022. 

At the first grading more oysters were graded from the bottom layer, but they had a smaller 

average weight, the inverse of this happened at the final processing. 
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Figure 3.4: Layer averaged estimated daily growth rates (mean ± SD), average layer/unit population size and temperature readings from a 
logger in one of the units for the 2022 trial. Plots are offset along the time axis for clarity. 
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3.4 Shape Tracking 

There was no significant difference in the height-to-depth ratio between oysters from the 

river and the upweller units. The length-to-depth ratio in oysters from the river was 

2.36 ± 0.32, significantly higher than the ratio of 2.08 ± 0.27 found in oysters from the 

upwelling units (Kruskal-Wallis, H (1) = 9.2, p < 0.01). 

3.5 Nutrient and Temperature 

Nutrient sample data are presented in Appendix 4. Nutrient levels remained within the 

standards set by The Water Framework Directive (2017) for estuarine waters. Temperature 

remained within the range of M. gigas (Bayne, 2017d). Results from the analyses were 

variable, but no correlation was found between nutrient levels or temperature and oyster 

growth rates over the duration of all three trials. 

3.6 Costing 

Table 3.3: Forecast costs per oyster at 3 g, the size at which they are considered suitably likely 
to survive when introduced to the intertidal layings. Costs under COF’s current procedures, 

and three realistic scenarios for upwelling units are provided for comparison.  

 

Growing System 

Seed 

cost (p) 

Stocking 

Size (g) 

Power 

Source Cost at 3 g (p) 

A River Cage 3.2 1.0 N/A 4.2 

B Upweller 1.3 0.1 Mains 5.2 

C Upweller 1.9 0.5 Mains 5.0 

D Upweller 1.3 0.1 Renewable (90%) 2.6 

 

4 Discussion 

4.1 Project Summary 
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The upwelling units were in operation for a total of 43 weeks over the course of the three 

trials. 135 000 oysters from two hatcheries passed through the system, growing at an 

average of 2 % d-1. Husbandry visits took place nearly 120 times, with sampling and 

measuring on 35 of these visits, during each of which the oysters from all 6 units were 

drained and weighed, and up to 120 oysters individually measured and each unit cleaned. 

There was no evidence of any disease occurrence in the units, likely as a result of high 

quality conditions, but also possibly due to use of a reservoir as a water source which may 

have resulted in settlement of particulate disease vectors, resulting in reduced exposure to 

pathogens (Whittington et al., 2015b) 

These trials were designed to be small-scale but mimic commercial practices, and grading 

was therefore a key part of the process. Well implemented grading processes are a crucial 

element in many aquaculture systems, preventing slow-growing individuals being 

outcompeted by faster-growing individuals, and can significantly improve the final outcome 

of a growing cycle (Ahvenharju et al., 2005; Gunnes, 1976; Mgaya and Mercer, 1995). 

However, it must be noted that on a fully commercial scale, the grading practices would have 

been noticeably different. Commercial shellfish grading machines are gentler and faster than 

the sieving approach used in these trials. Our methods required that the oysters were out of 

the water for up to half an hour, with a relatively strong movement needed to grade them 

effectively. This in turn meant that grading resulted in a loss of weight, particularly the fragile 

newly grown shell was lost, resulting in an underestimate of growth. There may also have 

been significant stress associated with this process, which could have had a negative impact 

on the oysters. 

4.2 Annual Summaries 

Lessons were learned from each year’s trial, enabling us to improve our methodologies and 

system design throughout the trials. Summaries of the data, conclusions and modifications 

each year are provided in the following subsections. 
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4.2.1 2020 

Due to the short duration of the 2020 trial only limited conclusions can be drawn. When the 

system was fully functioning the growth and survival rates were sufficient to prove the 

concept of the upwelling units. The estimated average oyster size at stocking in 2020 was 

larger (0.28 g vs 0.06 g in 2021) than the units were designed for as COF donated a portion 

of their normal seed order rather than purchasing specifically for the trial. 

The final weight prior to the pump failure showed a stocking density 76 % and 53 % above 

the hatchery-recommended level in the high and low-stock units respectively, with no 

apparent impact on mortality. Growth rates calculated from the final visit were by far the 

lowest seen during this trial, particularly in the high-stock units. This suggests that stocking 

density was beginning to have an impact on growth rate. 

4.2.2 2021 

After 2020 two main changes were made to the protocols. Back-up pumps were purchased 

in advance of stocking the system in 2021, and a remote monitoring system was installed. 

We were therefore able to respond to pump failure or power loss rapidly, preventing any 

impact on the oysters in the units. 

Work in 2021 proved that small seed could be used in the system with very low (< 10 %) 

mortality in both treatments. With an estimated average weight of 0.06 g, the oysters used 

for this trial were unsuitable for river cages. The size of mesh required to avoid loss would 

have required daily cleaning to prevent clogging and it was likely that mortality from 

predation would have been high. 

The lack of a significant difference in treatment averaged growth in 2021 is likely due to the 

low overall stocking density (340-410 g per unit), which initially averaged 10 % of the levels 

recommended by hatcheries (~4 kg biomass per unit). This is lower than we would have 
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liked, but COF’s supplier was unable to provide a larger amount of seed oysters at the 

requested size. Due to the grading procedures, overall stocking weights remained below 

hatchery-recommended density for nearly the full duration of the trial, only rising above it on 

three occasions. 

There was also no significant difference between treatments in the number or weight of 

oysters removed at each grading. However, in the low-density treatment 36 % more oysters 

reached a size at which they were graded out, and 50 % fewer remained under 0.2 g. This 

suggests that the growth of some individuals within the stock was negatively affected in the 

high density treatment. This may also have occurred to a lesser degree in the low-density 

treatment. However it is not possible to discount that the individuals that failed to grow 

substantially may have done so as a result of other reasons, possibly genetic or resulting 

from poor conditions experienced prior to being stocked in the upwelling units. 

We suggest that the differences between treatments may have been a function of localised 

density, the oysters in 2021 were stocked as a single group, meaning that each oyster was 

in close proximity to all others in the unit, the number of which was a reflection of the 

stocking density. Competition for freshly pumped, and therefore food-rich and well 

oxygenated water was potentially a cause of these differences in outcome between the 

treatments.  

4.2.3 2022 

The trials in 2022 were designed to assess whether localised density had an impact on seed 

growth rate, growth uniformity and survival. This was accomplished by splitting the stock into 

3 layers, using the modified units (Figure 2.2). 

Work in 2022 was heavily impacted by the low quality of the delivered seed, an estimated 

10 % of which was removed on arrival due to mortality. After allowing the seed to recover for 

a month in the upwelling units a further 10 % of oysters were dead and were removed prior 
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to the start of the trial. Mortality assessment is challenging in small oysters, which do not 

necessarily open when dead, and our assessment was likely to have been an 

underestimate. Combined with the poor quality of the seed this accounts, at least in part, for 

the higher (36.5 % post check-in) mortality in comparison to 2021. 

The impact of stocking pattern was clear and highly significant, oysters in the layered 

treatment grew 2.5 times quicker and were 1.5 times larger when graded out. All but 24 of 

the 6 300 oysters from the layered treatment that were alive at the end of the trials had 

reached a large grade size, compared to 980 of 6 600 in the single stocked units. Mortality 

was <1 % different between the two treatments, suggesting that the negative impact of the 

single stocking was insufficient to increase mortality. 

There was no impact of position within the layers, suggesting that the oysters in the lower 

layers, closer to the water inlet, did not remove sufficient resources from the water to 

adversely impact those above them. This was likely to have been due to the relatively low 

stocking in relation to the overall flow. It may also reflect the turbulent flow induced by the 

system design, which would have resulted in some water flowing round the oyster containers 

(which did not fully cover the horizontal cross-section of the units) and in the sides rather 

than consecutively through the layers. 

  



- 136 - 

 

 

4.3 The Impact of Stocking Density 

4.3.1 The Impact of Density and Competition in Upwelling Units 

Overall density in the units was rarely limiting in our trials, possibly with the exception of late 

2020 when growth rates were substantially lower in the high density treatment 

Inter-individual competition, however, was an important factor, with some individuals 

reaching sizes nearly an order of magnitude greater than others. The intra-population 

differential in growth rates, most notably in the high-stock units in 2021, suggests that 

competition between individuals in the units was heavily asymmetric (Fréchette et al., 2005; 

Weiner, 1990). Unfortunately attempts to track the relationship between size and growth at 

an individual level failed due to tag loss and high mortality of tagged individuals, but between 

grading events the increased growth rate of the larger oysters is likely to have increased the 

competitive asymmetry in the population, underlining the importance of effective grading. 

More frequent grading may have helped reduce the asymmetry in competition between 

individuals, but would not have been without drawbacks, as discussed in section 4.1. 

In the layered treatment in 2022 no individuals failed to reach a large grade size, whereas in 

the single treatment 15% did not grow sufficiently. The contrast to 2021 may in part be due 

to the units having been initially stocked with much larger (1.1 g rather than 0.06 g in 2021) 

oysters. However, we suggest that the difference in the layered units was primarily a function 

of lower localised densities reducing resource limitation. Competition theory predicts 

precisely the outcome of these trials, more even growth as a result of reduced asymmetry 

(Begon et al., 2012). The higher overall growth rate seen in the layered units suggests that 

the increased resource availability also reduced overall competition for resources, indicating 

that the layered design increased the overall carrying capacity of each unit. 
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4.3.2 Competition and Grading 

Grading serves to artificially reduce size differences within a population by removing the 

largest individuals. This reduces the impact of competitive asymmetry, preventing slower 

growing individuals from being dominated by allowing them to either make more efficient use 

of available resources or have greater access to existing resources and therefore, in theory, 

grow faster. It is common practice across the aquaculture industry as a result (Fan et al., 

2021; González et al., 2011; Gunnes, 1976). 

However, grading is a time-consuming and costly process that causes a degree of stress 

regardless of how it is carried out, and ideally would not be necessary. In reality however it is 

unavoidable, growth in M. gigas, as in most organisms, is strongly affected by genetics with 

inter-individual variability inevitably arising as a result (Gutierrez et al., 2018; Meyer and 

Manahan, 2010). We have demonstrated that optimisation of stocking protocols in upwelling 

systems can strongly influence the degree of asymmetry in competition and growth, in turn 

reducing the frequency of grading events but not removing their necessity. 

4.4 Product Quality 

The shape-tracking data, while limited in scope, suggest that oysters grown in the upwelling 

units may go on to have a deeper shape, and therefore are a more desirable product than 

those grown in river cages. Reliable production of deeper oysters would certainly be of 

interest to some markets, potentially allowing producers to charge a higher price (Marshall 

and Dunham, 2013). Due to the movement of oysters after being laid out in the river and 

following a storm, it was impossible to investigate this effect further. 

4.5 Costing 

The forecasted costs of operating the upwelling units show that they have the potential to 

produce cheaper oysters at a suitable size to be laid out on COF’s grounds than the current 
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methods used at the fishery, particularly given that the estimates were based on a 

conservative (2% d-1) growth rate that we expect an optimised system to exceed, and 

historically high electricity prices. The potential for reduced grading frequency and 

production of oysters with a more desirable shape may provide further economic 

advantages. 

Capital cost for the installation of suitably sized upweller units remains a stumbling block, but 

we believe that the trials described in this chapter provide a strong evidence base for 

revision of practices at the fishery in principle, particularly if renewable electricity generation 

capacity is incorporated into the system.  

5 Conclusion 

Over the course of three summers we have demonstrated the potential benefits of 

land-based oyster ongrowing systems. Reducing localised density by layering the stock in 

2022 reduced asymmetry in competition between the oysters, substantially increasing 

evenness of growth within the population. Overall resource limitation was also reduced, 

resulting in increased population growth rates and possibly the unit carrying capacity. These 

effects are all of major benefit in commercial shellfish aquaculture. Addition of layers was a 

low-cost intervention, needing only a small time and material investment to construct and 

minimum additional maintenance other than a small increase in cleaning requirements. 

Future work should investigate several factors. Using smaller and, hence, cheaper seed 

oysters in the layered system should be explored further as it represents additional potential 

cost savings. Similarly a trial using triploid oysters could enhance the utility of the systems 

due to their inherently faster growth, although they would represent an increased up-front 

cost (Guernsey Sea Farms, 2023; Wadsworth et al., 2019). Further reduction in localised 

density may realise additional gains. Tracking of the relationship between size and growth at 

an individual level was unsuccessfully attempted in both 2021 and 2022. Accurate data of 
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this nature would add substantially to our understanding of the competitive dynamics within 

the units.   
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Chapter 5 

 

Gaping Behaviour of Blue Mussels 

(Mytilus edulis) in Relation to 

Freshwater Runoff Risks 
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This chapter is a version of a manuscript published in Aquaculture Reports 

(https://www.sciencedirect.com/science/article/pii/S2352513423002582) that has been 

edited to remove information that repeats content published elsewhere in this thesis. 

https://www.sciencedirect.com/science/article/pii/S2352513423002582
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Abstract 

Shellfish grown for food are vulnerable to environmental contamination, potentially rendering 

them unsafe for human consumption. Non-invasive gape (valve openness) sensing allows in 

situ monitoring of bivalve shellfish behaviours, such as feeding, that can result in exposure to 

contaminated waters. Sensors were attached to Blue mussels and deployed for 10 days on 

natural mussel beds in Dundrum Bay, Northern Ireland. Data showed a tidally synchronous 

behaviour pattern of high openness at high water and vice versa. It is likely that this is, at 

least in part, due to extreme salinity variation (1.8 to 33.6) resulting from near total water 

exchange with each tide in the bay. This behaviour is likely to infer a degree of protection 

from contaminants during periods of low water, a time at which runoff-derived pollutants are 

most concentrated. 

1 Introduction 

The concepts and potential uses of gape sensing are discussed in detail in Chapter 2, 

Section 4.3. This chapter focuses on the use of the NOSy system in a different context to 

those discussed so far, the monitoring of a Blue mussel (Mytilus edulis) population in 

Dundrum Bay, an area with substantial water contamination issues (H Moore, Agri-Food and 

Biosciences Institute Northern Ireland, personal communication). Dundrum Bay is located on 

the south-east coast of Northern Ireland (Figure 1.1). Historically productive mussel beds in 

the southern end of the bay are currently deemed unsuitable for harvest due to the 

identification of local contamination and continual food safety testing failures (H Moore, 

Agri-Food and Biosciences Institute Northern Ireland, personal communication). 

The aims of this study were to demonstrate the utility of NOSy to quantify gaping behaviours 

in a non-oyster species, and to examine patterns in behaviour across tidal cycles. We further 

aimed to determine whether the behavioural patterns of M. edulis in Dundrum Bay affect 

their vulnerability to contaminants from freshwater runoff. 
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Figure 1.1: Study site location. A and B locate the study site on a continental and country 
scale. C provides study site scale detail. The drainage channels that remain full at low tide 
are shown in blue with intertidal areas indicated in brown. The study location is highlighted 

by a black circle, which the floating pontoon was at the centre of (54.251N, -5.849W). 
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2 Materials and Methods 

2.1 Study Area 

Dundrum Bay, Northern Ireland (Figure 1.1) covers an area of approximately 4.5 km2 and 

has a tidal range of ~4 m. The inner bay, connected to the Irish Sea by a narrow, 1 km long 

channel is almost completely intertidal, experiencing near total water exchange with each 

tidal cycle (Snodden and Roberts, 1997). At low tide, the water that remains in the bay in the 

drainage channels is virtually fresh, whilst it reaches nearly full-marine salinity at high tide. 

As in many estuaries, the restriction of water to relatively narrow drainage channels at low 

tide suggests that contamination entering the bay would be relatively concentrated at low 

tides. 

2.2 Sensing Equipment 

The NOSy system, as described in Chapter 2, was used to monitor M. edulis gaping 

behaviours throughout this study. 

Conductivity, temperature and depth (CTD) data were recorded with two types of CTD 

instrument (Sea-Bird 19 CTDi on 16-18 September 2020; Sea-Bird Electronics, Bellevue, 

WA, USA; YSI 6080 on 19-25 September 2020; Xylem Analytics UK, Letchworth, UK) which 

were deployed on the seafloor in close proximity to the pontoon, logging depth and salinity 

every 15 min (Seabird 19 CTDi) or 20 min (YSI 6080) throughout the deployment. Depth 

data from the CTD instrument used on 19-25 September 2020 were adjusted by -27 cm to 

calibrate with the readings of the first instrument. All CTD data were linearly interpolated 

between available data points (either 15 or 20 minutes apart) to calculate an estimated 

salinity equivalent to each minute-averaged gape data point. 
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2.3 Study Animals and Experimental Conditions 

Mussels for the study were retrieved from the study site, a mussel bed in the south west of 

the bay (Figure 1.1C), on 15 September. They were stored overnight in the high intertidal 

zone adjacent to the bed for easy retrieval on the following day. The use of mussels that 

have grown in situ reduced the need for an acclimation period to the conditions in the area. 

The next day, 15 mussels (54 mm average length, range 50 - 60 mm,) were selected for 

optimal shape and prepared for sensor attachment by cleaning and roughing the shell. 

Sensors and magnets were attached following the procedure as laid out in Chapter 2, 

Section 2.3, using a UV-curing fibre-reinforced polyester resin (Solarez Ding Repair, Vista, 

CA, USA) (Figure 2.1). One sensor was left mussel-free for monitoring of background noise 

for quality control. Sensors/mussels were designated as M1 – M15. 

Once sensor attachment was completed the NOSy unit was secured on a floating pontoon in 

one of the drainage channels in the south of Dundrum Bay (Figure 2.1). The mussels were 

then attached to pontoon mooring lines, sensors M1 to M8 on one line, sensors M9 to M15 

and the control sensor on another. All mussels were suspended throughout the tidal cycle, 

remaining submerged at all times. Deployment of sensor unit and mussels started on 16 

September and ended 9 days later on 25 September 2020, with gape logged at 3.7 Hz 

throughout. Battery replacements were carried out regularly to ensure sufficient power 

supply.  
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Figure 2.1: Schematic of the NOSy installation for the deployment in Dundrum Bay, 
September 2020. Shown are the principle set-up of the NOSy sensor with mussels 

suspended from a mooring line, and the location of autonomous CTD instruments to 
measure conductivity, temperature and depth. The inset illustrates the relative positioning of 

a neodymium magnet and the Hall-Effect sensor on the study animals. 

2.4 Data treatment and statistical analyses 

Data are available as supplementary material online [dataset] (Shakspeare, 2023). 

Gape data affected by disturbance during sensor attachment and associated movement 

prior to 17:00 on 16 September 2020 were excluded. Low power levels after 00:00 on 25 

September 2020 resulted in reduced quality data which were also excluded. Quality checks 

indicated short (<1 sec) spikes in sensor output throughout the deployment, believed to be 

as a result of electronic noise. These were manually removed by deleting data points outside 

of the expected range. Data were initially processed as per the protocols laid out in Chapter 

2, Section 2.4. Data were then averaged to the minute and normalised using the sklearn 

Python package (Pedregosa et al., 2011). Data for mussels 5, 12 and 13 in the latter parts 

were low quality or missing as a result of either mussel mortality, mussel detachment or 
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sensor failure (not directly verified during NOSy retrieval) and were removed. Population 

averaged gape per minute was then calculated (n = 12-15).  

Inflection point analysis (Muggeo, 2003) was carried out using the piecewise-regression 

(Pilgrim, 2021) Python package to explore the relationship between depth (as a proxy for all 

tidally influenced factors) and gaping behaviour. Significant inflection points, where found, 

indicated depths at which the relationship between depth and gape alter. Data were plotted 

using the matplotlib (Caswell et al., 2022) and Seaborn (Waskom, 2021) Python packages. 

3 Results and Discussion 

This study demonstrated the successful field deployment of the NOSy system with M. edulis 

with complete data recovered from 15 mussels for 83% of the deployment period. A figure 

showing processed gape data for all individuals is provided in Appendix 5. 

There was a difference in raw-data quality between mussels, as inter-individual 

morphological variation affected the distance between sensor and magnet (Appendix 6). 

However the averaging and normalisation procedures ensured that data were smoothed and 

directly comparable between mussels. 

During the sensor deployment, water depths at the study site ranged from 0 to 3.5 m, and 

salinities from 1.8 to 33.6 (24.1 ± 10.1). Mean temperature was 14.3 ± 1.3 °C, with a range 

of 9.7 to 16.9 °C. These environmental data are summarised alongside population-averaged 

gape in Figure 3.1 and demonstrate that there was a rapid increase and decrease in salinity 

with the tidal height, with the highest temperatures recorded during high water. A clear 

pattern of behaviour that was synchronous with tidal height was found across the study 

population, with high gape readings occurring at high tides and vice versa. Frequency 

distributions of the population’s average gape in 0.5 m depth bands are presented in Figure 

3.2. There was a clear trend of increasing average gape with depth, most notably between 

the < 0.5 m and 0.5 to 1 m bands, where the average gape increased from 0.09 to 0.43. 
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Figure 3.1 CTD and gape data summary from the full NOSy deployment in Dundrum Bay, 
Northern Ireland. Shown are data for depth (A), salinity (B) and temperature (C), and a 

summary of the population and minute-averaged M. edulis gape (± one standard deviation) 
(D). A normalised gape value of 1 indicates maximum opening and 0 indicates minimum 

opening. 
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Figure 3.2 Population average gape frequency distributions classified by 0.5 m depth bins. 
Vertical lines indicate the mean (solid line) and quartiles (dashed lines) for each depth bin. n 
values indicate population and minute-averaged gape data points, representing the number 

of minutes spent in each depth band over the deployment. 

There was a significant inflection point in the population average gaping behaviour at 0.92 m 

depth (Davies Test, df = 11937, p = 0.021) (Figure 3.3). Below this depth, gape was strongly 

positively related to depth, above it there was a positive but shallower relationship between 

the variables. Analysis of individual mussels showed that 8 of the 15 study animals also had 

a significant inflection-point in their gaping behaviour with depth, ranging from 0.35 to 

0.91 m, averaging 0.76 m (Table 3.1). 
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Figure 3.3: Population and minute-averaged gape of M. edulis throughout the deployment at 
all tidal heights. Results of the inflection-point regressions are summarised, solid lines 

indicate the two separate regressions and the dashed line the calculated inflection-point (± 
5% confidence interval in grey shading) of 0.92 m, the depth at which the relationship 
between depth and population and minute-averaged gape changed (Davies Test, df = 

11937, p = 0.021) 

  



- 151 - 

 

 

 

Bivalve molluscs are osmoconformers (Krogh, 1939) and M. edulis have a salinity tolerance 

of between 5 and 35, with an ability to tolerate fully fresh water for a short time (Barrett et al., 

2022; Bayne, 1976; Westerbom et al., 2002). Tolerance to low salinity is primarily enabled 

by the behavioural response of valve closure, which protects the organism from harmful 

conditions including the ingress of freshwater (Riisgård and Larsen, 2015; Solan and 

Whiteley, 2016). 

Whilst there are several factors, including temperature, food availability, pollutants and 

harmful algae, which can influence bivalve gaping we suggest that the strong relationship 

between depth and gaping behaviour is largely driven by the salinity variations (ranging in 

our experiment from 1.8 to 33.6) that occur in Dundrum Bay. Salinity was well correlated with 

depth (Spearman’s rank, r = 0.83, p = <0.01) over the NOSy deployment (Figure 3.1). The 

significant inflection point in population-averaged behaviour at 0.92 m (Figure 3.3) 

Table 3.1: Summary of the Gape vs Depth inflection-point analysis. The presence of an 
inflection-point demonstrates that a change in gaping behaviour occurred at that depth. 

Significant analyses are highlighted in bold. DNC = did not converge, in these instances no 
significant inflection-point was identified 

Mussel ID Breakpoint (m) 

Davies Test  

P Value  Number of observations 

Average 0.915 0.021 11941 

M1 0.812 <0.001 11941 

M2 DNC DNC 11941 

M3 0.133 0.926 11941 

M4 1.827 0.826 11941 

M5 0.702 <0.001 10372 

M6 0.794 0.063 11941 

M7 0.976 0.106 11941 

M8 0.823 0.002 11941 

M9 1.304 0.195 11941 

M10 0.349 0.026 11941 

M11 0.850 0.019 11941 

M12 0.772 <0.001 9908 

M13 0.909 <0.001 11341 

M14 1.804 0.446 11941 

M15 0.846 0.001 11941 
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corresponded to an average salinity of 24.3, while the significant inflection points of 

individuals corresponded to average salinities of between 12.6 and 24.3. 

When population gape data are separated into salinity bands, the gaping-behaviour patterns 

are clearly different between salinities below and above 25, showing that mussels remain 

significantly less open at intermediate salinities far above their published tolerance (Figure 

3.4). This was supported by the inflection-point analysis (0.9 m, 24.3 salinity), suggesting 

that salinity is a significant influence on the behaviour of M. edulis in Dundrum Bay. Further 

work is required to ascertain the influence of other factors, possibly including post-feeding 

(satiation) induced closure and adaptation to, or stress caused by, the regular tidal changes 

in the bay. 
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Figure 3.4: Population and minute-average gape frequency distributions classified by 
salinity. Vertical lines indicate the mean (solid line) and quartiles (dashed lines) for each 

salinity bin. n values indicate population and minute-averaged gape data points, 
representing the number of minutes spent in each salinity band over the deployment. 

This study demonstrated the suitability of the NOSy system for gape-data collection in the 

field, providing insight into the behavioural patterns of M. edulis over a tidal cycle covering 

extremes of salinity. Despite this species being tolerant to lower salinities, we have shown 

that M. edulis in Dundrum Bay showed substantially smaller gaping widths at salinities below 

25. This could be evidence of an adaptive behavioural response in the population that 

reduces exposure to the near freshwater conditions that occur during low tide. Alternatively, 

it may indicate high levels of background osmotic stress in the animals on the bed, resulting 
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from the high salinity variations found in the bay, that decrease their ability to cope with 

salinities below 25. 

 Regardless, there is a degree of protection inferred by this behaviour pattern against the 

potentially high contaminant concentrations that can be found in freshwater catchment run-

off as estuaries approach low-tide conditions. This does not exclude that local contaminant 

and water-quality indices are high enough to harm shellfish or their suitability for human 

consumption at other points in the tidal cycle when the shellfish are feeding, i.e. immediately 

after the start of flood tide, although further inflection-point analysis showed that opening on 

the ebb tide occurs at higher salinity (29.6) than closure on the flood when the sea is on 

average 1.2m deep and significantly diluting the freshwater river. 

The quality of the data and our analysis suggest that the NOSy sensor unit would be suitable 

for monitoring bivalve behaviours for a diverse range of purposes. This approach has 

potential application in the design and interpretation of shellfish classification monitoring 

programmes, particularly where waste-water discharges or diffuse inputs are tidally 

influenced. 
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Chapter 6 

 

Synthesis 
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The primary aim of this thesis was to ‘develop technologies and approaches with potential to 

improve our understanding of bivalve biology, with a primary focus on oyster production 

methods’. By developing processing and analysis protocols that facilitate the use of data 

from the Non-Invasive Oyster System (NOSy) for industrial, research and monitoring 

purposes, as well as successfully trialling land-based nursery systems, we have met this 

aim. Further to this we have shown that NOSy is capable of detecting spawning events in 

the Pacific oyster, the original purpose of the system. 

Data from field trials of NOSy units provided clear evidence of tidally synchronous gaping 

cycles, growth traces and behavioural differences between two species, Pacific and Native 

oysters. We investigated whether salinity was a driver of the observed behavioural patterns 

by designing novel laboratory methodologies that replicated tidal salinity variations. This is 

an under-studied aspect of estuarine ecology and bivalve behaviours, possibly due to the 

challenges of designing effective methodologies. 

As well as improving overall productivity of the oysters once growing in the marine 

environment, fisheries are dependent on sourcing and growing on of young stock and hence 

we worked closely with our industrial partner, Colchester Oyster Fishery, to develop and trial 

a land-based system for ongrowing of oysters purchased from a hatchery. This system was 

conceived to overcome many of the challenges that result from standard procedures at the 

fishery, particularly the high workload required to maintain the oysters in good condition. The 

land-based system was deployed for three summers. With iterative improvement in protocols 

and system design we were able to show that land-based systems have the potential to 

substantially reduce costs and improve returns on the investment in oysters from hatcheries. 

To demonstrate a broader application of NOSy we also deployed the system in Northern 

Ireland in collaboration with colleagues at the Agri-Food and Biosciences Institute, as part of 

an investigation into the vulnerability of Blue mussels to waterborne contamination. We 

showed that, as a result of responses to extreme salinity variation on the site, the mussels 
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close almost fully over low tide, which we suggest infers a degree of protection from 

contamination associated with freshwater runoff. Finally, this chapter recaps the findings and 

their relation to the primary objective. 

1 Chapter Recaps 

1.1 Chapter 2: Development and Trial of the Non-Invasive Oyster Sensor 

Chapter 2 primarily provides an overview of the trial and development of the NOSy system, 

the principles underlying its construction and how the recorded data can be utilised. The 

system was originally conceived to automatically alert Pacific oyster growers to when their 

stock is spawning, monitoring of which is currently an imprecise process that relies on 

invasive monitoring and inference from environmental data. Use of a reliable automatic 

detection system would enable precise timing of cultching by growers, a process that 

maximises the number of oysters retained from natural spawning and can therefore 

substantially reduce outgoings on hatchery purchased oysters. 

The chapter recounts the challenges that arose during the trial and development of the 

system, including loss of coverage due to shortcomings in the power supply system, unit 

failure and data corruption. Despite these challenges spawning was successfully detected 

when induced in the laboratory, proving that the design of the NOSy system was fit for its 

original purpose, although automatic detection of the behaviour in the field is yet to be 

accomplished. The data recorded in the field were, once processed, of suitable quality to 

identify behavioural patterns, trace growth and identify behavioural differences between 

oyster species. Suggestions are made as to how the system can be improved, namely a 

reduction in power consumption, the introduction of remote communication capabilities and 

development of on-board processing capability to recognise departure from normal 

behaviours. 
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The chapter concludes that the underlying concept and design of NOSy has been proved 

capable of high resolution recording of bivalve behaviours. With further improvements the 

system should be a valuable tool across several sectors. It will enable bivalve growers to 

monitor stock, supplying data that will aid in making management decisions to increase 

productivity. Further uses, as part of biosensor networks for large-scale environmental 

monitoring programs and in behavioural research are also discussed. 

1.2 Chapter 3: The Role of Salinity as a Driver of Pacific Oyster Gaping Behaviours 

Chapter 3 investigated the importance of salinity variation as a driver of Pacific oyster 

behaviours. Estuaries are complex environments in which many factors vary in a twice daily 

cycle, one of the most biologically significant of which is salinity. Observations made during 

field trials of the NOSy system showed that gaping behaviour of Pacific oyster in an 

estuarine environment is semi-synchronous to the tidal cycle. We designed an experiment to 

determine whether the tidal salinity variations were a primary driver of the observed patterns. 

Manipulation of salinity is methodologically challenging and the lack of laboratory studies in 

which tidal salinity variations are replicated suggest that this is an under-studied aspect of 

estuarine ecology. We designed two systems to replicate tidal patterns of salinity variations 

as measured in the River Colne, and recorded the gaping behaviour of oysters over multiple 

replicated tidal cycles. The gaping behaviours observed in the field were not replicated, 

although there were non-significant trends that suggest the range of salinity variations tested 

has a small impact. We suggest other factors, such as food availability and predation 

pressures, as possible drivers of the observed patterns. 

The findings from this chapter illustrate that patterns of gaping behaviour are influenced by 

multiple factors. Increasing understanding of these may allow producers to site their crop in 

more optimal locations, and to develop more efficient purification protocols. In a wider 
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research context we suggest that the development of salinity control methodologies will 

broaden the scope of estuarine and coastal biological research. 

1.3 Chapter 4: Trial of a Land-Based Oyster Nursery System for Commercial Use 

Chapter 4 details the development and trial of a new system for on-growing of purchased 

small oysters (seed) at Colchester Oyster Fishery. The current method the fishery uses is to 

keep the seed in mesh bags in the estuary until they reach a sufficient size to be laid out on 

the intertidal layings, where they grow to market size. This method has been used 

extensively by the company for decades, but it is labour intensive and exposes the oysters to 

the estuarine environment and associated risks. Land-based systems have the potential to 

reduce both labour costs and environmental exposure, which in turn allows for the purchase 

of smaller, and therefore cheaper, seed. 

We designed and built a system on-site at the fishery, which was trialled over the course of 

three summers (2020 – 2022). We trialled a range of stocking densities, seed sizes and 

stocking patterns within the units. In the first trial two stocking density treatments, at a 9:11 

ratio, were compared, growth was significantly faster in the lower density treatment. Both 

trialled densities were above those recommended by hatcheries for the majority of the trial, 

with no substantial mortality until the pump supplying the system with water failed. 

In the second trial we stocked the units with seed that were 80% smaller than the previous 

year, but at a 90% lower overall density due to a lack of availability of small seed. Two 

stocking densities were again trialled, with the same ratio as the previous year. No difference 

was seen in treatment averaged growth rates in this trial. However, double the number of 

oysters failed to reach a minimum size by the end of the trial. We suggest that this difference 

was a function of the stocking pattern in the units, in which the oysters were all kept in a 

single container. The high density treatment therefore had a higher localised, or 

experienced, density within the container, although the overall density in the unit was 
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relatively low. This led to greater competitive asymmetry in the higher density treatment, as a 

result of which dominant animals exhibited disproportionate growth despite regular grading, 

the removal of the largest animals from the stock. 

The stocking pattern in half the units was redesigned for the third trial to layer the oysters 

within the units. This had the effect of reducing the localised density without affecting the 

overall stocking density per unit. Only large seed was available for this trial, nearly three 

times larger than the seed used in 2020, and 19 times larger than in 2021. Initial overall 

stocking densities were just over half the hatchery recommended levels. Treatment 

averaged growth rates and growth uniformity were both higher in the layered units. Shell 

shape, a key aspect of consumer desirability, was also improved in comparison to oysters 

grown in the estuary. This demonstrates that an understanding of competition regimes within 

a population can allow for significant gains in the efficiency of production methods without 

the addition of extra capacity. 

Cost forecasts demonstrate that under optimal stocking regimes, and with the use of on-site 

generated power, land-based methods could be of substantial benefit to the fishery, reducing 

the cost of oysters at the point of laying out by half. This represents a potential saving of tens 

of thousands of pounds a year, as well as reducing exposure to the risks incurred when 

placing small oysters in an estuary. 

1.4 Chapter 5: Gaping Behaviour of Blue Mussels (Mytilus edulis) in Relation to 

Freshwater Runoff Risks 

Chapter 5 focused on the study of Blue mussels. The study site was a mussel bed located in 

Dundrum Bay, Northern Ireland, that has historically supported regular harvest, but in recent 

years has become too contaminated to allow economical exploitation. In collaboration with 

colleagues at the Northern Irish Agri-Food and Biosciences Institute (AFBI) we deployed the 
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NOSy system for nine days on mussels on the bed to determine if their patterns of behaviour 

had any impact on their vulnerability to waterborne contamination. 

High quality data were recorded throughout the nine-day deployment, proving that NOSy has 

utility and value in the monitoring of non-oyster species. These data showed that mussels in 

the bay had clear patterns of closure over the low tide period. The salinity regime in 

Dundrum Bay has an extreme variation, we recorded salinities from 1.8 to 33.6 over the 

NOSy deployment and we suggest that the observed behaviours are a response that 

protects the mussels during low-salinity periods. Contamination carried by freshwater runoff 

will be at its highest concentration during low tide, when the marine influence on the bay is 

minimal, and as a result this pattern of behaviour provides a degree of protection from this 

form of contamination. AFBI hope to carry out further work to determine the source of the 

contamination that is affecting the mussels. 

These data provide an insight into the patterns of mussel behaviour in Dundrum Bay that 

would not have been possible without the use of gape sensors. We suggest that the use of 

NOSy to better understand the behaviour of bivalves could be of great benefit in the 

development of environmental monitoring programmes. 

2 Active Synthesis 

The work of this PhD project has created knowledge, refined protocols, and developed 

approaches with application to both the bivalve shellfish aquaculture sector and wider 

monitoring and research. The work described in chapters two, three and five developed and 

proved methods to make use of the NOSy system, and indeed any other form of valvometric 

sensor. We also recorded wild gaping behaviours of M. gigas and M. edulis. For M. gigas we 

examined the causes of these in a controlled laboratory environment, demonstrating that 

salinity was not likely to be a primary driver of gaping behaviours in an estuarine 

environment. In the case of M. edulis we were able to determine how vulnerable the 

population was to contamination resulting from runoff derived pollutants.  
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In combination with a wider suite of monitoring tools, such as bivalve heartrate monitors 

(Electric Blue, 2020), electronic logging of temperature and salinity, and water sample 

analysis for nutrient levels and contaminants, NOSy can contribute substantially to our 

understanding of how bivalves interact with, and are affected by, their environment. The use 

of valvometric sensing is increasingly accepted as a powerful tool, and as demonstrated by 

Ahmed et al. (2017, 2016) it is possible to employ algorithmic detection of ‘non-normal’ 

behaviours in HFNI valvometric data. As access to machine learning and AI tools become 

more accessible the power of this approach will only increase, further adding to the utility of 

the data provided by systems such as NOSy. 

By building on the work of this thesis, along with that of other groups (e.g. Borcherding, 

2006; Durier et al., 2022; Tran et al., 2003) it will be possible to leverage an increased 

understanding of bivalve behaviours to improve production efficiencies in aquaculture. 

Detection of spawning in M. gigas and how it could improve production has been 

successfully demonstrated and extensively discussed in this thesis. But the use of 

valvometric tools in bivalve culture is not limited to this; the MusselMonitor (Kramer and 

Foekema, 2001) provides an example where valvometry can contribute to wider monitoring 

of cultured shellfish. Adoption of similar tools would allow growers to monitor growth, stress 

levels and spawning behaviours of their stock, ensuring that husbandry and harvesting 

operations are targeted as efficiently as possible. 

Outside of aquaculture there are a number of applications for HFNI valvometry which are 

discussed in detail in Chapter 1, Section 4. Perhaps the most impactful of these could be the 

creation of large scale environmental monitoring networks, employing valvometer equipped 

bivalves as sentinel organisms to monitor environmental conditions. The work described in 

Chapter 5 was fundamentally a small-scale version of this concept, in which a sub-set of the 

local M. edulis population was monitored in order to better understand their relationship to 

their environment. Substantial work is required to ensure that the data generated by such 
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systems are properly understood, but the potential for bivalves to function as highly 

sensitive, broad spectrum, sensors as part of a large-scale network is significant. 

Chapter 4 focused on a separate aspect of bivalve culture, improving the process of 

on-growing seed oysters purchased from a hatchery. This work was designed to address the 

drawbacks of the system currently employed by our industrial partner, Colchester Oyster 

Fishery, which lacks control and therefore is high in risk. We demonstrated that the use of 

land-based systems is practical and controlled, can provide high growth rates with low 

mortality and has the potential to result in substantial cost savings. The results of these trials 

were sufficiently positive to continue small-scale work for three years, during which iterative 

improvements in design and methodology resulted in significant improvements in outcome. 

The next steps in the process, up-scaling of the system and development of on-site hatchery 

capacity, are currently being discussed and funding applied for. 

Hatchery sourced oysters are a key element in many oyster producer’s processes, therefore 

improvements in the initial months of growing the seed oysters have the potential for 

substantial impact. Further benefits may be realised if renewable power generation is 

integrated into the design of such systems, both in terms of global impact and reduced 

operational costs leading to greater profitability. 

3 Future Work Direction 

3.1 The NOSy System 

Chapter 2 makes several suggestions about the work needed to improve the NOSy system, 

with the aim of developing it into a viable commercial product. Broadly speaking, the 

improvements needed are: greater reliability; use of the unit’s remote communication 

capability; development of behavioural detection algorithms; and the addition of on-board 

processing. The sensor design itself has proven simple and effective, with an inherently low 

power requirement. 
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The first step in improving reliability is to modify the system so it does not run out of power in 

the field. The addition of larger batteries with the ability to cope with a large number of 

charging cycles is a relatively simple first step. Different power generation technologies must 

be explored, particularly the potential of tidal flow generators when the units are deployed in 

marine environments. Reduced power consumption should also be a priority, such as the 

replacement of the Beaglebone board with a computer that is optimised for long-term field 

deployments. 

Use of more specialist computing equipment would have the further benefit of reducing the 

likelihood of system failures, such as loss of digital access and malfunctioning storage 

capacity. The Beaglebone unit that is used to manage access and data storage is not 

designed for non-desk based applications, and is particularly poorly suited for use in 

physically unstable places. We have been informed by experts that the many of the system 

issues we have experienced are likely to be as a result of Beaglebone hardware failure and 

are actively exploring other options. 

Remote communication is also vital if NOSy is to become a commercially viable product. At 

present the remote communication ability of the units is not realised, and users need to 

physically access the unit to download data. This is time consuming and inconvenient, 

particularly when units are deployed in remote locations. Remote communications, using the 

cellular network or lower bandwidth options such as LoRaWAN, would substantially reduce 

this need, although they are likely to add to power consumption without optimising the 

protocols. 

Automatic detection of spawning was a principle aim of developing NOSy. Colleagues in the 

original NOSy grant team have expertise in developing signal detection algorithms, and have 

done so for valvometric spawning detection in the past. Unfortunately, they have not yet 

been able to tailor these to the NOSy unit, but doing so is a priority for future work with the 

system.  
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Valvometric data can, in principle, be used to establish a baseline of normal gape behaviour, 

deviation from which can be characteristic of a response to environmental perturbations. For 

example Funesto (2023) demonstrated gaping responses of M. gigas to toxic algae, whilst 

Tran et al.  (2003) did so for the Asiatic clam in the presence of cadmium. Substantial work 

is required to develop algorithms that can realise this, but the potential power of a network of 

sensors deployed to monitor farm stocks or natural populations is significant. The 

proliferation of AI and machine learning technologies may further add to the utility of gaping 

data by providing improved pattern recognition and ‘big-data’ analysis potential. 

On-board processing power has the potential to further increase the utility of the NOSy 

system. Development and use of algorithms to detect behavioural deviation would allow the 

unit to alter frequency of monitoring, reducing power consumption when behaviours are 

normal. Remote communication, a power intensive process, could be activated only when 

certain behaviours are detected.  

In summary, whilst the potential of the basic technology behind NOSy has been 

demonstrated, a lot of work remains to be done to develop the system further, on both 

hardware and processing. Additional development of end-user training programmes, 

data-sharing systems and marketing tools, plus identification of further potential uses, would 

add greater value to the product. NOSy has the potential to be a powerful tool, in the 

aquaculture sector as originally proposed and in the environmental monitoring and research 

sectors, but investment will be required to maximise it. 

3.2 Experimenting with Salinity 

We encountered significant challenges when designing a system for controlled salinity 

variation experiments. Possibly as a result of the challenges inherent in developing such 

systems this appears to be an under-studied aspect of estuarine and coastal science. We 
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suggest that whilst the ‘Victorian Plumbing’ system produced usable results it is not a 

practical method for extensive use in the laboratory. 

Further methodological development should focus on the system as initially redesigned, 

using two high precision pumps, one to pump a relatively high volume of low saline water, 

the second to provide a low, variable, flow of hypersaline water to moderate salinity. Despite 

extensive efforts we were unable to develop flow control protocols with the available pumps, 

one of which failed during the process. Further development of this methodology, potentially 

combined with salinity sensors in the experimental chambers to increase the precision of the 

generated cycle, would increase the ability of researchers to investigate a fundamental 

aspect of estuarine and coastal biology. 

3.3 Land-Based Growing Systems 

Chapter 4 details the successful trial of small-scale, land-based, oyster-growing systems. 

The results from these trials were encouraging, and merit further work. The primary aim of 

this should be the scaling up of systems to a full commercial level. The evidence from trials 

conducted so far is that large-scale use of this kind of system could provide a substantially 

improved return on a fishery’s investment in seed oysters. During further trials investigation 

into use of small seed oysters, optimisation of stocking patterns and triploid oysters should 

take place. In addition, the development of a methodology to reliably track the growth of 

individual oysters would illuminate the effects of competitive asymmetry and size-dependent 

growth rates. 

Of interest as an extension to the work described in this thesis, is the development of a 

protocol that combines the automatic spawning detection and the use of land-based growing 

systems. Coupelles, lime-coated plastic structures designed to attract naturally occurring 

spat, are commonly used by French oyster growers (Koike and Seki, 2020). In theory, by 

using a system that informs them when spawning has occurred, a grower could achieve 
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extremely high rates of settlement on coupelles, using them as a source of seed that 

reduces the need to purchase them from hatcheries. 

Unlike the cultch that that is used by COF and other growers, coupelles can be easily 

removed from the water, after which the newly settle oysters are detached. The oysters 

could then be grown-on in a land-based system. Proven to provide an environment which 

encourages rapid growth and low mortality, a land-based system would ensure a high return 

from the spat collection effort, with potentially substantial savings to the grower. 

3.4 Environmental Monitoring 

Further work is required in Dundrum Bay to accurately attribute the source of contamination 

that is currently rendering the mussels in the area un-harvestable. This project clearly 

demonstrated the potential of valvometry to provide insights into bivalve behaviours and their 

relation to water quality. The use of bivalves as sentinel organisms is a powerful tool for 

bivalve growers to monitor their stocks and as a wider tool for environmental monitoring, 

particularly given the current state of British coastal waters. Development of bio-sensor 

networks utilising remote sensing technology should be considered by researchers and 

policy makers as a potentially invaluable addition to current water quality monitoring 

protocols. 

4 Conclusion 

The bivalve aquaculture sector produces a healthy, valuable and sustainable crop. Over £28 

million (at first sale) income was generated for UK coastal communities in 2018 (Syvret et 

al., 2021). The ecosystem service provision associated with oyster reefs has been valued at 

£17 376 ha-1yr-1 (Syvret et al., 2021). The adoption of modern technologies and approaches 

will improve production efficiencies in the sector, in turn enhancing its positive contributions. 

Non-invasive gape sensing technology has underpinned most of the research behind this 

thesis and has great potential to assist bivalve producers in future, through increased 
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understanding of the factors that affect farmed species and by providing them with accurate 

and real time data from their stock. The technology also has substantial utility as a research 

tool, and as part of environmental monitoring programmes.  

In this thesis we successfully demonstrated the use of the NOSy system, a gape sensor 

designed and built at the University of Essex. Using the system we detected spawning in 

Pacific oysters, developed our understanding of the impact of environmental factors on 

oyster behaviour and gained important insights into how in situ behaviours of mussels in a 

challenging environment can affect their vulnerability to contaminants. The challenges of 

developing these systems has been discussed in detail, and suggestions made as to the 

priorities for future improvements. 

We have also demonstrated the efficacy of a novel, relatively simple, method of on-growing 

oysters purchased from hatcheries. If scaled up this system has the potential to produce 

high quality oysters at a substantially lower cost than the current methods in use by our 

industrial partner, Colchester Oyster Fishery. The success of this system highlights that even 

relatively low-tech solutions have the potential to improve efficiencies in the bivalve 

aquaculture sector. 

We believe that the work described in this thesis has the potential for substantial impact. The 

technologies and approaches we have described, if adopted by growers, could improve 

efficiency and reduce risk in multiple aspects of the bivalve aquaculture industry. Further, the 

sensor technology we have described has a broad range of applications outside the 

aquaculture sector, with potential to contribute substantially to research and environmental 

monitoring. 

 



- 169 - 

 

 

Literature Cited 



- 170 - 

 

 

Ahmed, H., Ushirobira, R., Efimov, D., Tran, D., Sow, M., Ciret, P., Massabuau, J.-C., 2017. 
Monitoring Biological Rhythms Through the Dynamic Model Identification of an 
Oyster Population. IEEE Transactions on Systems, Man, and Cybernetics: Systems 
47, 939–949. https://doi.org/10.1109/TSMC.2016.2523923 

Ahmed, H., Ushirobira, R., Efimov, D., Tran, D., Sow, M., Payton, L., Massabuau, J.-C., 
2016. A Fault Detection Method for Automatic Detection of Spawning in Oysters. 
IEEE Transactions on Control Systems Technology 24, 1140–1147. 
https://doi.org/10.1109/TCST.2015.2472999 

Ahvenharju, T., Savolainen, R., Tulonen, J., Ruohonen, K., 2005. Effects of size grading on 
growth, survival and cheliped injuries of signal crayfish (Pacifastacus leniusculus 
Dana) summerlings (age 0+). Aquaculture Research 36, 857–867. 
https://doi.org/10.1111/j.1365-2109.2005.01294.x 

Allan, G., Burnell, G. (Eds.), 2013. Advances in aquaculture hatchery technology, Woodhead 
Publishing Series in Food Science, Technology and Nutrition. Woodhead Publishing, 
Oxford. https://doi.org/10.1533/9780857097460 

Allan, R.W., 1992. Technologies to reliably transduce the topographical details of pigeons’ 
pecks. Behavior Research Methods, Instruments, & Computers 24, 150–156. 
https://doi.org/10.3758/BF03203489 

Alzieu, C., 2000. Impact of Tributyltin on Marine Invertebrates. Ecotoxicology 9, 71–76. 
https://doi.org/10.1023/A:1008968229409 

Amemiya, I., 1929. On the Sex-change of the Japanese Common Oyster, Ostrea gigas 
Thunberg. Proceedings of the Imperial Academy 5, 284–286. 
https://doi.org/10.2183/pjab1912.5.284 

Andrade, H., Massabuau, J.-C., Cochrane, S., Ciret, P., Tran, D., Sow, M., Camus, L., 2016. 
High Frequency Non-invasive (HFNI) Bio-Sensors As a Potential Tool for Marine 
Monitoring and Assessments. Frontiers in Marine Science 3. 
https://doi.org/10.3389/fmars.2016.00187 

Andrewartha, S., Elliott, N., McCulloch, J., Frappell, P., 2015. Aquaculture Sentinels: Smart-
farming with Biosensor Equipped Stock. Journal of Aquaculture Research and 
Development 7, 1–4. https://doi.org/10.4172/2155-9546.1000393 

Antizar-Ladislao, B., 2008. Environmental levels, toxicity and human exposure to tributyltin 
(TBT)-contaminated marine environment. A review. Environment International 34, 
292–308. https://doi.org/10.1016/j.envint.2007.09.005 

Aranda, D.A., Díaz, M.E., Reynoso, F.L., Brulé, T., Montero, J., Cárdenas, E.B., 2014. 
Reproductive Strategies of the Eastern Oyster Crassostrea virginica (Gmelin 1791) in 
Tropical Lagoons of the Mexican Gulf of Mexico. Journal of Shellfish Research 33, 
145–152. https://doi.org/10.2983/035.033.0114 

Axiak, V., Sammut, M., Chircop, P., Vella, A., Mintoff, B., 1995. Laboratory and field 
investigations on the effects of organotin (tributyltin) on the oyster, Ostrea edulis. 
Science of The Total Environment 171, 117–120. https://doi.org/10.1016/0048-
9697(95)04670-5 



- 171 - 

 

 

Baggs, A.P., Board, B., Crummy, P., Dove, C., Durgan, S., Goose, N.R., Pugh, R.B., Studd, 
P., Thornton, C.C., 1994. Fishery, in: A History of the County of Essex: Volume 9, the 
Borough of Colchester. London, pp. 264–269. 

Ballantyne, J.S., Berges, J.A., 1991. Enzyme Activities of Gill, Hepatopancreas, Mantle, and 
Adductor Muscle of the Oyster (Crassostrea virginica) after Changes in Diet and 
Salinity. Can. J. Fish. Aquat. Sci. 48, 1117–1123. https://doi.org/10.1139/f91-133 

Ballesta-Artero, I., Witbaard, R., Carroll, M.L., van der Meer, J., 2017. Environmental factors 
regulating gaping activity of the bivalve Arctica islandica in Northern Norway. Marine 
Biology 164, 1–15. https://doi.org/10.1007/s00227-017-3144-7 

Barile, N.B., Scopa, M., Recchi, S., Nerone, E., 2016. Biomonitoring of coastal marine 
waters subject to anthropogenic use: development and application of the biosensor 
Mosselmonitor®. Ovidius University Annals of Chemistry 27, 81–86. 
https://doi.org/doi:10.1515/auoc-2016-0013 

Barrett, L.T., Theuerkauf, S.J., Rose, J.M., Alleway, H.K., Bricker, S.B., Parker, M., Petrolia, 
D.R., Jones, R.C., 2022. Sustainable growth of non-fed aquaculture can generate 
valuable ecosystem benefits. Ecosystem Services 53, 101396. 
https://doi.org/10.1016/j.ecoser.2021.101396 

Barrett, N.J., Thyrring, J., Harper, E.M., Sejr, M.K., Sørensen, J.G., Peck, L.S., Clark, M.S., 
2022. Molecular Responses to Thermal and Osmotic Stress in Arctic Intertidal 
Mussels (Mytilus edulis): The Limits of Resilience. Genes 13, 155. 
https://doi.org/10.3390/genes13010155 

Bayne, B.L., 2017a. Chapter 1 - Phylogeny, in: Bayne, B.L. (Ed.), Biology of Oysters, 
Developments in Aquaculture and Fisheries Science. Elsevier, pp. 1–46. 
https://doi.org/10.1016/B978-0-12-803472-9.00001-7 

Bayne, B.L., 2017b. Chapter 4 - Ecology II: Distribution at Local Scales, in: Bayne, B.L. 
(Ed.), Biology of Oysters, Developments in Aquaculture and Fisheries Science. 
Elsevier, pp. 139–208. https://doi.org/10.1016/B978-0-12-803472-9.00004-2 

Bayne, B.L., 2017c. Chapter 9 - Reproduction, in: Bayne, B.L. (Ed.), Biology of Oysters, 
Developments in Aquaculture and Fisheries Science. Elsevier, pp. 565–701. 
https://doi.org/10.1016/B978-0-12-803472-9.00009-1 

Bayne, B.L., 2017d. Chapter 8 - Temperature Effects and Other Manifestations of Stress, in: 
Bayne, B.L. (Ed.), Biology of Oysters, Developments in Aquaculture and Fisheries 
Science. Elsevier, pp. 505–563. https://doi.org/10.1016/B978-0-12-803472-9.00008-
X 

Bayne, B.L., 2017e. Chapter 3 - Ecology I: Distribution at Regional and Global Scales, in: 
Bayne, B.L. (Ed.), Biology of Oysters, Developments in Aquaculture and Fisheries 
Science. Elsevier, pp. 89–138. https://doi.org/10.1016/B978-0-12-803472-9.00003-0 

Bayne, B.L., 2002. A physiological comparison between Pacific oysters Crassostrea gigas 
and Sydney  Rock oysters Saccostrea glomerata: food, feeding and growth in a 
shared estuarine habitat. Mar Ecol Prog Ser 232, 163–178. 



- 172 - 

 

 

Bayne, B.L. (Ed.), 1976. Marine mussels: their ecology and physiology, International 
Biological Programme Synthesis Series. Cambridge University Press, Cambridge. 

Bayne, B.L., Ahrens, M., Allen, S.K., D’auriac, M.A., Backeljau, T., P. Beninger, R. Bohn, P. 
Boudry, J. Davis, T. Green, X. Guo, D. Hedgecock, A. Ibarra, P. Kingsley-Smith, M. 
Krause, C. Langdon, S. Lapègue, C. Li, D. Manahan, R. Mann, L. Perez-Paralle, E. 
N. Powell, P. D. Rawson, D. Speiser, J.-L. Sanchez, S. Shumway, H. Wang, 2017. 
The Proposed Dropping of the Genus Crassostrea for All Pacific Cupped Oysters 
and Its Replacement by a New Genus Magallana: A Dissenting View. Journal of 
Shellfish Research 36, 545–547. https://doi.org/10.2983/035.036.0301 

BBC, 2023. Sewage entered rivers and seas on average 825 times a day last year. BBC 
News. 

Begon, M., Townsend, C., Harper, J., 2012. Ecology: From Individuals to Ecosystems, 
Fourth. ed. Blackwell Publishing, Oxford. 

Beninger, P.G., St-Jean, S.D., 1997. Particle processing on the labial palps of Mytilus edulis 
and Placopecten magellanicus (Mollusca: Bivalvia). Marine Ecology Progress Series 
147, 117–127. 

Berge, J., Daase, M., Renaud, P.E., Ambrose Jr, W.G., Darnis, G., Last, K.S., Leu, E., 
Cohen, J.H., Johnsen, G., Moline, M.A., 2015. Unexpected levels of biological activity 
during the polar night offer new perspectives on a warming Arctic. Current Biology 
25, 2555–2561. https://doi.org/10.1016/j.cub.2015.08.024 

Bernard, I., Massabuau, J.-C., Ciret, P., Sow, M., Sottolichio, A., Pouvreau, S., Tran, D., 
2016. In situ spawning in a marine broadcast spawner, the Pacific oyster Crassostrea 
gigas: Timing and environmental triggers. Limnology and Oceanography 61, 635–
647. https://doi.org/10.1002/lno.10240 

Bertolini, C., Capelle, J., Royer, E., Milan, M., Witbaard, R., Bouma, T.J., Pastres, R., 2022. 
Using a clustering algorithm to identify patterns of valve-gaping behaviour in mussels 
reared under different environmental conditions. Ecological Informatics 69, 101659. 
https://doi.org/10.1016/j.ecoinf.2022.101659 

Bertolini, C., Rubinetti, S., Umgiesser, G., Witbaard, R., Bouma, T.J., Rubino, A., Pastres, 
R., 2021. How to cope in heterogeneous coastal environments: Spatio-temporally 
endogenous circadian rhythm of valve gaping by mussels. Science of the Total 
Environment 768, 145085. https://doi.org/10.1016/j.scitotenv.2021.145085 

Beukema, J.J., Dekker, R., Philippart, C.J.M., 2010. Long-term variability in bivalve 
recruitment, mortality, and growth and their contribution to fluctuations in food stocks 
of shellfish-eating birds. Marine Ecology Progress Series 414, 117–130. 
https://doi.org/10.3354/meps08706 

Borcherding, J., 2006. Ten Years of Practical Experience with the Dreissena-Monitor, a 
Biological Early Warning System for Continuous Water Quality Monitoring. 
Hydrobiologia 556, 417–426. https://doi.org/10.1007/s10750-005-1203-4 

Callaway, R., Shinn, A.P., Grenfell, S.E., Bron, J.E., Burnell, G., Cook, E.J., Crumlish, M., 
Culloty, S., Davidson, K., Ellis, R.P., Flynn, K.J., Fox, C., Green, D.M., Hays, G.C., 
Hughes, A.D., Johnston, E., Lowe, C.D., Lupatsch, I., Malham, S., Mendzil, A.F., 



- 173 - 

 

 

Nickell, T., Pickerell, T., Rowley, A.F., Stanley, M.S., Tocher, D.R., Turnbull, J.F., 
Webb, G., Wootton, E., Shields, R.J., 2012. Review of climate change impacts on 
marine aquaculture in the UK and Ireland. Aquatic Conservation: Marine and 
Freshwater Ecosystems 22, 389–421. https://doi.org/10.1002/aqc.2247 

Cameron, T.C., Wearing, H.J., Rohani, P., Sait, S.M., 2007. Two-Species Asymmetric 
Competition: Effects of Age Structure on Intra- and Interspecific Interactions. Journal 
of Animal Ecology 76, 83–93. 

Carlucci, R., Sassanelli, G., Matarrese, A., Giove, A., D’Onghia, G., 2010. Experimental data 
on growth, mortality and reproduction of Ostrea edulis (L., 1758) in a semi-enclosed 
basin of the Mediterranean Sea. Aquaculture 306, 167–176. 
https://doi.org/10.1016/j.aquaculture.2010.05.026 

Carmichael, R.H., Shriver, A.C., Valiela, I., 2012a. Bivalve Response to Estuarine 
Eutrophication: The Balance between Enhanced Food Supply and Habitat 
Alterations. Journal of Shellfish Research 31, 1–11. 
https://doi.org/10.2983/035.031.0101 

Carmichael, R.H., Walton, W., Clark, H., 2012b. Bivalve-enhanced nitrogen removal from 
coastal estuaries. Canadian Journal of Fisheries and Aquatic Sciences 69, 1131–
1149. https://doi.org/10.1139/f2012-057 

Carroll, J.M., Clements, J.C., 2019. Scaredy-Oysters: In Situ Documentation of an Oyster 
Behavioral Response to Predators. Southeastern Naturalist 18, N21–N26. 
https://doi.org/10.1656/058.018.0303 

Casas, S.M., Lavaud, R., La Peyre, M.K., Comeau, L.A., Filgueira, R., La Peyre, J.F., 2018. 
Quantifying salinity and season effects on eastern oyster clearance and oxygen 
consumption rates. Marine Biology 165, 90. https://doi.org/10.1007/s00227-018-
3351-x 

Castrec, J., Hégaret, H., Alunno-Bruscia, M., Picard, M., Soudant, P., Petton, B., Boulais, M., 
Suquet, M., Quéau, I., Ratiskol, D., Foulon, V., Le Goïc, N., Fabioux, C., 2019. The 
dinoflagellate Alexandrium minutum affects development of the oyster Crassostrea 
gigas, through parental or direct exposure. Environmental Pollution 246, 827–836. 
https://doi.org/10.1016/j.envpol.2018.11.084 

Caswell, T.A., Lee, A., Droettboom, M., Andrade, E.S. de, Hoffmann, T., Klymak, J., Hunter, 
J., Firing, E., Stansby, D., Varoquaux, N., Nielsen, J.H., Root, B., May, R., Elson, P., 
Seppänen, J.K., Dale, D., Lee, J.-J., Gustafsson, O., McDougall, D., hannah, Straw, 
A., Hobson, P., Lucas, G., Gohlke, C., Vincent, A.F., Yu, T.S., Ma, E., Silvester, S., 
Moad, C., Kniazev, N., 2022. matplotlib/matplotlib: REL: v3.6.2. 
https://doi.org/10.5281/zenodo.7275322 

Charifi, M., Sow, M., Ciret, P., Benomar, S., Massabuau, J.-C., 2017. The sense of hearing 
in the Pacific oyster, Magallana gigas. PLOS ONE 12, e0185353. 
https://doi.org/10.1371/journal.pone.0185353 

Chaumillon, E., Bertin, X., Fortunato, A.B., Bajo, M., Schneider, J.-L., Dezileau, L., Walsh, 
J.P., Michelot, A., Chauveau, E., Créach, A., Hénaff, A., Sauzeau, T., Waeles, B., 
Gervais, B., Jan, G., Baumann, J., Breilh, J.-F., Pedreros, R., 2017. Storm-induced 
marine flooding: Lessons from a multidisciplinary approach. Earth-Science Reviews 
165, 151–184. https://doi.org/10.1016/j.earscirev.2016.12.005 



- 174 - 

 

 

Chopra, K., Hodges, H.R., Barker, Z.E., Vázquez Diosdado, J.A., Amory, J.R., Cameron, 
T.C., Croft, D.P., Bell, N.J., Codling, E.A., 2020. Proximity Interactions in a 
Permanently Housed Dairy Herd: Network Structure, Consistency, and Individual 
Differences. Frontiers in Veterinary Science 7. 
https://doi.org/10.3389/fvets.2020.583715 

Clements, J.C., Comeau, L., 2019a. Use of high-frequency, non-invasive electromagnetic 
biosensors to detect ocean acidification effects on shellfish behaviour. Journal of 
Shellfish Research 38, 811–818. https://doi.org/10.2983/035.038.0330 

Clements, J.C., Comeau, L.A., 2019b. Nitrogen removal potential of shellfish aquaculture 
harvests in eastern Canada: A comparison of culture methods. Aquaculture Reports 
13, 100183. https://doi.org/10.1016/j.aqrep.2019.100183 

Clements, J.C., Comeau, L.A., Carver, C.E., Mayrand, É., Plante, S., Mallet, A.L., 2018. 
Short-term exposure to elevated pCO2 does not affect the valve gaping response of 
adult eastern oysters, Crassostrea virginica, to acute heat shock under an ad libitum 
feeding regime. Journal of Experimental Marine Biology and Ecology 506, 9–17. 
https://doi.org/10.1016/j.jembe.2018.05.005 

Clements, J.C., Poirier, L.A., Pérez, F.F., Comeau, L.A., Babarro, J.M.F., 2020. Behavioural 
responses to predators in Mediterranean mussels (Mytilus galloprovincialis) are 
unaffected by elevated pCO2. Marine Environmental Research 161, 105148. 
https://doi.org/10.1016/j.marenvres.2020.105148 

Cloern, J.E., 2001. Our evolving conceptual model of the coastal eutrophication problem. 
Marine Ecology Progress Series 210, 223–253. 

Coen, L.D., Brumbaugh, R.D., Bushek, D., Grizzle, R., Luckenbach, M.W., Posey, M.H., 
Powers, S.P., Tolley, S.G., 2007. Ecosystem services related to oyster restoration. 
Marine Ecology Progress Series 341, 303–307. https://doi:10.3354/meps341303 

Comeau, L.A., Babarro, J.M.F., Longa, A., Padin, X.A., 2018. Valve-gaping behavior of raft-
cultivated mussels in the Ría de Arousa, Spain. Aquaculture Reports 9, 68–73. 
https://doi.org/10.1016/j.aqrep.2017.12.005 

Comeau, L.A., Mayrand, É., Mallet, A., 2012. Winter quiescence and spring awakening of 
the Eastern oyster Crassostrea virginica at its northernmost distribution limit. Marine 
Biology 159, 2269–2279. https://doi.org/10.1007/s00227-012-2012-8 

Coon, S.L., Fitt, W.K., Bonar, D.B., 1990. Competence and delay of metamorphosis in the 
Pacific oyster Crassostrea gigas. Marine Biology 106, 379–387. 
https://doi.org/10.1007/BF01344316 

Cranford, P., Dowd, M., Grant, J., Hargrave, B., McGladdery, S., 2003. Ecosystem level 
effects of marine bivalve aquaculture (No. 2450), A Scientific Review of the Potential 
Environmental Effects of Aquaculture in Aquatic Ecosystems. Fisheries and Ocean 
Science Canada. 

Cranford, P.J., Armsworthy, S.L., Mikkelsen, O.A., Milligan, T.G., 2005. Food acquisition 
responses of the suspension-feeding bivalve Placopecten magellanicus to the 
flocculation and settlement of a phytoplankton bloom. Journal of Experimental Marine 
Biology and Ecology 326, 128–143. https://doi.org/10.1016/j.jembe.2005.05.012 



- 175 - 

 

 

Cubillo, A.M., Peteiro, L.G., Fernández-Reiriz, M.J., Fernández-Reiriz, M.J., Labarta, U., 
2012. Influence of stocking density on growth of mussels (Mytilus galloprovincialis) in 
suspended culture. Aquaculture 342–343, 103–111. 
https://doi.org/10.1016/j.aquaculture.2012.02.017 

Curtis, T.M., Williamson, R., Depledge, M.H., 2000. Simultaneous, long-term monitoring of 
valve and cardiac activity in the blue mussel Mytilus edulis exposed to copper. 
Marine Biology 136, 837–846. https://doi.org/10.1007/s002270000297 

Dame, R.F., Zingmark, R.G., Haskin, E., 1984. Oyster reefs as processors of estuarine 
materials. Journal of Experimental Marine Biology and Ecology 83, 239–247. 
https://doi.org/10.1016/S0022-0981(84)80003-9 

de Kantzow, M.C., Hick, P.M., Dhand, N.K., Whittington, R.J., 2017. Risk factors for mortality 
during the first occurrence of Pacific Oyster Mortality Syndrome due to Ostreid 
herpesvirus-1 in Tasmania, 2016. Aquaculture 468, 328–336. 
https://doi.org/10.1016/j.aquaculture.2016.10.025 

De Lorgeril, J., Lucasson, A., Petton, B., Toulza, E., Montagnani, C., Clerissi, C., Vidal-
Dupiol, J., Chaparro, C., Galinier, R., Escoubas, J.-M., 2018. Immune-suppression by 
OsHV-1 viral infection causes fatal bacteraemia in Pacific oysters. Nature 
Communications 9, 1–14. https://doi.org/10.1038/s41467-018-06659-3 

de Vargas Guterres, B., da Silveira Guerreiro, A., Sandrini, J.Z., Silva da Costa Botelho, S., 
2020. Feasibility of visual signals on the construction of biosensors based on 
behavioral analysis of Perna perna mussels. Ecological Informatics 59, 101118. 
https://doi.org/10.1016/j.ecoinf.2020.101118 

Dean, R.C., Paparo, A.A., 1983. Effects of changes of salinity and calcium concentration on 
ctenidial ciliary activity in the oyster Crassostrea virginica (Gmelin). Comparative 
Biochemistry and Physiology Part A: Physiology 74, 587–594. 
https://doi.org/10.1016/0300-9629(83)90552-2 

DEFRA, 2015. United Kingdom multiannual national plan for the development of sustainable 
aquaculture. DEFRA, London, UK. 

Dégremont, L., 2013. Size and genotype affect resistance to mortality caused by OsHV-1 in 
Crassostrea gigas. Aquaculture 416, 129–134. 
https://doi.org/10.1016/j.aquaculture.2013.09.011 

Dégremont, L., 2011. Evidence of herpesvirus (OsHV-1) resistance in juvenile Crassostrea 
gigas selected for high resistance to the summer mortality phenomenon. Aquaculture 
317, 94–98. https://doi.org/10.1016/j.aquaculture.2011.04.029 

Dégremont, L., Bédier, E., Boudry, P., 2010. Summer mortality of hatchery-produced Pacific 
oyster spat (Crassostrea gigas). II. Response to selection for survival and its 
influence on growth and yield. Aquaculture 299, 21–29. 
https://doi.org/10.1016/j.aquaculture.2009.11.017 

Dégremont, L., Ernande, B., Bédier, E., Boudry, P., 2007. Summer mortality of hatchery-
produced Pacific oyster spat (Crassostrea gigas). I. Estimation of genetic parameters 
for survival and growth. Aquaculture 262, 41–53. 
https://doi.org/10.1016/j.aquaculture.2006.10.025 



- 176 - 

 

 

DESA, 2022. World Population Prospects 2022 - Summary of Results (No. UN 
DESA/POP/2021/TR/NO. 3). United Nations Department of Economic and Social 
Affairs. 

Desprez, M., Rybarczyk, H., Wilson, J.G., Ducrotoy, J.P., Sueur, F., Olivesi, R., Elkaim, B., 
1992. Biological impact of eutrophication in the Bay of Somme and the induction and 
impact of anoxia. Netherlands Journal of Sea Research 30, 149–159. 
https://doi.org/10.1016/0077-7579(92)90054-I 

Dinamani, P., 1974. Reproductive cycle and gonadial changes in the New Zealand rock 
oyster Crassostrea glomerata. New Zealand Journal of Marine and Freshwater 
Research 8, 39–65. https://doi.org/10.1080/00288330.1974.9515490 

Durier, G., Nadalini, J.B., Comeau, L., Starr, M., Michaud, S., Tran, D., St-Louis, R., 
Babarro, J., Clements, J., Tremblay, R., 2022. Use of valvometry as an alert tool to 
signal the presence of toxic algae Alexandrium catenella by Mytilus edulis. Frontiers 
in Marine Science 9, 987872. https://doi.org/10.3389/fmars.2022.987872 

Durier, G., Nadalini, J.-B., Saint-Louis, R., Genard, B., Comeau, L.A., Tremblay, R., 2021. 
Sensitivity to oil dispersants: Effects on the valve movements of the blue mussel 
Mytilus edulis and the giant scallop Placopecten magellanicus, in sub-arctic 
conditions. Aquatic Toxicology 234, 105797. 
https://doi.org/10.1016/j.aquatox.2021.105797 

Dutertre, M., Beninger, Peter G., Barillé, Laurent, Papin, Mathias, Rosa, Philippe, Barillé, 
Anne-Laure, Haure, Joël, 2009. Temperature and seston quantity and quality effects 
on field reproduction of farmed oysters, Crassostrea gigas, in Bourgneuf Bay, 
France. Aquatic Living Resources 22, 319–329. https://doi.org/10.1051/alr/2009042 

Dzierżyńska-Białończyk, A., Jermacz, Ł., Zielska, J., Kobak, J., 2019. What scares a 
mussel? Changes in valve movement pattern as an immediate response of a byssate 
bivalve to biotic factors. Hydrobiologia 841, 65–77. https://doi.org/10.1007/s10750-
019-04007-0 

Electric Blue, 2020. Electric Blue - Pulse V2 [WWW Document]. URL 
https://electricblue.eu/pulse (accessed 12.12.22). 

ENORI, 2023. Home - Essex Native Oysters [WWW Document]. URL 
https://essexnativeoyster.com/ (accessed 5.25.20). 

Enríquez-Díaz, M., Pouvreau, S., Chávez-Villalba, J., Le Pennec, M., 2008. Gametogenesis, 
reproductive investment, and spawning behavior of the Pacific giant oyster 
Crassostrea gigas: evidence of an environment-dependent strategy. Aquaculture 
International 17, 491. https://doi.org/10.1007/s10499-008-9219-1 

Epstein, P.R., 2001. Climate change and emerging infectious diseases. Microbes and 
Infection 3, 747–754. 

Evans, O., Hick, P., Whittington, R.J., 2017. Detection of Ostreid herpesvirus-1 microvariants 
in healthy Crassostrea gigas following disease events and their possible role as 
reservoirs of infection. Journal of Invertebrate Pathology 148, 20–33. 



- 177 - 

 

 

Evans, O., Kan, J.Z.F., Pathirana, E., Whittington, R.J., Dhand, N., Hick, P., 2019. Effect of 
emersion on the mortality of Pacific oysters (Crassostrea gigas) infected with Ostreid 
herpesvirus-1 (OsHV-1). Aquaculture 505, 157–166. 
https://doi.org/10.1016/j.aquaculture.2019.02.041 

Fabioux, C., Huvet, A., Le Souchu, P., Le Pennec, M., Pouvreau, S., 2005. Temperature and 
photoperiod drive Crassostrea gigas reproductive internal clock. Aquaculture 250, 
458–470. https://doi.org/10.1016/j.aquaculture.2005.02.038 

Fan, C., Zhang, Xuekai, Tang, L., Zhang, Xingzhi, Li, J., Li, Q., Wang, Z., 2021. Effects of 
size grading on survival, metamorphosis, and growth of the Chinese pearl oyster, 
Pinctada martensii. Aquaculture Reports 21, 100892. 
https://doi.org/10.1016/j.aqrep.2021.100892 

FAO, 2022. The State of World Fisheries and Aquaculture 2022 - Towards Blue 
Transformation, The State of World Fisheries and Aquaculture (SOFIA). FAO, Rome, 
Italy. 

FAO, 2021. FAO Yearbook. Fishery and Aquaculture Statistics 2019. FAO, Rome. 

FAO, 2020. The State of World Fisheries and Aquaculture 2020 - Sustainability in Action, 
The State of World Fisheries and Aquaculture (SOFIA). FAO, Rome, Italy. 

FAO, 2019. Global Aquaculture Production 1950-2017 [WWW Document]. FAO Fisheries 
and Aquaculture Statistical Collections. URL 
http://www.fao.org/figis/servlet/SQServlet?file=/usr/local/tomcat/8.5.16/figis/webapps/
figis/temp/hqp_4906852000768418599.xml&outtype=html (accessed 12.1.19). 

Pelka, J., Fat Kathy (Gruba Kaśka) (Film), 2019. . Studio Munka. 

Fegley, S.R., MacDonald, B.A., Jacobsen, T.R., 1992. Short-term variation in the quantity 
and quality of seston available to benthic suspension feeders. Estuarine, Coastal and 
Shelf Science 34, 393–412. https://doi.org/10.1016/S0272-7714(05)80078-2 

Ferreira, J.G., Hawkins, A.J.S., Monteiro, P., Moore, H., Service, M., Pascoe, P.L., Ramos, 
L., Sequeira, A., 2008. Integrated assessment of ecosystem-scale carrying capacity 
in shellfish growing areas. Aquaculture 275, 138–151. 
https://doi.org/10.1016/j.aquaculture.2007.12.018 

Filgueira, R., Byron, C.J., Comeau, L.A., Costa-Pierce, B., Cranford, P.J., Ferreira, J.G., 
Grant, J., Guyondet, T., Jansen, H.M., Landry, T., 2015. An integrated ecosystem 
approach for assessing the potential role of cultivated bivalve shells as part of the 
carbon trading system. Marine Ecology Progress Series 518, 281–287. 
https://doi.org/10.3354/meps11048 

Forrest, B.M., Keeley, N.B., Hopkins, G.A., Webb, S.C., Clement, D.M., 2009. Bivalve 
aquaculture in estuaries: Review and synthesis of oyster cultivation effects. 
Aquaculture 298, 1–15. https://doi.org/10.1016/j.aquaculture.2009.09.032 

Fox, K.M., 2022. Biological rhythms and valve gape behaviour of Mytilus galloprovincialis in 
Western Australia (Honours Thesis). Murdoch University, Perth, Australia. 
https://doi.org/991005548667907891 



- 178 - 

 

 

Frank, D., Hamilton, J., Ward, J., Shumway, S., 2007. A fiber optic sensor for high resolution 
measurement and continuous monitoring of valve gape in bivalve molluscs. Journal 
of Shellfish Research 575–580. https://doi.org/10.2983/0730-
8000(2007)26[575:AFOSFH]2.0.CO;2 

Fréchette, M., Alunno-Bruscia, M., Dumais, J.-F., Sirois, R., Daigle, G., 2005. 
Incompleteness and statistical uncertainty in competition/stocking experiments. 
Aquaculture 246, 209–225. https://doi.org/10.1016/j.aquaculture.2005.01.015 

Friedman, C.S., Estes, R.M., Stokes, N.A., Burge, C.A., Hargove, J.S., Barber, B.J., Elston, 
R.A., Burreson, E.M., Reece, K.S., 2005. Herpes virus in juvenile Pacific oysters 
Crassostrea gigas from Tomales Bay, California, coincides with summer mortality 
episodes. Diseases of Aquatic Organisms 63, 33–41. 
https://doi.org/10.3354/dao063033 

Funesto, E.M., 2023. Impacts of heatwaves and toxic algal blooms on the physiological 
performance and future aquaculture of the oysters Ostrea edulis and Magallana 
(Crassostrea) gigas (PhD Thesis). University of Essex. 

Galimany, E., Lunt, J., Freeman, C.J., Reed, S., Segura-García, I., Paul, V.J., 2017. Feeding 
behavior of eastern oysters Crassostrea virginica and hard clams Mercenaria 
mercenaria in shallow estuaries. Marine Ecology Progress Series 567, 125–137. 
https://doi.org/10.3354/meps12050 

Galimany, E., Rose, J.M., Dixon, M.S., Wikfors, G.H., 2013. Quantifying Feeding Behavior of 
Ribbed Mussels (Geukensia demissa) in Two Urban Sites (Long Island Sound, USA) 
with Different Seston Characteristics. Estuaries and Coasts 36, 1265–1273. 
https://doi.org/10.1007/s12237-013-9633-0 

Galtsoff, P.S., 1961. Physiology of reproduction in molluscs. American Zoologist 1, 273–289. 

Go, J., Deutscher, A.T., Spiers, Z.B., Dahle, K., Kirkland, P.D., Jenkins, C., 2017. Mass 
mortalities of unknown aetiology in pacific oysters Crassostrea gigas in Port 
Stephens, New South Wales, Australia. Diseases of Aquatic Organisms 125, 227–
242. https://doi.org/10.3354/dao03146 

Gobler, C.J., DePasquale, E.L., Griffith, A.W., Baumann, H., 2014. Hypoxia and Acidification 
Have Additive and Synergistic Negative Effects on the Growth, Survival, and 
Metamorphosis of Early Life Stage Bivalves. PLOS ONE 9, e83648. 
https://doi.org/10.1371/journal.pone.0083648 

Gobler, C.J., Koch, F., Kang, Y., Berry, D.L., Tang, Y.Z., Lasi, M., Walters, L., Hall, L., Miller, 
J.D., 2013. Expansion of harmful brown tides caused by the pelagophyte, 
Aureoumbra lagunensis DeYoe et Stockwell, to the US east coast. Harmful Algae 27, 
29–41. https://doi.org/10.1016/j.hal.2013.04.004 

González, R., Celada, J.D., Carral, J.M., García, V., Sáez-Royuela, M., González, Á., 2011. 
Intensive rearing of juvenile crayfish (Pacifastacus leniusculus, Astacidae) during the 
first 6 months: effects of size grading. Aquaculture Research 42, 1385–1392. 
https://doi.org/10.1111/j.1365-2109.2010.02732.x 

Goodsall, R.H., 1965. Oyster Fisheries on the North Kent Coast. Archaeologia Cantiana 80, 
118–151. 



- 179 - 

 

 

Grabowski, J., Peterson, C.H., Powers, S.P., Gaskill, D., Summerson, H.C., 2004. Growth 
and survivorship of non-native (Crassostrea gigas and Crassostrea ariakensis) 
versus native eastern oysters (Crassostrea virginica). Journal of Shellfish Research 
23, 781–793. 

Grant, J., Cranford, P., Emerson, C., 1997. Sediment resuspension rates, organic matter 
quality and food utilization by sea scallops (Placopecten magellanicus) on Georges 
Bank. Journal of Marine Research 55, 965–994. 
https://doi.org/htttps://doi.org/10.1357/0022240973224193 

Guarini, J.-M., Coston-Guarini, J., Comeau, L.A., 2020. Calibrating Hall-Effect valvometers 
accounting for electromagnetic properties of the sensor and dynamic geometry of the 
bivalves shell. bioRxiv 2020.12.20.423648. 
https://doi.org/10.1101/2020.12.20.423648 

Guernsey Sea Farms, 2023. Triploid Oysters – Guernsey Sea Farms. URL 
https://guernseyseafarms.com/triploid-oysters/ (accessed 6.30.23). 

Gunnes, K., 1976. Effect of size grading young Atlantic salmon (Salmo salar) on subsequent 
growth. Aquaculture 9, 381–386. https://doi.org/10.1016/0044-8486(76)90079-X 

Guo, X., Hedgecock, D., Hershberger, W.K., Cooper, K., Allen, S.K.J., 1998. Genetic 
determinants of protandric sex in the Pacific oyster Crassostrea gigas Thunberg. 
Evolution 52, 394–402. https://doi.org/10.1111/j.1558-5646.1998.tb01640.x 

Gutierrez, A.P., Matika, O., Bean, T.P., Houston, R.D., 2018. Genomic Selection for Growth 
Traits in Pacific Oyster (Crassostrea gigas): Potential of Low-Density Marker Panels 
for Breeding Value Prediction. Frontiers in Genetics 9, 391. 
https://doi.org/10.3389/fgene.2018.00391 

Gutiérrez, J.L., Jones, C.G., Strayer, D.L., Iribarne, O.O., 2003. Mollusks as ecosystem 
engineers: the role of shell production in aquatic habitats. Oikos 101, 79–90. 
https://doi.org/htttp://doi.org/10.1034/j.1600-0706.2003.12322.x 

Guzmán-Agüero, J.E., Nieves-Soto, M., Hurtado, M.Á., Piña-Valdez, P., Garza-Aguirre, M. 
del C., 2013. Feeding physiology and scope for growth of the oyster Crassostrea 
corteziensis (Hertlein, 1951) acclimated to different conditions of temperature and 
salinity. Aquaculture International 21, 283–297. https://doi.org/10.1007/s10499-012-
9550-4 

Hallegraeff, G.M., 2004. Harmful algal blooms: a global overview, in: Manual on Harmful 
Marine Microalgae. UNESCO, France, pp. 25–51. 

Harris, C.R., Millman, K.J., van der Walt, S.J., Gommers, R., Virtanen, P., Cournapeau, D., 
Wieser, E., Taylor, J., Berg, S., Smith, N.J., 2020. Array programming with NumPy. 
Nature 585, 357–362. 

Harvell, C.D., Mitchell, C.E., Ward, J.R., Altizer, S., Dobson, A.P., Ostfeld, R.S., Samuel, 
M.D., 2002. Climate warming and disease risks for terrestrial and marine biota. 
Science 296, 2158–62. https://doi.org/10.1126/science.1063699 

Hawkins, A.J.S., Smith, R.F.M., Tan, S.H., Yasin, Z.B., 1998. Suspension-feeding behaviour 
in tropical bivalve molluscs: Perna viridis, Crassostrea belcheri, Crassostrea iradelei, 



- 180 - 

 

 

Saccostrea cucculata and Pinctada margarifera. Marine Ecology Progress Series 
166, 173–185. 

Helm, M.M., Bourne, N., Lovatelli, A., 2004. FAO Fisheries Technical Paper 471 - Hatchery 
Culture of Bivalves, A practical manual. UN FAO, Rome. 

Helm, M.M., Millican, P.F., 1977. Experiments in the hatchery rearing of Pacific oyster larvae 
(Crassostrea gigas Thunberg). Aquaculture 11, 1–12. https://doi.org/10.1016/0044-
8486(77)90149-1 

Helmuth, B.S.T., 1998. Intertidal mussel microclimates: predicting the body temperature of a 
sessile invertabrate. Ecological Monographs 68, 51–74. https://doi.org/10.1890/0012-
9615(1998)068[0051:IMMPTB]2.0.CO;2 

Hendriks, I.E., van Duren, L.A., Herman, P.M.J., 2003. Effect of dietary polyunsaturated fatty 
acids on reproductive output and larval growth of bivalves. Journal of Experimental 
Marine Biology and Ecology 296, 199–213. https://doi.org/10.1016/S0022-
0981(03)00323-X 

Herbert, R.J.H., Humphreys, J., Davies, Clare.J., Roberts, C., Fletcher, S., Crowe, 
Tasman.P., 2016. Ecological impacts of non-native Pacific oysters (Crassostrea 
gigas) and management measures for protected areas in Europe. Biodiversity and 
Conservation 25, 2835–2865. https://doi.org/10.1007/s10531-016-1209-4 

Hick, P.M., Evans, O., Rubio, A., Dhand, N.K., Whittington, R.J., 2018. Both age and size 
influence susceptibility of Pacific oysters (Crassostrea gigas) to disease caused by 
Ostreid herpesvirus-1 (OsHV-1) in replicated field and laboratory experiments. 
Aquaculture 489, 110–120. https://doi.org/10.1016/j.aquaculture.2018.02.013 

Higgins, P.J., 1980a. Effects of food availability on the valve movements and feeding 
behavior of juvenile Crassostrea virginica (Gmelin). I. Valve movements and periodic 
activity. Journal of Experimental Marine Biology and Ecology 45, 229–244. 
https://doi.org/10.1016/0022-0981(80)90060-X 

Higgins, P.J., 1980b. Effects of food availability on the valve movements and feeding 
behavior of juvenile Crassostrea virginica (Gmelin). II. Feeding rates and behavior. 
Journal of Experimental Marine Biology and Ecology 46, 17–27. 
https://doi.org/10.1016/0022-0981(80)90087-8 

Hinder, S.L., Hays, G.C., Brooks, C.J., Davies, A.P., Edwards, M., Walne, A.W., Gravenor, 
M.B., 2011. Toxic marine microalgae and shellfish poisoning in the British Isles: 
history, review of epidemiology, and future implications. Environmental Health 10, 54. 
https://doi.org/10.1186/1476-069X-10-54 

His, E., Robert, R., Dinet, A., 1989. Combined effects of temperature and salinity on fed and 
starved larvae of the mediterranean mussel Mytilus galloprovincialis and the 
Japanese oyster Crassostrea gigas. Marine Biology 100, 455–463. 
https://doi.org/10.1007/BF00394822 

Horton, T., Kroh, A., Ahyong, S., Bailly, N., Boyko, C.B., Brandão, S.N., Gofas, S., Hooper, 
J.N.A., Hernandez, F., Holovachov, O., Mees, J., Molodtsova, T.N., Paulay, G., 
Decock, W., Dekeyzer, S., Lanssens, T., Vandepitte, L., Vanhoorne, B., Adlard, R., 
Adriaens, P., Agatha, S., Ahn, K.J., Akkari, N., Alvarez, B., Anderson, G., Angel, 



- 181 - 

 

 

M.V., Antic, D., Arango, C., Artois, T., Atkinson, S., Bank, R., Barber, A., Barbosa, 
J.P., Bartsch, I., Bellan-Santini, D., Bernot, J., Berta, A., Bezerra, T.N., Bieler, R., 
Blanco, S., Blasco-Costa, I., Blazewicz, M., Bock, P., Böttger-Schnack, R., Bouchet, 
P., Boury-Esnault, N., Boxshall, G., Bray, R., Bruce, N.L., Cairns, S., Carballo, J.L., 
Cárdenas, P., Carstens, E., Chan, B.K., Chan, T.Y., Cheng, L., Churchill, M., 
Coleman, C.O., Collins, A.G., Collins, G.E., Corbari, L., Cordeiro, R., Cornils, A., 
Coste, M., Costello, M.J., Crandall, K.A., Cremonte, F., Cribb, T., Cutmore, S., 
Dahdouh-Guebas, F., Daly, M., Daneliya, M., Dauvin, J.C., Davie, P., De Broyer, C., 
De Grave, S., de Mazancourt, V., de Voogd, N.J., Decker, P., Decraemer, W., 
Defaye, D., d’Hondt, J.L., Dippenaar, S., Dohrmann, M., Dolan, J., Domning, D., 
Downey, R., Ector, L., Eisendle-Flöckner, U., Eitel, M., Encarnação, S.C. d., Enghoff, 
H., Epler, J., Ewers-Saucedo, C., Faber, M., Feist, S., Figueroa, D., Finn, J., Fišer, 
C., Fordyce, E., Foster, W., Frank, J.H., Fransen, C., Furuya, H., Galea, H., Garcia-
Alvarez, O., Garic, R., Garnett, S., Gasca, R., Gaviria-Melo, S., Gerken, S., Gibson, 
D., Gibson, R., Gil, J., Gittenberger, A., Glasby, C., Glover, A., Gómez-Noguera, 
S.E., González-Solís, D., Gordon, D., Grabowski, M., Gravili, C., Guerra-García, 
J.M.., Guidetti, R., Guiry, M.D., Hadfield, K.A., Hajdu, E., Hallermann, J., Hayward, 
B.W., Hendrycks, E., Herbert, D., Herrera Bachiller, A., Ho, J. s., Hodda, M., Høeg, 
J., Hoeksema, B., Houart, R., Hughes, L., Hyžný, M., Iniesta, L.F.M., Iseto, T., 
Ivanenko, S., Iwataki, M., Janssen, R., Jarms, G., Jaume, D., Jazdzewski, K., 
Jersabek, C.D., Jóźwiak, P., Kabat, A., Kantor, Y., Karanovic, I., Karthick, B., Kim, 
Y.H., King, R., Kirk, P.M., Klautau, M., Kociolek, J.P., Köhler, F., Kolb, J., Kotov, A., 
Kremenetskaia, A., Kristensen, R.M., Kulikovskiy, M., Kullander, S., Lambert, G., 
Lazarus, D., Le Coze, F., LeCroy, S., Leduc, D., Lefkowitz, E.J., Lemaitre, R., Liu, Y., 
Lörz, A.N., Lowry, J., Ludwig, T., Lundholm, N., Macpherson, E., Madin, L., Mah, C., 
Mamo, B., Mamos, T., Manconi, R., Mapstone, G., Marek, P.E., Marshall, B., 
Marshall, D.J., Martin, P., Mast, R., McFadden, C., McInnes, S.J., Meidla, T., Meland, 
K., Merrin, K.L., Messing, C., Miljutin, D., Mills, C., Moestrup, Ø., Mokievsky, V., 
Monniot, F., Mooi, R., Morandini, A.C., Moreira da Rocha, R., Moretzsohn, F., 
Morrow, C., Mortelmans, J., Mortimer, J., Musco, L., Neubauer, T.A., Neubert, E., 
Neuhaus, B., Ng, P., Nguyen, A.D., Nguyen Thi My, Y., Nielsen, C., Nishikawa, T., 
Norenburg, J., O’Hara, T., Opresko, D., Osawa, M., Osigus, H.J., Ota, Y., Páll-
Gergely, B., Patterson, D., Paxton, H., Peña-Santiago, R., Perrier, V., Perrin, W., 
Petrescu, I., Picton, B., Pilger, J.F., Pisera, A.B., Polhemus, D., Poore, G.C., 
Potapova, M., Pugh, P., Read, G., Reich, M., Reimer, J.D., Reip, H., Reuscher, M., 
Reynolds, J.W., Richling, I., Rimet, F., Ríos, P., Rius, M., Rogers, D.C., Rosenberg, 
G., Rützler, K., Sabbe, K., Saiz-Salinas, J., Sala, S., Santagata, S., Santos, S., Sar, 
E., Satoh, A., Saucède, T., Schatz, H., Schierwater, B., Schmidt-Rhaesa, A., 
Schneider, S., Schönberg, C., Schuchert, P., Senna, A.R., Serejo, C., Shaik, S., 
Shamsi, S., Sharma, J., Shear, W.A., Shenkar, N., Shinn, A., Short, M., Sicinski, J., 
Sierwald, P., Simmons, E., Sinniger, F., Sivell, D., Sket, B., Smit, H., Smit, N., Smol, 
N., Souza-Filho, J.F.., Spelda, J., Sterrer, W., Stienen, E., Stoev, P., Stöhr, S., 
Strand, M., Suárez-Morales, E., Summers, M., Suppan, L., Suttle, C., Swalla, B.J., 
Taiti, S., Tanaka, M., Tandberg, A.H., Tang, D., Tasker, M., Taylor, J., Taylor, J., 
Tchesunov, A., ten Hove, H., ter Poorten, J.J., Thomas, J.D., Thuesen, E.V., 
Thurston, M., Thuy, B., Timi, J.T., Timm, T., Todaro, A., Turon, X., Tyler, S., Uetz, P., 
Uribe-Palomino, J., Utevsky, S., Vacelet, J., Vachard, D., Vader, W., Väinölä, R., 
Valls Domedel, G., Van de Vijver, B., van der Meij, S.E., van Haaren, T., van Soest, 
R.W., Vanreusel, A., Venekey, V., Vinarski, M., Vonk, R., Vos, C., Walker-Smith, G., 
Walter, T.C., Watling, L., Wayland, M., Wesener, T., Wetzel, C.E., Whipps, C., White, 
K., Wieneke, U., Williams, D.M., Williams, G., Wilson, R., Witkowski, A., Witkowski, 
J., Wyatt, N., Wylezich, C., Xu, K., Zanol, J., Zeidler, W., Zhao, Z., 2019. World 
Register of Marine Species (WoRMS) [WWW Document]. URL 
http://www.marinespecies.org (accessed 5.1.23). 



- 182 - 

 

 

Howarth, R.W., 2008. Coastal nitrogen pollution: a review of sources and trends globally and 
regionally. Harmful Algae 8, 14–20. https://doi.org/10.1016/j.hal.2008.08.015 

Hsieh, J.L., Fries, J.S., Noble, R.T., 2008. Dynamics and predictive modelling of Vibrio spp. 
in the Neuse River Estuary, North Carolina, USA. Environmental Microbiology 10, 
57–64. https://doi.org/10.1111/j.1462-2920.2007.01429.x 

Huang, S.-C., Kreeger, D.A., Newell, R.I.E., 2003. Tidal and seasonal variations in the 
quantity and composition of seston in a North American, mid-Atlantic saltmarsh. 
Estuarine, Coastal and Shelf Science 56, 547–560. https://doi.org/10.1016/S0272-
7714(02)00205-6 

Humphreys, J., Herbert, R.J., Roberts, C., Fletcher, S., 2014. A reappraisal of the history 
and economics of the Pacific oyster in Britain. Aquaculture 428, 117–124. 
https://doi.org/10.1016/j.aquaculture.2014.02.034 

Hunter, J.D., 2007. Matplotlib: A 2D graphics environment. Computing in Science & 
Engineering 9, 90–95. 

IPCC, 2023. Summary for Policymakers, in: Lee, H., Romero, J. (Eds.), Climate Change 
2023: Synthesis Report. A Report of the Intergovernmental Panel on Climate 
Change. Contribution of Working Groups I, II and III to the Sixth Assessment Report 
of the Intergovernmental Panel on Climate Change. IPCC, Geneva, Switzerland. 

Jezný, J., Čurilla, M., 2013. Position measurement with Hall-Effect sensors. American 
Journal of Mechanical Engineering 1, 231–235. https://doi.org/10.12691/ajme-1-7-16 

Jiang, L., Gerkema, T., Wijsman, J.W.M., Soetaert, K., 2019. Comparing physical and 
biological impacts on seston renewal in a tidal bay with extensive shellfish culture. 
Journal of Marine Systems 194, 102–110. 
https://doi.org/10.1016/j.jmarsys.2019.03.003 

Jørgensen, C., Larsen, P., Møhlenberg, F., Riisgård, H.U., 1988. The mussel pump: 
Properties and modelling. Marine Ecology Progress Series 45, 205–216. 
https://doi.org/10.3354/meps045205 

Keddy, P., 2001. Competiton, 2nd ed, Population and Community Biology. Kluwer Academic 
Publishers, Dordrecht. 

Kelleghan, D.B., O’Callaghan, L., Huggard, F., Crowe, T.P., Brooks, P.R., 2023. Using valve 
gape analysis to compare sensitivity of native Mytilus edulis to invasive Magallana 
gigas when exposed to heavy metal contamination. Marine Environmental Research 
106043. https://doi.org/10.1016/j.marenvres.2023.106043 

King, W.L., Jenkins, C., Seymour, J.R., Labbate, M., 2019. Oyster disease in a changing 
environment: Decrypting the link between pathogen, microbiome and environment. 
Marine Environmental Research 143, 124–140. 
https://doi.org/10.1016/j.marenvres.2018.11.007 

Kirby, M.X., Miller, H.M., 2005. Response of a benthic suspension feeder (Crassostrea 
virginica Gmelin) to three centuries of anthropogenic eutrophication in Chesapeake 
Bay. Estuarine, Coastal and Shelf Science 62, 679–689. 
https://doi.org/10.1016/j.ecss.2004.10.004 



- 183 - 

 

 

Koike, Y., Seki, T., 2020. Innovation and Adaptation of Recent Oyster Culture Techniques in 
Japan, in: Ceccaldi, H.-J., Hénocque, Y., Komatsu, T., Prouzet, P., Sautour, B., 
Yoshida, J. (Eds.), Evolution of Marine Coastal Ecosystems under the Pressure of 
Global Changes. Springer International Publishing, Cham, pp. 409–418. 

Kramer, K.J.M., Foekema, E.M., 2001. The “Musselmonitor®” as Biological Early Warning 
System, in: Butterworth, F.M., Gunatilaka, A., Gonsebatt, M.E. (Eds.), Biomonitors 
and Biomarkers as Indicators of Environmental Change 2: A Handbook, 
Environmental Science Research. Springer US, Boston, MA, pp. 59–87. 
https://doi.org/10.1007/978-1-4615-1305-6_4 

Krause, G., Buck, B.H., Breckwoldt, A., 2019. Socio-economic Aspects of Marine Bivalve 
Production, in: Smaal, A.C., Ferreira, J.G., Grant, J., Petersen, J.K., Strand, Ø. 
(Eds.), Goods and Services of Marine Bivalves. Springer International Publishing, 
Cham, pp. 317–334. https://doi.org/10.1007/978-3-319-96776-9_17 

La Peyre, M.K., Eberline, B.S., Soniat, T.M., La Peyre, J.F., 2013. Differences in extreme 
low salinity timing and duration differentially affect eastern oyster (Crassostrea 
virginica) size class growth and mortality in Breton Sound, LA. Estuarine, Coastal 
and Shelf Science 135, 146–157. https://doi.org/10.1016/j.ecss.2013.10.001 

La Peyre, M.K., Serra, K., Joyner, T.A., Humphries, A., 2015. Assessing shoreline exposure 
and oyster habitat suitability maximizes potential success for sustainable shoreline 
protection using restored oyster reefs. PeerJ 3, e1317. 
https://doi.org/10.7717/peerj.1317 

Laing, I., Bopp, J.J., 2019. Oysters: Shellfish Farming, in: Cochran, J.K., Bokuniewicz, H.J., 
Yager, P.L. (Eds.), Encyclopedia of Ocean Sciences (Third Edition). Academic Press, 
Oxford, pp. 480–492. https://doi.org/10.1016/B978-0-12-409548-9.04269-X 

Laing, I., Dunn, P., Peeler, E.J., Feist, S.W., Longshaw, M., 2014. Epidemiology of Bonamia 
in the UK, 1982 to 2012. Diseases of Aquatic Organisms 110, 101–11. 
https://doi.org/10.3354/dao02647 

Laing, I., Walker, P., Areal, F., 2006. Return of the native – is European oyster (Ostrea 
edulis) stock restoration in the UK feasible? Aquatic Living Resources 19, 283–287. 
https://doi.org/10.1051/alr:2006029 

Lallias, D., Boudry, P., Batista, F.M., Beaumont, A., King, J.W., Turner, J.R., Lapègue, S., 
2015. Invasion genetics of the Pacific oyster Crassostrea gigas in the British Isles 
inferred from microsatellite and mitochondrial markers. Biological Invasions 17, 
2581–2595. https://doi.org/10.1007/s10530-015-0896-1 

Lango-Reynoso, F., Chavez-Villaba, J., Pennec, M., 2006. Reproductive patterns of the 
Pacific oyster Crassostrea gigas in France. Invertebrate Reproduction & 
Development 49, 41–50. https://doi.org/10.1080/07924259.2006.9652192 

Lawton, J.H., Hassell, M.P., 1981. Asymmetrical competition in insects. Nature 289, 793–
795. https://doi.org/10.1038/289793a0 

Leal Diego, A.G., Dores Ramos, A.P., Marques Souza, D.S., Durigan, M., Greinert-Goulart, 
J.A., Moresco, V., Amstutz, R.C., Micoli, A.H., Romeu Cantusio Neto, Célia Regina 
Monte Barardi, Regina Maura Bueno Franco, 2013. Sanitary quality of edible bivalve 



- 184 - 

 

 

mollusks in Southeastern Brazil using an UV based depuration system. Ocean & 
Coastal Management 72, 93–100. https://doi.org/10.1016/j.ocecoaman.2011.07.010 

Lee, R., Lovatelli, A., Ababouch, L., 2008. Bivalve depuration: fundamental and practical 
aspects. FAO, Rome. 

Lee, R.J., Younger, A.D., 2002. Developing microbiological risk assessment for shellfish 
purification. International Biodeterioration & Biodegradation 50, 177–183. 
https://doi.org/10.1016/S0964-8305(02)00084-7 

Lekve, K., Ottersen, G., Stenseth, N.Chr., Gjøsæter, J., 2002. Length dynamics in juvenile 
coastal Skagerrak Cod: Effects of biotic and abiotic processes. Ecology 83, 1676–
1688. https://doi.org/10.1890/0012-9658(2002)083[1676:LDIJCS]2.0.CO;2 

Leung, T.L.F., Bates, A.E., 2013. More rapid and severe disease outbreaks for aquaculture 
at the tropics: implications for food security. Journal of Applied Ecology 50, 215–222. 
https://doi.org/10.1111/1365-2644.12017 

Lindahl, O., Hart, R., Hernroth, B., Kollberg, S., Loo, L.-O., Olrog, L., Rehnstam-Holm, A.-S., 
Svensson, J., Svensson, S., Syversen, U., 2005. Improving marine water quality by 
mussel farming: a profitable solution for Swedish society. AMBIO: A Journal of the 
Human Environment 34, 131–139. 

Lindsay, P., Balls, P.W., West, J.R., 1996. Influence of Tidal Range and River Discharge on 
Suspended Particulate Matter Fluxes in the Forth Estuary (Scotland). Estuarine, 
Coastal and Shelf Science 42, 63–82. https://doi.org/10.1006/ecss.1996.0006 

Liu, H., Buskey, E.J., 2000. The exopolymer secretions (EPS) layer surrounding 
Aureoumbra lagunensis cells affects growth, grazing, and behavior of protozoa. 
Limnology and Oceanography 45, 1187–1191. 
https://doi.org/10.4319/lo.2000.45.5.1187 

Liu, H., Ye, T., Soon, T.K., Zhang, H., Cheng, D., Li, S., Ma, H., Zheng, H., 2019. Effects of 
stocking density on the growth performance, bacterial load and antioxidant response 
systems of noble scallop Chlamys nobilis. Fish & Shellfish Immunology 92, 40–44. 
https://doi.org/10.1016/j.fsi.2019.05.053 

Lucas, A., Beninger, P.G., 1985. The use of physiological condition indices in marine bivalve 
aquaculture. Aquaculture 44, 187–200. https://doi.org/10.1016/0044-8486(85)90243-
1 

Lucas, J.S., Southgate, P.C., 2012. Aquaculture: Farming aquatic animals and plants. 2nd 
Ed, 2nd ed. Wiley-Blackwell. 

Luckenbach, M.W., Mann, R., Wesson, J.A., 1999. Oyster reef habitat restoration: a 
synopsis and synthesis of approaches; proceedings from the symposium, 
Williamsburg, Virginia, April 1995. Virginia Institute of Marine Science, College of 
William and Mary. 

Malham, S., Cotter, E., O’Keeffe, S., Lynch, S., Culloty, S., King, J., Latchford, J., Beaumont, 
A., 2009. Summer mortality of the Pacific oyster, Crassostrea gigas, in the Irish Sea: 
The influence of temperature and nutrients on health and survival. Aquaculture 287, 
128–138. https://doi.org/10.1016/j.aquaculture.2008.10.006 



- 185 - 

 

 

Mann, R., 1979. Some biochemical and physiological aspects of growth and gametogenesis 
in Crassostrea gigas and Ostrea edulis grown at sustained elevated temperatures. 
Journal of the Marine Biological Association of the United Kingdom 59, 95–110. 
https://doi.org/10.1017/S0025315400046208 

Marceau, F., 1909. Contraction of molluscan muscle. Archives de Zoologie Expérimentale et 
Générale 2, 295–469. 

Marín Leal, J., Dubois, S., Orvain, F., Galois, R., Blin, J.-L., Ropert, M., Bataillé, M.-P., 
Ourry, A., Lefebvre, S., 2008. Stable isotopes (δ 13 C, δ 15 N) and modelling as tools 
to estimate the trophic ecology of cultivated oysters in two contrasting environments. 
Marine Biology 153. https://doi.org/10.1007/s00227-007-0841-7 

Marshall, R., McKinley, S., Pearce, C.M., 2010. Effects of nutrition on larval growth and 
survival in bivalves. Reviews in Aquaculture 2, 33–55. https://doi.org/10.1111/j.1753-
5131.2010.01022.x 

Marshall, R.D., Dunham, A., 2013. Effects of culture media and stocking density on 
biofouling, shell shape, growth, and survival of the Pacific oyster (Crassostrea gigas) 
and the Manila clam (Venerupis philippinarum) in suspended culture. Aquaculture 
406–407, 68–78. https://doi.org/10.1016/j.aquaculture.2013.05.003 

Martinez, O., Rodriguez-Calleja, J.M., Santos, J.A., Otero, A., Garcia-Lopez, M.L., 2009. 
Foodborne and Indicator Bacteria in Farmed Molluscan Shellfish before and after 
Depuration. Journal of Food Protection 72, 1443–1449. https://doi.org/10.4315/0362-
028X-72.7.1443 

Mat, A.M., Massabuau, J.-C., Ciret, P., Tran, D., 2014. Looking for the clock mechanism 
responsible for circatidal behavior in the oyster Crassostrea gigas. Marine Biology 
161, 89–99. https://doi.org/10.1007/s00227-013-2317-2 

Mat, A.M., Massabuau, J.-C., Ciret, P., Tran, D., 2012. Evidence for a Plastic Dual Circadian 
Rhythm in the Oyster Crassostrea gigas. Chronobiology International 29, 857–867. 
https://doi.org/10.3109/07420528.2012.699126 

Matthiessen, P., 2019. The impact of organotin pollution on aquatic invertebrate 
communities—are molluscs the only group whose populations have been affected? 
Current Opinion in Environmental Science & Health 11, 13–20. 
https://doi.org/10.1016/j.coesh.2019.06.003 

Matthiessen, P., 2013. Detection, monitoring, and control of tributyltin—an almost complete 
success story. Environmental Toxicology and Chemistry 32, 487–489. 
https://doi.org/10.1002/etc.2108 

McCallum, H., Harvell, D., Dobson, A., 2003. Rates of spread of marine pathogens. Ecology 
Letters 6, 1062–1067. https://doi.org/10.1046/j.1461-0248.2003.00545.x 

McGuire, M., 2019. Check Out These Mussels: Minneapolis Using Mollusks To Monitor 
Water Quality - CBS Minnesota. WCCO News. 

McKinney, W., 2010. Data structures for statistical computing in python, in: Proceedings of 
the 9th Python in Science Conference. Austin, TX, pp. 51–56. 



- 186 - 

 

 

McManus, J., 2005. Salinity and suspended matter variations in the Tay estuary. Continental 
Shelf Research 25, 729–747. https://doi.org/10.1016/j.csr.2004.11.003 

Méthé, D., Comeau, L.A., Stryhn, H., Landry, T., Davidson, J., 2015. Stress response of 
Crassostrea virginica (Gmelin, 1791) oysters following a reciprocal transfer between 
upriver and downriver sites. Aquaculture Research 46, 2841–2850. 
https://doi.org/10.1111/are.12436 

Meyer, E., Manahan, D.T., 2010. Gene expression profiling of genetically determined growth 
variation in bivalve larvae (Crassostrea gigas). Journal of Experimental Biology 213, 
749–758. https://doi.org/10.1242/jeb.037242 

Mgaya, Y.D., Mercer, J.P., 1995. The effects of size grading and stocking density on growth 
performance of juvenile abalone, Haliotis tuberculata Linnaeus. Aquaculture 136, 
297–312. https://doi.org/10.1016/0044-8486(95)00066-6 

Micu, A., 2023. In Poznan, Poland, eight clams get to decide if people in the city get water or 
not [WWW Document]. ZME Science. URL 
https://www.zmescience.com/ecology/poznan-mussel-water-plants-892524/ 
(accessed 5.10.23). 

Middelburg, J.J., Herman, P.M.J., 2007. Organic matter processing in tidal estuaries. Marine 
Chemistry 106, 127–147. https://doi.org/10.1016/j.marchem.2006.02.007 

Miller, L.P., 2022. Monitoring Bivalve Behavior and Physiology in the Laboratory and Field 
Using Open-Source Tools. Integrative and Comparative Biology 62, 1096–1110. 
https://doi.org/10.1093/icb/icac046 

Miossec, L., Guyader, F., Haugarreau, L., Pommepuy, M., 2000. Magnitude of rainfall on 
viral contamination of the marine environment during gastroenteritis epidemics in 
human coastal population. Revue d’épidémiologie et de santé publique 48 Suppl 2, 
2S62-71. 

Miron, G., Audet, D., Landry, T., Moriyasu, M., 2005. Predation potenial of the invasive 
Green crab (Carcinus maenas) and other common predators on commercial bivalve 
species on Prince Edward Island. Journal of Shellfish Research 24, 579–586. 
https://doi.org/10.2983/0730-8000(2005)24[579:PPOTIG]2.0.CO;2 

Mölter, T., Schindler, D., Albrecht, A.T., Kohnle, U., 2016. Review on the projections of 
future storminess over the North Atlantic European region. Atmosphere 7, 60. 
https://doi.org/10.3390/atmos7040060 

Moody, R., 2003. Development of a biological sensor bay for the Ranger AUV, in: Oceans 
2003. Celebrating the Past ... Teaming Toward the Future (IEEE Cat. 
No.03CH37492). Presented at the Oceans 2003. Celebrating the Past ... Teaming 
Toward the Future (IEEE Cat. No.03CH37492), pp. 2184-2188 Vol.4. 
https://doi.org/10.1109/OCEANS.2003.178240 

Moore, M.N., Koehn, R.K., Bayne, B.L., 1980. Leucine aminopeptidase (aminopeptidase-I), 
N-acetyl-β-hexosaminidase and lysosomes in the mussel, Mytilus edulis L., in 
response to salinity changes. Journal of Experimental Zoology 214, 239–249. 
https://doi.org/10.1002/jez.1402140302 



- 187 - 

 

 

Morales-Alamo, R., Mann, R., 1990. Recruitment and Growth of Oysters on Shell Clutch 
Planted at Monthly Intervals (May-August 1986) at Jones Shore Basin the Lower 
Potomac River, Maryland. Special Reports in Applied Marine Science and Ocean 
Engineering 304. 

Mortensen, S., Strand, Å., Bodvin, T., Alfjorden, A., Skår, C.K., Jelmert, A., Aspán, A., 
Sælemyr, L., Naustvoll, L.-J., Albretsen, J., 2016. Summer mortalities and detection 
of ostreid herpesvirus microvariant in Pacific oyster Crassostrea gigas in Sweden 
and Norway. Diseases of Aquatic Organisms 117, 171–176. 
https://doi.org/10.3354/dao02944 

Muggeo, V.M., 2003. Estimating regression models with unknown break‐points. Statistics in 
Medicine 22, 3055–3071. 

Nagai, K., Honjo, T., Go, J., Yamashita, H., Oh, S., 2006. Detecting the shellfish killer 
Heterocapsa circularisquama (Dinophyceae) by measuring bivalve valve activity with 
a Hall element sensor. Aquaculture 255, 395–401. 
https://doi.org/10.1016/j.aquaculture.2005.12.018 

Native Oyster Network, 2023. Native Oyster Network UK & Ireland Homepage [WWW 
Document]. Native Oyster Network. URL https://nativeoysternetwork.org/ (accessed 
4.25.23). 

Nell, J.A., Holliday, J.E., 1988. Effects of salinity on the growth and survival of Sydney rock 
oyster (Saccostrea commercialis) and Pacific oyster (Crassostrea gigas) larvae and 
spat. Aquaculture 68, 39–44. https://doi.org/10.1016/0044-8486(88)90289-X 

Obeid, M., Machin, D., Harper, J.L., 1967. Influence of Density on Plant Variation in Fiber 
Flax, Linum usitatissimum L.1. Crop Science 7, 
cropsci1967.0011183X000700050019x. 
https://doi.org/10.2135/cropsci1967.0011183X000700050019x 

Oliver, E.C., Burrows, M.T., Donat, M.G., Sen Gupta, A., Alexander, L.V., Perkins-
Kirkpatrick, S.E., Benthuysen, J., Hobday, A.J., Holbrook, N.J., Moore, P.J., 2019. 
Projected marine heatwaves in the 21st century and the potential for ecological 
impact. Frontiers in Marine Science 6, 734. https://doi.org/10.3389/fmars.2019.00734 

Pauley, G.B., Van Der Raay, B.M., Troutt, D., 1988. Species profiles: life histories and 
environmental requirements of coastal fishes and invertebrates (Pacific Northwest): 
Pacific oyster (No. TR-EL-82-4/82(11.101); BR-89(11.101) ON: TI90000016). Dept. 
of Fisheries and Wildlife. 

Paul-Pont, I., Dhand, N.K., Whittington, R.J., 2013. Spatial distribution of mortality in Pacific 
oysters Crassostrea gigas: reflection on mechanisms of OsHV-1 transmission. 
Diseases of Aquatic Organisms 105, 127–38. https://doi.org/10.3354/dao02615 

Paul-Pont, I, Dhand, N.K., Whittington, R.J., 2013. Influence of husbandry practices on 
OsHV-1 associated mortality of Pacific oysters Crassostrea gigas. Aquaculture 412–
413, 202–214. https://doi.org/10.1016/j.aquaculture.2013.07.038 

Pearson, R., Dawson, T., 2003. Predicting the impacts of climate change on the distribution 
of species: are bioclimate envelope models useful? Global Ecology and 
Biogeography. https://doi.org/10.1046/j.1466-822X.2003.00042.x 



- 188 - 

 

 

Pedregosa, F., Varoquaux, G., Gramfort, A., Michel, V., Thirion, B., Grisel, O., Blondel, M., 
Prettenhofer, P., Weiss, R., Dubourg, V., Vanderplas, J., Passos, A., Cournapeau, 
D., Brucher, M., Perrot, M., Duchesnay, E., 2011. Scikit-learn: Machine Learning in 
Python. Journal of Machine Learning Research 12, 2825–2830. 

Peeler, E.J., Reese, R.A., Cheslett, D.L., Geoghegan, F., Power, A., Thrush, M.A., 2012. 
Investigation of mortality in Pacific oysters associated with Ostreid herpesvirus-1 
μVar in the Republic of Ireland in 2009. Preventative Veterinary Medicine 105, 136–
43. https://doi.org/10.1016/j.prevetmed.2012.02.001 

Peruzza, L., Tucci, C.F., Frizzo, R., Riello, T., Quagliariello, A., Martino, M.E., Manuzzi, A., 
Dalla Rovere, G., Bonsembiante, F., Gelain, M.E., Smits, M., Borgheresi, O., 
Camerani, F., Panin, M., Venier, P., Mammi, S., Hauton, C., Patarnello, T., Milan, M., 
Bargelloni, L., 2023. Impaired reproduction, energy reserves and dysbiosis: The 
overlooked consequences of heatwaves in a bivalve mollusc. Marine Pollution 
Bulletin 193, 115192. https://doi.org/10.1016/j.marpolbul.2023.115192 

Petton, B., Pernet, F., Robert, R., Boudry, P., 2013. Temperature influence on pathogen 
transmission and subsequent mortalities in juvenile Pacific oysters Crassostrea 
gigas. Aquaculture Environment Interactions 3, 257–273. 
https://doi.org/10.3354/aei00070 

Pilgrim, C., 2021. piecewise-regression (aka segmented regression) in Python. JOSS 6, 
3859. https://doi.org/10.21105/joss.03859 

Pogoda, B., Brown, J., Hancock, B., Preston, J., Pouvreau, S., Kamermans, P., Sanderson, 
W., von Nordheim, H., 2019. The Native Oyster Restoration Alliance (NORA) and the 
Berlin Oyster Recommendation: bringing back a key ecosystem engineer by 
developing and supporting best practice in Europe. Aquatic Living Resources 32. 
https://doi.org/10.1051/alr/2019012 

Poirier, L.A., Clements, J.C., Coffin, M.R., Craig, T., Davidson, J., Miron, G., Davidson, J.D., 
Hill, J., Comeau, L.A., 2021. Siltation negatively affects settlement and gaping 
behaviour in eastern oysters. Marine Environmental Research 170, 105432. 
https://doi.org/10.1016/j.marenvres.2021.105432 

Pollack, J.B., Kim, H.-C., Morgan, E.K., Montagna, P.A., 2011. Role of Flood Disturbance in 
Natural Oyster (Crassostrea virginica) Population Maintenance in an Estuary in 
South Texas, USA. Estuaries and Coasts 34, 187–197. 
https://doi.org/10.1007/s12237-010-9338-6 

Porter, E.T., Breitburg, D.L., 2016. Eastern oyster, Crassostrea virginica, valve gape 
behavior under diel-cycling hypoxia. Marine Biology 163, 218. 
https://doi.org/10.1007/s00227-016-2980-1 

Quayle, D.B., 1988. Pacific oyster culture in British Columbia (No. 218). Department of 
Fisheries and Oceans. 

Ramos, C. de O., da Silva, F.C., Gomes, C.H.A. de M., Langdon, C., Takano, P., Gray, 
M.W., de Melo, C.M.R., 2021. Effect of larval density on growth and survival of the 
Pacific oyster Crassostrea gigas in a recirculation aquaculture system. Aquaculture 
540, 736667. https://doi.org/10.1016/j.aquaculture.2021.736667 



- 189 - 

 

 

Ramsden, E., 2006. Hall-effect sensors: theory and application. Newnes, Burlington, MA, 
USA. 

Renault, T., Bouquet, A.L., Maurice, J.T., Lupo, C., Blachier, P., 2014. Ostreid herpesvirus 1 
infection among Pacific oyster (Crassostrea gigas) Spat: relevance of water 
temperature to virus replication and circulation prior to the onset of mortality. Applied 
Environmental Microbiology 80, 5419–26. https://doi.org/10.1128/aem.00484-14 

Renault, T., Novoa, B., 2004. Viruses infecting bivalve molluscs. Aquatic Living Resources 
17, 397–409. https://doi.org/10.1051/alr:2004049 

Retailleau, E., Chauvaud, A., Richard, G., Mathias, D., Chauvaud, L., Reynaud, S., Mars, J., 
Chauvaud, S., 2023. The nocturnal life of the great scallops (Pecten maximus, L.): 
First description of their natural daily valve opening cycle. PLOS ONE 18, 1–18. 
https://doi.org/10.1371/journal.pone.0279690 

Riisgård, H., Lassen, J., Kittner, C., 2006. Valve-gape response times in mussels (Mytilus 
edulis) - effects of laboratory preceding-feeding conditions and in situ tidally induced 
variation in phytoplankton biomass. Journal of Shellfish Research 25, 901–911. 
https://doi.org/10.2983/0730-8000(2006)25[901:VRTIMM]2.0.CO;2 

Riisgård, H.U., Larsen, P.S., 2015. Physiologically regulated valve-closure makes mussels 
long-term starvation survivors: test of hypothesis. Journal of Molluscan Studies 81, 
303–307. https://doi.org/10.1093/mollus/eyu087 

Robins, P.E., Tita, A., King, J.W., Jenkins, S.R., 2017. Predicting the dispersal of wild Pacific 
oysters Crassostrea gigas (Thunberg, 1793) from an existing frontier population--a 
numerical study. Aquatic Invasions 12. https://doi.org/10.3391/ai.2017.12.2.01 

Robson, A.A., Garcia De Leaniz, C., Wilson, R.P., Halsey, L.G., 2010. Behavioural 
adaptations of mussels to varying levels of food availability and predation risk. 
Journal of Molluscan Studies 76, 348–353. https://doi.org/10.1093/mollus/eyq025 

Rodrigues, L.C., Van Den Bergh, J.C., Massa, F., Theodorou, J.A., Ziveri, P., Gazeau, F., 
2015. Sensitivity of Mediterranean bivalve mollusc aquaculture to climate change, 
ocean acidification, and other environmental pressures: findings from a producer 
survey. Journal of Shellfish Research 34, 1161–1177. 
https://doi.org/10.2983/035.034.0341 

Ruesink, J.L., Lenihan, H.S., Trimble, A.C., Heiman, K.W., Micheli, F., Byers, J.E., Kay, 
M.C., 2005. Introduction of non-native oysters: ecosystem effects and restoration 
implications. Annual Review of Ecology, Evolution, and Systematics 36, 643–689. 
https://doi.org/10.1146/annurev.ecolsys.36.102003.152638 

Rutten, C.J., Velthuis, A.G.J., Steeneveld, W., Hogeveen, H., 2013. Invited review: Sensors 
to support health management on dairy farms. Journal of Dairy Science 96, 1928–
1952. https://doi.org/10.3168/jds.2012-6107 

Salvi, D., Macali, A., Mariottini, P., 2014. Molecular phylogenetics and systematics of the 
bivalve family Ostreidae based on rRNA sequence-structure models and multilocus 
species tree. PLOS ONE 9. https://doi.org/10.1371/journal.pone.0108696 



- 190 - 

 

 

Salvi, D., Mariottini, P., 2017. Molecular taxonomy in 2D: a novel ITS2 rRNA sequence-
structure approach guides the description of the oysters’ subfamily Saccostreinae 
and the genus Magallana (Bivalvia: Ostreidae). Zoological Journal of the Linnean 
Society 179, 263–276. https://doi.org/10.1111/zoj.12455 

Santerre, C., Sourdaine, P., Marc, N., Mingant, C., Robert, R., Martinez, A.-S., 2013. Oyster 
sex determination is influenced by temperature - first clues in spat during first 
gonadic differentiation and gametogenesis. Comparative Biochemistry and 
Physiology. Part A, Molecular & Integrative Physiology 165, 61–69. 
https://doi.org/10.1016/j.cbpa.2013.02.007 

Schmitt, J., Eccleston, J., Ehrhardt, D.W., 1987. Dominance and Suppression, Size-
Dependent Growth and Self-Thinning in a Natural Impatiens Capensis Population. 
Journal of Ecology 75, 651–665. https://doi.org/10.2307/2260197 

Schwartzmann, C., Durrieu, G., Sow, M., Ciret, P., Lazareth, C., Massabuau, J.-C., 2011. In 
situ giant clam growth rate behavior in relation to temperature: A one year coupled 
study of high-frequency non-invasive valvometry and sclerochronology. Limnology 
and Oceanography 56, 1940–1951. https://doi.org/10.4319/lo.2011.56.5.1940 

SEAL, 2020. AutoAnalyzer Multi-test Methods [WWW Document]. URL https://www.seal-
analytical.com/Methods/AutoAnalyzerMethods/AutoAnalyzerMulti-
testMethods/tabid/80/language/en-US/Default.aspx (accessed 11.25.20). 

Segarra, A., Pépin, J.F., Arzul, I., Morga, B., Faury, N., Renault, T., 2010. Detection and 
description of a particular Ostreid herpesvirus 1 genotype associated with massive 
mortality outbreaks of Pacific oysters, Crassostrea gigas, in France in 2008. Virus 
Research 153, 92–99. https://doi.org/10.1016/j.virusres.2010.07.011 

Segner, H., Sundh, H., Buchmann, K., Douxfils, J., Sundell, K.S., Mathieu, C., Ruane, N., 
Jutfelt, F., Toften, H., Vaughan, L., 2012. Health of farmed fish: its relation to fish 
welfare and its utility as welfare indicator. Fish Physiology and Biochemistry 38, 85–
105. https://doi.org/10.1007/s10695-011-9517-9 

Shakspeare, A., 2023. Gaping behaviour of Blue mussels (Mytilus edulis) in a highly variable 
intertidal environment - Supplementary Data. https://doi.org/10.17632/rdpgdmyvj8.1 

Shatkin, G., Shumway, S., Hawes, R., 1997. Considerations regarding the possible 
introduction of the Pacific oyster, Crassostrea gigas, to the Gulf of Maine: a review of 
global experience. Journal of Shellfish Research 16, 463–478. 

Shumway, S.E., 1977. Effect of salinity fluctuation on the osmotic pressure and Na+, Ca2+ 
and Mg2+ ion concentrations in the hemolymph of bivalve molluscs. Marine Biology 
41, 153–177. https://doi.org/10.1007/BF00394023 

Shumway, S.E., Davis, C., Downey, R., Karney, R., Kraeuter, J., Parsons, J., Rheault, R., 
Wikfors, G., 2003. Shellfish aquaculture–in praise of sustainable economies and 
environments. World Aquaculture 34, 8–10. 

Shumway, S.E., Youngson, A., 1979. The effects of fluctuating salinity on the physiology of 
Modiolus demissus (Dillwyn). Journal of Experimental Marine Biology and Ecology 
40, 167–181. https://doi.org/10.1016/0022-0981(79)90043-1 



- 191 - 

 

 

Smee, D., Weissburg, M., 2006. Clamming up: environmental forces diminish the perceptive 
ability of bivalve prey. Ecology 87, 1587–1598. https://doi.org/10.1890/0012-
9658(2006)87[1587:cuefdt]2.0.co;2. 

Snodden, L.M., Roberts, D., 1997. Reproductive Patterns and Tidal Effects on Spat 
Settlement of Mytilus edulis Populations in Dundrum Bay, Northern Ireland. Journal 
of the Marine Biological Association of the United Kingdom 77, 229–243. 
https://doi.org/10.1017/S0025315400033890 

Sokolov, E.P., Sokolova, I.M., 2019. Compatible osmolytes modulate mitochondrial function 
in a marine osmoconformer Crassostrea gigas (Thunberg, 1793). Mitochondrion 45, 
29–37. https://doi.org/10.1016/j.mito.2018.02.002 

Solan, M., Whiteley, N., 2016. Stressors in the marine environment: physiological and 
ecological responses; societal implications. Oxford University Press. 

Soniat, T.M., Burton, G.M., 2005. A comparison of the effectiveness of sandstone and 
limestone as cultch for oysters (Crassostrea virginica). Journal of Shellfish Research 
24, 483–485, 3. 

Sow, M., Durrieu, G., Briollais, L., Ciret, P., Massabuau, J.-C., 2011. Water quality 
assessment by means of HFNI valvometry and high-frequency data modeling. 
Environmental Monitoring and Assessment 182, 155–170. 
https://doi.org/10.1007/s10661-010-1866-9 

Spencer, B.E., Edwards, D.B., Kaiser, M.J., Richardson, C.A., 1994. Spatfalls of the non-
native Pacific oyster, Crassostrea gigas, in British waters. Aquatic Conservation: 
Marine and Freshwater Ecosystems 4, 203–217. 
https://doi.org/10.1002/aqc.3270040303 

Stevens, A., Gobler, C., 2018. Interactive effects of acidification, hypoxia, and thermal stress 
on growth, respiration, and survival of four North Atlantic bivalves. Marine Ecology 
Progress Series 604, 143–161. https://doi.org/10.3354/meps12725 

Syvret, M., Fitzgerald, A., Hoare, P., 2008. Development of a Pacific oyster aquaculture 
protocol for the UK—Technical Report. Sea Fish Industry Authority. 

Syvret, M., Horsfall, S., Humphreys, J., Williams, C., Adamson, E., 2021. The Pacific Oyster: 
Why We Should Love Them. Shellfish Association of Great Britain. 

Taylor Goelz, Bruce Vogt, Troy Hartley, 2020. Alternative Substrates Used for Oyster Reef 
Restoration: A Review. Journal of Shellfish Research 39, 1–12. 
https://doi.org/10.2983/035.039.0101 

Telesh, I.V., Khlebovich, V.V., 2010. Principal processes within the estuarine salinity 
gradient: A review. Marine Pollution Bulletin 61, 149–155. 
https://doi.org/10.1016/j.marpolbul.2010.02.008 

The Food Safety (Fishery Products and Live Shellfish) (Hygiene) Regulations 1998, 1998. 

The Water Environment (Water Framework Directive) (England and Wales) Regulations 
2017, 2017. 



- 192 - 

 

 

Thomas, L.L., Allen, S.K., Plough, L.V., 2019. The effect of aquaculture gear on the growth 
and shape of the oyster Crassostrea virginica during a “finishing period” in 
Chesapeake Bay, USA. Aquaculture 508, 1–9. 
https://doi.org/10.1016/j.aquaculture.2019.03.061 

Thurstan, R.H., Hawkins, J.P., Raby, L., Roberts, C.M., 2013. Oyster (Ostrea edulis) 
extirpation and ecosystem transformation in the Firth of Forth, Scotland. Journal for 
Nature Conservation 21, 253–261. https://doi.org/10.1016/j.jnc.2013.01.004 

Tonk, L., Witbaard, R., Dalen, P. van, Cheng, C.H., Kamermans, P., 2023. Applicability of 
the gape monitor to study flat oyster (Ostrea edulis) feeding behaviour. Aquatic Living 
Resources 36, 6. https://doi.org/10.1051/alr/2022021 

Tran, D., Andrade, H., Durier, G., Ciret, P., Leopold, P., Sow, M., Ballantine, C., Camus, L., 
Berge, J., Perrigault, M., 2020a. Growth and behaviour of blue mussels, a re-
emerging polar resident, follow a strong annual rhythm shaped by the extreme high 
Arctic light regime. Royal Society Open Science 7, 200889. 
http://dx.doi.org/10.1098/rsos.200889 

Tran, D., Ciret, P., Ciutat, A., Durrieu, G., Massabuau, J.-C., 2003. Estimation of potential 
and limits of bivalve closure response to detect contaminants: Application to 
cadmium. Environmental Toxicology and Chemistry 22, 914–920. 
https://doi.org/10.1002/etc.5620220432 

Tran, D., Fournier, E., Durrieu, G., Massabuau, J.-C., 2007. Inorganic mercury detection by 
valve closure response in the freshwater clam Corbicula fluminea: Integration of time 
and water metal concentration changes. Environmental Toxicology and Chemistry 
26, 1545–1551. https://doi.org/10.1897/06-390R1.1 

Tran, D., Nadau, A., Durrieu, G., Ciret, P., Parisot, J.-P., Massabuau, J.-C., 2011. Field 
Chronobiology of a Molluscan Bivalve: How the Moon and Sun Cycles Interact to 
Drive Oyster Activity Rhythms. Chronobiology International 28, 307–17. 
https://doi.org/10.3109/07420528.2011.565897 

Tran, D., Perrigault, M., Ciret, P., Payton, L., 2020b. Bivalve mollusc circadian clock genes 
can run at tidal frequency. Proceedings of the Royal Society B 287, 20192440. 
https://doi.org/ttps://doi.org/10.1098/rspb.2019.2440 

Trenberth, K.E., 2011. Changes in precipitation with climate change. Climate Research 47, 
123–138. https://doi.org/10.3354/cr00953 

Turner, L.M., Alsterberg, C., Turner, A.D., Girisha, S.K., Rai, A., Havenhand, J.N., 
Venugopal, M.N., Karunasagar, I., Godhe, A., 2016. Pathogenic marine microbes 
influence the effects of climate change on a commercially important tropical bivalve. 
Scientific Reports 6, 32413. 

Ubertini, M., Lagarde, F., Mortreux, S., Le Gall, P., Chiantella, C., Fiandrino, A., Bernard, I., 
Pouvreau, S., Roque d’Orbcastel, E., 2017. Gametogenesis, spawning behavior and 
larval abundance of the Pacific oyster Crassostrea gigas in the Thau lagoon: 
Evidence of an environment-dependent strategy. Aquaculture 473, 51–61. 
https://doi.org/10.1016/j.aquaculture.2017.01.025 



- 193 - 

 

 

UN, 2015. 70/1 Transforming our world: the 2030 Agenda for Sustainable Development, 
A/RES/70/1. 

Utting, S., Spencer, B., 1992. Introductions of marine bivalve molluscs into the United 
Kingdom for commercial culture-case histories. Presented at the ICES Marine 
Science Symposium, pp. 84–91. 

Vallat, R., 2018. Pingouin: statistics in Python. J. Open Source Softw. 3, 1026. 
https://doi.org/10.21105/joss.01026 

van der Schatte Olivier, A., Jones, L., Vay, L.L., Christie, M., Wilson, J., Malham, S.K., 2018. 
A global review of the ecosystem services provided by bivalve aquaculture. Reviews 
in Aquaculture. https://doi.org/10.1111/raq.12301 

Verdelhos, T., Marques, J.C., Anastácio, P., 2015. The impact of estuarine salinity changes 
on the bivalves Scrobicularia plana and Cerastoderma edule, illustrated by 
behavioral and mortality responses on a laboratory assay. Ecological Indicators 52, 
96–104. https://doi.org/10.1016/j.ecolind.2014.11.022 

Vereycken, J.E., Aldridge, D.C., 2022. Bivalve molluscs as biosensors of water quality: state 
of the art and future directions. Hydrobiologia 850, 231–256. 
https://doi.org/10.1007/s10750-022-05057-7 

Vincent, B., Joly, D., Harvey, M., 1994. Spatial variation in growth of the bivalve Macoma 
balthica (L.) on a tidal flat: effects of environmental factors and intraspecific 
competition. Journal of Experimental Marine Biology and Ecology 181, 223–238. 
https://doi.org/10.1016/0022-0981(94)90130-9 

Virtanen, P., Gommers, R., Oliphant, T.E., Haberland, M., Reddy, T., Cournapeau, D., 
Burovski, E., Peterson, P., Weckesser, W., Bright, J., 2020. SciPy 1.0: fundamental 
algorithms for scientific computing in Python. Nature Methods 17, 261–272. 
https://doi.org/10.1038/s41592-019-0686-2 

Wadsworth, P., Wilson, A.E., Walton, W.C., 2019. A meta-analysis of growth rate in diploid 
and triploid oysters. Aquaculture 499, 9–16. 
https://doi.org/10.1016/j.aquaculture.2018.09.018 

Walther, G., Post, E., Convey, P., Menzel, A., Parmesan, C., Beebee, T., Fromentin, J., 
Hoegh-Guldberg, O., Bairlein, F., 2002. Ecological responses to recent climate 
change. Nature. https://doi.org/10.1038/416389a 

Waskom, M.L., 2021. seaborn: statistical data visualization. Journal of Open Source 
Software 6, 3021. https://doi.org/10.21105/joss.03021 

Weiner, J., 1990. Asymmetric competition in plant populations. Trends in Ecology & 
Evolution 5, 360–364. https://doi.org/10.1016/0169-5347(90)90095-U 

Weir, G., Chisholm, G., Leveneur, J., 2020. The magnetic field about a three-dimensional 
block neodymium magnet. The ANZIAM Journal 62, 386–405. 
https://doi.org/10.1017/S1446181120000097 

Wells, M.L., Trainer, V.L., Smayda, T.J., Karlson, B.S.O., Trick, C.G., Kudela, R.M., 
Ishikawa, A., Bernard, S., Wulff, A., Anderson, D.M., Cochlan, W.P., 2015. Harmful 



- 194 - 

 

 

algal blooms and climate change: Learning from the past and present to forecast the 
future. Harmful Algae 49, 68–93. https://doi.org/10.1016/j.hal.2015.07.009 

Westerbom, M., Kilpi, M., Mustonen, O., 2002. Blue mussels, Mytilus edulis, at the edge of 
the range: population structure, growth and biomass along a salinity gradient in the 
north-eastern Baltic Sea. Marine Biology 140, 991–999. 
https://doi.org/10.1007/s00227-001-0765-6 

Whittington, R.J., Dhand, N.K., Evans, O., Paul-Pont, I., 2015a. Further observations on the 
influence of husbandry practices on OsHV-1 μVar mortality in Pacific oysters 
Crassostrea gigas: Age, cultivation structures and growing height. Aquaculture 438, 
82–97. https://doi.org/10.1016/j.aquaculture.2014.12.040 

Whittington, R.J., Hick, P.M., Evans, O., Rubio, A., Alford, B., Dhand, N., Paul-Pont, I., 
2015b. Protection of Pacific oyster (Crassostrea gigas) spat from mortality due to 
Ostreid herpesvirus 1 (OsHV-1 μVar) using simple treatments of incoming seawater 
in land-based upwellers. Aquaculture 437, 10–20. 
https://doi.org/10.1016/j.aquaculture.2014.11.016 

Whittington, R.J., Paul-Pont, I., Evans, O., Hick, P., Dhand, N.K., 2018. Counting the dead to 
determine the source and transmission of the marine herpesvirus OsHV-1 in 
Crassostrea gigas. Veterinary Research 49, 34. https://doi.org/10.1186/s13567-018-
0529-7 

Wilber, D.H., Clarke, D.G., 2001. Biological Effects of Suspended Sediments: A Review of 
Suspended Sediment Impacts on Fish and Shellfish with Relation to Dredging 
Activities in Estuaries. North American Journal of Fisheries Management 21, 855–
875. https://doi.org/10.1577/1548-8675(2001)021<0855:BEOSSA>2.0.CO;2 

Wildlife and Countryside Act 1981, 1981. , c.69. 

Williams, B.G., Pilditch, C.A., 1997. The entrainment of persistent tidal rhythmicity in a filter-
feeding bivalve using cycles of food availability. Journal of Biological Rhythms 12, 
173–181. https://doi.org/10.1177/074873049701200208 

Witbaard, R., Duineveld, G.C.A., Bergman, M., 2012. Progress report on the study into the 
dynamics and growth of Ensis directus in the near coastal zone off Egmond, in 
relation to environmental conditions in 2011 (No. 2012– 07), NIOZ Report. 

World Bank, 2013. FISH TO 2030: Prospects for Fisheries and Aquaculture (No. 83177- 
GLB), Agriculture and Environmental Discussion Papers. The World Bank, 
Washington, USA. 

Wright, A.C., Fan, Y., Baker, G.L., 2018. Nutritional Value and Food Safety of Bivalve 
Molluscan Shellfish. Journal of Shellfish Research 37, 695–708. 
https://doi.org/10.2983/035.037.0403 

Wu, S.-E., Phongphaew, N., Zhai, Y., Yao, L., Hsu, H.-H., Shiller, A., Azoulay, J.D., Ng, T.N., 
2022. Multiplexed printed sensors for in situ monitoring in bivalve aquaculture. 
Nanoscale 14, 16110–16119. https://doi.org/10.1039/d2nr04382c 

Yan, X., Zhang, G., Yang, F., 2006. Effects of diet, stocking density, and environmental 
factors on growth, survival, and metamorphosis of Manila clam Ruditapes 



- 195 - 

 

 

philippinarum larvae. Aquaculture 253, 350–358. 
https://doi.org/10.1016/j.aquaculture.2005.07.030 

Ziemba, R., Collins, J., 1999. Development of size structure in tiger salamanders: the role of 
intraspecific interference. Oecologia 120, 524–529. 
https://doi.org/10.1007/s004420050886 

Zu Ermgassen, P.S., Spalding, M.D., Grizzle, R.E., Brumbaugh, R.D., 2013. Quantifying the 
loss of a marine ecosystem service: filtration by the eastern oyster in US estuaries. 
Estuaries and Coasts 36, 36–43. https://doi.org/10.1007/s12237-012-9559-y 



- 196 - 

 

 

Appendices



- 197 - 

 

 

1 Statistical Analysis Summary of all Results (Chapter 3) 

Appendix 1 Table 1.1. Summary of the Kruskal-Wallis testing results from both salinity 
experiments 

All (non-excluded) oysters 

Year Dependent Variable Independent Variable Deg. Freedom H Value p 

20+23 Time Open Year 1 6.12 0.01 

20+23 Closure Rate Year 1 5.97 0.01 

20 Time Open Experimental Condition 3 7.48 0.06 

20 Closure Rate Experimental Condition 3 2.63 0.45 

23 Time Open Experimental Condition 3 6.90 0.08 

23 Closure Rate Experimental Condition 3 3.28 0.35 

20 Time Open Run 2 1.55 0.46 

20 Closure Rate Run 2 2.64 0.27 

23 Time Open Run 2 9.06 0.01 

23 Closure Rate Run 2 2.80 0.25 

20 Time Open Salinity Direction 1 0.20 0.66 

20 Closure Rate Salinity Direction 1 1.47 0.23 

23 Time Open Salinity Direction 1 0.13 0.72 

23 Closure Rate Salinity Direction 1 0.54 0.46 

2020 experimental, and 2023 high salinity variation only 

Year Dependent Variable Independent Variable Deg. Freedom H Value p 

20_E Time Open Salinity Direction 1 20.32 0.15 

20_E Closure Rate Salinity Direction 1 0.33 0.57 

23_H Time Open Salinity Direction 1 0.24 0.62 

23_H Closure Rate Salinity Direction 1 0.82 0.37 

20_E Time Open Binned Salinity 3 6.18 0.10 

20_E Closure Rate Binned Salinity 3 5.28 0.15 

23_H Time Open Binned Salinity 3 1.67 0.64 

23_H Closure Rate Binned Salinity 3 2.04 0.56 
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2  Oysters Excluded From Experimental Analysis (Chapter 2) 

The following oysters were excluded from the analysis due to sensor failure or mortality: 

 R1EA_20 

 R2LCA_20 

 R3EA_20 

 R1MA_23 

 R1MC_23 

 R1HC_23 

 R2LC_23 

 R2HC_23 

 R2MB_23 

 R3LB_23 

 R3MB_23 

 R3HB_23 

 R3HC_23  
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3 Gape and Salinity Plots for all Oysters (Chapter 2) 

3.1 Data Oysters from the 2020 Experiment 

Excluded oysters are greyed out 

3.1.1 Experimental Oysters 

Appendix 3.1 Figure 1: Gape and salinity for the 2020 run 1 experimental oysters. The black 
line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.1 Figure 2: Gape and salinity for the 2020 run 2 experimental oysters. The black 
line shows recorded gape and the blue line salinity over the full duration of each experimental 

run. 

Appendix 3.1 Figure 3: Gape and salinity for the 2020 run 3 experimental oysters. The black 
line shows recorded gape and the blue line salinity over the full duration of each experimental 

run.  
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3.1.2 Low Salinity Control 

Appendix 3.1 Figure 4: Gape and salinity for the 2020 run 1 low salinity control oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 

Appendix 3.1 Figure 5: Gape and salinity for the 2020 run 2 low salinity control oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.1 Figure 6: Gape and salinity for the 2020 run 3 low salinity control oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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3.1.3 Medium Salinity Control Oysters 

Appendix 3.1 Figure 7: Gape and salinity for the 2020 run 1 medium salinity control oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 

Appendix 3.1 Figure 8: Gape and salinity for the 2020 run 2 medium salinity control oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.1 Figure 9: Gape and salinity for the 2020 run 3 medium salinity control oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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3.1.4 High Salinity Control Oysters 

Appendix 3.1 Figure 10: 2020 run 1 high salinity control oysters. The black line shows 
recorded gape and the blue line salinity over the full duration of each experimental run. 

Appendix 3.1 Figure 11: Gape and salinity for the 2020 run 2 high salinity control oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.1 Figure 12: Gape and salinity for the 2020 run 3 high salinity control oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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3.2 Salinity (blue) and Normalised Gape (black) and for all Oysters – 2023 

Excluded oysters are greyed out 

3.2.1 Control Oysters 

Appendix 3.2 Figure 1: Gape and salinity for the 2023 run 1 control oysters The black line 
shows recorded gape and the blue line salinity over the full duration of each experimental 

run. 
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Appendix 3.2 Figure 2: Gape and salinity for the 2023 run 2 control oysters. The black line 
shows recorded gape and the blue line salinity over the full duration of each experimental run. 

Appendix 3.2 Figure 3: Gape and salinity for the 2023 run 3 control oysters. The black line 
shows recorded gape and the blue line salinity over the full duration of each experimental run.  
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3.2.2 Low Salinity Variation Oysters 

Appendix 3.2 Figure 4: Gape and salinity for the 2023 run 1 low salinity variation oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 

Appendix 3.2 Figure 5: Gape and salinity for the 2023 run 2 low salinity variation oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.2 Figure 6: Gape and salinity for the 2023 run 3 low salinity variation oysters. The 
black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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3.2.3 Medium Salinity Variation Oysters 

Appendix 3.2 Figure 7: Gape and salinity for the 2023 run 1 medium salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 

Appendix 3.2 Figure 8: Gape and salinity for the 2023 run 2 medium salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.2 Figure 9: Gape and salinity for the 2023 run 3 medium salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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3.2.4 High Salinity Variation Oysters 

Appendix 3.2 Figure 10: Gape and salinity for the 2023 run 1 high salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 

Appendix 3.2 Figure 11: Gape and salinity for the 2023 run 2 high salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run. 
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Appendix 3.2 Figure 12: Gape and salinity for the 2023 run 3 high salinity variation oysters. 
The black line shows recorded gape and the blue line salinity over the full duration of each 

experimental run.  
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4 Nutrient Analysis Results From The Land-Based On-Growing System (Chapter 4) 

 

Appendix 4 Figure 1: Ammonia, nitrate, nitrite and silicate concentrations (average ± SD, n = 3) from the land-based on-growing units 
measured during the 2020 trials 
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Appendix 4 Figure 2: Ammonia, nitrate, nitrite and silicate concentrations (average ± SD, n = 3) from the land-based on growing units 
measured during the 2021 trials 
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Appendix 4 Figure 3: Ammonia, nitrate, nitrite and silicate concentrations (average ± SD, n = 3) from the land-based on growing units 
measured during the 2022 trials 
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5 All Gape Records of Mussels Attached to NOSy (Chapter 5) 

  

 

Appendix 5 Figure 1: Individual normalised gape and raw control values from all mussels 
monitored during the Dundrum Bay NOSy deployment, September 2020. Greyed-out areas 

indicate where low quality data were excluded from the analysis. 
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6 Descriptive Statistical Summary of Raw Data (Chapter 5) 

Appendix 6 Table 1: Descriptive statistics of the raw data recorded during the 2020 
deployment of NOSy in Dundrum Bay, Northern Ireland to monitor Blue mussels. 

Sensor Minimum Maximum  Range Range (%) 

M1 870 1385 515 37 

M2 1121 1403 282 20 

M3 1121 1411 290 21 

M4 705 1383 678 49 

M5 642 1341 699 52 

M6 586 1279 693 54 

M7 803 1394 591 42 

M8 1139 1403 264 19 

M9 500 1352 852 63 

M10 1255 1428 173 12 

M11 969 1435 466 32 

M12 694 1408 714 51 

M13 670 1328 658 50 

M14 1232 1440 208 14 

M15 1015 1388 373 27 

Control Sensor 1457 1492 35 2 

     

     

Summary (Excluding control sensor data) 

 Minimum Maximum  Range Range (%) 

Mean 888 1385 497 36 

Standard Deviation 250 44 218 17 

Minimum 500 1279 173 12 

Maximum 1255 1440 852 63 

 

 


