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Abstract
We develop a novel technique to exploit the extensive data sets provided by underwater neutrino telescopes

to gain information on bioluminescence in the deep sea. The passive nature of the telescopes gives us the
unique opportunity to infer information on bioluminescent organisms without actively interfering with them.
We propose a statistical method that allows us to reconstruct the light emission of individual organisms, as well
as their location and movement. A mathematical model is built to describe the measurement process of under-
water neutrino telescopes and the signal generation of the biological organisms. The Metric Gaussian Varia-
tional Inference algorithm is used to reconstruct the model parameters using photon counts recorded by
photomultiplier tubes. We apply this method to synthetic data sets and data collected by the ANTARES neutrino
telescope. The telescope is located 40 km off the French coast and fixed to the sea floor at a depth of 2475 m.
The runs with synthetic data reveal that we can model the emitted bioluminescent flashes of the organisms. Fur-
thermore, we find that the spatial resolution of the localization of light sources highly depends on the configu-
ration of the telescope. Precise measurements of the efficiencies of the detectors and the attenuation length of
the water are crucial to reconstruct the light emission. Finally, the application to ANTARES data reveals the first
localizations of bioluminescent organisms using neutrino telescope data.
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The deep sea is one of the remotest habitats on Earth and
its biological diversity is largely unexplored. Seventy-six per-
cent of the inhabitants in the pelagic ecosystem emit light to
communicate, attract prey or to protect themselves (Martini
and Haddock 2017). The trait of bioluminescence is distrib-
uted over a diverse range of marine species, from bacteria to
fish (Widder 2010). Over the last years, the distribution and
quantification of bioluminescence in the deep sea and individ-
ual luminescent organisms have been studied using a variety
of observational techniques (Martini and Haddock 2017; Her-
ren et al. 2005; Martini et al. 2014; Frank et al. 2012; Martini
et al. 2019). Most in situ observation techniques rely on
actively triggering the light production by disturbing the envi-
ronment and stimulating the organisms, since spontaneous
emission does not occur at statistically sufficient rates for
observation times in the order of hours (Priede et al. 2006;
Widder et al. 1989; Craig et al. 2015). In this context, sponta-
neous emission refers to light emission which is not intention-
ally stimulated by observers, similar as in (Widder et al. 1989).
The free-fall lander observations in the Atlantic Ocean off
Cape Verde have detected five events per hour when fixing
the sensor 250 m above the sea floor at 4700 m leading to no
active stimulation due to movements of the sensor (Priede
et al. 2006). With these studies, similarities between emitted
bioluminescence flashes have been observed. Most eukaryotic
organisms emit a single light flash or a series of flashes; a rapid
increase of the luminosity indicates the start of a flash
which—after reaching its peak value—is decaying exponen-
tially with a time constant significantly longer than that of
the initial rise. Studies have characterized such flash light cur-
ves from various species by the duration, the maximum photon
flux, and the total photon emission of the flash (Esaias
et al. 1973; Galt and Sykes 1983; Morin 1983; Lapota and
Losee 1984; Galt et al. 1985; Herring 1988; Batchelder and
Swift 1989; Lapota et al. 1989; Buskey and Swift 1990; Batchelder
et al. 1992; Buskey 1992; Herring et al. 1993; Swift et al. 1995;
Latz and Jeong 1996; Latz et al. 2004; Widder 2010; Lapota 2012;
Valiadi and Iglesias-Rodriguez 2013; Johnsen et al. 2014; Craig
et al. 2015; Cronin et al. 2016; Messié et al. 2019). An overview
of these characteristics is provided in Table 1. Most species in the
benthic and pelagic zone emit light flashes with their emission
maxima within the range of λ¼450�520 nm (Widder 2010)

which corresponds to the wavelength window of maximum
light transmission in seawater (Aguilar et al. 2005).

For years, deep-sea neutrino telescopes have been monitor-
ing and recording the photon flux. These telescopes aim to
detect Cherenkov radiation caused by charged secondary par-
ticles, which are induced by high-energy cosmic neutrino
interactions with constituents of water molecules. Besides the
use for research in fundamental physics, neutrino telescopes
are also part of long-term monitoring strategies of the deep
ocean including its biodiversity and indicators for climate
change (Danovaro et al. 2017, 2020; Aguzzi et al. 2019). The
records of these telescopes were used to analyze the dynamics
of deep-sea bioluminescence (van Haren et al. 2011;
Tamburini et al. 2013; Martini et al. 2014; Aguzzi et al. 2017).
The majority of the recorded bioluminescence is assumed to
be triggered by sea currents and turbulence around the detec-
tors (Tamburini et al. 2013; Martini et al. 2014; Aguzzi
et al. 2017; Chatzievangelou et al. 2021). In addition to analy-
sis of long-term temporal changes, the experimental setup,
and long-term observations of deep-sea neutrino telescopes
offer also the possibility to analyze light emission of individ-
ual organisms. Although the observations of bioluminescence
with these telescopes are conducted less invasively than the
previously mentioned methods, the systematic impact of
the telescope on the environment cannot be neglected when
studying naturally occurring bioluminescence (Meighen-
Berger et al. 2021).

In this paper, we present a method to reconstruct the move-
ment and characteristic light curves of individual biological
sources in the deep sea with data of a neutrino telescope. In
particular, we use both synthetic as well as measured data of
the ANTARES neutrino telescope located 40 km off the French
coast on the bottom of the Mediterranean Sea (42�480N,
6�100E) and anchored to the sea floor at a depth of 2475 m.
The method enabled us to do the localization of a luminescent
organism using ANTARES data and the simultaneous recon-
struction of the corresponding emitted bioluminescence light
curve.

To do so, we developed a generative model of the measure-
ment process of a neutrino detector and the signal generation
of the biological sources to understand the origin of the mea-
sured data. The model parameters such as source movement
and characteristic light curves are reconstructed by a Variational
Bayesian Inference algorithm, called Metric Gaussian Varia-
tional Inference (MGVI) (Knollmüller and Enßlin 2020). The
Numerical Information Field Theory (NIFTy) framework
(Reinecke et al. 2013; Arras et al. 2019) provides an implemen-
tation of the MGVI algorithm and has been used to obtain
results of this work. The code to our work is publicly available.1

Our method offers the opportunity to study the trait of
bioluminescence of organisms over more than 10 yr.

Table 1. Characteristics of bioluminescent flashes taken from
Widder (2010), Craig et al. (2015), and Messié et al. (2019).

Characteristics Values

Mean duration of flash (s) 0:1�59:0

Maximum photon flux (photons s�1) 4:9 �107�6:4 �1012

Total light emission (photons flash�1) 2:4 �108�2:3 �1013

Spectral wavelength (nm) 450�520
1https://gitlab.mpcdf.mpg.de/ift/public/lumintracinggitlab.mpcdf.mpg.
de/ift/public/lumintracing
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The localization of individual organisms is needed to infer the
absolute emitted luminosity, and hence necessary for a
taxonomy of luminescent deep-sea organisms. Furthermore,
the localization of organisms helps to understand the cause
of the light emission better, for example, light emissions cau-
sed by physical contact with the telescope, by turbulences
from the telescope or naturally occurring bioluminescence in
undisturbed regions. This method allows us to gather infor-
mation about the distribution of bioluminescence over time
and space within the volume of the telescope.

The paper is structured as follows; in “Data” section, we
summarize the data provided by the ANTARES experiment
and used for the reconstruction. In “Methods” section, the
proposed method is explained by describing the generative
model in detail and highlighting our assumptions. In “Simula-
tions” section, simulations and reconstructions on synthetic
data sets are performed to discuss the opportunities and limi-
tations of the model. The first localizations of deep-sea organ-
isms and reconstructions of their emitted bioluminescence
light curves using the ANTARES detector are presented and
discussed in “Data analysis” section.

Data
The ANTARES telescope consists of 12 lines that are distrib-

uted over an area of 0:1 km2. The lines have a length of 480 m
and are placed at a distance of around 60 m to each other.
Each line, excluding the 12th, contains 25 storeys with a verti-
cal separation of 14:5 m between them. The 5 top storeys of
line 12 are not equipped with optical modules, but with differ-
ent acoustic instruments (Adri�an-Martínez et al. 2012a). The
first storey of each line is located around 100 m above the sea-
bed. A storey is defined as a collection of three optical modules
(OMs) each containing a photomultiplier tube (PMT). The
OMs are oriented downward looking under 45� (a zenith angle
of 135�) and with an angle of 120� to each other in horizontal
directions (Amram et al. 2002; Ageron et al. 2011). A sche-
matic view of the ANTARES setup is given in Fig. 1.

Each optical module measures the light activity in terms of
photon hits. The photon hits recorded in time frames of
Δt ¼104:858 ms are directly sent to shore and the rates of
each time frame are calculated (Aguilar et al. 2007). According
to a trigger system, the photon hits are stored for a specific
period of time depending on the type of trigger. In the

Fig. 1. Schematic of the ANTARES setup including an illustration of a storey with its three optical modules orientated downwards. The instrumentation
line IL07 is colored blue (Ageron et al. 2011).
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following, only data samples with detection periods covering
fully the bioluminescence light curve of interest are used to
analyze the biological behavior. About 1–2 of such recordings
are saved per day containing around 2 min of continuous
raw data.

In addition to the photon count rates, the position and ori-
entation, as well as the efficiency of each optical module is
monitored precisely (Amram et al. 2002; Albert et al. 2018).
The origin of the internal coordinate system used for the posi-
tioning of the OMs is located in the center of the detector
volume. This internal coordinate system of ANTARES
indicates the west–east direction as x-axis and the south–north

direction as y-axis. The vertical direction is given by the z-axis
(Amram et al. 2002, 2003). Within this work, we introduce
the naming convention of each optical module as a tuple of
line number and number of optical modules l,nomð Þ. The opti-
cal modules of one line are consecutively numbered starting
at the bottom of the line.

An example data file is shown in Fig. 2. In order to repre-
sent the setup of the ANTARES detector, the photon counts
of one storey are grouped together. In the figure, an almost
constant background for each optical module with photon
count rates around 40�60 kHz can be identified. This back-
ground is assumed to be induced by 40K nuclear decays, biolu-
minescence, photomultiplier intrinsic noise, and radioactive
decays in the sea water and in the glass sphere (Amram
et al. 2000). Furthermore, we assume to recognize two biolu-
minescence flashes that are recorded by six optical modules
over two storeys. The occurrence times of the flashes are 40
and 84 s after a trigger started the recording. The flash
recorded at t ¼40 s surpassed the threshold limit of optical
module 4,43ð Þ, that is, the readout electronics is saturated
which let the recorded photon rate drop to zero for this detec-
tor for a short period. These two flashes are analyzed in “Data
analysis” section.

Fig. 2. Recorded photon hits of six OMs. The upper plot shows the photon hits of the optical modules in one storey. The lower plot shows the photon
hits of the optical modules in the storey below.

Table 2. Measurements of the light attenuation length latt in
sea water at ANTARES site including only statistical errors (Aguilar
et al. 2005; Adri�an-Martínez et al. 2012b).

Time of measurement latt (m)

July 1998 60:6�0:4

March 1999 51:9�0:7

June 2000 46:4�1:9

May 2008 to March 2010 � 50�60
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The attenuation length of light in the sea water at the
ANTARES site was measured by the ANTARES Collaboration.
The light attenuation of water depends on its chemical and
physical properties. Therefore, various measurements of the
water light transmission properties have been made from
1997 to 2010 using an isotropic light source that emits blue
light (Aguilar et al. 2005; Adri�an-Martínez et al. 2012b). The
light attenuation includes the effect of water absorption
of light as well as the impact of scattered photons reaching
the detector (Aguilar et al. 2005). A summary of the results
of the study is given in Table 2. Variation in light

attenuation depends on the amount of particles in the water
that depends on oceanographic processes. A detailed model
of the environment is crucial to perform reasonable recon-
structions of biological light sources.

Methods
The data provided by the ANTARES experiment and

knowledge about the organisms and their environment in
the deep sea allow us to derive a mathematical model of the
data generation process. This model depends on a set of

Fig. 3. Generative model of the response function. Blue shapes indicate in quantities that are in principle observable. The standardized variables are col-
ored orange and operations have a diamond shape. The transformations from a standard Gaussian distribution into a target distribution are labeled as a
small red square with the target distribution next to it. All red colored values include a priori assumptions, that is, distribution transformation, detector
position and orientation.
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model parameters ξ and is able to describe a luminescent
organism emitting a flash light curve, the propagation of the
signal in the deep sea, and the detection of photon hits at a
neutrino detector.

According to Bayes’ theorem, measuring photon hits d
updates the prior knowledge on ξ, expressed as probability
density function P ξð Þ. The resulting posterior density P ξjdð Þ
can be calculated as follows by knowing the likelihood P djξð Þ
of the obtained data, given ξ, and the marginal probability of
the data P dð Þ,

P ξjdð Þ¼P djξð ÞP ξð Þ
P dð Þ ð1Þ

In case of high dimensionality and complexity of a model,
the posterior distribution P ξjdð Þ is often intractable. Our
model, which will be explained in the following and is shown
in Fig. 3, has up to 1000 dimensions depending on the final
implementation and the size of the analyzed data set. For a
static light source, the number of dimensions can be reduced
to around 200. To overcome this issue of tractability we

approximate this distribution with a simpler distribution ePη ξð Þ
depending on variational parameter η. Within this work the
posterior approximation is performed by the MGVI algorithm
(Knollmüller and Enßlin 2018, 2020).

In order to apply Bayes’ update rule and perform the poste-
rior approximation a detailed understanding of the likelihood
is crucial. First, we discuss the measurement process of a pho-
ton detector and derive an expression for the likelihood of
multiple optical modules. Second, we build a mathematical
model for the light emission of an organism and the light
propagation through water reaching the photon detector. We
explain each aspect of our model in detail, beginning with the
generic formula of the expected photon number arriving at
one optical module.

Likelihood and measurement process
The optical modules of neutrino telescopes detect single

photons. Individual photon hits can be treated as indepen-
dent events and therefore the photon detection is a classical
Poisson process. Due to the assumption of Poisson statistics,
the photon rate ri,t over the detection window t�Δt, tð Þ needs
to be converted to the total number of photon hits
di,t ¼Δt � ri,t detected by optical module i.

The likelihood of measuring di,t photon hits at the optical
module i at time t for a given expected number of photon hits
λi,t can be written as

P di,t jλi,t
� �¼ λ

di,t
i,t

e�λi,t

di,t !
ð2Þ

The expected number of photon hits λi,t is defined as the
photon counts over the fixed detection time Δt. The measure-
ment process is independent at different times t, tþΔt,… and
at different optical modules i, iþ1, � � �. Hence, the likelihood of
the count data vector d over a time frame ΔT ¼N �Δt with N
discrete time steps and elements di,t is the direct product of
the single measurement likelihoods,

P djλð Þ¼
Y
i

YN�1

t¼0

λ
di,t
i,t

e�λi,t

di,t !
¼
Y
i

P di,λið Þ ð3Þ

Signal generation

Expected photon number
The number of expected photons depends highly on the

light source itself, but also on specific attributes of the detector
and its surroundings. The luminescent organisms are modeled

as moving point sources with a position x
!

tð Þ that generate
specific time-varying light patterns spreading isotropically.
The assumption of isotropy is an approximation to keep the
model complexity feasible for the inference, especially regard-
ing the computational cost and degeneracies. Recordings of
such light patterns have been made by Mazzei et al. (2014)
and show traces of anisotropic emission patterns, that is, the
emitted photon number depends on the direction of emission.
Despite this simplification, we believe that the reconstructions
will be reasonable. Most of the bioluminescence flashes are

Table 3. Overview of the response function with its parameters
and their explanations.

λi tð Þ¼ εi �N tð Þ �α o
!
i , r
!
i tð Þ

� �
�e� r i tð Þ=lattð Þ Aom

4π � r2i tð Þ

High-level parameters Explanation

εi Detector efficiency of optical module i,

assumed constant over time

N tð Þ Emitted photons of an isotropic point

source emitter, time dependent

x
!

tð Þ Position of biological object, time

dependent

p
!
i

Position of optical module i, assumed

constant over time

r
!
i tð Þ¼ p

!
i � x

!
tð Þ Vector from source to optical module i

r i tð Þ¼j r!i tð Þ j Distance from source to optical module i

o
!
i Orientation of optical module i

α o
!

i , r
!
i tð Þ

� �
Angular acceptance

latt Attenuation length of light in sea water,

assumed constant over time

Aom ¼ πr2om Effective area of the optical module

assuming a circle

Alight ¼4π � r2i tð Þ Area covered by spherical radiation at

the location of optical module i
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only recorded by a single line, hence only a limited part of the
real anisotropy is detectable. As we will demonstrate in the fol-
lowing, the simple isotropic model performs well without any
traces of residual anisotropy visible in, for example, the effi-
ciency or the noise offset. In line with Occam’s razor, we
therefore opt for the simplest model that can explain the data.

The total amount of photons emitted by a point source
over the detection period t�Δt, tð Þ is described by the func-
tion N tð Þ. Typically, N is a vector containing the photon
numbers of a time frame ΔT at N discrete times with time
steps of Δt. The luminosity ℒ can be calculated as the rate of
emitted photons per second, ℒ¼N =Δt. Therefore, the num-
ber of emitted photons N is given by multiplying the lumi-
nosity with the time step Δt.

Due to various factors such as detector quality, detector
geometry and water absorption, the amount of photons
reaching the optical modules is reduced. The efficiency εi of
the optical module i is sampled (↩ ) from a Gaussian model

ε↩G ε� εANTARES,σ2ε
� � ð4Þ

with efficiencies εANTARES provided by measurements of the
ANTARES Collaboration and inferable standard deviation σε
(see Supporting Information). Deviations need to be allowed
because missing optical modules lead to wrong assumptions
about the efficiencies in one storey (see Albert et al. 2018).

In addition, the photon sensitive area of the optical modules
is modeled as a circular surface with an area of Aom¼ πr2om.
Only a fraction

Aom

Alight ri tð Þð Þ ð5Þ

of the emitted photons can hit the detector i since the pho-
tons spread uniformly on the surface of the sphere

Alight r
!� �

¼4π � r2i tð Þ at a distance ri tð Þ¼j r!i tð Þ j from the source.

The vector between the light source position x
!

and the detec-

tor position p
!
i is calculated by

r
!
i tð Þ¼ p

!
i� x

!
tð Þ:

Furthermore, the angular acceptance and accordingly the
orientation of the detector play an important role. The angular
acceptance α θoptical

� �
as a function of the optical angle θoptical

is provided by the ANTARES experiment. The cosine of the

optical angle depends on the orientation o
!
i of the optical

module and can be obtained by

cosθoptical ¼ �1

j r!i tð Þ
���o!i j

r
!
i tð Þ � o!i

The polynomial fit of the angular acceptance stated as

α θoptical
� �¼ α r

!
i tð Þ, o!i

� �
ð6Þ

is used to calculate the percentage of photons coming from

direction r
!
i tð Þ that actually hit the optical module oriented in

o
!
i direction.
Finally, the impact of electromagnetic absorption by water and

the photon scattering can be determined by the attenuation length
latt and the Beer–Lambert law. The fraction of photons reaching
the detector after absorption and scattering can be calculated by

eN i tð Þ
N tð Þ ¼ e�ri tð Þ=latt ð7Þ

with N tð Þ as defined before being the number of emitted pho-

tons and eN i tð Þ the number of photons reaching the distance
of the detector i. Despite small local changes of the water
properties in the deep sea, the attenuation length latt is
assumed to be independent of the position of the optical mod-
ules. A loss of photons can still be explained either by a small
attenuation length or by a darker light source. We aim to break
this degeneracy between the attenuation length and the emitted
number of photons via an informative prior on the former quan-
tity. However, the measurements of the attenuation length men-
tioned in “Data” section (Table 2) show a high variability over
the years. Therefore, we assume a Gaussian distribution as prior
for the attenuation length with a mean μlatt ¼50 m and an infer-
able (see Supporting Information) wide standard deviation
σlatt ¼20 m. The implications of the degeneracy are discussed
in more detail in the simulations discussed in “Static recon-
struction of a synthetic static source” section.

Combining these effects on the emitted photons, the
response function for the photon counts λi,t detected by the
optical module i can be expressed as

λi tð Þ¼ εi �N tð Þ �α o
!
i, r
!
i tð Þ

� �
� e � ri tð Þ=lattð Þð Þ Aom

4π � r2i tð Þ ð8Þ

It is important to highlight that N describes the number of
photons isotropically emitted by a hypothetical luminescent

Table 4. Overview of the emitted photon number function with
its parameters, their explanations and origin.

N tð Þ¼ es tð Þ

Parameters Explanation Origin

s Correlated field s↩G s�μs,Cð Þ
μs Inferable mean See Supporting Information

C Correlation matrix Fixed prior value
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organism modeled as point source. The complex structure of
real biological organisms that may lead to anisotropic emis-
sion is not covered by our model. This mismatch between the
assumed isotropic model and the real light emission of organisms
in the deep sea can lead to unrepresentative uncertainty estimates
of the MGVI algorithm, as discussed in “Data” section. A compact
summary of the response function with its high-level parameters
is given in Table 3. A visualization of the described generative
model is given in Fig. 3 at the end of the section.

Luminosity
The bioluminescence light curves are assumed to be the

dominant feature of the photon counts over time. The lumi-
nosity model ℒ tð Þ¼N tð Þ=Δt has to be able to capture all fea-
tures of a bioluminescence flash and hence be able to provide
sensible prior samples.

Since the number of emitted photons is always positive,
N tð Þ can be described to sufficient accuracy by a log-normal
model. The light curve structure does not depend on absolute
times t, but on the relative timing Δt ¼ tl� tk. Therefore, a cor-
related signal s tð Þ with a given correlation matrix
Ctl tk ¼C tl� tkð Þ is used to model the burst kinetics under the
assumption of statistical homogeneity. Combining all prior
assumptions, the equation for the luminosity model yields

N tð Þ¼ es tð Þ ð9Þ

with s tð Þ sampled from a Gaussian with inferable mean μs and
fixed covariance C,

s tð Þ↩G s�μs,Cð Þ ð10Þ

Although we do not know the underlying correlation struc-
ture exactly, we can use the recorded light curve structure to

estimate the correlation. The main motivation for a fixed
covariance is to reduce the computation time. Alternatively,
the correlation could be inferred as well, as it is done for the
source movement in “Source movement” section. The formu-
lation and discussion of a reasonable correlation function as
well as the distribution transformations used for the luminos-
ity model can be found in the Supporting Information. The
parameters of the luminosity model were chosen such that
the attributes of recorded bursts given in Table 1 were fulfilled
and similar bursts as in Fig. 2 could be constructed. A compact
summary of the function modeling the photon rate with its
parameters is given in Table 4 and illustrated in Fig. 3.

Source movement
The x, y, and z directions of the movement of the source

within the coordinate system of the detector are handled inde-
pendently from each other. For each direction j� x,y,z a veloc-
ity vector vj tð Þ can be reconstructed to describe the movement

starting at point x
!
0 ¼ x0,y0,z0

� �
.

Similarly to the luminosity model, statistical stationarity is
assumed for the velocity as a function of time. But instead of
using a fixed correlation matrix, this is inferred as well. In con-
trast to the luminosity model, we do not have access to previ-
ous recordings of the movement to estimate the correlation.
Consequently, the velocity vectors

vj tð Þ↩G vj�μvj ,K
� �

ð11Þ

are sampled from a Gaussian with an inferable correlation
matrix Ktltk as covariance. The covariance can be set such that
sampled velocities meet criteria of biological plausible move-
ments. A detailed discussion about reconstructing correlation
functions of a signal can be found in the NIFTy documenta-
tion (Reinecke et al. 2013) and the corresponding papers
(Arras et al. 2019, 2020).

The starting position of the movement x
!
0 is assumed to be

drawn from Gaussian prior distributions with their respective
means (μx0 , μy0 , μz0 ), which are set to be directly at the line

below the storey with the highest photon count during a bio-
luminescence flash and inferable standard deviations σ x,y,zf g
(see Supporting Information).

j0 ↩G j0�μj0 ,σ
2
j0

� �
ð12Þ

The absolute position x
!

tð Þ at time t can be obtained by
integrating the velocity from start time t0 up to t and adding

the start position x
!
0. Hence, the expression of the position

vector x
!

tð Þ can be derived as

x
!

tð Þ¼ x
!
0þΔt �

Xt

tk¼t0

v
!

tkð Þ ð13Þ

Table 5. Overview of the position and movement model with
its parameters, their explanations, and origin.

x
!

tð Þ¼ x
!
0þΔt � Pt

tk¼t0
v
!

tkð Þ

Parameters Explanation Origin

j0 Starting position j0 ↩G j0�μj0 ,σ
2
j0

� �

j � x,y,z independent

μj0 Mean position Fixed prior values

σj0 Standard deviation See Supporting Information

(inferable)

v
! Velocity vector vj ↩G vj �μvj ,K

� �

vx ,vy ,vz independent

μvj Inferable mean See Arras et al. (2020)

K Inferable

Correlation matrix A priori assumptions
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Distribution transformations between Gaussian distribu-
tions and uniform distributions x0 ξx0

� �
are used and discussed

in the Supporting Information. A compact summary of the
position and movement model with its parameters is given in
Fig. 3 and in Table 5.

Optical background
In addition to the light curves emitted by an individual lumi-

nescent organism, photons from other sources are detected as
well. As mentioned in “Data” section, an almost constant back-
ground light is assumed to be induced by nuclear decays and
bacterial bioluminescence. We model this optical background as
constant offset ni for each individual optical module i. Each
optical module monitors a different water volume containing a dif-
ferent amount of nuclear decays and of small luminescent organ-
isms. Allowing such local variations of the water composition,
each background value ni for optical module i is sampled from a
Gaussian distribution with inferable standard deviation,

ni ↩G ni�μn,σ
2
n

� � ð14Þ

This leads to the extended response function of an optical
module i

λi,ext ¼ λiþεi �ni ð15Þ

Reconstruction routine
For the inference of such a complex model we follow a

fixed reconstruction routine for each data set. Most of the
described parameters have the same prior values for all data
sets, for example, the same assumptions about the luminosity
and hence need no adjustments. However, the prior values of
the starting position change for different data sets and have to
be set manually (see “Source movement” section). Furthermore,
a mask is defined to exclude uninformative data points, that is,
dead times of the PMTs (see “Data” section), low-efficiency
PMTs (di <5 kHz) and additional flashes. A mask is represented
by a vector consisting of binary values 0 and 1 indicating
informative and uninformative data points, respectively.

Additionally, the reconstruction is split up into two parts.
We first assume a simpler model by neglecting the movement
of the source. This assumption reduces the complexity of the
model and allows for a more stable inference. After analyzing
the results of this static reconstruction, one can conclude
whether a more complex model including the movement of

Table 6. GT and reconstructed parameters for a static inference source. The synthetic photon count data were generated from the
simulated static source. The reconstructed attenuation length is also included.

Run x (m) y (m) z (m) ℒmax GHzð Þ latt mð Þ
GT 50:00 1:00 23:00 45:59 45:00

0 50:03�0:04 1:16�0:03 22:94�0:04 44:62 45:97�1:32

1 50:02�0:05 1:10�0:02 22:97�0:04 45:72 43:95�0:36

2 49:98�0:06 1:13�0:03 22:95�0:04 45:45 44:41�1:02

4 50:05�0:04 1:18�0:07 22:99�0:04 44:34 46:68�1:65

5 50:03�0:05 1:12�0:04 22:99�0:03 45:41 44:50�0:59

6 50:00�0:07 1:13�0:03 22:99�0:02 45:45 44:37�0:62

7 50:08�0:25 1:12�0:03 22:96�0:04 45:62 44:05�0:56

8 49:99�0:03 1:15�0:04 22:97�0:03 44:98 45:15�0:60

9 50:02�0:07 1:08�0:09 22:87�0:21 45:07 45:10�0:47

Table 7. Model parameters of a static inference source. The
model is used to reconstruct the photon count data generated
from a simulated static source.

Observable Model Model parameters

x
!
0 position Gaussian μ

!
x
!
0
¼ 46 m,10 m,15 mð Þ

μσj0 ¼10 m 8j � x,y,z

σσj0 ¼1 m 8j � x,y,z

Flash shape Correlated signal See Supporting Information

Table 8. Model parameters used to reconstruct the attributes of
a simulated telescope and its surroundings.

Observable Model Model
parameter

ε G ε�με,σ
2
ε

� �
with G σε�μσε ,σ

2
σε

� �
με ¼ εANTARES

μσε ¼0:001

σσε ¼0:001

latt G latt�μlatt ,σ
2
latt

� �
with G σlatt �μσlatt ,σ

2
σlatt

� �
μlatt ¼50 m

μσ latt ¼20 m

σσlatt ¼5 m

ni G ni �μn,σ
2
n

� �
with G σn�μσn ,σ

2
σn

� �
μn ¼60 kHz

μσn ¼5 kHz

σσn ¼1 kHz
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the source is required. This is done by inspecting the residuals
between model and data, that is, by evaluating the posterior
predictive power of the model. If the data can be
reconstructed by the assumption of a static source, the real
source does not move or its movement cannot be resolved. If
this is not the case, the reconstructed position, luminosity,
and efficiencies are used as initial samples for the dynamic
reconstruction. The samples of remaining variables of the
model are randomly initiated according to their model priors.
This scheme reduces the risk of overfitting to which such a
complex model is prone to. In the next section, the splitting
of the reconstruction is performed on simulated data to ana-
lyze this routine, as well as to illustrate the limitations and
capabilities of the model.

Simulations
In the last section, we developed the response function of

the expected photon counts of an optical module. Due to the
form of the response, being a product of the factors N , ε, er=latt ,

and Aom=4πr2
� � �α r

!
, o
!� �

, increases of one factor can be com-

pensated by decrease of another factor, and vice versa. This
leads to a degeneracy between the emitted photon number N ,

the source position x
!
, the efficiency ε of an optical module

and the attenuation length latt. This degeneracy can only be
reduced by using the data of multiple OMs and assuming a
constant background light. In the following sections, we ana-
lyze the degeneracy between those variables by performing
the reconstruction on synthetic data sets of multiple OMs.
First, we focus on a static reconstruction of a simulated static
source in order to examine whether the degeneracy can
be reduced to such a degree that a light source can be
localized and the corresponding bioluminescence light curve
reconstructed. Second, we apply the complete dynamic recon-
struction to the simulated static source, as well as a simulated
dynamic source. These results are used to discuss the spatial
resolution of the reconstruction and the possibility of a
movement reconstruction.

For the simulation of static and dynamic sources, the
configuration of the ANTARES telescope from some past
moment in time is used to create the detector setup. The
efficiencies are randomly drawn from Gaussian distribu-
tions (Eq. 4) with fixed standard deviation for each optical
module. To simulate a realistic environment, the attenua-
tion length is set to latt ¼45 m and the constant light back-
ground of each optical module is drawn from a Gaussian
distribution (Eq. 14) with fixed mean μn ¼60 kHz and fixed
standard deviation σn ¼2 kHz. Furthermore, the shape of a
burst is extracted from real data and scaled to reach realistic
luminosity values.

The initial position in both cases is manually set to (x0 ¼50
m, y0 ¼1 m, z0 ¼23 m). While the static source stays at its ini-
tial position, we simulate a linear movement with a velocity

v¼0:2 m s�1 for the dynamic source. The light signal is
detected by 27 optical modules distributed over 9 storeys of
one line. The mean of the recorded photon hits of each opti-
cal module is calculated according to Eq. 15. Tables 6 and 11
provide the ground truth (GT) observables of the static and
dynamic simulated source, respectively.

Static reconstruction of a synthetic static source
The parameters for the initial position of the static infer-

ence model (Eq. 12) used to reconstruct data generated from
the static source are provided in Table 7. The parameters of
the photon number model are given in the Supporting Infor-
mation. Assumptions about the efficiencies of the optical
modules, the attenuation length and the light background are
given in Table 8. The position and orientation of each optical
module used for the simulation are also used for the inference.

Several reconstruction runs were performed, each with a
different random seed to assess numerical stability. In order to
analyze the degeneracy between source position, luminosity,
and attenuation length, we compare the reconstructed values
with their GT summarized in Table 6. For most runs, we were
able to recover the GT values with acceptable precision. The

position of the light source x
!¼ 50 m,1 m,23 mð Þ has been

reconstructed with a maximum deviation to the GT of
Δymax ¼18 cm in y direction for run 4, whereas a standard
deviation of σy ¼7 cm was inferred. For all runs, a similar shift
for the y position can be identified. We argue that the detector
setup, especially the orientation of the PMTs, leads to system-
atic errors and regions with variant spatial resolutions. Fur-
thermore, the degeneracy between the attenuation length and
luminosity becomes apparent in the reconstruction. A higher
attenuation length will lead to a lower maximum luminosity
(e.g., runs 0 and 4) and vice versa (e.g., run 1). We assume that
our algorithm is able to infer the attenuation length for a per-
fect scenario, that is, an isotropic light source and only con-
stant background sources. For more realistic scenarios, this
might not be the case. Run 3 did not converge due to

Table 9. Model parameters of a dynamic inference source. The
model is used to reconstruct the photon count data generated
from a simulated static source.

Observable Model Model parameters

vi velocity Correlated signal

with i � x,y,zf g
μv ¼0 m s�1

σv ¼0:1 m s�1

σv ¼0:1 m s�1

x
!
0 position Gaussian μ

!
x
!
0
¼ 46 m, 10 m, 15 mð Þ

μσj0 ¼20 m 8j � x,y ,z

σσj0 ¼5 m 8j � x,y,z

Flash shape Correlated signal See Supporting Information
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Table 10. GT and reconstructed parameters using a dynamic source model. The synthetic photon count data were generated from a
simulated static source. The positions are given at during the time of highest photon emission th and at the end of the data set (tmax ) to
reflect the movement of the source.

Run xth mð Þ xtmax mð Þ yth mð Þ ytmax
mð Þ zth mð Þ ztmax mð Þ ℒmax GHzð Þ latt mð Þ

GT 50:00 50:00 1:00 1:00 23:00 23:00 45:59 45:00

0 49:99�0:06 49:95�0:09 1:09�0:09 0:83�0:20 22:99�0:06 22:80�0:15 45:74 43:98�0:65

1 50:07�0:13 50:09�0:19 1:12�0:13 1:08�0:18 22:99�0:05 22:96�0:09 45:39 44:58�0:58

2 50:04�0:13 50:16�0:21 1:12�0:08 1:08�0:15 23:01�0:09 22:99�0:14 45:44 44:46�0:85

4 50:07�0:10 50:13�0:18 1:16�0:08 0:96�0:16 22:93�0:06 22:89�0:11 45:63 43:80�0:59

5 50:04�0:07 49:80�0:15 1:05�0:09 0:93�0:21 23:01�0:06 22:93�0:10 45:56 44:23�0:61

6 50:04�0:16 50:09�0:20 1:19�0:08 1:33�0:17 23:00�0:09 22:98�0:11 44:79 45:76�0:79

7 49:93�0:48 49:79�0:50 1:21�0:09 1:03�0:21 22:93�0:06 22:90�0:08 44:86 44:95�0:64

8 49:98�0:07 49:86�0:14 1:09�0:06 1:06�0:11 23:00�0:08 22:92�0:14 45:36 44:32�0:87

9 50:03�0:08 49:84�0:17 1:00�0:08 1:02�0:13 22:98�0:15 22:83�0:20 45:59 44:26�0:88

Fig. 4. Comparison of relative residuals of a static (dashed, gray) and dynamic (solid, black) inference source for run 2. The synthetic data were gener-
ated from a simulated dynamic source. The red line marks deviations as large as twice the shot noise σ of a Poisson process.

Table 11. GT and reconstructed parameters using a static source model. The synthetic photon count data were generated from a sim-
ulated dynamic source. The GT positions are given during the time of highest photon emission th and at the end of the data set (tmax )
to reflect the movement of the source. The summary includes the reconstructed attenuation length.

Run xth mð Þ xtmax mð Þ yth mð Þ ytmax
mð Þ zth mð Þ ztmax mð Þ ℒmax GHzð Þ latt mð Þ e2

GT 51:15 52:10 2:15 3:10 24:15 25:10 45:71 45:00 1:02

0 51:19�0:03 2:32�0:02 24:23�0:04 44:24 46:75�0:64 1:32

1 51:17�0:04 2:27�0:02 24:23�0:05 44:91 45:08�0:23 1:36

2 51:12�0:05 2:33�0:06 24:20�0:06 44:10 46:81�1:74 1:35

4 51:22�0:02 2:32�0:06 24:29�0:02 44:72 45:84�1:29 1:35

5 51:17�0:05 2:27�0:03 24:25�0:04 44:81 45:51�0:63 1:33

6 51:16�0:05 2:28�0:03 24:25�0:02 44:85 45:33�0:56 1:34

7 51:20�0:16 2:29�0:04 24:22�0:05 44:85 45:08�0:45 1:37

8 51:14�0:03 2:30�0:03 24:23�0:03 44:47 46:02�0:48 1:32
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numerical instabilities and is therefore removed. Despite all
degeneracies, the position could be reconstructed within an
error range of 20 cm and the maximum luminosity with an
error less than 3%. The MGVI algorithm only gives lower bou-
nds on the statistical uncertainties (Knollmüller and
Enßlin 2020). Due to the strongly nonlinear nature of the
model, we assume that the provided errors are most likely too
small and hence have to be taken with caution.

Dynamic reconstruction of a synthetic static source
In order to demonstrate the consequences of using the

wrong model on a static source, we also employed
the dynamic model on the simulated static data set. This
test will provide some intuition about movements that
cannot be resolved by the detector setup and produce the
same photon count data as a static source. As explained in

“Reconstruction routine” section, the flash light curve, the
position, and the detector efficiencies of the static recon-
struction of the previous section are used as the initially
assumed position for the dynamic reconstruction.
In Table 9, the parameters of the dynamic model are sum-
marized. The model parameters of the detector and its
environment are the same as in the static reconstruction
and provided in Table 8.

Since the reconstructions of the remaining observables
were already discussed in the previous section and
similar results could be observed for assuming a dynamic
model, we focus on the discussion on the velocity. For the
specific detector setup and source location, a source move-
ment for a static source was reconstructed with a mean veloc-
ity v’0:05 m s�1 in all runs. The results of the different
reconstruction runs with varying seeds are summarized in

Fig. 5. Reconstruction (run 2) of the response of a dynamic inference source (black dots) with standard deviation (gray) of the posterior estimate is
shown together with the synthetic data (green).

Table 12. GT and reconstructed parameters using a dynamic source model. The synthetic photon count data were generated from a
simulated dynamic source. The positions are given during the time of highest photon emission th and at the end of the data set (tmax )
to reflect the movement of the source.

Run xth mð Þ xtmax mð Þ yth mð Þ ytmax
mð Þ zth mð Þ ztmax mð Þ ℒmax GHzð Þ latt mð Þ e2

GT 51:15 52:10 2:15 3:10 24:15 25:10 45:71 45:00 1:02

0 51:05�0:06 51:62�0:08 2:14�0:07 2:57�0:22 24:17�0:06 24:68�0:17 45:42 45:01�0:59 1:00

1 51:13�0:12 51:78�0:19 2:21�0:13 2:82�0:17 24:15�0:06 24:78�0:16 44:79 46:11�0:66 1:05

2 51:10�0:12 51:78�0:22 2:20�0:08 2:98�0:19 24:18�0:11 24:95�0:13 44:87 45:80�1:63 1:00

4 51:12�0:10 51:86�0:15 2:24�0:08 2:88�0:19 24:10�0:06 24:81�0:14 45:07 45:38�0:51 1:07

5 51:07�0:07 51:38�0:16 2:11�0:09 2:83�0:21 24:18�0:07 24:71�0:15 45:18 45:05�0:41 1:16

6 51:09�0:12 51:96�0:21 2:23�0:08 3:00�0:18 24:18�0:09 24:84�0:14 44:62 46:75�0:76 1:01

7 51:02�0:29 51:54�0:33 2:26�0:08 3:02�0:23 24:11�0:06 24:69�0:11 44:66 46:07�0:45 1:13

8 51:03�0:06 51:56�0:16 2:13�0:07 2:83�0:24 24:17�0:08 24:82�0:24 45:11 45:10�0:86 1:02
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Fig. 6. Reconstruction (run 2) of the source position with the dynamic model. The simulated position (solid, blue) is shown in comparison to the
reconstructed (circles, black) position. The reconstruction is only given for the time duration of the burst. Shown is also the uncertainty of the position
reconstruction, shaded in gray.
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Table 10. An illustration of the movement reconstructions
in relation to the optical modules and the reconstructions
of the nuisance parameters for the different runs in are
given in the Supporting Information.

These results show that a source movement with a mean
velocity v¼0:05 m s�1 cannot be distinguished from a static
source for this detector setup. This detection limit depends
highly on the setup of the detector, that is, number of optical
modules and angular acceptance, and on the position of the
source. Therefore, no global spatial resolution of this method
can be defined. Our simulation result gives insights about the
spatial resolution of a specific area and hence only about an
excerpt of the global spatial resolution.

Future neutrino telescopes with different detector setups
might increase the resolution. In the next section, we demon-
strate that a movement reconstruction is theoretically possible
with the ANTARES setup by applying the method to synthetic
data drawn from a simulated dynamic source.

Complete reconstructions of a dynamic source

Static reconstruction
For the first part of the reconstruction routine, the same

model parameters of the detector and source are used as in the
static scenario given in Tables 7 and 8. The results of
the reconstruction of a dynamic source using the static model
are provided in Table 11.

Analyzing the results shows that a dynamic reconstruction
might increase the accuracy of the estimates as the static
model did not provide an optimal fit. Exemplarily, in Fig. 4,
the residuals e¼ d�λð Þ=σð Þ relative to the shot noise of the

Poissonian measurement process σ¼ ffiffiffi
λ

p
of optical module

4,44ð Þ are presented for run 0. During the light flash, an
increased level of deviations (2 < j e j) can be recognized. Resid-
uals of optical module 4,44ð Þ close to zero can be found at
tmin ’6 s. Detailed analysis shows that the relative residuals
are positive e>0 before the minimum t < tmin and negative
e<0 afterwards t > tmin . Even though these variations are only
slightly above the shot noise of the measurement process σ,
they can be explained by a moving source. Hence, another
reconstruction is performed to reduce these residuals by intro-
ducing a model for the source movement. The mean of the

noise weighted squared residuals e2 over all optical modules
are given in Table 11 for all reconstruction runs. In the

following, this mean will be used as posterior check to quan-
tify the accuracy of the reconstruction.

Dynamic reconstruction
We use the same dynamic model as in the previous “Static

reconstruction” section. The parameters used to define the
source model are given in Table 9 and the parameters for
the detector setup and its environment are presented in
Table 8.

The increased level of variations between simulated and
reconstructed response of the static model can be almost
reduced to 0< j e j <2 by the dynamic reconstruction as shown
in Fig. 5, an improvement over the static model. The mean of

the squared residuals e2 over all optical modules are given in
Table 12 for all reconstruction runs. The results show a slight
improvement compared to the residuals in Table 11 for the
static reconstruction. The reconstructed movement visualized
in Fig. 6 highlights the limits of the ANTARES detector for
tracking individual organisms. A reasonable estimate of the
movement could be reconstructed for a simulated light source
moving linearly with a velocity v¼0:2 m s�1. Although the
reconstructed locations display deviations from the GT,
the data residuals are close to the shot noise of the measure-
ment process, that is, the deviations in the position cannot be
resolved by the detector. These results show that a linear

movement with a velocity v¼0:2 m s�1 is in principle

Table 13. Data samples recorded by the ANTARES telescope
reconstructed within this work.

Label Time stamp (UTC) OMs Duration

Flash 1 11 Jan 2010, 04:12:35 4,34�60ð Þ � 10 s

Flash 2 11 Jan 2010, 04:13:20 4,34�60ð Þ � 9 s

Flash 3 19 Jan 2010, 22:28:10 4,25�56ð Þ � 11 s

Table 14. Model parameters for the dynamic source model, the
ANTARES telescope, and its surroundings on 11 January 2010 at
04:12 (UTC). This model is used to reconstruct biological sources
detected by the ANTARES telescope on 11 January 2010 at 04:12
(UTC) and 04:13 (UTC) that emitted flashes 1 and 2.

Observable Model Model parameter

ε Gaussian με ¼ εANTARES

μσε ¼0:001

σσε ¼0:001

latt Gaussian μlatt ¼50m

μσ latt ¼20m

σσlatt ¼5m

ni Gaussian μn ¼60 kHz

μσn ¼5 kHz

σσn ¼1 kHz

x
!
0 Gaussian μ

!
x
!
0
¼ 46m, 10m, 20mð Þ

μσj0 ¼20m 8j � x,y,z

σσj0 ¼5m 8j � x,y,z

vi velocity Correlated signal

with i � x,y ,zf g
μv ¼0

σv ¼0:1

σσv ¼0:05

Flash shape Correlated signal See Supporting

Information
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resolvable, but is not free of systematics. Besides the degenera-
cies, which are already discussed in “Static reconstruction of a
synthetic static source” section, the angular acceptance has
great impact on the positioning of a light source. The optical
modules of the ANTARES detector have a wide angular
acceptance (Amram et al. 2002). Therefore, changes of the
source position in nonradial directions do not lead to signifi-
cant changes in the photon count numbers, which reduces
the possibility to recognize position changes. Multiple opti-
cal modules with smaller angular acceptance might
increase the spatial resolution. The reconstructed flash
characteristics differ only slightly between the reconstruc-
tion with a static and a dynamic model as shown in
Table 12. Therefore, with regard to the bioluminescence
flash light curves, both models are sufficient to reconstruct
a reasonable estimate for velocities below v¼0:2 m s�1. An

illustration of the movement reconstructions and the nui-
sance parameters for the different runs is also given in the
Supporting Information.

Data analysis
After presenting the capabilities and limitations of the

method, the reconstruction routine is applied on data sets of
the ANTARES Collaboration using different random seeds. The
complete routine consists of a reconstruction using a static
model and a dynamic model as explained in “Reconstruction
routine” section. The outcomes of the static and dynamic
reconstruction provide similar results regarding the position
during the time of highest photon emission and the flash light
curve. Therefore, it is sufficient to present only the results of
the final step using the dynamic model.

Fig. 7. Reconstruction (run 5) of the photon hit rate (dashed) during flash 1 detected by the ANTARES detector on 11 January 2010 at 04:12 (UTC).
The recorded data are given in solid lines. Only an excerpt of optical modules is presented. For optical module 4,43ð Þ, the recording was stopped when
readout electronics were saturated.

Table 15. Reconstructed parameters assuming a dynamic light source model. The flash 1 light curve used for the reconstruction was
recorded on 11 January 2010 at 04:12 (UTC) by the ANTARES telescope. The positions are given at different times as in Table 12.

Run xth mð Þ xtmax mð Þ yth mð Þ ytmax
mð Þ zth mð Þ ztmax mð Þ ℒmax GHzð Þ latt mð Þ e2

0 42:68�0:07 42:34�0:13 0:76�0:18 0:28�0:28 21:24�0:10 20:84�0:12 48:27 43:57�1:41 2:95

1 42:86�0:10 42:28�0:21 1:57�0:11 1:41�0:21 21:04�0:09 20:82�0:15 40:82 51:83�3:16 3:20

2 42:91�0:12 42:06�0:23 1:48�0:12 1:01�0:27 20:95�0:17 20:35�0:18 42:30 50:56�1:73 2:78

3 45:57�0:02 45:48�0:06 15:79�0:34 15:95�0:74 16:09�0:18 16:04�0:19 83:42 32:09�0:84 8:08

5 42:84�0:11 42:07�0:13 1:29�0:09 1:26�0:17 21:15�0:10 20:75�0:14 44:69 48:51�2:00 2:73

6 45:62�0:05 45:54�0:05 15:03�0:27 15:11�0:22 16:07�0:05 15:93�0:05 79:86 34:97�1:37 6:66

7 42:82�0:07 42:04�0:11 1:13�0:17 1:03�0:16 21:21�0:07 20:99�0:13 46:19 47:25�2:55 2:87

8 42:93�0:12 42:26�0:21 1:51�0:22 1:52�0:26 21:02�0:02 20:27�0:06 41:57 49:90�0:56 3:07

9 42:82�0:12 42:07�0:24 1:27�0:25 1:27�0:24 21:09�0:07 20:85�0:22 43:10 51:62�1:61 2:96
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For the reconstruction, we rely on flash light curves that
were detected over several storeys to be able to reduce the
degeneracy. Since the process of finding such light emis-
sions has not been automated, only a small excerpt of flash
patterns found in the ANTARES data is analyzed here. We
identified three suitable bioluminescence events in the
data of early 2010, which we analyze in the following. The
data samples cover observation times of 9�11 s. In Table 13,
we label the samples used for the following reconstructions
and state the array of optical modules that detected the flash
neglecting malfunctioning modules.

ANTARES recordings of flash 1
Starting with 11 January 2010 at 04:12:35 (Coordinated

Universal Time [UTC]), a flash pattern was recorded by 25 opti-
cal modules over 9 storeys. The recordings of six optical mod-
ules have already been shown in Fig. 2 in “Data” section. Flash
1 peaked at around 40 s after the start of the recording. Two
optical modules 4,41ð Þ and 4,51ð Þ, within the optical module
array 4,34�60ð Þ, did not record any photon counts. Further-
more, optical module 4,43ð Þ did not record any photon for
the period of highest luminosity, since the readout electronics
were saturated. The model parameters used for the reconstruc-
tion are presented in Table 14.

The reconstruction was performed with 10 different random
seeds referred to as runs in the following. For seven runs (0, 1,
2, 5, 7, 8, and 9), a match between recorded and reconstructed
photon data could be observed. Exemplarily, the posterior
mean of the reconstructed data of run 5 is shown together with
the recorded data in Fig. 7. Only a limited number of optical
modules are presented. However, for runs 3 and 6, a clear
mismatch between reconstructed and recorded data could be
identified (see residuals in Table 15). As a consequence, we
regard these results as less likely. Run 4 had to be stopped due

to numerical issues. The reconstruction of the position and
movement as well as the characteristics of the bioluminescence
light curve for the nine different random seeds are summarized
in Table 15. For the seven runs, similar results could be
observed. The maximum of the absolute deviations of each
dimension Δxmax ¼0:25 m, Δymax ¼0:81 m, Δzmax ¼0:29 m

� �
for different runs are calculated at the positions with highest
luminosity of these runs. For the attenuation length, absolute
deviations of up to 8 m and for the maximum luminosity
deviations of up to 18% can be recognized. We assume that
the variability of the luminosity for different runs can be
ascribed to the degeneracy between luminosity and attenua-
tion length. Therefore, precise measurements of the
attenuation length and hence a more informative prior will
reduce this variability and increase the consistency of the
reconstruction. In addition, the reconstruction shows that the
source is located above one storey containing one optical
module that did not record any data. These missing data
increase also the uncertainty of the localization. Nevertheless,
the position as well as the movement estimates for the seven
runs are consistently within a range of 1 m, which we regard
as acceptable precision. Hence, we conclude that we localized
a light source a few meters away from the optical modules and
could even identify the direction of the movement away from
the detector. In Fig. 8, the reconstructed flash light curve of
run 5 is presented as this run provides the smallest data resid-
uals (see Table 15). We also illustrate the estimated movement
in Fig. 9. The reconstructed nuisance parameters are provided
in the Supporting Information.

ANTARES recordings of flash 2
A second flash was observed on the same day at 04:13:20

(UTC) recorded by optical modules within the array

Fig. 8. Reconstruction (run 5) of the bioluminescence flash 1 light curve detected by the ANTARES detector on 11 January 2010 at 04:12 (UTC).
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Fig. 9. Movement reconstruction of a light source emitting flash 1 detected by the ANTARES detector on 11 January at 04:12 (UTC). The light sources
are represented by colored dots and lines. The dot indicates the position with the highest luminosity and the line represents the movement afterwards.
The position and direction (downwards in z-direction) of optical modules are shown as dashes. (Left, middle column) Source movement in relation to the
detector and zoomed excerpts. (Right column) Overview of all optical modules used for the reconstruction.
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Table 16. Reconstructed parameters assuming a dynamic light source. The flash 2 light curve used for the reconstruction was
recorded on 11 January 2010 at 04:13 (UTC) by the ANTARES telescope. The positions are given at different times as in Table 12.

Run xth mð Þ xtmax mð Þ yth mð Þ ytmax
mð Þ zth mð Þ ztmax mð Þ ℒmax GHzð Þ latt mð Þ e2

0 48:42�0:95 45:17�1:75 �9:18�0:81 �7:40�1:10 19:70�0:28 19:97�0:50 42:77 58:11�6:44 2:92

1 48:05�0:89 45:97�0:99 �8:84�0:61 �9:46�0:88 19:49�0:69 19:86�0:84 39:23 70:25�13:93 2:83

2 48:59�0:75 46:28�1:52 �9:83�0:88 �8:49�1:28 18:94�0:83 20:00�1:06 50:88 48:58�1:91 4:47

3 48:83�1:06 46:03�2:07 �10:22�0:75 �10:51�1:05 19:50�0:51 20:14�0:80 50:95 49:83�2:59 2:61

4 47:72�0:53 45:97�0:55 �9:28�0:40 �9:36�0:72 19:53�0:38 19:65�0:45 42:82 60:08�6:07 2:92

5 48:06�1:13 45:96�1:08 �9:10�0:51 �9:30�0:80 20:02�1:14 20:60�1:10 43:03 59:48�5:62 3:07

6 48:62�0:44 46:29�0:76 �9:94�0:42 �9:06�0:68 20:22�0:48 20:13�0:62 47:52 54:43�4:12 3:10

8 48:29�1:27 45:13�1:58 �9:38�0:46 �10:55�0:64 19:72�0:38 19:95�0:66 42:97 57:59�5:97 2:63

9 48:16�0:36 46:36�0:96 �9:27�1:03 �9:14�1:41 19:33�0:60 19:50�0:64 43:04 60:30�5:91 3:29

Fig. 10. Reconstruction (run 3) of the photon hit rate (dashed) during flash 2 detected by the ANTARES detector on 11 January 2010 at 04:13 (UTC).
The recorded data are given in solid lines. Only an excerpt of optical modules is presented.

Fig. 11. Reconstruction (run 3) of the emitted bioluminescence flash 2 light curve detected by the ANTARES detector on 11 January 2010 at 04:13 (UTC).
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Fig. 12. Movement reconstruction of a light source emitting flash 2 detected by the ANTARES detector on 11 January at 04:13 (UTC). The light sources
are represented by colored dots and lines. The dot indicates the position with the highest luminosity and the line represents the movement afterwards.
The position and direction (downwards in z-direction) of optical modules are shown as dashes. (Left, middle column) Source movement in relation to the
detector and zoomed excerpts. (Right column) Overview of all optical modules used for the reconstruction.

753

Reeb et al. Bioluminescence flashes with ANTARES

 15415856, 2023, 11, D
ow

nloaded from
 https://aslopubs.onlinelibrary.w

iley.com
/doi/10.1002/lom

3.10578 by C
ochraneItalia, W

iley O
nline L

ibrary on [05/01/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense



4,34�60ð Þ. Flash 2 peaked at around 85 s after the start of the
recording shown in Fig. 2 in “Data” section. In Fig. 2, the two
consecutive flashes can be seen. The optical modules 4,41ð Þ
and 4,51ð Þ did not detect the second flash. All model parame-
ters are the same as for flash 1 given in Table 14. The
ANTARES detector is still in a similar configuration, because
the second flash occurred around 1 min after the first. Further-
more, due to similar photon count data of flashes 1 and 2, the
same a priori assumption of the position can be taken.

The results of the 10 runs with different seeds are summa-
rized in Table 16. The reconstructed nuisance parameters are
provided in the Supporting Information. The photon hit rate
could be reconstructed for most runs sufficiently (see residuals
in Table 16). Run 7 had to be stopped due to numerical issues
and run 2 has higher residuals than the remaining runs. As
example, the recorded and reconstructed photon data of run
3 are presented in Fig. 10. In contrast to flash 1, the maximum
of the absolute deviations of the position (excluding run 2)
Δxmax ¼1:11 m, Δymax ¼1:12 m, Δzmax ¼0:89 m
� �

between
the several runs are higher. We argue that this increase in vari-
ability can be explained by the varying spatial resolution
throughout the detector volume. The maximum deviation of
the attenuation length is around 20 m and the maximum
deviation of the maximum luminosity around 30%. Precise

knowledge of the attenuation length should reduce this vari-
ability as already explained in “ANTARES recordings of flash
1” section. In addition, three recording optical modules close
to the source will also increase the accuracy of the reconstruc-
tion. Despite the variabilities between the different runs, simi-
lar movements can be observed. It is noticeable that each run
reconstructed a velocity that is higher than the velocity of
flash 1 and reaches values of up to v’0:5 m s�1. The main
movement is along the x dimension which is similar to the
movement of flash 1. The impact of the detector setup on
the reconstruction of the movement has to be studied in detail
since a spatial resolution depending on direction might intro-
duce a movement during the reconstruction. Due to reduced
residuals for the dynamic reconstruction compared to the
static reconstruction, we argue that a movement of the source
is likely. In addition, analysis of the water current could give
insights whether the organism actively moved or a passive
movement was recorded. In Fig. 11, we present the flash light
curve of run 3, since the smallest data residuals could be calcu-
lated for this run (see Table 16). The reconstructed movement
of run 3 is illustrated in Fig. 12. The second flash occurred
only 44 s after and around 13 m away from the first flash. A
causal connection between both light emission is likely.
Despite the movement reconstruction for flash 1 and the

Fig. 13. Recorded photon hits of flash 3 taken from six optical modules (OM). The two plots show each the photon hits of the optical modules in one
storey. Two consecutive flashes can be observed.
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deviation between the light curve structures of the two flashes,
it cannot be excluded that both flashes were emitted by the
same organism.

ANTARES recordings of flash 3
The last bioluminescence flash that is analyzed within this

work occurred on 19 January 2010 at 22:28 (UTC) (Fig. 13). In
comparison to the previous models, we adjust the position
model parameter since the flash was detected by different opti-
cal modules (given in Table 13). For this recording, we noticed
two flashes within 7 s. Since our model describes a single light
source, we mask the first flash in order to localize only the sec-
ond. In Fig. 14, the reconstructed photon data are presented
and the masks used for the reconstruction can be recognized.
We argue that the first flash affects the photon number during
the second flash (see Fig. 13) and hence it might have impact
on the localization of the second flash if the two flashes were

emitted from different locations. We also observed that six
optical modules, 1,28ð Þ, 1,32ð Þ, 1,40ð Þ, 1,44ð Þ, 1,47ð Þ, and
1,48ð Þ, did not record data or had a low efficiency. Neverthe-
less, we apply our routine onto this data set and discuss the
results. The position model parameters are given in Table 17.
The remaining model parameters are the same as in Table 14.

Table 18 summarizes the reconstruction runs and shows that
the residuals are higher compared to the previous flashes. Run
3 shows the highest residual and will be neglected in the fol-
lowing discussion. Run 2 had to be stopped due to numerical
issues. We recognize small maximum deviations of the position
xmax ¼0:82 m, ymax ¼0:30 m, zmax ¼0:22 m
� �

(excluding run
3). For the attenuation length, the algorithm reconstructed
unphysical values up to 107 m. We argue that the occurrence
of two flashes as well as six missing optical modules had
impact on the inference. As mentioned in “Static reconstruc-
tion of a synthetic static source” section, the reconstruction of
the attenuation length might only be reasonable in a close to
perfect scenario, that is, constant background noise and hence
only a single isotropic light source. Future work could improve
this issue by introducing a reconstruction routine that
includes multiple light sources. The reconstructed nuisance
parameters are provided in the Supporting Information.

Discussions
Strengths, limitations, and improvements

The application of the method on synthetic and real data
reveals both the strengths and the limitations of our approach.
Despite the degeneracy between most of the variables (position,
efficiency, attenuation length, luminosity, and background
noise) and missing optical modules, we were able to obtain rea-
sonable estimates for the positions of flashes 1 and 2. Multiple

Fig. 14. Reconstruction (run 1) of the photon hit rate (dashed) during flash 3 detected by the ANTARES detector on 19 January 2010 at 22:28 (UTC).
The recorded data are given in solid lines. Only an excerpt of optical modules is presented.

Table 17. Model parameters for the initial position of a
dynamic source. The model is used to reconstruct a biological
source detected by the ANTARES telescope on 19 January 2010
at 22:28 (UTC) that emitted flash 3. The other model parameters
are taken from Table 14.

Observable Model Model parameter

x
!
0 Gaussian μ

!
x
!
0
¼ 4:5 m, 97 m, �20mð Þ

μσj0 ¼20 m 8j � x,y ,z

σσj0 ¼5m 8j � x,y,z

vi velocity Correlated signal

with i � x,y,zf g
μv ¼0

σv ¼0:1

σσv ¼0:05
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runs of the reconstruction routine with different random seeds
of the used MGVI algorithm showed mostly consistent results.
For a synthetic source, we were also able to infer the attenuation
length and luminosity correctly. The reconstruction of those
parameters with the ANTARES data sets shows a larger uncer-
tainty but physical reasonable results. Therefore, we note that
precise prior knowledge of the attenuation length has to be
available to ensure accurate reconstructions of the luminosity.
Nevertheless, even with deviations of the attenuation length, we
could reconstruct the source position consistently within a range
of 1 m. The reconstruction runs of flashes 1 and 2 could also
give evidence on the varying spatial resolution, that is, the
position estimates of flash 2 showed a much larger diversity of
the different reconstruction runs than the estimates of flash
1. The reconstructed source of flash 2 has a larger distance to
the optical modules than the source of flash 1 and hence the
spatial resolution might be reduced. Synthetic tests also veri-
fied that the reconstruction of movements is possible. How-
ever, due to the varying spatial resolution the estimates of the
movement, especially the total velocity, have to be taken with
caution. A poor spatial resolution is less constraining for
movements of the reconstructed source. Here, a measure of
spatial resolution might be helpful to identify such regions in
the future. The errors given by the MGVI algorithm are only
lower bounds to the true statistical errors (Knollmüller and
Enßlin 2020). Since the magnitude of the mismatch depends
on the nonlinearity of the problem (i.e., the deviation of the
posterior from Gaussianity) and our model is very nonlinear,
the inferred uncertainties are most likely far too small and
hence should be taken with strong caution.

The accuracy of the position reconstructions and the spatial
resolution can be increased by a different detector setup.
Reducing the angular acceptance and increasing the number
of OMs will increase the spatial resolution. An OM with sharp
angular acceptance is able to resolve small position changes
more precisely, since changes of the angle between OMs and
light source lead to significant changes in the arriving photon
numbers. However, a small angular acceptance leads also to a
smaller monitored volume, which can be compensated by
using more OMs. Furthermore, precise measurements of the
attenuation length will help to break the degeneracy with
the luminosity and hence increase the total accuracy of the
reconstructions.

In this work, our verifications have been limited to tests with
synthetic data sets. During measurements of the attenuation
length or in similar experiments, light has been emitted from a
fixed position and recorded by the optical modules (Aguilar
et al. 2005; Adri�an-Martínez et al. 2012b). These data sets could
be used to verify our reconstructions, but were not available to
us. Furthermore, our model is limited to a single light source
which leads to unrepresentative reconstructions if multiple
sources are present as discussed in “ANTARES recordings of flash
3” section. We argue that our algorithm could be extended to
multiple sources.T
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Interpretations
Although only a small number of photon data recorded by

the ANTARES telescope has been analyzed in this study, the
results already provide some insights on the biological sources.
Our localizations of bioluminescence events showed that the
light emitting organisms were sufficiently far from optical
modules, such that no direct collision with the detector struc-
ture caused the bioluminescence response. The majority of the
bioluminescence activity, which has been recorded by neu-
trino telescopes, show inertial rhythms that match inertial
current periodicity and hence are assumed to be provoked by
collisions with the detector infrastructure (Aguzzi et al. 2017).
Further measurements of the environment, for example, sea
current measurements, need to be taken into account to verify
the natural occurrence of bioluminescence events, that is, to
exclude that the detector caused the light emission. In a study
by Meighen-Berger et al. (2021), it has been simulated that
OMs induce turbulence even at a distance 20 m, which can
cause bioluminescence responses. Assuming that the analyzed
bioluminescence flashes were not triggered by the flow of
water masses, the PMTs recorded organisms in their natural
environment utilizing their bioluminescence trait for commu-
nication, predation, or mating.

According to previous studies non-stimulated light emis-
sions are rare (Widder et al. 1989; Priede et al. 2006;
Tamburini et al. 2013; Martini et al. 2014) and hardly distin-
guishable from stimulated ones using moving detectors
(Priede et al. 2006). In addition, the monitoring of a given vol-
ume to quantify the occurrence of light emissions comes with
drawbacks. The monitored volume depends highly on the
luminosity of the individual organisms, that is, bright organ-
isms can be monitored within the whole ANTARES detector
infrastructure, whereas darker organisms can only be moni-
tored in regions near the PMTs. Therefore, the monitoring vol-
ume will always depend on the emitted luminosity. Our
method opens the possibility to study in situ bioluminescence
within the large data sets of deep-sea neutrino telescopes. The
localization helps to distinguish flashes triggered by the turbu-
lence around the detector and rare events of naturally occur-
ring bioluminescence. Furthermore, the inferred location and
absolute luminosity allows extrapolate densities even into
“dark” areas, thereby tackling the aforementioned problem of
the luminosity-dependent detector volume.

Besides the localization of the light source, our method also
reconstructs the characteristic light curves of individual organ-
isms. To our knowledge, currently, no data set exists that
allows classifications of deep-sea bioluminescence flashes. The
similarities of the light curves between different taxes will
make classifications difficult. Further analysis of data recorded
by deep-sea neutrino telescopes could give insights about the
frequency and distribution of such spontaneous events. This
offers the possibility to estimate the density of luminescent
organisms in different regions of the detector infrastructure.
Here, interdisciplinary collaborations become essential to

study the behavior of luminescent organisms with data of
neutrino telescopes, for example, to extract information about
active migrations as already proposed by Chatzievangelou
et al. (2021). Our method could be a useful tool for this task.

Conclusion
This work shows the potential of bioluminescence studies

with a neutrino telescope in the deep sea and highlights the
biological activity information that can be extracted. But it
also clearly points out the limitations of the bioluminescence
studies in regard to the spatial resolution due to the architec-
ture of the detector.

The proposed method is generic and can be applied on data
sets of different underwater neutrino telescopes. The development
and work on the new neutrino telescope in the Mediterranean
Sea, KM3NeT (Adri�an-Martínez et al. 2016), offer a detector archi-
tecture which is even more suitable for the study of luminescent
organisms. Each optical module of KM3NeT will be equipped
with 31 PMTs having a narrower angular acceptance compared
to the ANTARES setup (Adri�an-Martínez et al. 2016). This
increases the spatial resolution of the positioning.

Alternatively, the method can be adjusted to be applied on
data of the Pacific Ocean Neutrino Experiment (P-ONE)
(Agostini et al. 2020) and its precursor STRAW (STRings for
ABsorption length in Water) (Bailly et al. 2021). This would
allow a global analysis of bioluminescence events.

For future systematic surveys of bioluminescence, the method
needs to be automatized and optimized. An optimized framework
can be used to build a catalogue of various types of biolumines-
cence light curves including the position of the source. In this
work, we also showed that the tracking of light sources is possi-
ble. Therefore, this method can also be used to analyze the move-
ment behavior of deep-sea organisms, which still little is known
about.

Data availability statement
Release and preservation of data used by the ANTARES Col-

laboration as the basis for publications is guided by the
ANTARES policy as written in its Memorandum of Under-
standing among the collaborating Institutions. Parts of the
data are available on the website https://antares.in2p3.fr/
publicdata.html and periodically updated.

References
Adri�an-Martínez, S., and others. 2012a. The positioning sys-

tem of the ANTARES neutrino telescope. J. Instrum. 7:
08002. doi:10.1088/1748-0221/7/08/t08002

Adri�an-Martínez, S., and others. 2012b. Measurement of the group
velocity of light in sea water at the ANTARES site. Astropart.
Phys.35: 552–557. doi:10.1016/j.astropartphys.2011.12.003

757

Reeb et al. Bioluminescence flashes with ANTARES

 15415856, 2023, 11, D
ow

nloaded from
 https://aslopubs.onlinelibrary.w

iley.com
/doi/10.1002/lom

3.10578 by C
ochraneItalia, W

iley O
nline L

ibrary on [05/01/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://antares.in2p3.fr/publicdata.html
https://antares.in2p3.fr/publicdata.html
https://doi.org/10.1088/1748-0221/7/08/t08002
https://doi.org/10.1016/j.astropartphys.2011.12.003


Adri�an-Martínez, S., and others. 2016. Letter of intent for
KM3NeT 2.0. J. Phys. G Nucl. Part. Phys. 43: 084001. doi:
10.1088/0954-3899/43/8/084001

Ageron, M., and others. 2011. ANTARES: The first undersea
neutrino telescope. Nucl. Instrum. Methods Phys. Res. Sect.
A 656: 11–38. doi:10.1016/j.nima.2011.06.103

Agostini, M., and others. 2020. The pacific ocean neutrino
experiment. Nat. Astron. 4: 913–915. doi:10.1038/s41550-
020-1182-4

Aguilar, J. A., and others. 2005. Transmission of light in deep sea
water at the site of the Antares neutrino telescope. Astropart.
Phys. 23: 131–155. doi:10.1016/j.astropartphys.2004.11.006

Aguilar, J. A., and others. 2007. The data acquisition system
for the ANTARES neutrino telescope. Nucl. Instrum.
Methods Phys. Res. Sect. A 570: 107–116. doi:10.1016/j.
nima.2006.09.098

Aguzzi, J., and others. 2017. Inertial bioluminescence rhythms
at the Capo Passero (KM3NeT-Italia) site, Central Mediterra-
nean Sea. Sci. Rep. 7: 44938. doi:10.1038/srep44938

Aguzzi, J., and others. 2019. New high-tech flexible networks
for the monitoring of deep-sea ecosystems. Environ. Sci.
Tech. 53: 6616–6631. doi:10.1021/acs.est.9b00409

Albert, A., andothers. 2018. Long-termmonitoring of theANTARES
optical module efficiencies using 40K decays in sea water. Eur.
Phys. J. C 78: 1–8. doi:10.1140/epjc/s10052-018-6132-2

Amram, P., and others. 2000. Background light in potential sites
for the ANTARES undersea neutrino telescope. Astropart.
Phys. 13: 127–136. doi:10.1016/s0927-6505(99)00118-8

Amram, P., and others. 2002. The ANTARES optical module.
Nucl. Instrum. Methods Phys. Res. Sect. A 484: 369–383.
doi:10.1016/s0168-9002(01)02026-5

Amram, P., and others. 2003. Sedimentation and fouling of
optical surfaces at the ANTARES site. Astropart. Phys. 19:
253–267. doi:10.1016/s0927-6505(02)00202-5

Arras, P., and others. 2019. Nifty5: Numerical information
field theory v5. Astrophysics Source Code Library.

Arras, P., P. Frank, P. Haim, J. Knollmüller, R. Leike, M.
Reinecke, and T. Enßlin. 2022. Variable shadow of M87*
from space, time and frequency resolved interferometry.
Nat Astron 6: 259–269. doi:10.1038/s41550-021-01548-0

Bailly, N., and others. 2021. Two-year optical site characteriza-
tion for the pacific ocean neutrino experiment (p-one) in
the Cascadia basin. The. Eur. Phys. J. C 81: 1071. doi:10.
1140/epjc/s10052-021-09872-5

Batchelder, H., E. Swift, and J. R. Van Keuren. 1992. Diel patterns
of planktonic bioluminescence in the northern Sargasso Sea.
Mar. Biol.113: 329–339. doi:10.1007/BF00347288

Batchelder, H. P., and E. Swift. 1989. Estimated near-surface
mesoplanktonic bioluminescence in the western North
Atlantic during July 1986. Limnol. Oceanogr. 34: 113–128.
doi:10.4319/lo.1989.34.1.0113

Buskey, E., and E. Swift. 1990. An encounter model to predict
natural planktonic bioluminescence. Limnol. Oceanogr.
35: 1469–1485. doi:10.4319/lo.1990.35.7.1469

Buskey, E. J. 1992. Epipelagic planktonic bioluminescence in
the marginal ice zone of the Greenland Sea. Mar. Biol. 113:
689–698. doi:10.1007/BF00349712

Chatzievangelou, D., and others. 2021. Integrating diel verti-
cal migrations of bioluminescent deep scattering layers into
monitoring programs. Front. Mar. Sci. 8. doi:10.3389/
fmars.2021.661809

Craig, J., I. Priede, J. Aguzzi, and A. Jamieson. 2015. Abundant
bioluminescent sources of low-light intensity in the deep
Mediterranean Sea and North Atlantic Ocean. Mar. Biol.
162: 1637–1649. doi:10.1007/s00227-015-2700-2

Cronin, H., J. Cohen, J. Berge, G. Johnsen, and M. Moline.
2016. Bioluminescence as an ecological factor during high
Arctic polar night. Sci. Rep. 6: 36374. doi:10.1038/
srep36374

Danovaro, R., and others. 2017. An ecosystem-based deep-
ocean strategy. Science 355: 452–454. doi:10.1126/science.
aah7178

Danovaro, R., and others. 2020. Ecological variables for developing
a global deep-ocean monitoring and conservation strategy.
Nat. Ecol. Evol.4: 181–192. doi:10.1038/s41559-019-1091-z

Esaias, W. E., H. C. Curl Jr., and H. H. Seliger. 1973. Action spec-
trum for a low intensity, rapid photoinhibition of mechani-
cally stimulable bioluminescence in the marine
dinoflagellates Gonyaulax catenella, G. acatenella, and
G. tamarensis. J. Cell. Physiol. 82: 363–372. doi:10.1002/jcp.
1040820306

Frank, T., S. Johnsen, and T. Cronin. 2012. Light and vision in
the deep-sea benthos: II. Vision in deep-sea crustaceans.
J. Exp. Biol. 215: 3344–3353. doi:10.1242/jeb.072033

Galt,C.,M.Grober, andP. Sykes. 1985. Taxonomic correlates of bio-
luminescence among Appendicularians (Urochordata:
Larvacea). Biol. Bull.168: 125–134. doi:10.2307/1541178

Galt, C. P., and P. F. Sykes. 1983. Sites of bioluminescence in the
appendicularians Oikopleuradioica and O. labradoriensis
(Urochordata: Larvacea). Mar. Biol. 77: 155–159. doi:10.1007/
BF00396313

Herren, C. M., S. H. D. Haddock, C. Johnson, C. M. Orrico, M. A.
Moline, and J. F. Case. 2005. A multi-platform bathy-
photometer for fine-scale, coastal bioluminescence research.
Limnol. Oceanogr. Methods 3: 247–262. doi:10.4319/lom.
2005.3.247

Herring, P. J. 1988. Copepod luminescence. Hydrobiologia
167: 183–195. doi:10.1007/BF00026304

Herring, P. J., M. Latz, N. J. Bannister, and E. A.Widder. 1993. Bio-
luminescence of the poecilostomatoid copepodOncaea conifera.
Mar. Ecol. Prog. Ser.94: 297–309. doi:10.3354/meps094297

Johnsen, G., M. Candeloro, J. Berge, and M. Moline. 2014.
Glowing in the dark: Discriminating patterns of biolumines-
cence from different taxa during the Arctic polar night. Polar
Biol. 37: 707–713. doi:10.1007/s00300-014-1471-4

Knollmüller, J., and T. A. Enßlin. 2018. Encoding prior knowl-
edge in the structure of the likelihood. 1812.04403. doi:
10.48550/arXiv.1812.04403

758

Reeb et al. Bioluminescence flashes with ANTARES

 15415856, 2023, 11, D
ow

nloaded from
 https://aslopubs.onlinelibrary.w

iley.com
/doi/10.1002/lom

3.10578 by C
ochraneItalia, W

iley O
nline L

ibrary on [05/01/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.1088/0954-3899/43/8/084001
https://doi.org/10.1016/j.nima.2011.06.103
https://doi.org/10.1038/s41550-020-1182-4
https://doi.org/10.1038/s41550-020-1182-4
https://doi.org/10.1016/j.astropartphys.2004.11.006
https://doi.org/10.1016/j.nima.2006.09.098
https://doi.org/10.1016/j.nima.2006.09.098
https://doi.org/10.1038/srep44938
https://doi.org/10.1021/acs.est.9b00409
https://doi.org/10.1140/epjc/s10052-018-6132-2
https://doi.org/10.1016/s0927-6505(99)00118-8
https://doi.org/10.1016/s0168-9002(01)02026-5
https://doi.org/10.1016/s0927-6505(02)00202-5
info:doi/10.1038/s41550-021-01548-0
https://doi.org/10.1140/epjc/s10052-021-09872-5
https://doi.org/10.1140/epjc/s10052-021-09872-5
https://doi.org/10.1007/BF00347288
https://doi.org/10.4319/lo.1989.34.1.0113
https://doi.org/10.4319/lo.1990.35.7.1469
https://doi.org/10.1007/BF00349712
https://doi.org/10.3389/fmars.2021.661809
https://doi.org/10.3389/fmars.2021.661809
https://doi.org/10.1007/s00227-015-2700-2
https://doi.org/10.1038/srep36374
https://doi.org/10.1038/srep36374
https://doi.org/10.1126/science.aah7178
https://doi.org/10.1126/science.aah7178
https://doi.org/10.1038/s41559-019-1091-z
https://doi.org/10.1002/jcp.1040820306
https://doi.org/10.1002/jcp.1040820306
https://doi.org/10.1242/jeb.072033
https://doi.org/10.2307/1541178
https://doi.org/10.1007/BF00396313
https://doi.org/10.1007/BF00396313
https://doi.org/10.4319/lom.2005.3.247
https://doi.org/10.4319/lom.2005.3.247
https://doi.org/10.1007/BF00026304
https://doi.org/10.3354/meps094297
https://doi.org/10.1007/s00300-014-1471-4
info:doi/10.48550/arXiv.1812.04403


Knollmüller, J., and T. A. Enßlin. 2020. Metric Gaussian varia-
tional inference. 1901.11033. doi:10.48550/arXiv.1901.11033

Lapota, D. 2012. Seasonal changes of bioluminescence in pho-
tosynthetic and heterotrophic dinoflagellates at San
Clemente Island. IntechOpen. 2. doi:10.5772/35341

Lapota, D., and J. R. Losee. 1984. Observations of biolumines-
cence in marine plankton from the Sea of Cortez. J. Exp. Mar.
Biol. Ecol. 77: 209–239. doi:10.1016/0022-0981(84)90121-7

Lapota, D., M. Geiger, A. Stiffey, D. Rosenberger, and D. Young.
1989. Correlation of planktonic bioluminescence with other
oceanographic parameters from a Norwegian fjord. Mar. Ecol.
Prog. Ser. 55: 217–227. doi:10.3354/meps055217

Latz, M. I., and H. J. Jeong. 1996. Effect of red tide dinoflagellate
diet on the bioluminescence of Protoperidinium spp. Mar. Ecol.
Prog. Ser.132: 275–285. doi:10.3354/meps132275

Latz, M. I., J. C. Nauen, and J. Rohr. 2004. Bioluminescence
response of four species of dinoflagellates to fully developed
pipe flow. J. Plankton Res. 26: 1529–1546. doi:10.1093/
plankt/fbh141

Martini, S., D. Nerini, and C. Tamburini. 2014. Relation
between deep bioluminescence and oceanographic vari-
ables: A statistical analysis using time-frequency decompo-
sitions. Prog. Oceanogr. 127: 117–128. doi:10.1016/j.
pocean.2014.07.003

Martini, S., and S. Haddock. 2017. Quantification of biolumi-
nescence from the surface to the deep sea demonstrates its
predominance as an ecological trait. Sci. Rep. 7: 45750. doi:
10.1038/srep45750

Martini, S., L. Kuhnz, J. Mallefet, and S. Haddock. 2019. Distri-
bution and quantification of bioluminescence as an ecolog-
ical trait in the deep sea benthos. Sci. Rep. 9: 14654. doi:10.
1038/s41598-019-50961-z

Mazzei, L., S. Marini, J. Craig, J. Aguzzi, E. Fanelli, and I.
Priede. 2014. Automated video imaging system for
counting deep-sea bioluminescence organisms events. 2014
ICPR Workshop on Computer Vision for Analysis of Under-
water Imagery, Stockholm, Sweden. 57–64. doi:10.1109/
CVAUI.2014.15

Meighen-Berger, S., L. Ruohan, and G. Wimmer. 2021.
Bioluminescence modeling for deep sea experiments. arXiv.
doi:10.48550/ARXIV.2103.03816

Messié, M., I. Shulman, S. Martini, and S. H. D. Haddock.
2019. Using fluorescence and bioluminescence sensors
to characterize auto- and heterotrophic plankton communi-
ties. Prog. Oceanogr. 171: 76–92. doi:10.1016/j.pocean.
2018.12.010

Morin, J. G. 1983. Coastal bioluminescence: Patterns and
functions. Bull. Mar. Sci. 33: 787–817.

Priede, I., P. Bagley, S. Way, P. J. Herring, and J. Partridge.
2006. Bioluminescence in the deep sea: Free-fall lander
observations in the Atlantic Ocean off Cape Verde. Deep-
Sea Res. I Oceanogr. Res. Pap. 53: 1272–1283. doi:10.1016/
j.dsr.2006.05.004

M. Reinecke, T. Steininger, M. Selig 2013 NIFTy—Numerical
Information Field TheorY. Available from https://gitlab.
mpcdf.mpg.de/ift/NIFTy

Swift, E., J. M. Sullivan, H. P. Batchelder, J. Van Keuren, R. D.
Vaillancourt, and R. R. Bidigare. 1995. Bioluminescent
organisms and bioluminescence measurements in the North
Atlantic Ocean near latitude 59.5�N, longitude 21�W.
J.Geophys. Res.100: 6527–6548. doi:10.1029/94JC01870

Tamburini, C., and others. 2013. Deep-sea bioluminescence
blooms after dense water formation at the ocean surface.
PLoS One 8: 1–10. doi:10.1371/journal.pone.0067523

Valiadi, M., and M. D. Iglesias-Rodriguez. 2013. Understanding bio-
luminescence in dinoflagellates—How far have we come?Micro-
organisms1: 3–25. doi:10.3390/microorganisms1010003

van Haren, H., and others. 2011. Acoustic and optical varia-
tions during rapid downward motion episodes in the deep
north-western Mediterranean Sea. Deep Sea Res. I Ocean-
ogr. Res. Pap. 58: 875–884. doi:10.1016/j.dsr.2011.06.006

Widder, E. A. 2010. Bioluminescence in the ocean: Origins of
biological, chemical, and ecological diversity. Science 328:
704–708. doi:10.1126/science.1174269

Widder, E. A., S. A. Bernstein, D. F. Bracher, J. F. Case, K. R.
Reisenbichler, J. J. Torres, and B. H. Robison. 1989. Biolu-
minescence in the Monterey Submarine Canyon: Image
analysis of video recordings from a midwater submersible.
Mar. Biol. 100: 541–551. doi:10.1007/BF00394831

Acknowledgments
We thank our colleagues of the Information Field Theory Group who

provided insight and expertise on the NIFTy framework and Statistical
Inference. We would also like to show our gratitude to Thomas Eberl for
sharing his expertise on the ANTARES experiment and the data set. SH
acknowledges funding from the European Research Council (ERC) under
the European Union’s Horizon 2020 research and innovation program
(grant agreement No 772663). The authors acknowledge the financial
support of the funding agencies: Centre National de la Recherche
Scientifique (CNRS), Commissariat à l’énergie atomique et aux énergies
alternatives (CEA), Commission Européenne (FEDER fund and Marie Curie
Program), Institut Universitaire de France (IUF), LabEx UnivEarthS (ANR-10-
LABX-0023 and ANR-18-IDEX-0001), Région Île-de-France (DIM-ACAV),
Région Alsace (contrat CPER), Région Provence-Alpes-Côte d’Azur,
Département du Var and Ville de La Seyne-sur-Mer, France; Bundesminis-
terium für Bildung und Forschung (BMBF), Germany; Istituto Nazionale di
Fisica Nucleare (INFN), Italy; Nederlandse organisatie voor Wetenschappe-
lijk Onderzoek (NWO), the Netherlands; Council of the President of the
Russian Federation for young scientists and leading scientific schools
supporting grants, Russia; Executive Unit for Financing Higher Education,
Research, Development and Innovation (UEFISCDI), Romania; Ministerio
de Ciencia, Innovaci�on, Investigaci�on y Universidades (MCIU): Programa
Estatal de Generaci�on de Conocimiento (refs. PGC2018-096663-B-C41,
PGC2018-096663-A-C42, PGC2018-096663-B-C43, PGC2018-096663-B-
C44) (MCIU/FEDER), Generalitat Valenciana: Prometeo (PROMETEO/2020/
019), Grisolía (ref. GRISOLIA/2018/119), and GenT (refs. CIDEGENT/2018/
034, CIDEGENT//2019/043, CIDEGENT//2020/049) programs, Junta de
Andalucía (ref. A-FQM-053-UGR18), La Caixa Foundation (ref. LCF/BQ/
IN17/11620019), EU: MSC program (ref. 101025085), Spain; Ministry of

759

Reeb et al. Bioluminescence flashes with ANTARES

 15415856, 2023, 11, D
ow

nloaded from
 https://aslopubs.onlinelibrary.w

iley.com
/doi/10.1002/lom

3.10578 by C
ochraneItalia, W

iley O
nline L

ibrary on [05/01/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

info:doi/10.48550/arXiv.1901.11033
https://doi.org/10.5772/35341
https://doi.org/10.1016/0022-0981(84)90121-7
https://doi.org/10.3354/meps055217
https://doi.org/10.3354/meps132275
https://doi.org/10.1093/plankt/fbh141
https://doi.org/10.1093/plankt/fbh141
https://doi.org/10.1016/j.pocean.2014.07.003
https://doi.org/10.1016/j.pocean.2014.07.003
https://doi.org/10.1038/srep45750
https://doi.org/10.1038/s41598-019-50961-z
https://doi.org/10.1038/s41598-019-50961-z
https://doi.org/10.1109/CVAUI.2014.15
https://doi.org/10.1109/CVAUI.2014.15
https://doi.org/10.48550/ARXIV.2103.03816
https://doi.org/10.1016/j.pocean.2018.12.010
https://doi.org/10.1016/j.pocean.2018.12.010
https://doi.org/10.1016/j.dsr.2006.05.004
https://doi.org/10.1016/j.dsr.2006.05.004
https://gitlab.mpcdf.mpg.de/ift/NIFTy
https://gitlab.mpcdf.mpg.de/ift/NIFTy
https://doi.org/10.1029/94JC01870
https://doi.org/10.1371/journal.pone.0067523
https://doi.org/10.3390/microorganisms1010003
https://doi.org/10.1016/j.dsr.2011.06.006
https://doi.org/10.1126/science.1174269
https://doi.org/10.1007/BF00394831


Higher Education, Scientific Research and Professional Training, Morocco.
We also acknowledge the technical support of Ifremer, AIM, and Foselev
Marine for the sea operation and the CC-IN2P3 for the computing facilities.
Open Access funding enabled and organized by Projekt DEAL.

Conflict of Interest
None declared.

Submitted 07 October 2021

Revised 13 October 2022

Accepted 11 September 2023

Associate editor: Ivona Cetinic

760

Reeb et al. Bioluminescence flashes with ANTARES

 15415856, 2023, 11, D
ow

nloaded from
 https://aslopubs.onlinelibrary.w

iley.com
/doi/10.1002/lom

3.10578 by C
ochraneItalia, W

iley O
nline L

ibrary on [05/01/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense


	 Studying bioluminescence flashes with the ANTARES deep-sea neutrino telescope
	Data
	Methods
	Likelihood and measurement process
	Signal generation
	Expected photon number
	Luminosity
	Source movement
	Optical background
	Reconstruction routine


	Simulations
	Static reconstruction of a synthetic static source
	Dynamic reconstruction of a synthetic static source
	Complete reconstructions of a dynamic source
	Static reconstruction
	Dynamic reconstruction


	Data analysis
	ANTARES recordings of flash 1
	ANTARES recordings of flash 2
	ANTARES recordings of flash 3

	Discussions
	Strengths, limitations, and improvements
	Interpretations

	Conclusion
	Data availability statement

	References


