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Motion perception is affected by healthy aging, which impairs the ability of older adults to perform
some daily activities such as driving. The current study investigated the underlying causes of agerelated motion contrast sensitivity losses by using an equivalent noise paradigm to decompose
motion contrast sensitivity into calculation efficiency, the temporal modulation transfer function (i.e.,
temporal blur) and 3 sources of internal noise: stochastic absorption of photons by photoreceptors
(i.e., photon noise), neural noise occurring at the retinal level (i.e., early noise) and at the cortical level
(i.e., late noise). These sources of internal noise can be disentangled because there impacts on motion
contrast sensitivity vary differently as a function of luminance intensity. The impact of healthy aging
on these factors was evaluated by measuring motion contrast sensitivity of young and older healthy
adults at different luminance intensities, temporal frequencies and with/without external noise. The
older adults were found to have higher photon noise, which suggests a lower photon absorption rate
of cones. When roughly equating the amount of photons being absorbed by the photoreceptors,
older adults had lower calculation efficiencies, but no significant aging effect was found on temporal
modulation transfer function, early noise and late noise.
Motion perception is essential for many daily activities such as walking in a crowded environment, practicing a
sport, crossing a street and driving. However, motion perception decline with healthy a ging1–5, which can reduce
the ability of older adults to perform efficiently and safely many daily activities. For instance, motion perception
is obviously essential for driving and older adults were found to be less sensitive to changes of vehicle velocities6,
have difficulties judging vehicle trajectories7 and miss judging upcoming collision events8, which affects their
ability to drive safely. Furthermore, correlations were found that age-related decline in motion perception correlates with age-related decline in d
 riving9–11.
A measure of motion perception is motion contrast sensitivity, which is affected with aging at all temporal
frequencies in central vision1,2,5,12. Although many studies show that healthy aging affects motion contrast sensitivity, the underlying causes for age-related motion contrast sensitivity loss is still debated in the literature. In the
early stages of visual information processing, optical changes occur with aging such as lens clouding and miosis,
however, studies agree that these changes cannot account for motion contrast sensitivity decline as a more uniform impairment of performance would be expected3,13. At the retinal level, no evidence of major changes with
aging were found, as the density of cones and ganglion cells are stable through lifespan and neurons in the LGN
are also well preserved with a ging13. However, at a later processing stage, neural changes occur with aging such
as a significant degradation of myelinated fibers and synapses in V1 (studies on senescent m
 onkeys14,15), more
16
17
neural noise in extrastriate areas and impaired inhibitory processes . In sum, motion contrast sensitivity loss
with aging may be accounted for physiological changes at the cortical level rather than at the retinal level4. The
purpose of the current study was to investigate the underlying causes of age-related motion contrast sensitivity
losses using a novel psychophysical paradigm that can estimate the impact of various internal noise sources.
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Figure 1.  Model comprising photon noise, tMTF, early noise, late noise and calculation efficiency. Photon
noise represents the fluctuations of phototransduction. The tMTF models the contrast gain as a function of the
temporal frequency due to temporal blur modulating the relative impact of neural noise. Early and late noise
represent internal noise occurring before and after luminance normalization.
Older observers could be less sensitive to motion perception because of a deterioration of the visual information (e.g., more spontaneous neural activity within the visual system) or because they are less efficient at selecting and integrating the relevant information (e.g., lower spatiotemporal summation or more spatiotemporal
uncertainty)18,19. To test these hypotheses, the current study used an equivalent noise p
 aradigm20,21 to factorize
motion contrast sensitivity into equivalent input noise, which is a measure of the impact of the internal noise
on motion contrast sensitivity, and calculation efficiency, which is related to the signal-to-noise ratio required
to detect the signal. In other words, this paradigm was used to determine whether age-related motion contrast
sensitivity losses are due to a degraded transmission of the visual signal (equivalent input noise) or a decrease in
the ability of the visual system to detect a motion signal in noise (calculation efficiency).
Given that there is internal noise at all processing stages within the visual system, including stochastic absorption of photons by photoreceptors and neural noise such as spontaneous neural activity, the current study investigated more precisely the impact of aging on various sources of internal noise, compared to studies that have so
far only investigated internal noise as a whole22,23. To do so, we used the internal noise paradigm24,25 enabling to
break down the equivalent input noise into the temporal modulation transfer function (tMTF, which is caused
by temporal blur reducing the effective contrast of the signal particularly at high temporal frequencies) and
three sources of internal noise: stochastic absorption of photons by photoreceptors (i.e., photon noise), neural
noise occurring at the retinal level (i.e., early noise) and neural noise occurring at the cortical level (i.e., late
noise). This psychophysical paradigm can quantify the impact of these different sources of noise based on two
principles24: first, sensitivity is noticeably affected only by the greatest noise source, the impact of the weaker
noise sources being negligible, and second, the impact of different sources of noise varies differently as a function of luminance intensity. The current study therefore evaluated the impact of healthy aging on various factors
(photon noise, tMTF, early noise, late noise and calculation efficiency; Fig. 1) by measuring the motion contrast
sensitivity for young and older healthy observers at different luminance intensities, temporal frequencies and
with/without external noise.

Experiment 1

Methods. Observers. The first experiment was conducted on twenty young adults (mean age = 26.5 years,
SD = 3.79 years) and twenty-two older adults (mean age = 75.7 years, SD = 4.23 years) from the Silversight cohort (Institut de la Vision, Paris). These participants were selected based on the following inclusion criteria: they
had no ocular pathology (e.g., glaucoma, amblyopia, strabismus), no cognitive, neurobiological or vestibular disorders and participants were required to have a good visual acuity (≥ 6/7.5, i.e., ≥ 0.8 in decimal units) with their
dominant eye. The screening of the participants was undertaken by an otorhinolaryngologist, a neuropsychologist and an ophthalmologist. No participants were under any medication known to alter visual perception,such
as benzodiazepine26. For three older adults, one of the three noise sources had a negligible impact under all
temporal frequencies and luminance intensities, so its impact could not be quantified. Therefore, the results of
these three participants were not included in the analyses.
The visual correction of each participant was measured by an orthoptist before the experiment. The participants were wearing trial frames with trial lenses corresponding to their optimal correction for the testing
distance to the screen (2 m).
Ethical approval was obtained from the Comité de Protection des Personnes Ile de France V in accordance
with the Code of Ethics of the World Medical Association (Declaration of Helsinki), the clinical screening was
carried out under medical supervision at the Clinical Investigation Center of the Quinze-Vingts Hospital, Paris,
and informed consents of the participants were obtained.
Apparatus. Stimuli were presented on a 22.5-inch VIEWPixx LCD designed for psychophysical measurements. The refresh rate of the display was 120 Hz and the mean luminance intensity was 50 cd/m 2 . At the viewScientific Reports |
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ing distance of 2 m, the spatial resolution of the screen was 128 pixels/degree of visual angle. The screen was the
only source of light in the room. The Noisy-bit method27 implemented independently with each color gun made
the 8-bit display perceptually equivalent to an analogue display having a continuous luminance resolution. The
output intensity of each color gun was carefully linearized using a Minolta spectroradiometer CS-1000.
Stimuli and procedure. Observers were asked to discriminate the drifting direction (left or right) of a sine wave
grating by pressing one of two keys. Note that for such a direction discrimination task, the same contrast threshold is typically observed for a detection task, which suggests that detection is based on detectors labeled for
direction28,29 as in the current study. Since the direction discrimination task was equivalent to a detection task,
we defined contrast sensitivity as the inverse of the contrast threshold in absence of noise. Auditory feedback
was provided after each answer.
Motion contrast threshold was measured by presenting on a screen a drifting stimulus in the absence and
presence of noise at different temporal frequencies (0.9375, 1.875, 3.75, 7.5, 15, and 30 Hz) and at different
luminance intensities (from 0.35 to 353 Td) using neutral density filters. The spatial frequency of the grating
was fixed at 0.5 cpd.
Stimuli were presented for 500 ms plus an onset and offset ramp (half-cosine) of 250 ms resulting in a total
duration of 1 s. The spatial window was a circular aperture of 4 degrees of visual angle plus a smooth edge following a half-cosine of 0.5 degrees of visual angle. Stimuli were presented in the center of an 8.4 × 8.4 degree of
visual angle grey square and were observed by the dominant eye through a 3-mm artificial pupil placed on the
trial frame.
The contrast thresholds were measured on a uniform grey background (condition without external noise)
and on a noisy background (condition with external noise). The external noise added to the stimulus was a
truncated filtered noise30 with a low-pass filter with a cutoff frequency of 2 cpd, temporally white (refreshed at
120 Hz), truncated at 1 standard deviation and set at 50% contrast. The energy of the noise was 323 µs deg 2 .
To avoid triggering a processing strategy shift31–33, the noise was continuously displayed (presented during and
between trials) and covered the entire screen (i.e., spatiotemporally extended). An underlying assumption of
the equivalent noise paradigm used in the current study, is that the effective calculation efficiency in absence of
noise is the same as the calculation efficiency measured in high noise. Although the equivalent noise paradigm is
generally used with white noise20,21,34,35, some argue that white noise may cause neural activity over a wide range
of frequency channels, which could interfere with the calculation efficiency in high noise (e.g., through lateral
inhibition36,37), but not with the effective calculation efficiency in low noise. However, the fact the calculation
efficiency measured in high noise (i.e., when the external noise level is strong enough to considerably affect
performance) is typically the same at all levels of high noise (i.e., slope of 1 in log-log units) strongly suggests
that the measured calculation efficiency is independent of the level of activation in the various frequency channels, and many recent studies28,31 rather argue that external noise should be analogous to internal noise, that
is, spatially, temporally and spectrally widely distributed, as in the current study. Furthermore, cross-channel
suppression would not affect apparent contrast or contrast threshold in high n
 oise28 we therefore are not aware
of any direct evidence that cross-channel suppression noticeably affect the assessment of calculation efficiency
and the equivalent noise paradigm was implemented in the standard way20,21,38, that is, with white noise.
To evaluate calculation efficiency, contrast thresholds were measured in the presence of high external noise21.
Since early temporal filtering can considerably bias the measurement of the calculation efficiency at very high
temporal frequencies39 (i.e., 30 Hz in the current study) and because it was not possible to estimate the calculation efficiency at 30 Hz (contrast thresholds in noise of the older adults were to high and its measurement was
not reliable), the calculation efficiency was measured up to 15 Hz and it was estimated at 30 Hz based on an
extrapolation from the calculation efficiencies at lower temporal frequencies25. Note that early temporal filtering
can nevertheless modestly bias calculation efficiency at lower temporal f requencies39 and this bias varies with
luminance intensity40, but is minimized at higher luminance i ntensities25. Given that almost all the variation of
sensitivity with temporal frequency is due to the equivalent input noise rather than calculation e fficiency39 and
that it is not possible to avoid such biases, the calculation efficiency was assessed at the highest luminance intensity and the modest potential biases in the measurement of the calculation efficiency were considered negligible
in this first experiment. Nevertheless, the second experiment will provide a control that directly assess these
potential biases. Thus, contrast thresholds in high noise that enable the estimation of the calculation efficiency
was measured to temporal frequencies up to 15 Hz at the highest luminance intensity (353 Td) and was considered to be independent of luminance i ntensity25.
Contrast thresholds in the absence of external noise were measured at different luminance intensities and
temporal frequencies, in order to discern three sources of internal noise and the tMTF. To do this, the conditions
(temporal frequency and luminance intensity) were selected to probe these components of the model based on
a previous s tudy25 that evaluated the sources of noise limiting motion contrast sensitivity over a wide range of
temporal frequencies and luminance intensities. Late noise affects motion contrast sensitivity at high luminance
intensities and its impact varies with temporal f requency25,39, so contrast thresholds were measured at all temporal frequencies (0.9375 to 30 Hz) at the highest possible luminance intensity (353 Td). Photon noise affects
motion contrast sensitivity at low luminance intensities and low temporal frequencies, so contrast thresholds
were measured at 0.9375, 1.875 and 3.75 Hz for which the observer had a retinal illuminance of 1.1, 3.5 and 11
Td, respectively, obtained by adding neutral density filters placed on the trial frame worn by the observer. Since
early noise is assumed to be temporally white (i.e., spontaneous neural activity is not expected to be correlated
over time), but its impact is modulated by the tMTF, the tMTF can be estimated by measuring the impact of the
early noise at various temporal frequencies25. To enable the estimation of the tMTF, early noise was measured at
3.75, 7.5, 15 and 30 Hz, values for which the retinal illuminance was set to 0.35, 3.5, 35 and 110 Td, respectively.

Scientific Reports |

(2020) 10:16521 |

https://doi.org/10.1038/s41598-020-73322-7

3
Vol.:(0123456789)

www.nature.com/scientificreports/
Contrast thresholds were measured using a 3down1up staircase p
 rocedure41 in which the contrast of the
stimulus increased or decreased depending on the correctness of the observer’s response with a step size of 1.25.
The staircase was interrupted after 14 inversions and the contrast threshold was estimated as the geometric mean
of the last 10 inversions. Such a staircase converged to a criterion level of 79% correct response. Two staircases
were performed for each condition. The contrast threshold for a given condition was estimated as the geometric
mean of the two staircases.
The experiment was conducted in two sessions of approximately 2 h each. For each participant, the sessions were performed approximately 1 week apart and the order of the sessions was randomized across the
participants. In one session, contrast thresholds were measured at the highest luminance intensity and in the
other session they were measured at low luminance intensities. For the latter, the observers were light-adapted
for 30 min by wearing on the trial frames a neutral optical density filter of 3. For each session, the order of the
temporal frequencies was randomized and the two staircases of a given condition (one temporal frequency and
one luminance intensity) were measured in the same luminance intensity block to light adapt the observers only
once. For the session at the highest luminance intensity (i.e., 353 Td), two contrast thresholds were measured for
each temporal frequency to estimate the equivalent input noise and the calculation efficiency: one in absence
of noise and the other in high noise (except at 30 Hz where the contrast threshold of the older adults could not
be measured because they were not sensitive enough to perceive the signal at the maximum contrast). For the
other session, the participants adapted for the lowest luminance intensity (0.35 Td) and were then tested at 0.35,
1.1, 3.5, 11, 35 and 110 Td, in that order.
The calculation efficiency (k(F)) was estimated from Eq. (1) where E is the energy threshold, which is proportional to the squared contrast t hreshold21,23:
√
(d ′ + 0.5)2 Next
k(F) =
(1)
E(Next , L, F) − E(0, L, F)

where E(Next , L, F) is the energy threshold in high noise, E(0, L, F) the energy thresholds in absence of noise,
Next the external noise energy (323 µs deg 2 ) and d ′ = 1.16.
The estimated calculation efficiencies as a function of temporal frequency of each observer were fitted with
quadratic functions and these fits (i.e., kfit (F)) were then used to estimate the calculation efficiency at each relevant temporal frequency (0.9375 to 30 Hz) and the equivalent input noise at the various luminance intensities:

Neq (L, F) =

kfit (F)
√
E(0, L, F)
0.5)2

(d ′ +

(2)

The yellowing of the lens, occurring with healthy aging, filters out primarily the short wavelengths, which
reduces the retinal illuminance. To evaluate its potential impact on contrast thresholds, a controlled condition
was tested in which stimuli were presented on a red background (i.e., red color gun projecting wavelength longer
than 580 nm). Indeed, the long wavelengths (red) are little affected by the yellowing of the lens that filters mainly
shorter wavelengths42. Therefore, if the age-related yellowing of the lens had a considerable impact on contrast
thresholds with gray stimuli, then the age-related sensitivity loss would be much reduced with red stimuli for
which the effect of lens yellowing should be negligible. These control conditions were performed at 35 Td and
15 Hz, at which the observer was limited by early n
 oise25, and at 3.5 Td (by adding an optical density filter of 1)
and 1.88 Hz, at which the observer was limited by photon n
 oise25. These controlled conditions were tested in
the dark-adaptation session at the same time as their respective luminance intensity block (i.e., 3.5 and 35 Td).
Model. The recently developed m
 odel24,25 was applied on the estimated equivalent input noise of each observer
( Neq (L, F)) at the different luminance intensities (L) and temporal frequencies (F), which made it possible to
estimate the tMTF and the three sources of internal noise according to the following equation:
N

2
Nphoton
early × Nphoton
1
(3)
+
+
N
(F)
Neq,fit (L, F) =
late
L
tMTF 2 (F)
L2
where Nphoton is photon noise, Nearly is early noise, and Nlate is late noise.
This model has five degrees of freedom: one for the photon noise (constant with respect to temporal frequency), one for the early noise (constant with respect to temporal frequency), two for the late noise (linear
function with respect to temporal frequency), and one for tMTF25,43.
The five free parameters of the model were estimated for each participant and then the mean was evaluated
to obtain the five parameters for each group (young and older adults).

Results.

Motion contrast sensitivity. Motion contrast sensitivity functions at different luminance intensities
for young and older adults are represented in Fig. 2. At the highest luminance intensity, the motion contrast
sensitivity functions followed the typical band-pass function peaking around 8 Hz44,45. Older adults were less
sensitive than young adults at all temporal frequencies and all luminance intensities with a factor ranging from
1.4 to 2.5 (in contrast units). A greater age-related decline was found at low luminance intensities, where all the
younger adults had a greater sensitivity than the mean sensitivity of the older adults.
Since the participants performed the task in two separate sessions (order of the sessions was randomized
between the participants) a learning effect could have occurred over time, resulting in a better performance in
the last session. A three-way analysis of variance (ANOVA; order of sessions × age × condition) did not show
any significant effect of the sessions’ order ( F(1, 34) = 0.66, p = 0.42), suggesting that no considerable learning
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Figure 2.  Motion contrast sensitivity of young (circles) and older (crosses) observers. The lightest gray from the
darkest gray represents the different luminance conditions: 0.35, 1.1, 3.5, 11, 35, 110 and 353 Td, respectively.
Motion contrast sensitivity at the highest luminance intensity (i.e., 353 Td) was measured at all temporal
frequencies (from 0.94 to 30 Hz), so for clarity the markers were connected with lines for the young adults and
dashed lines for the older adults. The error bars represent the standard error of the mean (most of them are not
visible because they are smaller than the symbol size).
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Figure 3.  Calculation efficiency as a function of temporal frequency at 353 Td for the young observers (grey
circles, from experiment 1), for the older observers (black crosses, from experiment 1) and for the young
observers at 110 Td (black circles, from experiment 2). The solid lines (young adults) and dashed lines (older
adults) represent the fits (i.e., quadratic functions). The error bars represent the standard error of the mean
(most of them are not visible because they are smaller than the symbol size).

effect occurred between the two sessions. Individual differences such as gender were assessed with a three-way
ANOVA (gender × age × condition), which showed no significant effect of gender ( F(1, 29) = 0.63 p = 0.44),
suggesting that men and women had similar motion contrast sensitivity.
Calculation efficiency. The calculation efficiency for young and older adults at high luminance intensity (353
Td) is shown in Fig. 3. The mean aging effect across temporal frequency was of a factor 1.2 in energy units,
reported in the left graph of Fig. 4. A two-way analysis of variance (ANOVA; age × temporal frequency) did
not show any significant effect of age (F(1, 37) = 1.87, p = 0.18), but a significant effect of temporal frequency
( F(4, 148) = 43.8, p < 0.001). A significant interaction between age and temporal frequency, (F(4, 148) = 4.64,
p < 0.01) was found. To better understand the interaction between age and temporal frequency, Tukey’s posthoc tests were performed, but no statistical difference were observed at any temporal frequency.
Note that at 30 Hz, contrast threshold in noise was not measured, but was extrapolated from the fits, however
this extrapolated data was not taken into account in the statistical analysis of calculation efficiency. The data was
fitted with the statistically best function, which was a quadratic function.
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Figure 4.  The aging effect on the different parameters of the model. An aging effect greater than 1 for photon
noise and late noise (i.e., mean of late noise) represents more noise for the older adults. An aging effect smaller
than 1 for early noise represents less noise for the older adults and for tMTF it represents a tMTF that is less
low-pass for the older adults. An aging effect greater than 1 for calculation efficiency represents older observers
being less efficient than the young observers. The error bars represent a 95% confidence interval (± 1.96 × the
standard error of the difference) and the asterisks represent a significant aging effect (p < 0.05).
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Figure 5.  The equivalent input noise. The equivalent input noises for the young observers (circles) and for the
older observers (crosses) from experiment 1 (graph on the left) and from experiment 2 (graph on the right). The
lightest gray from the darkest gray represents the different luminance conditions: 0.35, 1.1, 3.5, 11, 35, 110 and
353 Td, respectively. The data for the highest luminance intensity (i.e., 353 Td) were connected for clarity, with
lines for the young adults and dashed lines for the older adults, as it was the only luminance condition where all
temporal frequencies (0.94 to 30 Hz) were measured. The error bars represent the standard error of the mean
(most of them are not visible because they are smaller than the symbol size).
Equivalent input noise. Using Eq. (2) (see Methods section), the equivalent input noise for young and older
adults (left graph of Fig. 5), at different luminance intensities and different temporal frequencies, was derived
from the motion contrast sensitivity measured in the absence of noise (Fig. 2) and the fits of the calculation efficiency from the calculation efficiencies estimated at the highest luminance intensity (Fig. 3), which was assumed
to be independent of luminance intensity. Equivalent input noise was generally greater for the older observers,
especially at low luminance intensities.
Internal noise sources. Fitting the observer’s model for each participant (Fig. 1; Eq. (3)) based on the equivalent input noise derived at different temporal frequencies and luminance intensities enabled us to decompose
the equivalent input noise (left graph of Fig. 5) into photon noise, early noise, late noise and tMTF. The impact
of these three sources of internal noise as well as temporal integration as a function of temporal frequency are
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Figure 6.  Sources of internal noise. The top left graph represents the photon noise as a function of temporal
frequency (independent of temporal frequency). The top right graph represents the fitted tMTF. The bottom
left graph represents the early noise (independent of temporal frequency). The bottom right graph represents
the late noise as a function of temporal frequency (linear function). The mean fit of our model is represented by
grey solid lines for the young observers in experiment 1, black dash lines for older observers (experiment 1) and
black solid lines for the young observers in experiment 2.

represented in Fig. 6 for young and older adults. The aging effects on these parameters are summarized on the
left graph of Fig. 4.
Photon noise, which had only one degree of freedom as it was assumed to be temporally white (top left graph
of Fig. 6), was significantly affected with aging (t(37) = 6.11, p < 0.01). More specifically, the effect of age on
photon noise induced a decrease in sensitivity of a factor of 3.89 in energy units. This result suggests that photoreceptors of the older adults absorbed 3.89 times less photons than the ones of young adults.
The tMTF was also modeled by a single parameter representing the steepness of the low-pass temporal function (top right graph of Fig. 6). A significant aging effect was also found (t(37) = − 2.78, p < 0.01). Surprisingly,
however, this result suggests that the visual system of the older observers has less temporal blur. This result was
surprising and unexpected given that sensitivity is more affected by aging at higher temporal frequencies (but
see experiment 2).
Early noise was assumed to be temporally white (bottom left graph of Fig. 6) and was fitted with a single
parameter. No significant aging effect was found for early noise (t(37) = − 0.82, p = 0.42), which suggests that
healthy aging has little impact on early noise.
Late noise (bottom right graph of Fig. 6), which drops with temporal frequency, was fitted by a linear
function25. Older observers were found to have significantly more late noise on average (i.e., the late noise’s
mean across temporal frequency) (t(37) = 3.09, p < 0.01) and a trend was observed for the slope of late noise
compared to the young observers (t(37) = 1.93, p = 0.06). These results suggest that healthy aging has an impact
on late noise particularly at high temporal frequencies.
Control for the yellowing of the lens. Results when controlling for age-related yellowing of the lenses are shown
in Fig. 7. A three-way ANOVA (age × color × condition) on the contrast thresholds measured for different temporal frequencies and luminance intensities (3.5 Td and 1.88 Hz; 35 Td and 15 Hz) showed a significant effect of
age ( F(1, 37) = 40.4, p < 0.001), that is, young observers had, on average, better thresholds than older observers. A significant interaction between age and color (F(1, 37) = 11.1, p < 0.01) was due to lower aging effects
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Figure 7.  Experimental control of the yellowing of the lens. The graph on the left represents the contrast
thresholds of the young and older observers for the 3.5 Td and 1.88 Hz condition (circles), for which photon
noise was the dominant source of noise and the 35 Td and 15 Hz condition (triangles), for which early noise was
the dominant source of noise. For both conditions, contrast thresholds were measured on a red (R) and grey
(G) screen. The error bars represent the standard error of the mean. The graph on the right represents the aging
effect in contrast units (contrast thresholds of older/young) for each condition. The error bars represent a 95%
confidence interval (± 1.96 × the standard error of the difference).
with the red stimuli, suggesting a small effect of the yellowing of the lens occurring with healthy aging. Nevertheless, even when the impact of the yellowing of the lens was negligible, older observers remained considerably less
sensitive than young observers for conditions under which photon noise or early noise dominated.

Experiment 2

In the first experiment, a considerable aging effect was observed on photon noise suggesting that photoreceptors
of older observers were absorbing about 3.9 times less photons, which is consistent with a previous study on
spatial contrast s ensitivity46. Given that the tMTF can slightly bias the measurement of calculation efficiency39
and this bias varies with luminance intensity25,40, a considerably lower absorption rate could have affected the
measurement of the calculation efficiency slightly differently for the two age groups. Indeed, although both age
groups were tested at the same luminance intensity, the lower absorption rate for older observers implies that their
effective luminance intensity (i.e., amount of absorbed photons) was lower. Thus, it is possible that the aging effect
observed on calculation efficiency might have been biased by a lower absorption rate of the photoreceptors. Given
that the equivalent input noise is derived from the threshold in absence of noise and the calculation efficiency,
a bias in the aging effect of the calculation efficiency would equally bias the aging effect on the equivalent input
noise and would therefore affect the aging effect on some other parameters derived from the equivalent input
noise, such as photon noise, tMTF, early noise and late noise.
The aim of the second experiment was to reevaluate the effect of aging on the various parameters while
compensating for a potential bias in the measurement of calculation efficiency due to a lower absorption rate
of older observers. Given that older adults absorbed about 3.9 times less photons than the younger group on
average (photon noise was 3.9 times greater for the older group in experiment 1), we reevaluated the calculation
efficiency (i.e., contrast threshold in high noise) of the young observers while reducing the retinal illuminance by
a similar proportion. In other words, calculation efficiency was reevaluated for young observers under conditions
in which they absorbed a similar amount of photon as older observers. The reevaluated calculation efficiency in
young observers was then combined with the contrast threshold in absence of noise in experiment 1 to derive
the equivalent input noise and thereby the various parameters (photon noise, tMTF, early noise and late noise).

Methods. The same apparatus, stimuli and procedure were used as for experiment 1. The study was conducted on the young participants of the experiment 1, but three of them were not available so only 17 were
tested. The aging effect on the photon noise was simulated by adding an optical density filter of 0.5, which
reduces the luminance intensity by a factor of 3.16 (from 353 to 110 Td). The new measures of calculation efficiency (k(F)) were estimated in the same way as in the experiment 1 using Eq. (1) based on the contrast threshold
in absence of noise at the highest luminance intensities (E(0, L, F)) obtained in the first experiment, and with
the thresholds in noise ( E(Next,L,F)) obtained in the second experiment. Note that the thresholds in absence of
noise have a negligible impact on the estimated calculation efficiency, which only considerably depends on the
threshold in high n
 oise21. The exact same analysis was then performed with the new calculation efficiency (k(F)):
a fit with a quadratic function was applied to the calculation efficiency (kfit (F)), which was used to recalculate
the equivalent input noise ( Neq (L, F), Eq. (2)), which was then used to refit the model (Eq. (3)). As a result, in
the second experiment only contrast thresholds were measured in noise at different temporal frequency (0.9375
to 15 Hz). Observers light-adapted for 2 min before the start of the experiment.
Results.

Calculation efficiency. Reducing luminance intensity slightly affected the measurement of the calculation efficiency (Fig. 3). As expected from a previous study40, reducing luminance intensity counter-intuitive-

Scientific Reports |
Vol:.(1234567890)

(2020) 10:16521 |

https://doi.org/10.1038/s41598-020-73322-7

8

www.nature.com/scientificreports/
ly improved performance. Indeed, contrast thresholds were lower (i.e., better) at the lower luminance intensity.
Given that calculation efficiency depends slightly on the amount of photons being absorbed and that young and
older observers do not absorb the same amount of photons (different photon noises), the age-related effect on
calculation efficiency per se should be compared under conditions in which both age groups absorbed similar
amount of photons, that is, the calculation efficiency measured under low luminance intensity for the young
observers in experiment 2 and the calculation efficiency measured at high luminance intensity for the older
observers in experiment 1. The mean aging effect across temporal frequency was of a factor 1.9 in energy units
(1.38 in contrast units), reported in the right graph of Fig. 4.
A two-way analysis of variance ANOVA (age × temporal frequency) on the calculation efficiency showed a
significant effect of age ( F(1, 34) = 23.4, p < 0.001, with a very large effect size: Cohen’s d = 1.61), and temporal
frequency ( F(4, 136) = 44.0, p < 0.001), as well as a significant interaction between these factors, age and temporal frequency, ( F(4, 136) = 4.7, p < 0.01). Tukey’s post-hoc test on the interaction between age and temporal
frequency showed that older adults had a significantly poorer calculation efficiency than young adults at 1, 7.5
and 15 Hz, suggesting that the effect of aging on calculation efficiency varies with temporal frequency, particularly
at low and high temporal frequencies.
Equivalent input noise. Given that the equivalent input noise was derived from the calculation efficiency and
the thresholds in absence of noise, changing the calculation efficiency has an impact on the estimated equivalent input noise. Thus, equivalent input noise needs to be reassessed. As shown in Fig. 5 (right graph), when
roughly equating the number of photons absorbed in both age groups by reducing the luminance intensity for
young observer, the equivalent input noise for young and older adults were remarkably similar at the highest
luminance intensity and a smaller aging effect compared to experiment 1 (left graph of Fig. 5) was observed at
low luminance intensities.
Internal noise sources. The parameters of the model for young and older adults at different temporal frequencies and luminance intensities are represented in Fig. 6 and summarized in Fig. 4 (right graph). The goodness of
the model fitting the equivalent input noise data was estimated with R 2 , which was 96.4% for the young adults
and 95.4% for the older adults, suggesting that the model was a good fit. Photon noise was significantly affected
by aging (t(34) = 3.69, p < 0.001, with a very large effect size: Cohen’s d=1.23), with older adults having 2.5
times more photon noise than the young adults. This result suggests that in the current study, photoreceptors of
the older population absorbed 2.5 times less photons than the ones of the young observers. No significant aging
effect was found for tMTF (t(34) = − 0.85, p = 0.40) or for early noise (t(34) = − 1.34, p = 0.19). Aging did
not significantly affect the mean (t(34) = 0.10, p = 0.92) and the slope (t(34) = − 0.42, p = 0.67) of the late
noise. Note that given that equivalent input noise at the highest luminance intensity is limited by late noise and
no effect of aging was observed in those conditions, it is not surprising that we observe no effect of aging on the
parameters affecting equivalent input noise at this high luminance intensity: late noise and the tMTF.
The second experiment shows that equating the amount of photons being absorbed between young and older
observers is important when evaluating calculation efficiency, which is therefore also important to derive the
equivalent input noise. The first experiment suggests that the older adults had more late noise in average and less
temporal blur, but after equating for the amount of photons absorbed (experiment 2), these aging effects were
no longer significant (right graph of Fig. 4).

General discussion

When roughly equating the amount of photons being absorbed by the photoreceptors between the two age
groups, the current study found that older adults had more photon noise and a lower calculation efficiency, but
no significant age-related effect was found for tMTF, early noise and late noise. These results suggest that healthy
aging affects the amount of photon absorbed by photoreceptors and require a greater signal-to-noise ratio to
detect the signal, but has no or little impact on the amount of neural noise limiting motion contrast sensitivity
within the visual system either at the retinal level (i.e., early noise) or the cortical level (i.e., late noise), and the
tMTF (i.e., temporal blur due to the early integration time). So the loss of motion contrast sensitivity with aging
would be mainly due to an increase in photon noise and a decrease in calculation efficiency.
The increase in photon noise with aging suggests that photoreceptors in older adults absorbed 2.5 times fewer
photons than those in younger adults, which is consistent with a previous s tudy46 on spatial contrast sensitivity
using an analogous noise paradigm that found an aging effect on photon noise. Two age-related causes are typically cited as reducing the proportion of photons being absorbed by photoreceptors: senile miosis (reduction of
the pupil diameter occurring with healthy aging) and yellowing of the lens (tendency to filter the light of short
wavelengths). In the current study, the effect of senile miosis was neutralized by the use of an artificial pupil
thus, senile miosis had little impact on the photon absorption rate of the photoreceptors. However, controlled
conditions revealed that a smaller aging effect was observed when using long wavelengths (red light), that are
little affected by the yellowing of the lens, compared to a grey background condition. This result suggests that
the yellowing of the lens of the older adults had a small impact on the photon noise estimation, thus the lower
photon absorption found for the older adults is partly explained by the yellowing of their lens absorbing a portion
of the light (i.e., short wavelengths). The 2.5 aging effect found for the photon noise is therefore explained by the
lower absorption rate of the older adults’ photoreceptors and by the yellowing of their lens. The fact that ocular
factors cannot explain most of the lower photon absorption rate with aging suggests that the lower absorption
rate of the older adults’ photoreceptors could be explained by photoreceptors being less efficient as suggested by
Silvestre and c olleagues46. Indeed, given that there is no considerable loss of cones with healthy a ging47,48, the
fact that less photons are absorbed suggests that the absorption rate of cones is affected with aging. Different
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physiological changes occurring with aging could be at the origin of a lower absorption rate of photons by cones.
For instance, a possible explanation is a morphological change of the cones due to the decreased density of rods
(i.e., approximately a 30% loss with a ging48–50). Indeed, the loss of rods disorganizes the alignment of the cones
by giving less support to the cones and therefore induces a change in the orientation of the cones, reducing their
absorption rate51. Another explanation for the less efficient photoreceptors with aging could be due to a physiological change occurring in the transduction cascade, with for instance more spontaneous noise preventing
photon absorption. A previous study52 suggested that cone noise originates from fluctuations of the concentration
of cGMP (a secondary messenger in phototransduction). Indeed, a high concentration of cGMP inhibits the
cone activation. In presence of light, the transformation of cGMP to GMP might be degraded with aging, keeping a concentration of cGMP high enough to not allow the hyperpolarization of the photoreceptor cell, overall
having for consequence less activated photoreceptors with aging. Further studies are required to elucidate the
physiological cause of a decline in the absorption rate of photons by photoreceptors.
In the current study, neural noise (early noise and late noise) was not affected by aging, which was unexpected
because some previous studies suggest that neural noise may increase with aging as there is more spontaneous
activity of neurons due to GABA r eduction53 affecting spatial suppression54, or due to degradation of myelinated
fibers and synapses in V114,15. However, these age-related neurophysiological alterations are not necessarily
inconsistent with the current findings. There are many sources of internal noise within the visual system, but
this does not mean that they have a considerable impact on all perceptual tasks. The current study suggests
that the dominant internal noise source that limits motion contrast sensitivity is not considerably affected with
aging, but this does not imply that other weaker internal noise sources are not affected with aging. For instance,
aging considerably affects photon noise, but this noise has a negligible impact on motion contrast sensitivity
at high luminance intensities when late noise dominates. Similarly, if there are many sources of late noise, only
the dominant one will considerably affect sensitivity. Thus, the current study suggests that the main sources of
early and late noise limiting motion contrast sensitivity are not considerably affected with aging, but this does
not imply that weaker sources are not considerably affected. Another possibility is that age-related physiological
alterations affect the signal and internal noise by the same proportion. For instance, an age-related GABA reduction would increase the neural activity53, but if it increases the signal strength and the internal noise by the same
proportions, then it would have no impact on the signal-to-noise ratio and thereby no impact on performance.
Therefore, previous findings of physiological changes occurring with aging, such as GABA reduction53 affecting
spatial suppression54, are not necessarily incompatible with our current findings that there is no considerable
age-related increase in neural noise limiting motion contrast sensitivity.
Interestingly, the current absence of age-related effect on late noise appears to diverge from our previous study
on spatial contrast sensitivity46, which found an age-related increase in late noise. Although we cannot exclude
the possibility that the different results are only due to chance (i.e., aging would actually equally affect the late
noise limiting spatial contrast sensitivity and the late noise limiting motion contrast sensitivity), the possibility
that aging affects late noise limiting spatial contrast sensitivity without affecting the late noise limiting motion
contrast sensitivity is not inconsistent. Indeed, it may not be the same internal noise source limiting these sensitivities, so it is possible for aging to affect one late noise without affecting the other.
The current study found no significant aging effect on tMTF, which were found to be remarkably similar in
young and older observers. These results suggest that the temporal properties of cones and early neural processes are relatively unaffected with healthy aging, which is apparently conflicting with a previous study55 using
electroretinography (ERG) recordings suggesting that healthy aging affects temporal response properties at the
photoreceptor and bipolar cell level. Nevertheless, the results from the age-related difference in the temporal
response observed in this ERG study and the lack of difference observed in the current psychophysical study
are not necessarily incompatible. The age-related ERG difference could be caused by a lower absorption rate for
the older population and not to different temporal response per se. Indeed, maybe similar temporal responses
would be observed if the quantity of photon absorbed by the two age groups were equated. This explanation
would be analogous to the current study, which observed an age-related difference in temporal response when
the number of photons absorbed was not equated (experiment 1), but not when it was equated (experiment 2).
The age-related decline in calculation efficiency (when equating for the amount of photons being absorbed)
shows that the older adults required a greater signal-to-noise ratio to detect the signal. Indeed, in high external
noise, the internal noise has a negligible impact and the contrast threshold only depends on the calculation efficiency. The current results are not sufficient to determine why older observers required a greater signal-to-noise
ratio, but we can speculate. This age-related decline in calculation efficiency for motion contrast sensitivity is
analogous to the age-related decline in calculation efficiency for spatial contrast sensitivity46 and was speculatively
attributed to a decline in the ability to integrate spatial information. Analogously, the age-related calculation
efficiency decline for motion contrast sensitivity could be due to an impaired spatial or temporal integration
process, that is, older adults may focus on a smaller spatial area or may not be able to consider only the moments
during the stimulus presentation. Further studies are required to test these hypotheses.
Photon noise was found to be the main factor responsible for age-related motion contrast sensitivity loss in
the present study, and for age-related spatial contrast sensitivity loss in a previous s tudy46. Given that all visual
functions require the absorption of photon by photoreceptors, one could expect a correlation in age-related
declines for many visual functions, but the existence of a common factor responsible for the visual perception
loss occurring with healthy aging has not been found13,56–58. A recent study57 found no correlation between agerelated declines in a large number of visual tasks (e.g., visual acuity, orientation discrimination, visual search),
which suggests that age-related visual perception losses do not have a common factor. However, the development
of the internal noise paradigm shows that the absorption rate of photoreceptors does not always have a noticeable
impact on visual tasks. A consequence of the lower absorption rate of photons occurring with aging, which is due
to smaller pupils (miosis), the yellowing of the lens and to less efficient cones, is a greater difficulty for the older
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population to perceive motion under dim light, such as when driving at night59. At high luminance intensities,
however, sensitivity is generally independent of the amount of photon absorbed because it is independent of
luminance intensity (Weber’s law), in which case the absorption rate has no significant impact. Consequently, the
age-related decline in the absorption rate would have no noticeable effect on many visual tasks, which are generally performed at high luminance intensities. In fact, some findings in the current study are actually consistent
with the hypothesis that aging have different impact on different visual tasks: at high luminance intensities, an
aging effect was found for late noise limiting spatial contrast sensitivity46, but in the current study, no aging effect
was found for late noise limiting motion contrast sensitivity. Thus, this may suggest weak correlations between
these two visual tasks under the conditions in which the Weber’s law applies, which would be in agreement with
the little age-related correlations between various visual functions57.

Conclusion

The current study investigated the underlying cause of age-related motion contrast sensitivity loss. The results
suggest that the main causes of age-related motion contrast sensitivity losses is the absorption rate of cones,
which affects motion contrast sensitivity under dim light, and the ability to extract the motion signal from a
noisy background, which affects motion contrast sensitivity under all luminance conditions. Surprisingly, the
current study suggests that the temporal properties of early processes and the level of neural noise affecting
motion contrast sensitivity are relatively spared with healthy aging.

Data availability

All data generated or analysed during this study are included in this published article (and its Supplementary
Information files).
Received: 26 September 2019; Accepted: 14 September 2020

References
1.
2.
3.
4.
5.
6.
7.
8.
9.
10.
11.
12.
13.
14.
15.
16.
17.
18.
19.
20.
21.
22.
23.
24.
25.
26.
27.

Scientific Reports |

Habak, C. & Faubert, J. Larger effect of aging on the perception of higher-order stimuli. Vis. Res. 40, 943–950 (2000).
Allard, R., Lagacé-Nadon, S. & Faubert, J. Feature tracking and aging. Front. Psychol. 4, 1–8 (2013).
Owsley, C. Aging and vision. Vis. Res. 51, 1610–1622 (2011).
Billino, J. & Pilz, K. S. Motion perception as a model for perceptual aging. J. Vis. 19, 1–28. https://doi.org/10.1167/19.4.3 (2019).
Sepulveda, J. A., Anderson, A. J., Wood, J. M. & Mckendrick, A. M. Differential aging effects in motion perception tasks for central
and peripheral vision. J. Vis. 20, 1–13 (2020).
Scialfa, C. T., Guzy, L. T., Leibowitz, H. W., Garvey, P. M. & Tyrrell, R. A. Age differences in estimating vehicle velocity. Psychol.
Aging 6, 60–66. https://doi.org/10.1037/0882-7974.6.1.60 (1991).
DeLucia, P. R. & Mather, R. D. Motion extrapolation of car-following scenes in younger and older drivers. Hum. Factors 48,
666–674. https://doi.org/10.1518/001872006779166352 (2006).
Andersen, G. J., Cisneros, J., Saidpour, A. & Atchley, P. Age-related differences in collision detection during deceleration. Psychol.
Aging 15, 241–252. https://doi.org/10.1037/0882-7974.15.2.241 (2000).
Conlon, E. & Herkes, K. Spatial and temporal processing in healthy aging: implications for perceptions of driving skills. Aging
Neuropsychol. Cognit. 15, 446–470. https://doi.org/10.1080/13825580701878008 (2008).
Wood, J. M. Aging, driving and vision. Clin. Exp. Optom. 85, 214–220. https: //doi.org/10.1111/j.1444-0938.2002.tb0304 0.x (2002).
Wilkins, L., Gray, R., Gaska, J. & Winterbottom, M. Motion perception and driving: predicting performance through testing and
shortening braking reaction times through training. Investig. Ophthalmol. Vis. Sci. 54, 8364–8374. https: //doi.org/10.1167/iovs.1312774(2013).
Arena, A., Hutchinson, C. V., Shimozaki, S. S. & Long, M. D. Visual discrimination in noise: behavioural correlates of age-related
cortical decline. Behav. Brain Res. 243, 102–108. https://doi.org/10.1016/j.bbr.2012.12.039 (2013).
Spear, P. D. Neural bases of visual deficits during aging. Vis. Res. 33, 2589–2609. https://doi.org/10.1016/0042-6989(93)90218-L
(1993).
Peters, A., Moss, M. B. & Sethares, C. The effects of aging on layer 1 of primary visual cortex in the rhesus monkey. Cereb. Cortex
11, 93–103. https://doi.org/10.1167/19.4.30 (2001).
Peters, A., Sethares, C. & Killiany, R. J. Effects of age on the thickness of myelin sheaths in monkey primary visual cortex. J. Comp.
Neurol. 435, 241–248. https://doi.org/10.1002/cne.1205 (2001).
Yu, S., Wang, Y., Li, X., Zhou, Y. & Leventhal, A. G. Functional degradation of extrastriate visual cortex in senescent rhesus monkeys.
Neuroscience 140, 1023–1029. https://doi.org/10.1167/19.4.32 (2006).
Betts, L. R., Taylor, C. P., Sekuler, A. B. & Bennett, P. J. Aging reduces center-surround antagonism in visual motion processing.
Neuron 45, 361–366. https://doi.org/10.1167/19.4.33 (2005).
Schmolesky, M. T., Wang, Y., Pu, M. & Leventhal, A. G. Degradation of stimulus selectivity of visual cortical cells in senescent
rhesus monkeys. Nat. Neurosci. 3, 384–390 (2000).
Wang, Y., Zhou, Y., Ma, Y. & Leventhal, A. G. Degradation of signal timing in cortical areas V1 and V2 of senescent monkeys.
Cereb. Cortex 15, 403–408. https://doi.org/10.1167/19.4.34 (2005).
Pelli, D. G. Effects of visual noise. Thesis, Cambridge university (1981).
Pelli, D. G. & Farell, B. Why use noise?. J. Opt. Soc. Am. A Opt. Image Sci. Vis. 16, 647–653 (1999).
Pardhan, S. Contrast sensitivity loss with aging: sampling efficiency and equivalent noise at different spatial frequencies. J. Opt.
Soc. Am. 21, 169–175 (2004).
Bennett, P. J., Sekuler, A. B. & Ozin, L. Effects of aging on calculation efficiency and equivalent noise. J. Opt. Soc. Am. 16, 654–668
(1999).
Silvestre, D., Arleo, A. & Allard, R. Internal noise sources limiting contrast sensitivity. Sci. Rep. 8, 1–11 (2018).
Allard, R., Silvestre, D., Braham chaouche, A. & Arleo, A. Psychophysically measuring the impact of internal noise sources limiting
motion contrast sensitivity. (in preparation).
Giersch, A., Speeg-Schatz, C., Tondre, M. & Gottenkiene, S. Impairment of contrast sensitivity in long-term lorazepam users.
Psychopharmacology 186, 594–600 (2006).
Allard, R. & Faubert, J. The noisy-bit method for digital displays: converting a 256 luminance resolution into a continuous resolution. Behav. Res. Methods 40, 735–743 (2008).

(2020) 10:16521 |

https://doi.org/10.1038/s41598-020-73322-7

11
Vol.:(0123456789)

www.nature.com/scientificreports/
28. Allard, R. & Faubert, J. Motion processing: the most sensitive detectors differ in temporally localized and extended noise. Front.
Psychol. 5, 1–5 (2014).
29. Watson, A. B. & Robson, J. G. Discrimination at threshold: labelled detectors in human vision. Vis. Res. 21, 1115–1122. https://
doi.org/10.1016/0042-6989(81)90014-6 (1981).
30. Jules Étienne, C., Arleo, A. & Allard, R. Maximizing noise energy for noise-masking studies. Behav. Res. Methods 49, 1278–1290
(2016).
31. Allard, R. & Cavanagh, P. Crowding in a detection task: external noise triggers change in processing strategy. Vis. Res. 51, 408–416
(2011).
32. Allard, R. & Faubert, J. To characterize contrast detection, noise should be extended, not localized. Front. Psychol. 5, 1–7 (2014).
33. Silvestre, D., Cavanagh, P., Arleo, A. & Allard, R. Adding temporally localized noise can enhance the contribution of target knowledge on contrast detection. J. Vis. 17, 1–10 (2017).
34. Lu, Z.-L. & Dosher, B. A. Characterizing observers using external noise and observer models: assessing internal representations
with external noise. Psychol. Rev. 115, 44–82. https://doi.org/10.1167/19.4.36 (2008).
35. Allard, R., Renaud, J., Molinatti, S. & Faubert, J. Contrast sensitivity, healthy aging and noise. Vis. Res. 92, 47–52 (2013).
36. Baldwin, A. S., Baker, D. H. & Hess, R. F. What do contrast threshold equivalent noise studies actually measure ? Noise vs. nonlinearity in different masking paradigms. PLoS ONE 11, 1–25. https://doi.org/10.1371/journal.pone.0150942 (2016).
37. Baker, D. H. & Meese, T. S. Zero-dimensional noise: the best mask you never saw. J. Vis. 12, 1–12. https://doi.org/10.1167/12.10.20
(2012).
38. Pelli, D. G. The quantum efficiency of vision. Vis. Coding Effic. 3–24 (1990).
39. Allard, R. & Arleo, A. Factorizing the motion sensitivity function into equivalent input noise and calculation efficiency. J. Vis. 17,
1–12 (2017).
40. Allard, R. & Arleo, A. Reducing luminance intensity can improve motion perception in noise. Sci. Rep. 7, 1–5 (2017).
41. Levitt, H. Transformed up-down methods in psychoacoustics. J, Acoust. Soc. Am. 49(Suppl 2), 467 (1971).
42. Mellerio, J. Yellowing of the human lens: nuclear and cortical contributions. Vis. Res. 27, 1581–1587 (1987).
43. Kelly, D. H. & Wilson, H. R. Human flicker sensitivity: two stages of retinal diffusion. Science 202, 896–899. https: //doi.org/10.1126/
science.715449 (1978).
44. Watson, A. B. Temporal Sensitivity (Wiley, New-York, 1986).
45. Robson, J. G. Spatial and temporal contrast sensitivity functions of the visual system. J. Opt. Soc. Am. 56, 1141–1142. https://doi.
org/10.1364/JOSA.56.001141 (1966).
46. Silvestre, D., Arleo, A. & Allard, R. Healthy aging impairs photon absorption efficiency of cones. Investig. Ophthalmol. Vis. Sci. 60,
544–551 (2019).
47. Gartner, S. & Henkind, P. Aging and degeneration of the human macula. 1. Outer nuclear layer and photoreceptors. Br. J. Ophthalmol. 65, 23–8 (1981).
48. Curcio, C. A., Millican, C. L., Allen, K. A. & Kalina, R. E. Aging of the human photoreceptor mosaic: evidence for selective vulnerability of rods in central retina. Investig. Ophthalmol. Vis. Sci. 34, 3278–3296 (1993).
49. Gao, H. & Hollyfield, J. G. Aging of the human retina. Differential loss of neurons and retinal pigment epithelial cells. Investig.
Ophthalmol. Vis. Sci. 33, 1–17 (1992).
50. Panda-Jonas, S., Jonas, J. B. & Jakobczyk-Zmija, M. Retinal photoreceptor density decreases with age. Ophthalmology 102, 1853–
1859 (1995).
51. Cunea, A. & Jeffery, G. The ageing photoreceptor. Vis. Neurosci. 24, 151–155 (2007).
52. Angueyra, J. M. & Rieke, F. Origin and effect of phototransduction noise in primate cone photoreceptors. Nat. Neurosci. 16,
1692–1700. https://doi.org/10.1037/0882-7974.6.1.600 (2013).
53. Leventhal, A. G., Wang, Y., Pu, M., Zhou, Y. & Ma, Y. GABA and its agonists improved senescent monkeys. Science 300, 812–815.
https://doi.org/10.1126/science.1082874 (2003).
54. Tadin, D. & Blake, R. Motion perception getting better with age?. Neuron 45, 325–327. https://doi.org/10.1037/0882-7974.6.1.602
(2005).
55. Falsini, B. et al. Temporal response properties of the macular cone system: effect of normal aging and age-related maculopathy.
Investig. Ophthalmol. Vis. Sci. 48, 4811–4817. https://doi.org/10.1167/iovs.07-0306 (2007).
56. Billino, J., Bremmer, F. & Gegenfurtner, K. R. Differential aging of motion processing mechanisms: evidence against general
perceptual decline. Vis. Res. 48, 1254–1261. https://doi.org/10.1016/j.visres.2008.02.014 (2008).
57. Shaqiri, A. et al. No evidence for a common factor underlying visual abilities in healthy older people. Dev. Psychol. 55, 1775–1787.
https://doi.org/10.1037/dev0000740 (2019).
58. Andersen, G. J. Aging and vision: changes in function and performance from optics to perception. Wiley Interdiscip. Rev. Cognit.
Sci. 3, 403–410. https://doi.org/10.1002/wcs.1167 (2012).
59. Gruber, N., Mosimann, U. P., Müri, R. M. & Nef, T. Vision and night driving abilities of elderly drivers. Traffic Inj. Prev. 14, 477–485
(2013).

Acknowledgements

This research was supported by ANR – Essilor SilverSight Chair ANR-14-CHIN-0001, Chair SILVERSIGHT
ANR-18-CHIN-0001 and the IHU FOReSIGHT ANR-18-IAHU-01.

Author contributions

D.S. and R.A. designed the experiment. D.S., R.A. & A.B.C analyzed and interpreted the data. A.B.C. & A.T. collected the data. A.B.C & D.S. wrote the article with help from R.A.. A.A. provided overall project coordination.

Competing interests

The authors declare no competing interests.

Additional information

Supplementary information is available for this paper at https://doi.org/10.1038/s41598-020-73322-7.
Correspondence and requests for materials should be addressed to R.A.
Reprints and permissions information is available at www.nature.com/reprints.
Publisher’s note Springer Nature remains neutral with regard to jurisdictional claims in published maps and
institutional affiliations.

Scientific Reports |
Vol:.(1234567890)

(2020) 10:16521 |

https://doi.org/10.1038/s41598-020-73322-7

12

www.nature.com/scientificreports/
Open Access This article is licensed under a Creative Commons Attribution 4.0 International
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or
format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the
Creative Commons licence, and indicate if changes were made. The images or other third party material in this
article are included in the article’s Creative Commons licence, unless indicated otherwise in a credit line to the
material. If material is not included in the article’s Creative Commons licence and your intended use is not
permitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from
the copyright holder. To view a copy of this licence, visit http://creativecommons.org/licenses/by/4.0/.
© The Author(s) 2020

Scientific Reports |

(2020) 10:16521 |

https://doi.org/10.1038/s41598-020-73322-7

13
Vol.:(0123456789)

