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Published: 14 February 2017 Bio-mimetic appr:oaches to restoring sensory function sl.ww_ grea.t promise in that they rapidly Prot_iuce
perceptual experience, but have the disadvantage of being invasive. In contrast, sensory substitution
approaches are non-invasive, but may lead to cognitive rather than perceptual experience. Here we
introduce a new non-invasive approach that leads to fast and truly perceptual experience like bio-
mimetic techniques. Instead of building on existing circuits at the neural level as done in bio-mimetics,
we piggy-back on sensorimotor contingencies at the stimulus level. We convey head orientation

to geomagnetic North, areliable spatial relation not normally sensed by humans, by mimicking
sensorimotor contingencies of distal sounds via head-related transfer functions. We demonstrate

rapid and long-lasting integration into the perception of self-rotation. Short training with amplified or
reduced rotation gain in the magnetic signal can expand or compress the perceived extent of vestibular
self-rotation, even with the magnetic signal absent in the test. We argue that it is the reliability of

the magnetic signal that allows vestibular spatial recalibration, and the coding scheme mimicking
sensorimotor contingencies of distal sounds that permits fast integration. Hence we propose that
contingency-mimetic feedback has great potential for creating sensory augmentation devices that
achieve fast and genuinely perceptual experiences.

Starting from the seminal work of Bach-y-Rita!, sensory substitution and augmentation research has aimed to
restore sensory functionality from non-invasive afferent signals of artificial sensors. However, as noted in an
extensive recent review by Deroy & Auvray?, there has been little concrete evidence that truly perceptual experi-
ences have ever been obtained via this approach. Evidence robustly shows abilities to locate and identify objects
and shapes using sensory substitution devices®, yet these abilities are typically constrained to a small number
of (known) stimuli and do not match the speed or the accuracy of natural perceptual object identification®. Thus,
it is debatable whether they really involve perceptual experiences similar to the source modality, or are based on
higher-level cognitive decision strategies for stimulus discrimination. Deroy & Auvray conclude that the skills
achieved with sensory substitution devices should not be interpreted as being ‘perceptual’ but rather should be
described as “acquired cognitive extensions to existing perceptual skills”. This seems similarly to be the case
for approaches to sensory augmentation which reduce the complexity of the artificial afferents by using simpler
artificial sensors®’. For instance in the case of magnetic North, behavioural integration has been obtained in rats
using neuroprosthetics®. However, in humans using sensory augmentation Konig et al.’ could not demonstrate
low-level sensory effects using a vibro-tactile approach, and subjective reports indicate high cognitive involve-
ment as described for sensory substitution®*1°,

Why has it, beyond stimulus discrimination abilities, not been possible by using sensory substitution and aug-
mentation to create truly modal perceptual experience that (begins to) resemble that of a natural modality? A key
to creating perceptual sensations from an artificial afferent signal seems to be that the signal should find an ‘entry
point’ to interface with sensory processes that are already in place!!. Yet many classical approaches to sensory
substitution have contacted the sensory apparatus with more or less arbitrary sensory coding schemes that do not
necessarily have a direct correspondence to the low-level processes of the source modality. This is the case even
when the codes are based on genetically, statistically or culturally established analogies or associations'>". As a
consequence, an entry point into existing sensory processing might have to be established via perceptual learning
and cross-modal neural plasticity>!>!4-16, for instance by a mechanism proposed in a recent cross-modal exten-
sion to reversed hierarchy theory'"'”. However, perceptual learning typically requires hundreds and thousands
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of trials of training for changes in perception to occur'™!%, if it occurs at all. Indeed, in the case of visual sensory
substitution, Arno et al.® and Collingon et al.’* showed no neuro-anatomical evidence for cross-modal plasticity
over the time period of their experiment. And in early blind participants, where plasticity has been observed, it
is likely explained as a rewiring due to (a life-time of) sensory loss rather than as resulting from the usage of a
substitution device>?*?!. Hence from a learning perspective, it may thus not be surprising that Deroy & Auvray’s®
review does not find reports of genuinely perceptual experience when using a sensory substitution device, where
training generally involves only a few hours of learning. Instead, users report engaging in explicit higher-level
cognitive decision strategies during learning and when using substitution devices?, even in cases of extended
training for months or years>*.

On the other hand, creating perceptual experience from artificial sensors has recently been possible in the
field of brain-machine-interfaces (BMI). BMI systems interface artificial sensors with the sensory apparatus using
intra-cortical microstimulation via implanted electrodes, for instance to convey somatosensory feedback about
the movement of a neuro-prosthesis?*?, or more recently also via mechano-neuro-transduction (MNT)%. Like
their non-invasive counterparts, invasive interfaces also require the design of an adequate coding scheme to
‘enter’ the already existing sensory processing stream. In the BMI context, this can be achieved by learning arti-
ficial neural codes, but also here tremendous amounts of training are generally required?®. Fast learning of per-
ceptual sensations, however, for instance from artificial signals about the pressure of touch??*%” or texture at an
artificial fingertip?, has been possible in BMI approaches that use a coding scheme that seeks to approximate the
primary neural sensory signals arising in normal behavior, termed bio-mimetics.

Here we test if the mimetic principle can be transferred to non-invasive sensory augmentation, and equally
lead to fast acquisition of perceptual experience. In analogy to biomimetic BMI, we transmit the output of an elec-
tronic sensor to the sensory apparatus using a coding scheme that mimics the natural characteristics of the inter-
facing modality. But we apply the principle of biomimicry at the sensor rather than the neural level, which we in
analogy term “contingency-mimetic” sensory augmentation. As a demonstration of the principle, we developed
a device that provides information about the orientation of the head relative to geomagnetic North by mimicking
the sensorimotor contingencies® of distal sounds using auditory head-related transfer functions (HRTF)®. This
approach directly mimics natural sensory features of the interface modality, here the sensory contingencies of
distal sounds coming from a particular direction. Using a self-rotation experiment, we show that a geomagnetic
signal conveyed via auditory contingency-mimetic coding can be integrated into the perception of space.

Results

Our novel iPhone based sensory augmentation device measures head orientation to North via orientation sensors
(compass, gyro, accelerometer) integrated into a headphone and transforms their output into a spatial sound
using a sound engine based on head-related transfer functions (HRTF) (Fig. 1A,B). A recording of a waterfall
serves as the sound source which provides the ecological semantics of a natural sound coming from a distance.
Further, the sound has a pink-noise like frequency spectrum which is pleasant to hear®’. The waterfall sound is
reliably situated in the direction of magnetic North, moving in such a way as to compensate the movements of the
head. This artificial sensorimotor contingency?®: (1) allows aligning the head with a global reference, creating a
reliably stable artificial external reference for the eyes, ears and the vestibular system, and (2) provides an intuitive
sensory code that mimics the acoustic characteristics of distal sounds.

Experiment 1. Training. To test if intuitive sensory access to an artificial magnetic spatial reference can
change the perception of space, we trained blindfolded participants seated on a motorized rotation chair in a
darkened room in a situation of sensory conflict with the magnetic North information. We modified the magnetic
contingency by applying a gain factor of either 0.5 or 2 between the magnetic-auditory signal and real rotations
(Fig. 1D). Participants always performed real body rotations with a magnitude of 180° on the rotating chair, while
the auditory signal provided virtual cues signalling smaller (90°) or larger (360°) rotations. Training involved
consecutive blocks of passive and active rotations. Passive rotations were controlled by the computer and followed
a triangular velocity profile with an acceleration of 11°/s%. Active rotations were governed by participants them-
selves using a rotating dial in front of them that controlled the rotational velocity of the chair. Participants rotated
so that the sound, in the modified virtual space, moved leftward or rightward by either 90° or 360°. For instance,
if the rotation began with the sound in front, participants training with the compressing gain factor were asked to
rotate themselves until they heard the sound coming from the left or the right, corresponding to a 90° turn in the
virtual magnetic space and a turn of 180° in real world space. By contrast, participants training with the expand-
ing gain factor were asked to rotate until they heard the sound again as coming from the front, corresponding
to a 360° turn in virtual sound space but equally to a 180° turn in real world space. In this gain 2 condition, the
starting location by necessity was kept identical within, but differed across the active training blocks. Each new
trial started at the end position of the previous trial. Passive and active training blocks switched after 7 minutes,
and in total, participants trained for either 200 trials or 45 minutes, whichever came first. This led on average to
144 training trials per participant (std =28, range 110-200). Despite the conflicting gain, participants executed
the training rotations accurately in real-world space, with an error slightly larger when training with gain 0.5 than
with gain 2 (gain 0.5: mean =43°, std = 11.2°, across subjects; gain 2: mean = 32°, std = 8.5°; two-sample t-test,
t(25) =2.78, p=0.01, Fig. 2A,B). Since participants were asked to rotate using the magnetic sound and had no
knowledge of the required real-world rotation, this confirms that they perceived the magnetic-auditory signal as
an external spatial sound which they used to accomplish the task. It is also consistent with participants’ reports
after the experiment that they relied on the magnetic sound to execute the turns with the desired magnitude, and
with the larger error when training with gain 0.5 (since an error in the real world angle = error in the sound angle/
gain). Further, the majority of participants reported the sound as coming from a stable direction, and themselves
as turning in front of it. Only two of the twenty-seven participants (both in the gain 2 group, and none in the gain
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Figure 1. Setup & Experimental Protocol. (A,B) The hearSpace app. Headphones with incorporated
orientation sensors (compass, gyro, accelerometer) measure the orientation of the head relative to geomagnetic
North. An iPhone connected to the headphone translates this information into a waterfall sound reliably
coming from North using the head set’s sound engine based on average adult head related transfer functions
that approximate the contingencies with which external sounds are filtered differently by pinnae, head, shoulder
and torso geometry depending on their direction. The novel magnetic directional information is thus naturally
processed as a distal spatial signal. (C) Rotation Chair & Angular Pointer. Blindfolded participants were seated
on a motorized rotating chair that could be controlled by the experiment computer or actively by participants
themselves via a rotation dial that governed the velocity of the chair. The rotation dial and an angular pointer
that was used to indicate the size of a turn during the experiment were mounted on a board situated in front

of participants. (D) Magnetic-Vestibular Adaptation Training. To test effects of the magnetic augmentation
signal on the perception of space, we introduced a conflict between real rotations and the magnetic signal on the
headphones. During a short training period, blind-folded participants seated on the rotation chair performed
passive and active rotations in the horizontal plane of always 180°. For those participants training with a gain

of 0.5 (red line), the compensatory movement of the waterfall sound would indicate a self-rotation of only 90°.
For participants training with a gain of 2 (blue line), the sound would indicate a self-rotation of full 360°.

(E) Self-Rotation Tests. Before and after training, we measured participants’ vestibular-only estimate of the
extent of passive self-rotations on the rotation chair. The blindfolded participants were turned passively through
different angles and asked to turn an angular pointer back to the direction from which the rotation started.
Importantly, the augmentation signal was switched off during the test.

0.5 group) reported that the sound moved around them. This indicates that the auditory North signal was not
only perceived as a spatial sound, but as being a stable external reference.

Perception of Self-Rotation. 'We examined perceptual integration of the magnetic spatial reference by measuring
the perceived magnitude of vestibular-only self-rotations before and after training in the absence of the auditory
augmentation signal. While hearing white noise on the headphones, participants were rotated passively on the
chair through different angles (45°, 90°, 135° and 180°) and were asked to indicate the perceived size of each
rotation using an angular pointer placed in front of them (see Fig. 1C). Linear mixed effect models (equation 1)
revealed that participants’ angular estimations before training are a linear function of the rotation angle (gain
0.5: intercept 20.35°, 95% CI [10.12 30.57], t(1912) = 3.9, p < 0.001, slope 0.79, 95% CI [0.58 1.00], t(1912) =7.3,
p <0.001; gain 2: intercept 11.8°, 95% CI [1.41 22.32], t(2201) =2.22, p=0.02, slope 1.10, 95% CI [0.93 1.28],
t(2201) =12.27, p < 0.0001, Table 1; N.B. slope difference between groups =0.31 (t(2074) =2.2, 95% CI=[0.04
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Figure 2. Results Experiment 1. (A) Trial-by-Trial Training Accuracy. Average of rotation magnitudes when
using the sound to actively rotate through 90° (gain 0.5) and 360° (gain 2) in virtual space, both corresponding
to 180° in real-world space during active training blocks. Both turning directions plotted as positive values.

The blue line shows training with gain 0.5 (mean over 14 subjects), the red line training with gain 2 (mean over
13 subjects). The shaded regions show the respective standard error of the mean (sem). (B) Average Training
Accuracy. The average accuracy of active rotations for each gain group shows that participants used the sound to
accurately accomplish the training task, confirming that they heard the sound as a spatial signal. Participants were
slightly more accurate with the larger gain factor of 2. Error bars depict sem (over participants). (C) Perceived
Self-Rotation. Training with a magnifying or minifying gain conflict to the virtual relation to North induced an
expansion or compression of the perceived extent of self-rotation after the training, even though the augmenting
signal was absent during the test.

0.58], p=10.02). This replicates prior results on passive vestibular self-rotation in the dark®'. When comparing
the post-training judgements to the baseline of each group, we find that after exposure to the conflicting aug-
menting orientation signal during the training, self-rotation estimates decrease or increase, respectively (gain
0.5: slope difference = —0.21, 95% CI [—0.32-0.1], t(1912) = —3.74, p < 0.001; gain 2: intercept difference 27.5°,
t(2201) =4.23, 95% CI [14.78 40.28], p < 0.001). Importantly, this is despite the fact that the auditory signal was
absent in the tests, suggesting that training with the auditory signal recalibrated participant’s vestibular spatial
perception of self-rotation (Fig. 2C). The groups differed in the types of effect. The gain 0.5 group showed a
reduction in the slope of the model after training, i.e. larger reduction of perceived rotations with larger rotations.
In the gain 2 group, we did not find a corresponding difference in slope (slope difference =0.07, t(2201) = 1.17,
95% CI [—0.04 0.18], p=0.16), but a larger intercept after training, i.e. a larger expansion of perceived rotations
independent of the size of the rotation, which was not found in the gain 0.5 group (intercept change =7.48,
t(1912) =7.4,95% CI [—2.15 17.12] p=0.23). Model comparison with a theoretical likelihood ratio test revealed
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Estimate SE tvalue p value
Parameter gain 0.5 | gain2 | gain0.5 | gain2 | gain0.5 | gain2 | gain0.5 gain 2
B, (intercept) 20.347 11.873 5.212 5.33 3.903 2.22 <0.0001 0.025
3, (Angle) 0.794 1.108 0.107 0.090 7.391 12.276 | <0.0001 | <0.0001
B (.Ti.me-Post 7.487 27.537 4914 6.401 1.523 4.235 0.127 <0.0001
Training)
B;(Interaction) —0.211 0.070 0.056 0.060 —3.741 1.177 0.0002 0.239

Table 1. Fixed Effect Parameters for Experiment 1, using Equation 1.

main effects of time (post training to baseline) on response angles in both groups when removing the combined
intercept and interaction as fixed effects from the respective model (gain 0.5: LRS(3) =23, p < 0.0001; gain 2:
LRS(3) =34.56, p < 0.0001).

Experiment 2. In experiment 2, we controlled for the possibility that in experiment 1 participants did not
use vestibular information to determine their turning angle, but rather used a strategy based on the duration
of the turns. To do this, we increased the number of stimulus angles and varied the velocity profiles of each
turn®2, presented in random order. Additionally, we reduced the training duration by almost half. Lastly, we
measured both gain conditions within each subject, randomised across participants, by running the full experi-
ment (pre-training, training and post-training) twice, on different days, and examined if the recalibration on day
1 was long-lasting and affected pre-training on day 2.

Training.  On each of the two testing days, we trained participants with an increased number of eight rotations
magnitudes from 45° to 360° in steps of 45°. Passive training rotations were constructed with trapezoidal velocity
profiles of peak velocities 30°/s, 45°/s, 60°/s and 75°/s and accelerations of 23°/s2, 46°/s2, 69°/s* and 113°/s*. In the
active training rotations, participants were instructed to rotate themselves towards one of the compass directions.
They were instructed that they would hear the sound being in front of them when facing ‘North; behind at ‘South,
to the right at ‘East; to the left at “‘West, and accordingly for the oblique directions ‘North-East, ‘North-West’, etc.
We reduced the total training time to 25 minutes and switched passive and active training blocks after 5 minutes.
This led on average to 107 training trials per participant (std =20). As in experiment 1, participants executed
the training rotations accurately with an error larger when training with gain 0.5 than with gain 2 (gain 0.5:
mean =47.8° sem = 9.3°, across participants; gain 2: mean = 10.65°, sem = 1.6° two-sample t-test, t(28) = 3.9,
p < 0.001, Fig. 3A,B). In the gain 2 condition active training rotations were more accurate than in experiment 1,
while in the gain 0.5 condition performance had a similar accuracy (Figs 2B and 3B). To acquaint participants
with the active turns, they were instructed to move to cardinal directions only in the first 24 trials of the train-
ing. This explains the smaller sem compared to the subsequent trials that included the oblique directions of the
compass (Fig. 3A). It is surprising that increasing the number of rotation angles resulted in more accurate active
training performance than in experiment 1. Since participants again had no knowledge of the required real-world
rotation, this further confirms that they perceived the magnetic-auditory signal as a stable external spatial sound
which they used to accomplish the task. And indeed, again only a small number of participants reported the
sound as sometimes moving around themselves (two in the gain 0.5 and one in the gain 2 condition).

Perception of Self-Rotation. Before and after the training of each testing day, we again tested the changes in par-
ticipants perceived self-rotation, but also using a larger set of rotation magnitudes and velocity profiles than in
experiment 1. Stimuli had trapezoidal velocity profiles with maximum velocities of 30°/s, 45°/s, 60°/s, 75°/s, accel-
erations of 23°/s?, 46°/s2, 69°/s2, 92°/s%, 138°/s?, 161°/s* and displacement range of 15-225°. Otherwise the exper-
iment was conducted identically to experiment 1. As in experiment 1, participants’ angular estimations before
training are a linear function of the rotation angle even under varying velocity profiles (gain 0.5: intercept 15.97°,
95% CI [4.03 27.92], t(1412) = 2.62, p < 0.009, slope 1.15, 95% CI [0.99 1.29], t(1412) = 14.98, p < 0.0001; gain 2:
intercept 13.51°, 95% CI [6.89 20.13], t(1412) =4.000, p=0.009, slope 0.87, 95% CI [0.72 1.01], t(1412) =11.69,
p <0.0001, Table 2). Results further confirmed that self-rotation estimates decrease or increase after exposure
to the conflicting augmenting orientation signal also with a stimuli set that counteracts counting strategies, and
again despite the fact that the auditory signal is absent (Fig. 3C). Unlike in experiment 1, in experiment 2 both
gain groups showed a change in the slope of the linear-mixed effect model (gain 0.5: slope difference = —0.41,
95% CI [—0.53-0.29], t(1412) = —6.8, p < 0.001; gain 2: slope difference =0.27, t(1412) = 4.99, 95% CI [0.16
0.38], p<0.001). As in experiment 1, the gain 2 condition also shows a slight increase in the intercept that was not
observed in the gain 0.5 condition (gain 2: intercept difference 10.6°, t(1412) =2.37, 95% CI [1.86 19.47], p < 0.02;
gain 0.5: intercept difference 4.5°, t(1412) = 0.9, 95% CI [—5.34 14.54], p =0.36). Furthermore, model compar-
ison with a theoretical likelihood ratio test also confirms the main effects of time (post training to baseline) on
response angles when removing the combined intercept and interaction as fixed effects from the respective model
(gain 0.5: LRS(3) = 42.60, p < 0.0001; gain 2: LRS(3) = 45.26, p < 0.0001).

Next we analyzed if recalibration was long-lasting, i.e. whether the training on day 1 affected the pre-training
baseline judgements on day 2. Most measurements on day 2 occurred within the same week, and some up to
3 weeks after day 1 (median 5 days, Fig. 4A). We fitted separate linear-mixed effect models for each training
gain on day 1 comparing the pre-training baseline performance on day 1 with that of day 2 (equation 2). As
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Figure 3. Results Experiment 2. Experiment 2 is identical to Experiment 1, but used an increased number

of stimulus angles, varied the velocity profiles of each turn, and measured both gain conditions within each
subject, randomised across participants and on separate testing days. (A) Trial-by-Trial Training Accuracy.
Average rotation errors when using the sound to actively rotate through a larger set of real-world angles (45° to
360° in steps of 45°) during active training blocks. The shaded regions show sem (over 15 subjects). (B) Average
Training Accuracy. Same as in Fig. 2B. Results confirm that participants could use the sound to accurately
accomplish the training task even with a larger set of target angles, and thus heard the sound as a spatial signal.
(C) Perceived Self-Rotation. Same as in Fig. 2C, except that the set of rotation stimuli was larger and varied the
velocity profiles (maximum velocities of 30°/s, 45°/s, 60°/s, 75°/s, accelerations of 23°/s?, 46°/s%, 69°/s%, 92°/s?,
138°/s%, 161°/s% displacement range of 15-225°). Results confirm that training with the virtual relation to North
induced expansion or compression of the perceived extent of self-rotation after the training, even though the
augmenting signal was absent during the test.

B, (intercept) 15975 | 13.517 | 6.089 | 3.373 2623 | 4006 | 0.009 | <0.0001
B, (Angle) 1.148 | 08713 | 0076 | 0.074 | 14984 | 11.69 | <0.0001 | <0.0001
%a(i:?:;)- Post 4599 | 10669 | 5.069 | 4.489 0.907 2376 0.364 0.017

3, (Interaction) —0.416 | 0278 | 0.061 | 0.056 | —6.805 | 4.994 | <0.0001 | <0.0001

Table 2. Fixed Effect Parameters for Experiment 2, using Equation 1.
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Figure 4. Long-Lasting Recalibration Effects in Experiment 2. (A) Number of days that passed between
testing day 1 and testing day 2 (median 5 days) in experiment 2. (B) The comparison of pre-training rotation
estimates between both days shows that vestibular recalibration established by the training on day 1 persisted
and affected the pre-training rotation estimates measured on day 2, depending on the training gain on day 1.
This demonstrates a long-lasting vestibular recalibration effect from training with our novel magnetic-auditory
sensory augmentation device.

B, (intercept) 13.59 11539 | 7.034 | 5742 1932 | 2009 | 0536 0.044
B, (Angle) 1.011 1.0463 | 0.088 | 0.080 | 11.429 | 13.035 | <0.0001 | <0.0001
f)s (Session - Day 23594 | 64389 | 6417 | 8211 0.367 0.784 0.713 0.433
B, (Interaction) —0.3419 | 022305 | 0.082 | 0.070 | —4.136 | 3.15 | <0.0001 | 0.002

Table 3. Fixed Effect Parameters Testing Long-Lasting Recalibration in Experiment 2, using Equation 2.

expected, on day 1, prior to any training, rotational judgements in the baseline measurements are very similar,
with a slope close to 1 in both groups (gain 0.5: baseline slope day 1 =1.01, 95% CI [—0.83-1.19], t(656) =11.42,
p <0.0001; gain 2: baseline slope day 1 =1.04, t(754) =13.03, 95% CI [0.88 1.20], p < 0.0001, Table 3), and also
both intercepts show a similar slightly positive bias (gain 0.5: baseline intercept day 1 =13.59°, t(656) = 1.93, 95%
CI [—0.21 27.41], p < 0.05; gain 2: baseline intercept day 1 =11.53°, t(754) =2.0, 95% CI [—0.26 22.8], p=0.04,
Table 3). Thus on day 1, prior to any training, subjects on average had a surprisingly veridical angular perception
of rotations with a slope close to 1 and only a slight bias. By contrast, we found that on testing day 2, the slope of
the pre-training baseline performance was no longer veridical but remained significantly smaller after training
with gain 0.5 on day 1, and significantly larger after prior training with gain 2 (Fig. 4B, gain 0.5: slope difference
=—0.34, 95% CI [—0.50-0.18], t(656) = —4.1, p < 0.001; gain 2: slope difference =0.22, t(754) =4.99, 95% CI
[0.08 0.36], p=0.002, Table 3). This long-term recalibration selectively affected only the slope of the pre-training
judgements on day 2, but not the intercept (gain 0.5: intercept difference =2.4°, t(656) = 0.37, 95% CI [—10.24
14.96], p < 0.71; gain 2: intercept difference = 6.43°, t(754) = 0.9, 95% CI [—9.68 22.56], p=0.43, Table 3). This
demonstrates a long-lasting recalibration depending on the training gain that is selectively proportional to the
magnitude of the angular turning, but not leading to a bias. Further, the long-lasting recalibration affecting the
baseline at day 2 had a similar size as the recalibration observed in the post-training measure of day 1 (gain
0.5: post-training slope day 1= —0.41, baseline at day 2= —0.34; gain 2: post-training slope day 1=0.28, base-
line at day 2 =0.22). In summary, experiment 2 demonstrates rapid and long-term recalibration of vestibular
self-rotation judgements following training with our novel magnetic-auditory directional sensory augmentation
signal.

Discussion

Our results demonstrate rapid and long-lasting vestibular recalibration with a sensory augmentation device sig-
naling the direction of geomagnetic North. The observed changes in self-rotation estimates cannot result from a
cognitive mode of using the augmentation device, since the signal was switched off in the test. The effects can also
not be explained by general training effects such as a training-induced loss in vestibular sensitivity which might
have led to a compression of angular judgements®**, since we also observe an opposing expansion of perceived
self-rotations with the gain 2 manipulation. Further, using a variable stimulus set excludes a possible interpreta-
tion of the results in terms of duration counting strategies**2. Our results therefore suggest a genuine change in
the perception of space, as reflected by persistent vestibular re-calibration®, induced by an auditory augmentation
signal indicating magnetic North.
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We thus present a novel method of sensory augmentation that leads to fast acquisition of perceptual experi-
ence from an artificial afferent signal. Like biomimetic brain-machine interfaces?**?*, our novel approach trans-
lates the output of a sensor using a coding scheme that mimics the natural characteristics of the interfacing
modality, but does so by applying the principle of biomimicry non-invasively at the sensor rather than the neural
level, which we term contingency-mimetics. We demonstrate this approach by creating a magnetic-to-auditory
augmentation signal that has two aspects: (1) The higher-order magnetic aspect of the contingency that is pro-
vided by the electronic compass and establishes the unique novel allocentric spatial stability that we wished to
integrate into spatial perception; (2) The lower-order sensory aspect of the contingency that is provided through
the use of HRTF: The HRTF describes the spectral characteristics with which external sounds arriving from a
specific direction are filtered by pinnae, head, shoulder and torso®, and hence creates a sensory interface that
mimics the acoustic signals of spatial sound coming from a particular direction. This approach thus piggy-backs
the ‘magnetic’ information of a head-based compass on sensory cues of distal sounds. The magnetic spatial infor-
mation can this way interface with existing spatial processes via natural mechanisms of auditory localization.
Contrary to tactile waist-stimulation approaches®**-*, additionally, the magnetic information is presented close
to real time and shares the reference frame of the eyes, ears and vestibular equilibration, favoring temporal and
spatial integration®-*2,

In contrast to this novel biomimetic approach to sensory augmentation, a basic assumption of sensory sub-
stitution and augmentation has been that perception is to some degree independent of particular lower-level
sensory information**-%, allowing to substitute signals of one modality via another, or to augment perception
with signals from novel sensors. This assumed independence is largely grounded in theories according to which
perceptual processing is organized in meta-modal structures involving computational principles that are inde-
pendent of a given modality. Meta-modal theories pose that what is important for perception to occur is that the
sensory signals contain relevant meta-modal structural information such as spatial information, or information
about shape!34¢-%8, but not (all of) the particular lower-level features in which this information is conveyed.

Notwithstanding meta-modal theories, however, a large body of research on sensory substitution has so
far been unable to convincingly demonstrate the creation of properly modal perceptual experience from the
meta-modal information conveyed in the afferent signals provided by such devices?. Even for those devices that
base their coding schemes in part on cross-modal correspondences between the modalities'>!® and lead to clear
improvements in forced choice stimulus discrimination®, it remains debatable if these improvements demon-
strate genuine perceptual experiences®. Similarly, a recent approach to providing sensory augmentation like we
did with spatial information about magnetic North, except using tactile stimulation instead of auditory, indicated
high cognitive involvement in interpreting the signal, and did not produce measurable non-cognitive perceptual
changes to the experience of space’. Against this background, our results suggest that the meta-modal assump-
tion, at least if taken to the extreme, is likely to be false — and that therefore lower-level sensory contingencies
might be required for creating perceptual experience with modal quality.

An exclusively meta-modal perceptual process is indeed questioned by neurophysiological evidence. While
perception has been shown to correlate with processing in higher-level neural areas®, as suggested by meta-modal
theories, reciprocal connections from these higher-level areas also massively shape processing in early sensory
areas, indicating that lower-level sensory features may be necessary to establish a modal percept®*. And in some
cases, activity in early sensory areas directly correlates with what is perceived®**4, a finding that cannot easily be
explained in a solely meta-modal account. Hence, meta-modal information provided by a substitution or aug-
mentation device using an arbitrary sensory coding scheme might relatively quickly become part of a cognitive
skill set for stimulus discrimination that is independent of a modality*®. Yet, creating modal perceptual experience
might require specific integration of both higher- and lower level sensory aspects, and thus potentially extensive
periods of learning if the device is based on arbitrary coding schemes, if limits of neural plasticity on low-level
sensory learning allow it at all. By contrast, our results suggest that mimicry of lower-level contingencies allowed
our augmentation signal to integrate intuitively with existing perceptual processes and thereby transformed the
nature of the learning problem from one of cross-modal plasticity to one of multi-sensory integration, here of
vestibular integration.

Let us consider now how vestibular adaptation might have occurred. The vestibular literature distinguishes
between the adaptation of the well-known subcortical pathways of the vestibular-ocular-reflex (VOR)*
and the calibration of perceived self-rotation. The perception of self-rotation has multiple, less-well known
cortically-based underlying mechanisms that can be recalibrated independently of the VOR and have been shown
to integrate signals from multiple sources®*%-%8. Yet, while auditory cues support (illusory) self-motion percep-
tion*, to our knowledge there has been little evidence for an auditory contribution to the calibration of perceived
vestibular self-rotation in the literature. By contrast, auditory localization is itself known to be a cortical process
easily captured by other spatial signals®*-*. In the ventroliquism effect for instance the perceived location of a
sound source moves towards the location of a stable visual source such as a puppet’s mouth®. Similarly, auditory
sources are displaced as an aftereffect following visual motion®?, and the compression of visual space also leads to
an accompanying compression of sound localization that moves the perceived location of the auditory source®’.
In particular, head movement signals, including vestibular signals, have a major influence on the localisation of
directional sounds®-7.

Why then do our results show a change in the perception of vestibular space, as demonstrated by vestibu-
lar recalibration, if auditory-directional-cues are generally an unreliable source? We suggest that mimicry of
auditory-directional contingencies allowed the augmentation signal to interface with existing vestibular-spatial
processes, which then exploited the high spatial reliability of the magnetic-auditory sensorimotor contingency
(providing an artificial allocentric reference) in a process of optimal multi-sensory integration, even though the
auditory interface modality is not usually a major contributor to vestibular calibration. This is in line with the view
that multimodal perception is driven by the reliability of the signals®®* and of their convergence®-*, rather than
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by inherent physiological advantages of a modality’®. While vision normally tends to dominate the perception of
space, including vestibular calibration®>3, this role might be taken over by an artificial signal with equal (or higher)
allocentric spatial reliability, provided that it is processed as a spatial signal by the perceptual system. Compatible
with this claim, our behavioral results show that auditory information has led the vestibular system to recali-
brate, rather than the other way around, and that it has done this with a similar magnitude as has been observed
from re-calibration from optic flow®>*8, which normally provides a calibrating spatial signal. Further, interviews
with our participants revealed that for all except five of them (two in experiment 1, three in experiment 2),
who report that they perceived it as an object rotating in space around them, the sound was immediately and
reliably perceived as coming from a stable direction. These findings suggest that the sensorimotor processes main-
taining spatial calibration have estimated the novel magnetic-auditory spatial reference as being world-stationary
despite its bias and attributed its divergence with the vestibular information to internal-vestibular causes (errors
in self-rotation estimation) rather than to external-auditory causes’’, leading, potentially aided by priors for sta-
tionary external auditory sources”>74, to a recalibration of internal-vestibular rotation estimates, i.e. of vestibular
spatial perception.

This opens the interesting prospect that a magnetic reference provided via auditory contingency-mimicry in a
mobile device might lead the brain to intuitively utilize the stability of an artificial ‘magnetic reference’ for spatial
calibration also in more natural behavior, with potential for improving navigation and for the compensation of
spatial disabilities such as blindness or vestibular loss. Future studies might for example test if a magnetic-auditory
allocentric reference of the head can diminish errors in perceived self-rotation during natural locomotion”-"".
Further, a head-centered auditory reference might allow to compensate deficiencies in the allocentric calibra-
tion of vestibular position estimates in congenitally blind people?®, contributing to the natural substitution of
impaired vision by re-weighting of the remaining signals’®, and similarly for vestibular loss”. It has been stressed
that the development of effective prostheses should be informed by the science of sensory integration®*8! as well
as the precise nature of the impairment’3#8!, Our contingency-mimetic method so far addresses the first point.
It is based on sensory integration research suggesting that creating modal perception requires the integration of
both low- and higher-level sensory features and applies the bio-mimetic principle at the level of sensory rather
than neural contingencies, which in analogy we termed “contingency-mimetics”. Beyond the current auditory
demonstration, another important future step is to apply contingency-mimetics also to other domains. In par-
ticular, tactile devices for sensory augmentation have been proposed signaling for instance whisker-like distance
information to the head®®’ or hand’, or magnetic orientation®**-* or path information for wayfinding®*-% using
waist-stimulating belts. However, as with traditional sensory substitution devices, these devices typically rely on
comparatively arbitrary low-level tactile signal codings based on eccentric vibration motors, which do not pro-
vide the haptic profiles of natural tactile stimulation. In analogy to the role of HRTF in our auditory device, future
tactile devices might thus do better by piggy-backing artificial sensors on ecological haptic contingencies®*° such
as slip motion®! or tactile flow®?. We hypothesize that such contingency-mimetic tactile stimulation should then
also lead to fast creation of modal perceptual experience and markedly reduce the required amount of learning
and cognitive involvement®®.

The idea of contingency mimetic sensory augmentation is inspired by the sensorimotor theory of conscious
perception® 3, according to which conscious perceptual experience is constituted by knowledge and mastery of
systematic changes in sensory input resulting from action, termed sensorimotor contingencies (SMCs). Mastery
of SMCs may be established by relating sensory changes to motor actions ontogenetically during development
and learning, or phylogenetically during evolution. Here we introduce the notions of higher-level and lower-level
SMCs. Lower-level SMCs relate to changes in lower-order sensory signal properties which are putatively regis-
tered in early sensory neural processes; while higher-level SMCs relate to changes in higher-order sensory proper-
ties putatively registered in hierarchically higher-level neural processes. Following sensorimotor theory, mastery
of both aspects of SMCs is constitutive of perceptual experience. Consequently, it is important how mastery of
both aspects may be established. On the one hand, it is known that sensory development is driven by sensori-
motor experience, even in primary sensory areas®*, and that the brain is plastic throughout life®, suggesting
that novel SMCs and perceptions can be learned during the life-span. On the other hand, sensory development,
in particular in early areas, is affected by limits and critical periods of neural plasticity’”*® and genetic prede-
termination®. Therefore, if mastery of novel SMCs in arbitrary sensory codings requires a reformation of early
sensory areas, this may pose strong physiological constraints on the SMCs that can be learned and the perceptual
effects that can be created after adolescence, or even within a life span. Our results, in contrast, demonstrate that
contingency-mimetic augmentation can provide novel sensory information as higher-level SMCs piggy-backed
on a wide range of existing perceptually meaningful modal low-level SMCs. We argue that the novel higher-level
SMCs are consequently subject to more higher-level cortical learning and adaptation with vastly higher plasticity
and the potential to restructure and augment perception even in adulthood, dramatically reducing the challenge
of learning novel SMCs for conscious perception, and thereby opening the prospect of truly perceptual sensory
augmentation devices.

In summary, despite suggestions in the literature that sensory substitution and augmentation may never
become truly perceptual?, and despite resulting questions about the practical use of sensory substitution®®-81:100-101,
our results demonstrate a truly modal perceptual impact of an artificial (magnetic North) signal provided via
sensory augmentation, leading to a long-lasting impact on the metric of vestibular spatial experience. Our novel
method is analogous to the bio-mimetic coding of artificial sensors within BMI approaches, which however have
the disadvantage of being invasive. Our result shows that the mimetic principle, interfacing an artificial sensor
by mimicking the natural characteristics of a neural signal, can be applied non-invasively at the sensory level
as well. It is possible to feed an augmentation signal about magnetic North effectively into existing processes of
multimodal space, thereby impacting perception, an approach that in analogy we term contingency-mimetic
sensory augmentation.
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Methods

Participants. Experiment 1. Twenty-three participants participated in the experiment in one of two groups.
Thirteen participated in the group with smaller gain factor 0.5 (7 male, 2 author, mean age 33.7 years, std = devi-
ation 11 years) and 14 in the group with larger gain factor 2 (6 male, 1 author, mean age 29 years, std =5.8 years).
Four participants participated in both conditions.

Experiment 2. Fifteen participants participated in the experiment in both gain conditions, measured on separate days
(7 male, mean age 25 years, std = 8 years).

All participants gave written informed consent prior to participation. The study was approved by the
Université Paris Descartes Review Board (CERES), and conducted in accordance with the Declaration of
Helsinki. All participants, except the authors, were naive to the purpose of the experiment.

Setup. Sensory Augmentation Device. Our novel fully mobile augmentation device is based on a head-phone
with integrated orientation sensors (compass, gyro, accelerometer) that are connected to an iPhone via BlueTooth
LE (Fig. 1A,B). The iPhone app samples the current orientation with a frequency of 100 Hz and transforms the
horizontal orientation of the head into a spatial sound using a 3D sound engine based on generic head-related
transfer functions. The sound signals the direction of magnetic North within the head-based reference frame and
moves in a compensatory manner to the movements of the head (i.e. in the opposite direction). The device has a
low latency of 50ms and a spatial resolution of 1°.

Rotation Chair. Rotation experiments were performed on a motorized rotation chair at the Plateforme
Sensorimotricité at University Paris Descartes. The rotation of the chair can be either set by the experimenter
for passive rotation along trapezoidal velocity profiles, or participants can control the rotation via a rotation dial
that directly controls the velocity of the chair during conditions of active rotation. During computer control,
the motor (IRTSA Drives 2000/4000) is interfaced from Matlab via serial communication to set the parameters
of a ramp generator using proportional-integral-derivative (PID) control. Prior to the experiment, we used a
motion tracking system (Codamotion) to verify the angular precision of the rotation of the chair to be 2 degrees,
which is more than accurate enough for our purpose here. The maximum rotational velocity is limited to 200°/s.
Participants were under close visual surveillance during the entire experiment.

Angular Pointer.  Participants indicated the perceived size of self-rotation using a custom made potentiometer-based
angular pointer (Fig. 1C, similar to refs 34, 102. The pointer response was read out by an Arduino UNO board con-
nected to the experiment computer via USB. The pointer’s sampling frequency is 40 Hz and the spatial resolution
0.8°. All responses where made starting at the pointer’s zero position, which was indicated by a small magnetic notch
placed on the pointer handle so it could be sensed in the dark. To compensate for possible drift in the potentiome-
ter’s zero voltage output within or across experiments, the pointer was calibrated by hand immediately prior to each
experiment and response angles of each trial were calculated differentially as the voltage interval between start and
end direction of the pointer.

Procedure. Familiarization with Active Turning. Participants were blindfolded after sitting down on the
rotation chair and given a 5-minute familiarization phase to accustom themselves with the velocity dial of the
rotation chair before the experiment. In this, participants were initially asked to make full or half rotations, and
then allowed to explore freely as they wished, while being encouraged to make use of the entire velocity range of
the rotation chair.

Pointing Calibration. We trained the usage of the response pointer in the dark at the beginning of the experi-
ment. Blind-folded participants were instructed over headphones to point to different locations across an imag-
inary clock centered at the middle of the pointing device (i.e. 30°, 60°, ..., 330°). If their response was outside an
interval of +—5°, they received auditory feedback and were asked to point again to the same location until they
made a correct response. The accuracy of the initial pointing of a trial (i.e. without feedback) shows that partici-
pants can accurately indicate a desired direction with a mean SD of 12.8°.

Self-Rotation Experiment. Before and after the training phase, we tested participants’ vestibular perception of
self-rotation using a vestibular adaptation experiment similar to the one developed by refs 34, 102. Blind-folded
participants performed the rotation experiment in the absence of the auditory augmentation signal indicating
North, only listening to a white-noise masking sound via the headphones. Vestibular stimulation was generated
by passive whole-body rotation with displacements of 45°, 90°, 135° and 180° randomly to the left or the right.
Rotations followed a triangular velocity profile with angular acceleration and deceleration of 11°/s%. Each angle
was repeated 10 times, yielding a total of 80 trials. After each rotation, participants were asked to signal the
size of the rotation by turning the angular pointer backwards to the start direction of the rotation. They were
then asked to press a button to record the response, and to return the pointer back to its zero position for the
next trial. A waiting period of 7 s was forced between two consecutive rotation onsets to rest the vestibular sys-
tem between successive trials. In most trials the response execution itself already took longer than this required
rest. Participants were not informed about the size of the possible rotations. Each new trial started at the end
position of the previous trial. Instructions were given verbally during the experiment via the headphones using
text-to-speech synthesis.
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Post Interviews.  After the entire experiment, participants were asked to note anything unusual or unpleasant
during the experiment and how they felt the movements, whether they heard the sound as moving around them-
selves or as always coming from a fixed direction, and how they reached the desired turn size.

Analysis. Linear Mixed Effect Models. In both experiments, we performed a separate linear mixed effects
analysis for each gain group on the relation between self-rotation estimates and time using MATLAB and the
Statistics Toolbox (Release 2016a, The MathWorks, Inc., Natick, Massachusetts, United States). We included stim-
ulus angle A, time T (baseline, post training), and the interaction between stimulus angle and time (A:T) both as
fixed effects (3) and as random effects grouped by participants () to characterize changes in intercept and slope
at the individual as well as the group level:

Y~By+BA+ BT+ B5A:T) + ug+ A+ u,T+ + us(A:T) + ¢ (1)

In experiment 2, we additionally tested long-lasting recalibration effects by fitting separate models for each
gain on the relation between response angles of the pre-training measurements and the testing session S (day 1,
day 2) to test if training on day 1 affected the baseline on day 2:

Y~By+ BA+ 5,5+ B5A:8) + uyg+ A+ u,S+ + uy(A:8) + ¢ 2)

All models were fitted using the default maximum-likelihood procedure of the fitlme method. Fixed effects
were tested using Wald statistics. Model comparison was performed using a likelihood ratio test via the compare
method. Turning directions were collapsed before analysis.

Data Availability
The data that support the findings of this study are available from the corresponding author upon reasonable
request.

References
1. Bach-y-Rita, P, Collins, C. C., Saunders, E A., White, B. & Scadden, L. Vision substitution by tactile image projection. Nature 221,
963-4 (1969).
2. Deroy, O. & Auvray, M. Reading the World through the Skin and Ears: A New Perspective on Sensory Substitution. Front. Psychol.
3,1-13 (2012).
3. Renier, L. et al. Cross-modal activation of visual cortex during depth perception using auditory substitution of vision. Neuroimage
26, 573-80 (2005).
4. Auvray, M., Hanneton, S. & O’Regan, J. K. Learning to perceive with a visuo-auditory substitution system: localisation and object
recognition with ‘the vOICe’ Perception 36, 416-30 (2007).
5. Arno, P. et al. Occipital activation by pattern recognition in the early blind using auditory substitution for vision. Neuroimage 13,
632-45 (2001).
6. Bermejo, F, Di Paolo, E., Hug, M. X. & Arias, C. Sensorimotor strategies for recognizing geometrical shapes: a comparative study
with different sensory substitution devices. Front. Psychol. 6, 1-20 (2015).
7. Froese, T., McGann, M., Bigge, W., Spiers, A. & Seth, A. K. The Enactive Torch: A New Tool for the Science of Perception. IEEE
Trans. Haptics doi: 10.1109/TOH.2011.57 (2011).
8. Norimoto, H. & Ikegaya, Y. Visual cortical prosthesis with a geomagnetic compass restores spatial navigation in blind rats. Curr.
Biol. 25,1091-1095 (2015).
9. Konig, S. U. et al. Learning New Sensorimotor Contingencies: Effects of Long-Term Use of Sensory Augmentation on the Brain and
Conscious Perception. PLoS One 11, 0166647 (2016).
10. Kaspar, K., Konig, S., Schwandt, J. & Konig, P. The experience of new sensorimotor contingencies by sensory augmentation.
Conscious. Cogn. 28, 47-63 (2014).
11. Proulx, M. ], Brown, D. J., Pasqualotto, A. & Meijer, P. Multisensory perceptual learning and sensory substitution. Neurosci.
Biobehav. Rev. 41, 16-25 (2014).
12. Meijer, P. B. L. An experimental system for auditory image representations. IEEE Trans. Biomed. Eng. 39, 112-121 (1992).
13. Spence, C. Crossmodal correspondences: A tutorial review. Attention, Perception, Psychophys. 73, 971-995 (2011).
14. Renier, L. & De Volder, A. G. Vision substitution and depth perception: early blind subjects experience visual perspective through
their ears. Disabil. Rehabil. Assist. Technol. 5, 175-183 (2010).
15. Bologna, G., Deville, B. & Pun, T. On the use of the auditory pathway to represent image scenes in real-time. Neurocomputing 72,
839-849 (2009).
16. Capelle, C., Trullemans, C., Arno, P. & Veraart, C. A real-time experimental prototype for enhancement of vision rehabilitation
using auditory substitution. IEEE Trans. Biomed. Eng. 45, 1279-1293 (1998).
17. Ahissar, M. & Hochstein, S. Task difficulty and the specificity of perceptual learning. Nature 387, 401-6 (1997).
18. Pascual-Leone, A. & Hamilton, R. The metamodal organization of the brain. Vis. From Neurons to Cogn. 134, 427-445 (2001).
19. Collignon, O., Lassonde, M., Lepore, E, Bastien, D. & Veraart, C. Functional cerebral reorganization for auditory spatial processing
and auditory substitution of vision in early blind subjects. Cereb. Cortex 17, 457-65 (2007).
20. Collignon, O., Voss, P, Lassonde, M. & Lepore, F. Cross-modal plasticity for the spatial processing of sounds in visually deprived
subjects. Exp. Brain Res. 192, 343-58 (2009).
21. Poirier, C., De Volder, A. G. & Scheiber, C. What neuroimaging tells us about sensory substitution. Neurosci. Biobehav. Rev. 31,
1064-1070 (2007).
22. Ward, J. & Meijer, P. Visual experiences in the blind induced by an auditory sensory substitution device. Conscious. Cogn. 19,
492-500 (2010).
23. Bensmaia, S. J. & Miller, L. E. Restoring sensorimotor function through intracortical interfaces: progress and looming challenges.
Nat. Rev. Neurosci. 15, 313-25 (2014).
24. Tabot, G. et al. Restoring the sense of touch with a prosthetic hand through a brain interface. Proc. Natl. Acad. Sci. 110,
18279-18284 (2013).
25. Oddo, C. M. et al. Intraneural stimulation elicits discrimination of textural features by artificial fingertip in intact and amputee
humans. Elife 5, 1-27 (2016).
26. Dadarlat, M. C. et al. A learning-based approach to artificial sensory feedback leads to optimal integration. Nat. Neurosci. 18,
138-144 (2014).
27. Saal, H. P. & Bensmaia, S. J. Biomimetic approaches to bionic touch through a peripheral nerve interface. Neuropsychologia doi:
10.1016/j.neuropsychologia.2015.06.010 (2015).

SCIENTIFICREPORTS | 7:42197 | DOI: 10.1038/srep42197 11



www.nature.com/scientificreports/

28.
29.

30.
31.
32.
33.
34.

35.
36.

37.
38.
39.
40.
41.
42.
43.
44.
45.
. Reich, L., Maidenbaum, S. & Amedi, A. The brain as a flexible task machine. Curr. Opin. Neurol. 25, 86-95 (2012).
47.
48.

49.

50.

54.
55.

56.
57.

68.

69.
70.

71.
72.

73.
74.
75.
. Jetzschke, S., Ernst, M. O., Moscatelli, A. & Boeddeker, N. Going round the bend: Persistent personal biases in walked angles.

77.

O’Regan, J. K. & Noé, A. A sensorimotor account of vision and visual consciousness. Behav. Brain Sci. 24, 939-973 (2001).
Wightman, E. L. & Kistler, D. J. Headphone simulation of free-field listening. I: Stimulus synthesis. J. Acoust. Soc. Am. 85, 858-67
(1989).

Séderlund, G., Sikstrom, S. & Smart, A. Listen to the noise: noise is beneficial for cognitive performance in ADHD. J. Child Psychol.
Psychiatry. 48, 840-7 (2007).

Seemungal, B. M., Glasauer, S., Gresty, M. & Bronstein, A. M. Vestibular perception and navigation in the congenitally blind. J.
Neurophysiol. 97, 4341-56 (2007).

Seemungal, B. M, Rizzo, V., Gresty, M. A., Rothwell, J. C. & Bronstein, A. M. Cortical processing in vestibular navigation. Prog.
Brain Res. 171, 339-46 (2008).

Fujita, N, Klatzky, R. L., Loomis, J. M. & Golledge, R. G. The Encoding-Error Model of Pathway Completion without Vision. Geogr.
Anal. 25,295-314 (1993).

Wolbers, T., Wiener, J. M., Mallot, H. A. & Biichel, C. Differential recruitment of the hippocampus, medial prefrontal cortex, and
the human motion complex during path integration in humans. J. Neurosci. 27, 9408-16 (2007).

Viaud-Delmon, I. et al. Sex, lies and virtual reality. Nat. Neurosci. 1, 15-6 (1998).

Karcher, S. M., Fenzlaff, S., Hartmann, D., Nagel, S. K. & Konig, P. Sensory augmentation for the blind. Front. Hum. Neurosci. 6, 37
(2012).

Schumann, E A Sensorimotor Account of Visual Attention in Natural Behaviour. repOSitorium doi: urn:nbn:de:gbv:700-2013080911054
(University of Osnabriick, 2013).

Srikulwong, M. & O’Neill, E. Wearable tactile display of directions for pedestrian navigation: Comparative lab and field evaluations.
In 2013 World Haptics Conference (WHC) 503-508 doi: 10.1109/WHC.2013.6548459 (IEEE, 2013).

Nagel, S. K., Carl, C., Kringe, T., Mirtin, R. & Konig, P. Beyond sensory substitution-learning the sixth sense. J. Neural Eng. 2,
R13-26 (2005).

Leone, L. M. & McCourt, M. E. Dissociation of perception and action in audiovisual multisensory integration. Eur. J. Neurosci. 42,
2915-2922 (2015).

Parise, C. V. & Ernst, M. O. Correlation detection as a general mechanism for multisensory integration. Nat. Commun. 7, 11543
(2016).

Makin, J. G., Fellows, M. R. & Sabes, P. N. Learning Multisensory Integration and Coordinate Transformation via Density
Estimation. PLoS Comput. Biol. 9 (2013).

Pouget, A., Deneve, S. & Duhamel, J.-R. A computational perspective on the neural basis of multisensory spatial representations.
Nat. Rev. Neurosci. 3, 741-747 (2002).

Kercel, S. W,, Reber, A. S. & Manges, W. W. Some radical implications of Bach-y-Rita’s discoveries. J. Integr. Neurosci. 4, 551-65
(2005).

Bach-y-Rita, P. & Kercel, S. W. Sensory substitution and the human-machine interface. Trends Cogn. Sci. 7, 541-546 (2003 ).

Amedi, A. et al. Shape conveyed by visual-to-auditory sensory substitution activates the lateral occipital complex. Nat. Neurosci.
10, 687-9 (2007).

Reich, L., Szwed, M., Cohen, L. & Amedi, A. A ventral visual stream reading center independent of visual experience. Curr. Biol.
21,363-8 (2011).

Striem-Amit, E., Cohen, L., Dehaene, S. & Amedi, A. Reading with sounds: sensory substitution selectively activates the visual
word form area in the blind. Neuron 76, 640-52 (2012).

Stiles, N. R. B. & Shimojo, S. Auditory Sensory Substitution is Intuitive and Automatic with Texture Stimuli. Sci. Rep. 5, 15628
(2015).

. Leopold, D. A. & Logothetis, N. K. Multistable phenomena: changing views in perception. Trends Cogn. Sci. 6613, 254-264 (1999).
. Tong, F. Primary visual cortex and visual awareness. Nat. Rev. Neurosci. 4, 219-29 (2003).
. Fiser, ], Chiu, C. & Weliky, M. Small modulation of ongoing cortical dynamics by sensory input during natural vision. Nature 431,

573-578 (2004).

Tong, E, Meng, M. & Blake, R. Neural bases of binocular rivalry. Trends Cogn. Sci. 10, 502-11 (2006).

‘Waunderlich, K., Schneider, K. A. & Kastner, S. Neural correlates of binocular rivalry in the human lateral geniculate nucleus. Nat
Neurosci 8, 1595-1602 (2005).

Berthoz, A. & Jones, M. Adaptive Mechanisms in Gaze Control. (Elsevier Publishing Company, 1985).

Jirgens, R. & Becker, W. Perception of angular displacement without landmarks: evidence for Bayesian fusion of vestibular,
optokinetic, podokinesthetic, and cognitive information. Exp. Brain Res. 174, 528-543 (2006).

. Angelaki, D. E. & Cullen, K. E. Vestibular system: the many facets of a multimodal sense. Annu. Rev. Neurosci. 31, 125-50 (2008).
. Ivanenko, Y. P,, Viaud-Delmon, I, Siegler, L., Israél, I. & Berthoz, A. The vestibulo-ocular reflex and angular displacement

perception in darkness in humans: adaptation to a virtual environment. Neurosci. Lett. 241, 167-170 (1998).

. Viljamde, A. Auditorily-induced illusory self-motion: A review. Brain Res. Rev. doi: 10.1016/j.brainresrev.2009.07.001 (2009).
. Alais, D. & Burr, D. Ventriloquist Effect Results from Near-Optimal Bimodal Integration. Curr. Biol. 14, 257-262 (2004).
. Zwiers, M. P, Van Opstal, A. J. & Paige, G. D. Plasticity in human sound localization induced by compressed spatial vision. Nat.

Neurosci. 6, 175-81 (2003).

. Ehrenstein, W. H. & Reinhardt-Rutland, A. H. A cross-modal aftereffect: auditory displacement following adaptation to visual

motion. Percept. Mot. Skills 82, 23-6 (1996).

. Keating, P. & King, A.]. Sound localization in a changing world. Curr. Opin. Neurobiol. 35, 35-43 (2015).

. Takahashi, T. T. et al. The synthesis and use of the owl’s auditory space map. Biol. Cybern. 89, 378-387 (2003).

. Wallach, H. The role of head movements and vestibular and visual cues in sound localization. J. Exp. Psychol. 27, 339-368 (1940).
. Kondo, H. M, Pressnitzer, D., Toshima, I. & Kashino, M. Effects of self-motion on auditory scene analysis. Proc. Natl. Acad. Sci.

109, 6775-6780 (2012).

Goossens, H. H. L. M. & van Opstal, A. J. Influence of head position on the spatial representation of acoustic targets. J. Neurophysiol.
81, 2720-2736 (1999).

Ernst, M. O. & Banks, M. S. Humans integrate visual and haptic information in a statistically optimal fashion. Nature 415, 429-33 (2002).
Knill, D. C. & Pouget, A. The Bayesian brain: the role of uncertainty in neural coding and computation. Trends Neurosci. 27, 712-9
(2004).

Witten, L. B. & Knudsen, E. I. Why seeing is believing: merging auditory and visual worlds. Neuron 48, 489-96 (2005).

Wilke, C., Synofzik, M. & Lindner, A. Sensorimotor Recalibration Depends on Attribution of Sensory Prediction Errors to Internal
Causes. PLoS One 8, 54925 (2013).

Senna, L, Parise, C. V. & Ernst, M. O. Hearing in slow-motion: Humans underestimate the speed of moving sounds. Sci. Rep. 5,
14054 (2015).

Weiss, Y., Simoncelli, E. P. & Adelson, E. H. Motion illusions as optimal percepts. Nat. Neurosci. 5, 598-604 (2002).

Pretto, P, Bresciani, J. P,, Rainer, G. & Biilthoff, H. H. Foggy perception slows us down. Elife 2012, 1-12 (2012).

Neurosci. Lett. 617, 72-75 (2016).
Souman, J. L., Frissen, L, Sreenivasa, M. N. & Ernst, M. O. Walking Straight into Circles. Curr. Biol. 19, 1538-1542 (2009).

SCIENTIFICREPORTS | 7:42197 | DOI: 10.1038/srep42197 12



www.nature.com/scientificreports/

78. Boeddeker, N., Moscatelli, A. & Ernst, M. Homing with audio landmarks and path integration. J. Vis. 14, 2-2 (2014).
79. Moser, I, Grabherr, L., Hartmann, M. & Mast, E. W. Self-motion direction discrimination in the visually impaired. Exp. Brain Res.
233,3221-3230 (2015).
80. Dieterich, M., Bauermann, T, Best, C., Stoeter, P. & Schlindwein, P. Evidence for cortical visual substitution of chronic bilateral
vestibular failure (an fMRI study). Brain 130, 2108-2116 (2007).
81. Cuturi, L. E, Aggius-Vella, E., Campus, C., Parmiggiani, A. & Gori, M. From science to technology: Orientation and mobility in
blind children and adults. Neurosci. Biobehav. Rev. 71, 240-251 (2016).
82. Gori, M., Cappagli, G., Tonelli, A., Baud-Bovy, G. & Finocchietti, S. Devices for visually impaired people: High technological
devices with low user acceptance and no adaptability for children. Neurosci. Biobehav. Rev. 69, 79-88 (2016).
83. Cassinelli, A., Reynolds, C. & Ishikawa, M. Augmenting spatial awareness with Haptic Radar. In 2006 10th IEEE International
Symposium on Wearable Computers 61-64 doi: 10.1109/ISWC.2006.286344 (IEEE, 2006).
84. Bertram, C., Evans, M. H,, Javaid, M., Stafford, T. & Prescott, T. in Biomimetic and Biohybrid Systems (eds. Lepora, N. E, Mura, A.,
Krapp, H. G., Verschure, P. E. M. J. & Prescott, T. J.) 1, 24-35 (2013).
85. Henze, N., Heuten, W. & Boll, S. Non-intrusive somatosensory navigation support for blind pedestrians. In Proc. EuroHaptics
459-464 (2006).
86. Erp, J. B. E. Van, Veen, H. a. H. C., Van Jansen, C. & Dobbins, T. Waypoint navigation with a vibrotactile waist belt. ACM Trans.
Appl. Percept. 2, 106-117 (2005).
87. Koji Tsukada, M. Y., Tsukada, K. & Yasumura, M. ActiveBelt: Belt-Type Wearable Tactile Display for Directional Navigation. Lect.
Notes Comput. Sci. 3205, 384-399 (2004).
88. Grierson, L. E. M., Zelek, J., Lam, 1., Black, S. E. & Carnahan, H. Application of a Tactile Way-Finding Device to Facilitate
Navigation in Persons With Dementia. Assist. Technol. 23, 108-115 (2011).
89. Pielot, M. & Boll, S. In Pervasive Computing 6030 LNCS, 76-93 (2010).
90. Hayward, V. A brief taxonomy of tactile illusions and demonstrations that can be done in a hardware store. Brain Res. Bull. 75,
742-752 (2008).
91. Hayward, V. Tactile illusions. Scholarpedia 10, 8245 (2015).
92. Moscatelli, A., Naceri, A. & Ernst, M. O. Path integration in tactile perception of shapes. Behav. Brain Res. 274, 355-364 (2014).
93. Bicchi, A, Scilingo, E. P, Ricciardi, E. & Pietrini, P. Tactile flow explains haptic counterparts of common visual illusions. Brain Res.
Bull. 75, 737-741 (2008).
94. O'Regan, J. K. Why Red Doesn't Sound Like a Bell: Understanding the feel of consciousness. doi: 10.1093/acprof:0s0/9780199775224.001.0001
(Oxford University Press, 2011).
95. Held, R. & Hein, A. Movement-produced stimulation in the development of visually guided behavior. J. Comp. Physiol. Psychol. 56,
872-876 (1963).
96. Mriganka, S., Garraghty, P. E., Roe, A. W. & Sur, M. Experimentally induced visual projections into auditory thalamus and cortex.
Science (80-. ). 242, 1437-1441 (1988).
97. Pascual-Leone, A., Amedi, A., Fregni, FE & Merabet, L. B. The plastic human brain cortex. Annu. Rev. Neurosci. 28, 377-401 (2005).
98. Aoki, C., Romeo, R. D. & Smith, S. S. Adolescence as a Critical Period for Developmental Plasticity. Brain Res. 1654, 85-86 (2017).
99. Hubel, T. W. & D. Effects of visual deprivation on morphology and physiology of cells in the cat’s lateral geniculate body. ] Neurophysiol
26, 978-993 (1963).
100. Sur, M. & Leamey, C. A. Development and plasticity of cortical areas and networks. Neuroscience 2 (2001).
101. Elli, G. V,, Benetti, S. & Collignon, O. Is There a Future for Sensory Substitution Outside Academic Laboratories? Multisens. Res.
27,271-291 (2014).
102. Maidenbaum, S., Abboud, S. & Amedi, A. Sensory substitution: closing the gap between basic research and widespread practical
visual rehabilitation. Neurosci. Biobehav. Rev. 41, 3-15 (2014).
103. Ivanenko, Y., Grasso, R., Israél, I. & Berthoz, A. Spatial orientation in humans: Perception of angular whole-body displacements in
two-dimensional trajectories. Exp. Brain Res. 117, 419-427 (1997).

Acknowledgements

We thank Lionel Granjon for help with the angular pointer, Pierre-Paul Vidal for use of the rotating chair, Danping
Wang for technical help at the sensorimotor platform of the Université Paris Descartes, Matthieu Raoelsion for
help with data acquisition in experiment 2, Matteo Lisi, Mark Wexler, Guglielmo Montone, Alexander Terekhov
and Christoph Witzel for fruitful discussions, and an anonymous reviewer for suggesting the analysis of long-
term adaptation effects. The work was supported by ERC Advanced Grant 323674 “FEEL’ to J. Kevin O’Regan.

Author Contributions
Developed the sensory augmentation device and conceived the experiment: ES. Designed the experiment: ES.,
J.K.OR. Collected and analyzed the data: ES. Interpreted the data and wrote the paper: ES. and J K.O’R.

Additional Information
Competing financial interests: The authors declare no competing financial interests.

How to cite this article: Schumann, F. and O’Regan, J. K. Sensory augmentation: integration of an auditory
compass signal into human perception of space. Sci. Rep. 7, 42197; doi: 10.1038/srep42197 (2017).

Publisher's note: Springer Nature remains neutral with regard to jurisdictional claims in published maps and
institutional affiliations.

This work is licensed under a Creative Commons Attribution 4.0 International License. The images

G oy other third party material in this article are included in the article’s Creative Commons license,
unless indicated otherwise in the credit line; if the material is not included under the Creative Commons license,
users will need to obtain permission from the license holder to reproduce the material. To view a copy of this
license, visit http://creativecommons.org/licenses/by/4.0/

© The Author(s) 2017

SCIENTIFICREPORTS | 7:42197 | DOI: 10.1038/srep42197 13


http://creativecommons.org/licenses/by/4.0/

	Sensory augmentation: integration of an auditory compass signal into human perception of space

	Results

	Experiment 1. 
	Training. 
	Perception of Self-Rotation. 

	Experiment 2. 
	Training. 
	Perception of Self-Rotation. 


	Discussion

	Methods

	Participants. 
	Experiment 1. 
	Experiment 2. 

	Setup. 
	Sensory Augmentation Device. 
	Rotation Chair. 
	Angular Pointer. 

	Procedure. 
	Familiarization with Active Turning. 
	Pointing Calibration. 
	Self-Rotation Experiment. 
	Post Interviews. 

	Analysis. 
	Linear Mixed Effect Models. 


	Data Availability

	Acknowledgements
	Author Contributions
	﻿Figure 1﻿﻿.﻿﻿ ﻿ Setup & Experimental Protocol.
	﻿Figure 2﻿﻿.﻿﻿ ﻿ Results Experiment 1.
	﻿Figure 3﻿﻿.﻿﻿ ﻿ Results Experiment 2.
	﻿Figure 4﻿﻿.﻿﻿ ﻿ Long-Lasting Recalibration Effects in Experiment 2.
	﻿Table 1﻿﻿. ﻿  Fixed Effect Parameters for Experiment 1, using Equation 1.
	﻿Table 2﻿﻿. ﻿ Fixed Effect Parameters for Experiment 2, using Equation 1.
	﻿Table 3﻿﻿. ﻿ Fixed Effect Parameters Testing Long-Lasting Recalibration in Experiment 2, using Equation 2.



 
    
       
          application/pdf
          
             
                Sensory augmentation: integration of an auditory compass signal into human perception of space
            
         
          
             
                srep ,  (2017). doi:10.1038/srep42197
            
         
          
             
                Frank Schumann
                J. Kevin O’Regan
            
         
          doi:10.1038/srep42197
          
             
                Nature Publishing Group
            
         
          
             
                © 2017 Nature Publishing Group
            
         
      
       
          
      
       
          © 2017 The Author(s)
          10.1038/srep42197
          2045-2322
          
          Nature Publishing Group
          
             
                permissions@nature.com
            
         
          
             
                http://dx.doi.org/10.1038/srep42197
            
         
      
       
          
          
          
             
                doi:10.1038/srep42197
            
         
          
             
                srep ,  (2017). doi:10.1038/srep42197
            
         
          
          
      
       
       
          True
      
   




